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BBEJIEHUE

AKTYyaJIbHOCTb UCCJIEJOBAHUS

JIpeBeCHBIE PACTEHHUS SBIISIOTCS OCHOBHBIMU ITPOJYLEHTAMH B JIECHBIX DKOCUCTEMAX, a
JpEeBECHHA TPEJICTaBIseT COOOW BaXKHBIH BO30OHOBISEMBIM HCTOYHUK OPraHHUYECKOIrO
yriepona. [IpoayKTUBHOCTE OPEBECHBIX PACTEHUM OINPENENSeTCs KOJIWYECTBOM U Pa3MepoM
CTPYKTYPHBIX 2JIEMEHTOB KCUJIEMbI, KOTOpPbIE BBIMOJIHSIOT pa3Hble (QYHKUUU U OTIMYAIOTCA
MeXay co0OW MO cOCTaBy KOMIIOHEHTOB MX KIIETOYHBIX cTeHOK. lIpomnecc ¢opmupoBanus
JPEBECHHBl — KCHUJIOT€HE3 — OOYCIOBIMBAET CTPYKTYpHbIE OCOOCHHOCTHU JAPEBECHHBI,
omnpezenser ee (PU3MKO-MEXaHUYECKHUE, TEXHOJOTHYECKHE, TOIUIMBHBIE W JIEKOPATHBHBIC
cBoiicTBa. B nanHOI cBsA3M mouck myTteil 3p(HEKTUBHOrO yNpaBiIeHUsl KCHIOT€HE30M aKTyaJleH
KAaK C TOYKH 3PEHHS MOBBIIICHUS MPOAYKTUBHOCTU PACTEHUM, TaK U MOIYYEHUSI JPEBECUHBI C
3aJITaHHBIMU CBOVCTBaMHU.

Kapennckas Oepeza (B. pendula Roth var. carelica (Mercl.)) Hamet-Ahti), ¢opma
Oepe3bl MOBUCIION, MPEACTaBISET COOO0M YHUKATBHBIM OOBEKT HCCIIENOBAHUS JISI TO3HAHUS
MEXaHU3MOB MopdoreHe3a IpeBecHBIX pacTeHuid. [[ias apeBecuHbl Oepe3bl XapaKTepeH
IMIUPOKUN CHEKTp pa3HooOpa3us CTPYKTYPHBIX DSJIEMEHTOB: OHA COCTOMT M3 COCYJIOB,
BOJIOKHHUCTBIX TPaxeus, BOJIOKHUCTBIX 3JIEMEHTOB, MPUOIMKEHHBIX MO CTPYKTYpE K BOJOKHAM
aubpudopma, U KIETOK MapeHXUMbl. M3 BceX APEBECHBIX MOPOJ CTPYKTYpHBIE aHOMAIIUU
JPEBECUHBI BBIPAKEHBI y KapelibcKoi Oepe3bl Haubosee spKo, XapaKTepU3yITCs OONbIINM
pa3Ho0Opa3ueM MPOSIBIICHUSI B OHTOTEHE3€ U BBICOKHM YPOBHEM JHJIOT€HHON M3MEHUMBOCTH;
UX TMOSIBJIEHUE, PA3BUTHE U 3aTyXaHUE 3aBUCSAT OT Bo3jaencTBUs (pakTopoB cpeasl (HoBuikas,
2008; Novitskaya et al., 2016).

OpuruHanbHasi TEKCTypa APEBECHHBI KapenbCcKoi Oepesbl (hopMUpYeTCsl B pe3ylsibTaTe
OTKJIOHCHHH B JIEATCIBHOCTH JaTepaibHOi MepucteMbl — kamOus (bapuibckas, 1978;
Kopoun u nap., 2003; Hosumkas, 2008; Novitskaya, Kushnir, 2006). B 3onax pa3Butus
CTPYKTYPHBIX aHOMaJIMM HE 3alycKaeTcss mporpaMMa THOenu KIETOK, NpHUBOJALIAs K
(GOpMHUPOBAHUIO COCYAOB M BOJIOKOH KCWJIEMbl W CHUTOBHIHBIX 3JEMEHTOB (DJIOIMBI,
mubdepeHUpyrolecs — KaMOMallbHbIE  MPOU3BOJHBIE  COXPAHSAIOT  MPOTOIJIACT U
NpeBpaIaloTcs B KIETKH 3aracaiouieil MapeHXUMbl, KOTOpPble HAKaIUIMBAIOT OOJIBIINE
kosimdecTBa 3anacHbix BemecTB (Novitskaya, Kushnir, 2006).

KamOuii — 3T0 rereporpodHas TKaHb, €ro AESTENBHOCTh OCYLIECTBISIETCS 3a CUET

npuTOKa M3 (OTOCHHTE3UPYIOIIMX JIHCTHEB Caxapo3bl — OCHOBHOM TPAaHCHOPTHON (OpMBI



caxapoB y 6epe3nl moBucnoit (Hosuikas u ap., 2015). Yrunuzanusa caxapo3bl B aKIENTOPHBIX
TKaHSIX TPOUCXOJUT TpH ydyacTuu (epMeHTOB ee Tuiapoiauza — wunBeprassl (MHB) u
caxaposocunrassl (CC) (Kypcanos, 1976; Sturm, Tang, 1999; Koch, Zeng, 2002; Koch, 2004
u ap.). Caxapo3ocHMHTa3a NPUCYTCTBYET B PACTEHHMM IOBCEMECTHO, HO HauOoJbplIas ee
aKTUBHOCTBH OOHapyskeHa B akienTopHbix Tkausgx (Coleman et al., 2008). MemOpaHocBs3aHHast
dopma CC obOpasyeT KoMILIEKC ¢ IeJUToo30cuaTa3on (Sturm, Tang, 1999; Winter, Huber,
2000; Ruan et al, 2003), yro gaeT BO3MOKHOCTH MPSIMOTO HCIIOJB30BaHHS 00pa3syeMoOi B
pesynbTate aktuBHOCTH CC VY/I®-rmoko3sl A OWOCHMHTE3a 1eIono3bl. MHBepTasza
pacuIerisieT MOJIEKYJy caxapo3bl Ha JBE T'€KCO3bl — TJIOKO3y U (GpykTo3y. M3BecTHBI Tpu
dbopmbl nHBEpTa3bl — BakyossipHas (BakWuB), nutomnasmatudeckas (LlutlHB) u anonnactHas
(AnlMHB), KOTOpBIE OTIMYAIOTCS MO CBOUM OMOXMMHUYECKUM CBOMCTBAM, MECTY JIOKAIU3ALUU
U, CIIEJIOBATENbHO, BBIMONHIEMbIM (yHKIUAM. B Hacrosimee Bpemst ¢ynkiuun MuB u CC u
MyTH UX PETYJSIUU JOCTaTOYHO XOPOIIO H3YYEHBI Ha MPUMEPE TPABSIHUCTHIX pPACTECHUU
(ITaBmuuoBa, 1971; ITaBauHoBa, Ilpaconosa, 1972; Kypcanos, 1976; KypcanoB u np., 1989;
BbpyckoBa u ap., 2009; Morell, Copeland, 1985; Sander et al., 1996; Springer et al., 1986;
Suzuki et al., 1996; Xu et al., 1996; Sturm , 1999; Sturm, Tang, 1999; Winter, Huber, 2000;
Haigler et al., 2001; Albrecht, Mustroph, 2003; Sherson et al., 2003; Matic et al., 2004;
Duncan, Huber, 2007; Fan et al., 2009; Persia et al., 2008; Fujii et al., 2010; Zhang et al.,
2011; Chen et al., 2015; Palmer et al., 2015; Wei et al., 2015; Nguyen et al., 2016; Tang et al.,
2017 u ap.). ITo npeBeCHBIM pacTEHUSAM MYyOJUKAIIUMH HEMHOTOYMCICHHBI U CTAIM MOSBIATHCS
auib B mocnennue 10-15 ger (lraqi et al., 2005; Maurel et al., 2004; Geisler-Lee et al., 2006;
Bocock et al., 2008; Canam et al., 2008; Coleman et al., 2009; Zhang et al., 2011; Chen et al.,
2015; Xiao et al., 2014; An et al., 2014; Gerber et al., 2014). Cn1abo M3y4eHHBIM OCTaeTCs
ydyactue (epMeHTOB MeTadoyM3alMi caxapo3bl B Ipolieccax KcujoreHeza. Hcexons w3
U3BECTHOTO BIMsIHUS cooTHomieHusi akTuBHocth CC wu  pasHeix ¢opm UWHB Ha
MPEUMYIIECTBEHHOE BKJIIOYEHUE pacUICIUIIeMOM UMM caxapo3bl B T€ WU HUHBIE
metabonuueckre mytu (Roitsch et al., 1995; Barratt et al, 2009; Carlson, Chourey, 1999;
Andersen et al., 2002; Heyer et al., 2004; Koch, 2004; Iraqi et al., 2005; Cho et al., 2005;
Koonjul et al., 2005; Godt, Roitsch et al., 2000; Jia et al., 2008; Welham et al., 2009 u ap.)
MOXHO  MPEANOJIOXKUTh, YTO OSTOT TIOKa3aTelb BO3JCHCTBYEeT Ha  HampaBJCHUE

muddepeHmanuy NpOU3BOIHBIX KaMOusl.



B mocnennee Bpems Bce OoJblieé BHUMAHHS YACTSCTCS H3YYCHHIO MOJICKYISIPHO-
TCHETUYCCKUX MEXaHM3MOB, JIS)KAIIUX B OCHOBE PETYJSIUH JEATSIBHOCTH Mepuctem. K
TakuM MexanuzMaMm otHocutcs cuate3 CLE-nienrunos rpymnmet B (CLE-41, CLE-42, CLE-44).
CLE nentun TDIF (TRIFEARY ELEMENT DIFFERENTIATION INHIBITORY FACTOR)
u ero Ooraras acinuaoM penentop-nogobnas kuaaza (LRR-RLK) TDR (TDIF RECEPTOR)
SIBIISTIOTCS] CHTHAJIBHBIMH KOMIIOHEHTaMH, KOTOPBIE PETYIHPYIOT KaMOHAIbHYI0 aKTHBHOCTh U
npenaTcTBYOT auddepeHnnpoBke TpaxeanbHbix smemento (Ito et al., 2006; Fisher, Turner,
2007; Hirakawa et al., 2008; Whitford et al., 2008; Du, Groover, 2010; Etchells, Turner, 2010;
Etchells et al., 2012, 2013, 2015; doayesa u ap., 2012, 2014; Ye, Zhong, 2015; Nieminen et
al.,, 2015). Nmerommecs B JHTepaType HaHHBIC CBHICTEIBCTBYIOT, YTO BCEBO3MOXKHBIC
maaumyisimud ¢ CLE-TDR MoryT nmpuBOAWTE K YBETHUYEHUIO MPOAYKTUBHOCTH JPEBECHBIX
pacTeHM, a Tak)Ke H3MEHEHHI0 cTpoeHus npoBoasmux Tkanei (Etchells, Turner, 2010;
Etchells et al., 2012, 2013, 2015).

OcHOBa CTPYKTYPHBIX U (DYHKIIMOHATBHBIX PA3THYUN MEXKIY KIECTKAMHU OJHOTO U TOTO
Ke opraHmzMa — O3TO0 auddepeHuanbHas aKTUBHOCTh TE€HOMa, KOTOPYIO pETYIHPYIOT
TpaHCcKpuniuoHHbIe dakTopsl (Mensenes, Illaposa, 2010). HemmocpencTBeHHBIH KOHTPOJIb 3a
TG PEpEeHITUPOBKON AIEMEHTOB KCHJIEMBI U (PIIOIMBI OCYIIECTBISIOT TPAHCKPUIITHOHHEIC
dakroper  VND6, VND7 ¢ NAC-momenom (VASCULAR-RELATED NAC-DOMAIN),
pPEeryqupylolfe CHUHTE3 BTOPUYHOM KIETOUYHOW CTEHKH, pPa3BUTHE U TUP(EpEeHLHUPOBKY
kinetok kcuneMbl, 1 APL (ALTERED PHLOEM DEVELOPMENT, MYB-0enku), kotopsie
urpaiot posib B passutuu (¢iios>mel (Bonke et al., 2003; Kubo et al., 2005; Sieburth, Deyholos,
2006; Truernit et al., 2008; Du, Groover, 2010; Ohashi-Ito et al., 2010; Yamaguchi et al.,
2010; Escamez, Tuominen, 2014; Pesquet et al., 2013; Heo et al., 2014; Truernit, 2014;
Rodriguez-Villalon et al., 2014; Nieminen et al., 2015; Kondo et al., 2015, 2016). Kak
NIPaBUJIO, aBTOPBI PACCMATPHUBAIOT (PYHKIIMU TPAHCKPUIIIMOHHBIX (PAKTOPOB MPHUMEHUTENBHO K
Pa3BUTHIO TEPBUYHBIX MPOBOSAIIMX TKaHEH CTBOJIA M HE 3aTparuBaioT (POPMHPOBAHHE
BTOPUYHBIX TIPOBOISIINX TKAHEH.

Taxum o6pa3oMm, uzydenne Gpu3noI0ro-OnOXUMHUIECKHX U MOJIEKYIISIPHO-TEHETUYECKIX
3aKOHOMEPHOCTEH JESITeTPHOCTH KaMOHsl Ha TpUMepe KapeiabCKol Oepe3bl aKTyallbHO He

TOJNBKO C TOYKH 3pPEHHsS TOWUCKAa MyTed 3((EeKTUBHOTO YIpaBICHUS KCUIOT€HE30M, HO



SIBIISICTCSI BOXKHBIM JIJIsl TIO3HAHUS MEXaHHM3MOB JIEJCHUA, pocTa U Au(pepeHInpoBKU KIETOK
KaMOUaJIbHOW 30HbI IPEBECHBIX PACTEHUI.

Leap u 3a1a4m ucciae10BaHUSA

Llenp paboTBI COCTOMT B M3YYEHHUH DHIOTEHHBIX MEXaHU3MOB pPOCTa W
nudGepeHITUPOBKA  KaMOMaNbHBIX TMPOM3BOJIHBIX Yy JBYX (opM Oepesbl MOBHCION,
Pa3IMYAIOIINXCS TI0 CTPYKTYPE JPEBECHHBI.

Jliis mocTuKeHus ey ObUTH MTOCTABJICHBI CIIEYIOIINE 3a0a4u:
— M3YYUTHh TOJUYHYIO JUHAMHUKY Caxapo3bl U aKTHBHOCTH (PEPMEHTOB €€ METa0OIHM3aIfH B
TKaHSX CTBOJIa ABYX (hopM Oepe3bl MOBUCIION, Pa3IMyaloIuXCs 0 CTPYKTYPE IPEBECUHBI,
— HCCJeI0BaTh IMMyTH META0O0IU3alUU caxapo3bl B KaMOUaIbHOW 30HE KapeslbCKoi Oepesbl pu
(dbopMHUpOBaHUH JPEBECHUHBI C PA3HON CTETIEHBIO y30PYaTOCTH,;
— U3YYUThb PETYISIUI0 aKTUBHOCTH CaxXapo30CHHTAa3bl U aloIUIaCTHOM MHBEpTa3bl Ha
TPAHCKPUIIIMOHHOM W TOCTTPAHCISIIMOHHOM YPOBHAX B KaMOMaNTbHON 30HE TPHU Pa3HBIX
CIIEHApUSIX KCUJIOTEHE3a;
— BBIBHTH YYacTHE CaxapO30CHHTa3bl B CHHTE3€ MEUTIOJO3Bl M KpaxMmaia B TEPHOJ
KaMOMaJIBHOTO POCTA MPHU Pa3HBIX CIICHAPUAX KCUIIOTEHE3a;
— CpaBHUTh aKTUBHOCTH (DEPMEHTOB YTHIIM3AIlMU Caxapo3bl y CESHIEB ABYX (GopMm Oepessl
ITOBMCJION;
— onennth ydyactue CLE-mentumoB rpymmsl B (CLE-41) U TpaHCKpUMNIIMOHHBIX (DaKTOpPOB,
KOHTpoJupyromux AuddepeniupoBky snemenToB kcuieMbl (VND6, VND7) u ¢iosmbl
(APL), B hopMupoBaHUN aHOMAJIBHOM KCHIJIEMBI KapelIbCKOM Oepe3sl;
— BBISIBUTH BIUSTHUE TTOYBEHHOTO a30Ta Ha aKTUBHOCTH ()EPMEHTOB METa0O0JIM3aluN caxapO3bl
IpY Pa3HBIX CLEHAPUAX KCHIIOTEHE3a.

HayuHnasi HOBH3HA M TeopeTHYeCKOe 3HAYEHHE PA0GOTHI

BriepBeie m3y4eHO pacmpeselieHue aKTUBHOCTH (EPMEHTOB, METa0OIU3UPYIOIIIX
OCHOBHYIO TPAaHCIIOPTHYIO (hOpMY YTJIEBOAOB Yy PacTEeHUil - caxaposy (Tpu (HopMbl HHBEpPTA3bI,
Caxapo30CHHTAa3a), B IPOBOASIINX TKAHAX U KaMOMalbHOM 30He ABYX (popm Oepesbl MoBUCION
(Betula pendula Roth) mpu pa3HbIX clieHapHsIX KCHIOTEHE3a.

Ha pactenusx pasHoro Bo3pacrta o0bI4HOM Oepe3snl moBucioi (B. pendula var. pendula),
y KOTOpo# (hopMupyeTrcss HOpMajbHas MO CTPOCHUIO IPEBECHHA, M Kapeibckoi Oepessl (B.

pendula var. carelica), y koropoit B pe3yiabTaTe HapyIICHHS ICATCILHOCTH KaMOWsI
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dopMupyeTcs aHOMallbHasg IO CTPOEHHUIO JPEBECHHA, HM3y4Y€Ha pEryJsilus aKTUBHOCTU
CaxapO30CHHTa3bl HAa YPOBHE JKCIPECCUU KOAUPYIOIIMX €€ IE€HOB, PACCMOTPEHO Yy4YacTHE
dbepMeHTa B CHUHTE3€ LIEJULTIONO03bI U KpaxMalia B epuo]i KaMOuaIbHOTO poCTa.

BnepBele npoBENEHO H3yYEHHE DSKCIPECCUHM T'E€HOB, KOIUPYIOIIMX AalOIUIACTHYIO
UHBEpTa3y U ee¢ OENKOBbIII MHTUOUTOpP, B TMpPOIECCE HOPMAIBLHOTO M aHOMAJIbHOIO
KCWJIOT€HE3a, PAaCCMOTPEHBI BO3MOXKHBIE IIYTH PETYJSIUMUA AKTUBHOCTH aIOIUIACTHOM
MHBEPTa3bl y pacTeHMil 0ObIYHOMN Oepe3bl U KapelbCcKoi Oepe3bl ¢ y30puaToil u 6e3y3opyarton
TEKCTYpPOH IPEBECUHBI.

BnepBeie npyu aHOMajabHOM KCHJIOT€HE3€ M3YyUYEHO PacHpe/iesICHHE 3KCIPECCUU T'€HOB
CLE41 u PXY, onpenensromux HanpaBieHne Tu¢GepeHIInPOBKH TPOU3BOIHBIX KaMOusI.

[Ipu popmupoBaHUM BTOPUYHBIX MPOBOJAIINX TKAHEH CTBOJA OEpe3bl U3YUYEH YPOBEHb
HKCIIPECCUH T€HOB, KOTOPbIE KOJUPYIOT TpaHCKpuniuoHHeie ¢pakropsl VND6, VND7 ¢ NAC-
nomenom (VASCULAR-RELATED NAC-DOMAIN), perymupymoomue CHHTE3 BTOPHYHOM
KJIETOYHOM CTEHKH, pa3BuTHe W nuddepeniuporky kiaetok kcmiembl, 1 APL (ALTERED
PHLOEM DEVELOPMENT, MYB-06enku), wurpamomuii pojib B pPa3BUTUU  (DIOIMEI.
[IponemMoHCTpUpOBaHAa BO3MOKHOCTh H3MEHEHHsI DSKCIPECCUU YKa3aHHbIX TE€HOB IIpHU
YBEJIMUEHUU COJIEP>KAHMSI caxapo3bl B POBOASIINX TKAHAX.

BrnepBbie ycTaHOBIEHO, YTO y KapelbCKoW Oepe3bl BBICOKMHA YpOBEHb a30THOTO
NUTAHUS TOJAABISET AKTUBHOCTH (PEPMEHTOB METAa0OJIU3AIUU Caxapo3bl, KOHTPOIUPYIOLINX
dbopMupoBaHHE Y30pUaTOi IPEBECUHBI.

IIpakTHYeckoe 3HAYeHHE PA0OTHI

AKTHBHOCTb OCHOBHBIX ()EPMEHTOB, YTHIIM3UPYIOLIUX Caxapo3y B KaMOHaIbHON 30HE,
MOKHO HCIOJb30BaTh B KayecTBE OMOXMMHMYECKOTO HWHAMKATOpa pa3HbIX CLIEHapUEB
kcunorenesa: (1) ¢opmupoBanue IpeBECHHBI, B COCTaBE KOTOPOW MPeoOIalaroT COCyAbl U
BOJIOKHA U (2) (opMupOBaHUE APEBECHUHBI, JUIsI KOTOPOW XapaKTepHbl KPYMHbIE BKIIOYEHUS
KJIETOK MapEHXHUMBI.

[IpennokeHbl HOBBIE METOAMYECKHE TMOJXOJbl K SKCIEPUMEHTATbHOW perysisiuu
KCHUJIOTE€HE3a JPEBECHBIX PACTEHUM.

MeTtabonnueckre cxeMbl, pa3paboTaHHbIE Ha OCHOBE (DU3MOJIOTr0-OMOXMMHYECKHX U
MOJICKYJIIPHO-TEHETHUECKUX 3aKOHOMEPHOCTEH, OOHApY)KEHHBIX NpPU pPAa3HBIX CIEHAPHIX

KCUJIOT€HE3a, MOTYT ObITh UCIIOJIB30BaHbI MPU MOUCKE MyTel 3 (PEKTUBHOTO YIIPaBICHUS 3TUM
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IPOLECCOM KAaK C TOYKM 3pEHMsS YBEIMYEHHsS BbIXOAA OHOMAcChl JPEBECHHBI, TaK U
BBIPAIMBAHUS JPEBECUHBI C 3aJaHHBIMHA CBONCTBAMH.

[IpennoxxeH Hay4HbIM MOIX0A K BBIOOPY YYaCTKOB IOJ IOCAJKU PACTEHUMN KapesbCKON
Oepe3bl. YCTaHOBJIEHA 3aBUCUMOCTh MEX]y CTENEHBbIO HACBHIIIEHHOCTH TEKCTYpPbI APEBECHHBI
KapeiabCKoil Oepe3bl M ypOBHEM [JOCTYIHOIO a30Ta B IOYBE. YCTaHOBJEH JHAala3oH
COJIep>KaHMsI a30Ta, CIOCOOCTBYIOIIMH JTydllIEMY MTPOSIBICHUIO Y30PYAaTOCTH IPEBECUHBI.

OcHOBHBIE 0J10:KEHUS, BbI/IBUTaeMble HA 3A1UTY

1. BpisiBneHsl MeTaboiMYecKWe TNPUYMHBI (OPMUPOBAHUS Yy30pUYATOM JIPEBECUHBI
Kapenbckoii Oepesbr  (Betula pendula Roth var. carelica). IlonmwkeHHass aKTHBHOCTD
Caxapo30CHHTa3bl B 30HE pPOCTA M pa3BUTUS KCUIEMbl KapenbCKOMl Oepe3bl 3ameisieT
UCIIOJIb30BAHHUE Caxapo3bl HA CUHTE3 KJIETOYHBIX 000JO0UYEK 3TOM TKaHH, YTO TOPMO3HUT OTTOK
nucaxapuaa u3 GpuosmMel. Bo ¢diosme nosiBisercss U30BITOK caxapo3bl, KOTOPBIN BBIBOJAUTCS B
amnoIviacT M paclIeIUIsieTCs ¢ Y4acTHEM anoIllIacTHOM MHBepTas3bl. OOpasyroluecs npu 3TOM
MOHOCaxapa HMHIYUUPYIOT CHHTE3 3alacHbIX METa0OJIMTOB W IpeBpalleHHe KaMOHallbHBIX
IIPOM3BOJAHBIX B KIETKM 3allacarolledl NapeHXHWMBI, SBIAIOLIMECS CTPYKTYPHOH OCHOBOM
y30pUaThIX TKAaHEH.

2. BbIgBIEHBI MOJEKYJISPHO-TEHETUYECKME 3aKOHOMEPHOCTH JBYX CLIEHapHEB
KCUJIOTE€HE3a JAPEBECHBIX PACTEHMM, CBA3aHHBIX C (JOPMUPOBAHUEM B JIPEBECHUHE 3JIEMEHTOB,
BBIMOJIHAIOIUX BOJAONPOBOMALIYI0O M MEXaHHYECKYI0 (QYHKIMM U (YHKIHIO 3aracaHusl.
[Ipeobnananue mudhepeHIUpPOBKH COCYIOB U BOJOKOH MPOUCXOAUT Ha (OHE BBICOKOU
akTUBHOCTH caxapo3ocuHTaszbl (CC) moa xoHTposieM reHoB SUSlu SUS2 M cOmpoBOXKIAETCS
AKTUBHBIM CHHTE30M CTPYKTYPHBIX KOMIIOHEHTOB KJIETOYHBIX CTEHOK (LIEJIIOJIO3bI).
@®opMHUpPOBaHHE JIPEBECUHBI, i1 KOTOPOM XapaKTEepHbl KPYIHbBIE BKIIOYEHHS KIETOK
3amacaroiiei mapeHxumbl, uaetr Ha (oHe Hu3KoM akTUBHOCTH CC, BBI3BAHHOW CHIDKCHHUEM
AKCIIpeccHH reHoB SUS1 1 SUS2, 1 conmpoBOXKIAETCS YMEHbBILIEHUEM COIEPIKAHUS LIEJITHOI03BI.

3. Bospacranue aktuBHOCTH AnMHB B KaMOMaIbHOW 30HE MOYKHO paccMaTpUBaTh, KaK
KOMIICHCATOPHBIM MEXaHW3M, HampaBleHHbI Ha ycTpaHeHHE H30BITOYHOTO COJepKaHUs
caxaposbl BO (iosMe, YTO BaXKHO IS MONJCPKAHHS TOHOPHO-aKUENTOPHBIX OTHOIICHHUN
MEX1y TKaHSIMU U OpraHaMH JIPeBECHOTO paCTEHUSI.

4. Pa3Hble clieHapUU KCHIJIOTEHE3a Y KapelbCKOM W OOBIYHON Oepesbl OTIMYAIoTCs T10

pacnpeneseHHI0 YpOBHS dKcrpeccusi reHoB, konupywoomux TDIF-nentuny CLE-41 u ero
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peuentop TDR (urpator UEHTpaJdbHYIO pOJib B CyAbOe KaMOWANbHBIX WHUIIHAJIEH),
TpaHckpumnuoHHble (paktopel VND6, VND7 (peryaupyroT CHHTE3 BTOPUYHOM KJICTOUHOMU
CTEHKH, pa3BuTue U AuddepeHIupoBKy KiIeTok kcuiaembl) 1 APL (urpaer ponb B pa3BUTUU
b105MbI).

5. besy3opuaTbie epeBbsl KapeabCKON Oepe3bl, HECMOTpPsI HAa OTCYTCTBHE BH3yaJIbHBIX
pa3nuuuii ¢ OOBIYHOM Oepe30il, OTIMYAIOTCS OT MOCJIEAHEW MO XapaKTepy paclpeleieHUs
HKCIIPECCUH T€HOB, KOHTPOJIUPYIOIIUX Pa3BUTHE KaMOMAIIbHBIX MMPOU3BOAHBIX. be3y3opuaTsie
JIEPEBbSl KApeNbCKOW Oepe3bl MpEeJCTaBIAIOT COO0O0M YHUKAIbHBIM OOBEKT [JIsi H3Y4YCHUS
MIEPEXOTHOTO COCTOSIHUSL MKy HOpMalIbHBIM KcuiioreHezoM y B. pendula var. pendula u ero
aHOMAaJTLHBIM BapHAaHTOM Y y30puaThiX pactenuii B. pendula var. carelica.

6. Ha panHux sTamax OHTOTE€HE3a OOBIYHON M KapelabCKOW Oepesbl, KOoTJa BUAMMEIC
pa3auuus MEXIy HUMHU €Ile OTCYTCTBYIOT, Y CESHIIEB KapelabCKoil Oepe3bl HaOI0aaroTCs
OMOXMMHYECKHE U MOJEKYJISIPHO-TEHETUYECKUE OCOOEHHOCTH, CBOMCTBEHHBIE B3pPOCIBIM
pacTeHusM. B uacTHOCTH, YBENMYMBAETCS YPOBEHb OSKCIPECCUU TE€HOB KOAMPYIOIIUX
TDIF/CLE-TDR/PXY u AnMHB, CHWXaeTcsi ypOBEHb OKCIPECCHU T'CHOB KOIUPYIOIIUX
n30(opMbI caxapo3ocuHTa3bl SUS1 U SUS2, MOSABIAIOTCS META0OJWUYECKHE M3MEHEHHUS IyTeHl
YTUJIM3ALUK Caxapo3bl.

7. YcTaHOBIIEHA 3aBUCUMOCTh MEX/Y CTENEHbIO HACBIIIEHHOCTH TEKCTYPhI IPEBECUHBI
KapenbCKoil 6epe3bl U ypOBHEM JOCTYIHOTO a30Ta B MOYBE. BBIsABICH AMAINa30H COAEp KaHUs
a30Ta, CIOCOOCTBYIOUIMH JIydllleMy MpPOSBICHHUIO Y30p4aTOCTH JpeBecuHbl. llokazaHo, yTo
CWJIBHBIN 1e(UIIUT a30Ta U ero N30BITOK MPUBOIAT K YBEIUYSHUIO BOCCTAHOBIICHUS! HUTPATOB
HUTPATPEAYKTAa30i B TKaHAX cTBOjiA. [loBbIlIeHWE acCUMWIISLIMM HUTPATOB MpHU Jaeduuurte
a30Ta TOPMO3HMT POCTOBBIE IPOLIECCHl M PA3BUTHE CTPYKTYPHBIX AHOMaIUN (CHMIKEHHE
AKTUBHOCTHM CaxapO30CHHTAa3bl B KCUJIEME M MHBEPTa3 BO (JI0dMe), MpU €ro U30bITKE BENET K
HOpMaJM3alliy CTPOEHUsI TKaHel CTBOJIA (CHUKEHHE aKTUBHOCTH MHBEPTA3 BO (i1odMe).

Anpodanusi padoTbl. OCHOBHBIE PE3YNbTATHI Pa0OTHI 0JOKEHBI HA MEXIYHAPOIHBIX
U POCCHUHCKHX CHMIIO3MYMax U KOH(pepeHUusx: «AKTyalbHble BOIPOCHI 3KOJIOTMYECKON
¢usnonorun pacrenuit B XXI Beke» (CoixteiBrap, 2001); VI Ceezn ODP u koudbepeHius
«CoBpeMeHHast (HhU3UOJIOTHSI PACTeHMI: OT MOJeKkyn 10 skocuctem» (CoiktbiBKap, 2007);
«enaposkonorus u necoenenue» (Kpacnosipck, 2007); «PU3NKO-XMMHUUECKHE MEXAHU3MBI

aJjanTallid pPAcTeHHM K aHTPONOreHHOMY 3arps3HEHHIO B YCJIOBHSX KpalHEro ceBepa»
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(Anmatuter, 2009); «lIpobmembl coBpeMenHoi naenuaposioruun» (Mocka, 2009); XV
CuUMIIO3UyM 1O MEXMOJIEKYJISIPHOMY B3aUMOJCUCTBUIO M  KOH(GOPMALUSIM  MOJIEKYI
(ITerpozaBoack, 2010); «Pactenme wu ctpecc», (MockBa, 2010); «CTpykTypHBIE W
(YHKIMOHANIBHBIE OTKJIOHEHUS OT HOPMA&JIBHOIO pOCTa M Pa3BUTHS PACTEHUH TOJ
Bo3neiictBueM ¢aktopoB cpensl» (IlerpozaBoack, 2011); «Ddusuonorus pacteHuil -
TEOpETUYECKasi OCHOBA NHHOBALIMOHHBIX arpo- u ¢puroduorexnonoruin» (Kanununrpan, 2014);
«Pactenust B yCIOBUSIX TIJIOOQJIBHBIX UM JIOKAJIBHBIX MPUPOJHO-KIMMATUYECKUX H
aHTpororeHHsIx BozaeicTeuit» (Ilerpo3aBosack, 2015); «CurHanbHble CUCTEMBl PACTEHUMN: OT
perienTopa 10 OTBETHOW peakiuu opranusma» (Caukr-IletepOypr, 2016); «Proceedings of
Fourth International Symposium on Plant Signaling and Behavior» (Saint Petersburg, 2016);
«DUTOMMMYHHUTET U KJIETOUHAs curHanu3anus y pacrenuin» (Kazanp, 2016); «MonekynspHbie
acmeKThl penokc-Merabonuszma pactenuit» (Yda, 2017); «Teopernyeckne M NPUKIATHBIC
acrekThl JiecHoro mousoBencHus» (IlerposzaBoack, 2017); «bopeanbHble Jieca: COCTOSHUE,
nuHamuka, skocucremubie ycmyru» (IlerpozaBoack, 2017 roma); «DKcnepuMeHTaIbHas
Ouonorus pacteHuil: GyHaaMeHTanbHble U npukiaanble acnekTo» (Kpeim, Cynak, 2017).

Jlnunblii BKJIaa aBTOpa. ABTOPOM OIpPEACNICHBI 1eTb M 3aJladydl HUCCIIeIO0BaHUsA,
BbIOpaHbl OOBEKTHl M METOAbl HCCIENOBaHUA. ABTOp JHMYHO TPUHUMAN Y4acTUE B
IUTAHUPOBAaHUU M TIOCTAaHOBKE HKCIIEPUMEHTOB, COOpE SKCIEPUMEHTANbHBIX JaHHBIX, B
00paboTke U OOCYXIEHHH TMOJYyYEHHBIX pPE3YyJIbTaTOB, MOJrOTOBKE MyOJIMKAIMi MO Teme
JUCCepTallMOHHOW pabOThl M MPEACTABICHUM PE3yJbTaTOB HAa HAy4YHbIX KOH(pepeHIusx. B
JMICCEePTAlMU UCTIONb30BaHbI pabOThI, OMYOJIUKOBAaHHBIE B COABTOPCTRE.

My6aukanuu. [1lo matepuanam nuccepranuu omnyonnkoBano 6onee 80 pabot, B ToM
yuciae 25 crareil B peLEH3MPYEMbIX IKypHajaX, BXOJIIIMX B TMEpeYeHb H3AAHU,
pexomenayembix BAK, cpenu Hux 9 crareil B XypHajnax W3 cnuckoB SCopus u Web of
Science, oauH naTteHT, oiHa 6a3a JaHHBIX.

Crpyktrypa M o00bem padorbl. /luccepranuss COCTOMT U3 BBEACHHUA, 0030pa
JUTEpPaTypbl, ONMUCAHUS OOBEKTOB M METOJOB HCCIEOBaHMs, 4 TJIaB 3KCHEPUMEHTAIbHOMN
YacTH, 3aKJIIOUYEHHUs, BBIBOJIOB M CIHCKa LUTUpPyeMoH nuteparypbl. CIHCOK JIMTEpaTypsl
BKJIIOYaeT 466 HauMeHOBaHUM, U3 HUX 394 Ha MHOCTpaHHOM s3bIKE. J(MccepTanus U3oXKeHa

Ha 287 cTpaHUIaX MATUHOIUCHOTO TEKCTA, COJAEPKUT 7 Tabmuil u 71 pUCYHOK.



14

baaroxapuaocru.

ABTOp BbIpakaeT TIyOOKYyI0 NPU3HATENBHOCTh AOKTOPY Oumonornueckux Hayk JLJL.
HoBuikoit 3a HEOLIEHMMYIO TOMOIIb B MpoBeAeHUH padboThl. Ocobas OrarogapHOCTh K.0.H.
M.C. KpacaBuHoli 3a KOHCYJbTAallMd M TIOMOIIb B OCBOCHHU METOJUKHU OMPEACIICHUS
(dbepMeHTaTUBHOM aKTUBHOCTU. ABTOp UCKpeHHe OnaromapeH corpyanukam MJI KapHI[ PAH
N.H. Codponosoii, k.0.H. FO.JI. Momenckoii, K.M. Huxkeposoii, M.H. Iloaropuoit u k.6.H.
E.B. MomkuHo#i, COBMECTHO C KOTOPBIMH IMOJY4YEHBI 00CyXkaaeMble B paboTe pe3yabTaThl,
k.0.H. JI.B. TonuueBoil 3a neHHble coBeTbl npu npoeaeHuu IILP ananmza, corpynHuKy
Kapenbsckoit necocemennoi craniiuu M.JI. IllypoBoi#i 3a momomp mpu moadope oOBEKTOB

HCCICOOBAaHMUA.
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CITMCOK COKPAIIIEHUIA
AnMHB — anornyiacTHas ”HBEpTa3a
BaklHB — BakyoJisipHast MHBEpTa3a.
I'K — Hecnenugurueckas rekCoknHasa
HP — nurparpenykrasa
CC — caxapo3ocuHTasa
[MutHHB — nuTorazMaTudyeckass ”HBepTas3a
APL — reH, xomupyromuii TpaHcKpuniuoHHbH ¢akrop APL (ALTERED PHLOEM
DEVELOPMENT, MYB-6enkn), yuactByeT B OpMHUPOBAHUH (PIIOIMBI
Ces8, Ces3, Ces7 — rensl, kKogupyromue n30hopMsI reintoiao3ocuaTassl Ces8, Ces3, Ces7
Cif — ren, koaupyromuii 0JIKOBBIH HHTHOMTOP aNOIJIACTHOW HHBEPTA3bI
CLE41 — ren, xomupyrommii CLE-mentun rpynner B, TDIF (TRIFEARY ELEMENT
DIFFERENTIATION INHIBITORY FACTOR)
CWIN1, CWIN1.1, CWIN4 — rensl, komupyrolme H30(OPMBI aIloIUIAaCTHOM WHBEPTA3bl
CWIN1, CWIN1.1, CWIN4
Hex1, Hex2 — rensl, KogupyroIxe TpaHCcmopTepsl rekco3 Hex1 u Hex2
PXY — ren, kogupyromuii 6oratyro jgeidnuHoM perentop-nogoonyro kuHasy (LRR-RLK) mis
CLE-nentumos, TDR (TDIF RECEPTOR)
Susl, Sus2, Sus3 — rensl, Koaupyroiue n30hopMbl caxapo3zocuHTa3sl SUS 1, Sus 2, Sus 3
VNDG6, VND7 — rensl, konupyrwoiuue Tpanckpunuuonubsie gaxtopsl VNDG6, VND7 ¢ NAC-
nomenoM (VASCULAR-RELATED NAC-DOMAIN), perymupyromniye CHUHTE3 BTOPHYHOMN

KJIETOYHOM CTEHKH, pa3BUTHE U NP (HEPEHIIUPOBKY KIETOK KCUIIEMBI



16

['JTABA 1. OB30P JIMTEPATYPbI

1.1. KamOuanbHasi aKTHBHOCTbL Yy /pPeBeCHbIX PpacTeHHH B HOpMe H IIpH
(popMuUpPOBaAHMHU AHOMAJILHOM I peBeCMHbI KapeJbCKoil Oepe3bl

[1o cpaBHEHUIO C JKUBOTHBIMH PAcTEHHs 00J1aJal0T UCKIFOUUTEIBHON CIIOCOOHOCTBIO K
HOCTAMOPHOHAIBHOMY POCTY M Pa3BUTHIO, KOTOpBIE IMPOUCXOISAT B TEUEHHE BCEH JKU3HU
pactenusi. PocT pacTeHHil oCylIeCTBISIETCS B PE3yJIbTaTE MUTOTHYECKUX KJIETOYHBIX JIE€JICHUN
B CIECLUAIM3UPOBAHHBIX TKaHAX — MepucteMmax. Camble paHHHME (TIEPBUYHBIE) MEPUCTEMBI
UMEIOT YMOpPHOHAIIBHOE MPOMCXOKJICHUE, K HUM OTHOCSATCS allMKallbHas MepucTema rnooera
(ITAM) wu «xopus (KAM), koTopple CIOCOOCTBYIOT V/UIMHEHHIO Tio0era W  KOPHS
cooTBeTcTBeHHO. I[IAM pmaer Hauvano mnOpokamMOUI0O — MEPUCTEMATUYECKOM TKaHH,
muddepeHIUpyIOLEeics B MEPBUYHYIO MPOBOJALIYIO CHUCTEMY (MEpBUYHAs KCUiema H
¢nosma). B mepBuyHOM moOere cocynucTasi CETh pPACIOJIOKEHA B COCYIUCTBIX ITydKax,
OTACNICHHBIX JPYyr OT JApyra MEXIYy4YKoBOH mapeHxumon. I[IpokamOuanabHble KIETKH
pacrioyiararoTcsi MeXJ1y NepBUYHONW KCHIIEMOHN U (JI03MOH, B KOHIIE MEPBUYHOTO POCTa OHU
CTaHOBSTCS IYYKOBOM YacTbi0 KamMOWs, B JIONOJHEHHE K KOTOPOMY B MEKITYYKOBOU
napeHxuMe oOpasyercs MeXIydyKoBbld kamOuil. CocynucThlii KamMOUM HMeEEeT CMellaHHOE
IPOUCXOXKICHHUE: MMYYKOBBIM KamMOUil MpencTaBiisieT co00il MEpBUYHYIO MEPUCTEMY, TaK Kak
INPOUCXOJUT OT aNUKaJIbHOW MEpPUCTEMbI Yepe3 MpPOoKaMOMMl, a MEXIy4YKOBBIH KaMOUN —
BTOPUYHYIO MEPUCTEMY, MPOUCXOIANIYI0 OT MApPEeHXUMbl, BTOPUYHO BO300OHOBHBILIEH
MHUTOTHYEKYI0 aKkTUBHOCTH (puc. 1). B mobere oOpa3oBaHHe 3aMKHYTOrO Kpyra KamOwus
SBIISICTCSI  TO3HUM  COOBITUEM, MMEIOIIMM MECTO TOJIBKO IOCie WHHUIIMUPOBAHUSA
MEKITyYKOBOTO KaMOMsI MEX Iy cocyaucTbiMu yukamu (OBeprt, 2015; Nieminen et al., 2015).

Cmpoenue kambus

CocyaucTeiii kamMOMii — JaTepanbHasi MEpHCTEMa, KOTOpas /1aeT Havyallo BTOPUYHBIM
npoBoAsAIMM TKaHsIM. C MOpGOJIOrMuecKor TOYKU 3pEHHUs] HHUIUAIN KaMOUs CYIIECTBYIOT B
IByX (hopmax, Kak BEpPETEHOBHHBIC M JIYYE€BbIC MHUIHAIN. Y BEPETCHOBUIHBIX MHHUIIMAJICH
JUIMHA B HECKOJIBKO pa3 MPEBBIIIAET IUPHUHY. DTO MPU3MATUYECKUE KIETKH C KIIMHOBUAHBIMU
KOHIIAMH, KOTOpbIE JAlOT HA4yajlo BCEM KJIETKaM KCHUJIEMbl U ()JIO03MBI, PACHOIOKEHHBIM
CBOMMH JUIMHHBIMHU OCSIMH TapajijIelIbHO OCSIM OpraHOB, B KOTOPBIX OHU pasBuBaroTca. U3
BEPETEHOBHUIHBIX HHUIUAIEH (QOPMHUPYIOTCS CIEAYIOIIME DBJIEMEHTHI. TpaxeH, BOJOKHA,

OCCBBIC IMAPCHXHMMHBIC KIICTKM B KCHJICME, CHUTOBUIHBLIC TPY6KI/I, BOJIOKHA MW OCEBbIC



17

MapeHXUMHBIC KJICTKU BO ¢uiodme. KieTku apyroro Tura, JTydeBble HHHUIMAIN, PA3THYAIOTCS
1o ¢opme — oT c1a00 yUTMHEHHOW JI0 TTOYTH W30AHaMeTpudeckoi. JIydeBble HHUIIMAIN TAIOT
Hayvajgo KJIETKaM JTydeH, 3JIEMEHTaM paJWalibHOW CHCTEMBI KCHIEMBI M (uiodmbl. Pasmep
BEPETCHOBU/IHBIX MHHUIIMAJICH U3MEHSETCS C BO3PACTOM U B TEUCHHE ce30HA pocTa. KoHeUHBIN
pasMep HX MPOU3BOAHBIX JIMIIb OTYACTH 33aBHCUT OT BEJIWYMHBI WHUIMANIEH KaMOwus,
MOCKOJIEKY W3MEHEHHsI B pa3Mepe MPOUCXOASAT W B Tmporecce AuddepeHINanii KISTOK
(OBepr, 2005). BepeTreHoBUIHbIE MHUITMATN KaMOWs Oepe3bl He 00pa3yroT TOPU30HTAIbHBIX

PSI0B, BCIEACTBUE YErO OH OTHOCUTCS K TUIY HesipycHoro kamoOus (bapuibckasi, 1978).

SvbGpHorenes

|

AnNAKATbHAS MepHCTeMa modera )

|

IIporamOmit

MexnyuxkoBas
napeHxHMA

)

BTDPH‘]HIH KCHIEMA H

{p103Ma

IloGer

Pucynok 1. CxemaTtnueckoe n300paxeHre POUCXOKACHHS COCYIUCTBIX KIETOK B modere (1Mo

Nieminen et al., 2015, ¢ u3MeHEHUAMN)

Ilepuoo akmuenozo kamobuarbHo20 Oenenus

[Tpu o6pazoBaHuM KCUIEMBI U (PIIOIMBI HHUITHAIA KaMOUS JIEJISATCS MEPUKINHAIBHO. B
pe3yNbTaTe ATUX JICICHUN 00pa3yrTCs IPOU3BOIHBIC KIIETKH — BHYTPh, B 00J1aCTh KCHUJIEMBI, U
HapyXy, B 001acTh Groambl. B mepros; HauBbICIIeH aKTUBHOCTH KaMOUS KIETOYHBIC JCTICHUS
MPOUCXOJIAT TaK YacTO, YTO MPH O0Opa30BaHUHU HOBBIX KJICTOK C(OPMHPOBAHHBIC MEPEI TUM

KIICTKU COXPAHAIOT MCPHUCTCMATUICCKUC CBOMCTBA. ILCHCHHH, Z[O6&BJIHIOHH/IC HOBBIC KJICTKH KO
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BTOPUYHBIM TMPOBOJSAIIMM TKaHSIM, Ha3bIBalOTCA N00aBOYHBIMU JIel€HUsIMHU. B pesynbrare
oOpasyercst mMpokasi 30Ha Oosiee WM MeHee HeauddepeHIMpoBaHHBIX KJIETOK. B mpexenax
3TOM 30HBI (KaMOHalbHas 30HA) B OTAEIBHOW pPaJUaJIbHOM LENOYKe KJIETOK TOJIBKO OJHA
KJIETKAa CYMTAETCS MHULHMAJIBHOW. DTO O3HAYAET, YTO IOCJIE €€ MEPUKIMHAIBHOTO JEJICHUS
OJlHa U3 JABYX OOpa3yIOLMXCs KJIETOK OCTaeTcs MHUIUANIBIO, & BTOpas NEPEXOIUT B 00JIacTh
mupdepeHupyromuxcss  GpaosmMbpl UM KcwiieMmbl. VHHMIMane — €IWHCTBEHHAas KIIETKa,
crocoOHas 1aBaTh MPOU3BOJIHBIE KAK B CTOPOHY KCHJIEMBI, TaK U B CTOPOHY (103MBbI (DBEpT,
2005). B mepuoa akTUBHOTO (hYHKIIMOHUPOBAHUS KaMOus Oepe3bl MOBUCION (MIOHB — UIOJb B
3aBHCUMOCTH OT IOTO/IHBIX YCJIOBHI{) 30Ha HMHTEHCUBHOTO JI€JIE€HUS B CTBOJIE HacUUThIBaeT 10-
15 pammanbHO pPacHOJOKEHHBIX BEpPETEHOBUAHBIX U 6-10 myueBbix KieToK. CoOCTBEHHO
MHULMAIA KaMOUsI BBIJEIHUTH MIPU 3TOM HEBO3MOXKHO, TaK KaK BCE KJIETKM KaMOalbHOW 30HBI
COXPaHSIOT HEKOTOPOE BpEeMsI MEPUCTEMATHUYECKYI0 aKTUBHOCTb M CIIOCOOHBI OJMH WJIM JBa
pasa nenuthes (bapunbckas, 1978).

AKTUBHO JeNsIIMecs BEpEeTCHOBUJHBIE M JIyueBble KJIETKHM KaMOUsl CHIJIBHO
BaKyOJM3HpOBaHbl. OHM COJEepKaT KPYIHYIO LEHTPAJIbHYIO BaKyOJIb U TOHKUAW IPUCTEHOYHBIN
CIOM  LUTOIUIa3Mbl, 3JIEMEHTHl TPaHYJSPHOIO  3HJIOIUIA3MAaTHYECKOIO  PETHKYJIyMa
npeoOyajaloT 'y HUX HaJ arpaHyjaspHbIM, A HUX XapaKTepHbl arperaTsl puOOCOM B
LUTOIJIa3Me, BBICOKAsi aKTUBHOCTh anmaparta ['oJbJKM U MHOTOYMCICHHbIE MUTOXOHJIPUHU U
mactuasl (bapunbckas, 1978).

Ce30HHas akMusHOCMb K1emoK Kamous

VY JpeBECHBIX pacTeHUl YMEPEHHBIX IIHUPOT NEPUOABI pOCTAa U PEHPOLYyKLIUHU
YepeayroTcsl ¢ MEepPUoJaMu OTHOCUTENbHO HM3KOM akTUBHOCTH. Ce30HHas MEepUOJUYHOCTD
OTpakaeTcsi U Ha aKTMBHOCTU KamOus. OOpa3oBaHHE HOBBIX KIETOK COCYAHCTBHIM KamOueM
3aMeISIeTCs] WM MOJTHOCTRIO MPEeKpaIaeTcsi B mepuo 1 3umMHero mokos (3sept, 2005).

VY Oepe3bl MOBUCION MNpU 3aBEpIICHUM AKTUBHBIX JEJIEHMH B KamOuu (aBrycr)
KaMOuanpHasi 30Ha NpeAcTaBieHa 4-6 paauanbHBIMH CIOSIMH HenuddepeHInpOBaHHBIX
BEPETCHOBU/IHBIX KJIETOK U 2-4 psilaMU JIYYEeBBIX KJIETOK, PACIOJIOKEHHBIMU MEXY 3PEIbIMU
BTOPUYHBIMH KcuieMor U (prosmoii. CTeneHb BaKyOJIM3aluy 3TUX KJIETOK JOBOJBHO BEIIMKA,
XOTA IeHTpajbHas BaKyollb YK€, Kak MpaBUiO, OTCYTCTBYET, M BaKyOJSIPHBIM ammapar

NPEJCTaBIEH CUCTEMON BaKyoJIed pa3HBIX pa3MEpoB, MPO3PAYHbIX WM C HEOOJIBIINMHU
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TOHKOTPAHYJSPHBIMU  CKOIUICHUSIMH BHYTPH, a TakkKe TAaHMHOHOCHBIMH BaKyOJISIMU
(bapunnckas, 1978).

Bo BpeMms mepuoma Mokosi KJIETKHM KCHJIEMbl U (PJIOAMBI CO3PEBAIOT B OOJbIIEH WU
MeHbIIIeH OM30CcTH K HHUIMaIIM. HOTa MeX Ty 3peibIMH JIEMEHTAaMU KCUJIEMBI U (PII0AMBI
OCTaeTcs €IUHCTBEHHBIH cnoil kamOus. Hekoropwle mnpoBojsiue TKaHU (YacTO TOJBKO
¢d03Ma) MOTYT IEpe3UMOBBIBaTh B He3pesioM cocTosiHuu (OBept, 2005). 1 BepeTeHOBUIHEIE,
U JIy4eBbIE€ KJIETKH MOKOSIIETocs KaMOus copepaT MHOTOUYMCIICHHBIE MEJIKUE BaKyoJld. DTU
BaKyoJu OOBIYHO COJEpKaT BEIIeCTBAa OEIKOBOM NPHUPOIBI, a TaKKe MOTYT BKIIOYATh
nonudenonsl (TaHHUHBI). OOBIYHBIM 3aMaCHBIM BEIIECTBOM IOKOSIIErocs KamMOWs CIyKat
JUNUABI B BHUAE Kamenb. VX UK, Kak NpaBUiIO, MPOTUBOIMOJOXKEH IHKIY Kpaxmaa.
['upponu3 kpaxmana MpU MEPexoJe K IMOKOK MOXET OBITh COCTABISIONICH MeXaHu3Ma
NpUOOPETeHUs YCTOMYMBOCTH K XOJOAY Y JEPEeBbEB YMEPEHHOTO KiIMMaTa, TaK Kak
oOpa3yrouiecss Ipu pacrnaje Kpaxmajga MOHOCaxa UIparoT poJib KPUONPOTEKTOpoB (DBepT,
2005).

KambOunanpupie kneTku Oepe3bl COCOOHBI HAaKAIUTMBATh B 3HAUYUTEIIBHOM KOJIMYECTBE
Kpaxmall B OCEHHHI Mepruo1 U BECHOH, Tiepe]] HaualioM peaktuBaiuu. Crienuduueckoi 4epToit
VIBTPACTPYKTYPHI COJIEPKUMOIO JIYUEBBIX KIIETOK KamOusi y Oepesbl SIBISETCS YCTPOWCTBO
MJIaCTUAHOTO amnmapaTta. Hapsiay ¢ neikoniactaMy B IUTOIUIA3ME 3TUX KJIETOK OOHApYKEHBI
XJIOPOIUTACTHl TPUMHUTHBHOTO CTPOCHHMSI, a TaKKe IUIACTUIBI, HAIMOMUHAIONIUE IO CBOEH
CTPYKType XpoMmormuiacTel. K OTIWYUTENBHBIM TMpU3HAKAM CJIEAyeT TakKe OTHECTH
0COOCHHOCTH CE30HHOM MEPECTPONKU BAKYOJSIPHOW CUCTEMBI, CBSI3aHHBIE C HAKOIUICHHEM U
pacTBopeHrueM (EHOJIBHBIX BEIIECTB B BAKyOJISIX 9TUX KJIETOK. B KamMOMalbHBIX KIIETKaX,
00pa3yronux JIy4eByK CHCTEMY JIEMEHTOB JIPEBECHHBI, O0Jee Pa3BUT IUIACTUIHBIN armapar.
Ce3oHHas JUHAMHMKA HAKOIUICHHS Kpaxmalia B OTHUX KIETKaX XapaKTepHU3YeTCs HalIUdueM
CUJIbHEE BBIPKEHHBIX MAaKCUMYMOB BECHOUM U OCEHBIO. B muTOMIa3Me TydeBbIX HHUITUATICH B
TEYCHHE BCEr0 TOJUYHOTO IMKJIa OOHAPYKHMBACTCS 3HAYUTEIHHO OOJBINE JTUIMUIHBIX
BKJIFOYCHUH, dYeM B I[UTOIUIA3ME€ BEPETCHOBUAHBIX KIETOK. OTHOCHUTENBbHBIA 00BEM
TAaHWHOHOCHBIX BaKyoOJIeH Yy HHUX TakKK€ BBIIIE, YHCIO CBOOOIHBIX PHUOOCOM HaA EIUHUILY
KJIETOYHOTO 00BheMa — Oonblie (bapunbsckas, 1978).

BecHoii nmepuoa mokost cMeHsIeTCsi BO30OHOBIIEHUEM aKTUBHOCTH COCYIUCTOTO KaMOusl.

Breigenstor naBe (a3bl BOCCTAHOBIEHHS AaKTUBHOCTH KamoOws: 1) ¢daza pagumanbHOTO
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yYBEJIMUEHUsI KaMOWaJIbHBIX KJIETOK («HaOyxaHue» KaMOusi), B TEUEHHE KOTOPOU
BEPETCHOBU/IHBIE KJIETKH CTAHOBSITCS CHJIBHO BaKyOJU30BAaHHBIMU; 2) MHUIIUALIUS KIETOYHBIX
nenenut  (Larson, 1994). XoTs BO300OHOBJICHHIO KaMOHaIbHON aAKTHBHOCTH MOXET
IpEeIUIECTBOBAaTh YMEHBUIEHHE IIJIOTHOCTH MPOTOIUIACTOB KIETOK, HE Yy BCEX BHJIOB
YMEPEHHOTO Tosica KJIETKM KaMOHs yBelW4YMBaIOTCA paauanbHo mepen neieHusimu (Evert,
1961, 1963Db; Derr, Evert, 1967; Davis, Evert, 1968; Tucker, Evert, 1969).

Huddepennmanus KcuiieMbl U (HI03Mbl MOXKET MPOAOKATHCS B TE€UEHUE HEKOTOPOTO
BPEMEHU IIOCIE€ TOr0, KaK COOCTBEHHO JEJIEHUs YK€ 3aBEpIIMIIUCh, a MPHUCYTCTBUE
mubdepeHIUPYIOUXCS KIETOK HE 00s3aTelIbHO OJIHO3HAYHO YKa3blBaeT Ha AaKTUBHOCTh
KaMOwust. J{OCTOBEpHBIMH TpHU3HAKAMH HHHUIMATHHONW AaKTUBHOCTH MOXXHO CYHTATh TOJIBKO
nporiecc MUTo3a 1 / uin Hanuuue ¢pparmoriactos (IBept, 2005).

[Ipouiecc kamOuanbHBIX JAeNeHUH U Tocheayromas AuddepeHIranis KCUISeMHBIX
AJIIEMEHTOB y Oepe3bl MPOTEKAlOT OYeHb ObICTPO. B mepuoa MHTEHCHMBHOrO MNpUpPOCTa
JPEBECHHBI AJIIEMEHTHI KCUJIEMbI C BBHIPAKEHHBIM BTOPUYHBIM YTOJIICHUEM OOOJIOYKH MOXKHO
HaOmronaTh Ha paccTosiHus 8-10 knerok ot kamOust (bapunsckas, 1978).

Hughhepenyuayus snemenmos 6mopuyHotl Kcuiemul y bepesvl NOGUCIOU

Ha panHux 3Tamax OHTOreHe3a, T.€. ¢ MOMEHTa JEJIEHUSA U 10 00pa3oBaHUS 3pENIOro
JNIEMEHTa, BCE KIETKH BTOPUYHOW KCHJIEMBI HWCIHBITHIBAIOT CXOJHBIE TNPEoOpa30OBaHUs
YABTPACTPYKTYPHI coniepkumoro. Ilpu 3ToM Beaymm MponeccoM, KOTOPOMY (PakTHUECKU
MOJAYMHEH BeCh MeTabonmm3dM  AudPEepeHIUPYIOMMXCS  KIETOK, SBISETCS  MPOIECC
dbopmupoBanus kieTouHoi 06onouku (bapunbckas, 1978).

Ha paccrosinum 4-5-Tu KJIETOK OT LIEHTpa KaMOMaJIbHBIX JEJIEHUH B pauallbHOM Py
KCWJIEMHBIX IPOU3BOJHBIX OOHApPYKMBAIOTCA 3aMETHBIE TIEPEMEHbI, OO0YyCIOBICHHBIE
NEPECTPOMKON KJIETOYHOro MeTaboiau3Ma. YCUIIMBAeTCs IMpollecc BaKyoJu3aluu. Bcro
LHEHTPAJIBHYIO MOJIOCTh AUPPEPEHIUPYIOMIMNXCA COCYI0B U APEBECUHHBIX BOJIOKOH 3aHUMAET
Oonpbiiast Bakyosib. Pe3ko ycunmBaeTcs mpolecc BBIJCICHHUS 3a IUIa3MajJeMMY MCXOTHBIX
MaTepUaoB JUIsl CHHTE3a KJIETOYHOW o0osiouku. [locTaBisiemble HMUTOIIA3MON HCXOJHBIE
MaTepuasibl OOOJOYKH TOABEPraioTCs MOJMMEpHU3allui, M B pe3ynbrare (opmupyercs
MOIIHBIN CJIOW BTOPUYHOTO YTOJIIEHUS,, OCHOBY KOTOPOTO COCTAaBISET MUKPODUOPUILIAPHBIT

ckenet (bapunsckas, 1978).
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MaxkcumanbHasi akTUBHOCTh W HAWOOJbIIAsg YUCIEHHOCTh AUKTUOCOM B IIMTOILIa3Me
UCCJIEIyeMbIX KIIETOK OTMEYeHa B mepruoja GOpMUPOBAHUS BTOPUYHOIO YTOJIICHHUS 000JI0YKH
(bapunnckas, 1978).

JuddepeHuupyronmecss KIETKM MapeHXUMbl B OTJIIMYME OT OCTAJIBHBIX 3JIEMEHTOB
NPEBECHHBI, HAXOISAUIUXCS Ha TaKOM e CTaAud pPa3BUTHS, XapaKTEPU3YIOTCS MEHbIIEH
CTENEHbI0 Bakyonu3auuu. Cieayer OTMETUTh, YTO KJIETKU JYyYEBOM M BEPTHKAIbHOW CHCTEM
JPEBECHHBI Oepe3 pa3IuvaroTcs MO0 CTETNeHH BaKyoJIM3alluu yKe B mpoliecce ux oO0pa3oBaHus
U3 KJIETOK KamOWs: JIydeBble MHULIMAIU ciadee BaKyOJIM3UPOBAHbI, YEM BEPETEHOBUIHBIC
(bapunnckas, 1978).

B xone muddepenumanum napeHXUMHBIE KJIETKH OTKJIAJBIBAIOT JOBOJBHO TOJICTHIE
KJIETOYHbIE OOOJIOYKM, OCTaBJsAsl HEYTOJIIEHHBIMU JIMIIb T€ YYacTKH, YEpe3 KOTOphIe
OPOXOJSAT  TUIa3MOJIECMEHHBIE  KAaHANbIbI, CBS3BIBAIONIME  IMPOTOIUIACTHI  COCEIHUX
NapeHXUMHBIX KJIETOK, a TAKKE€ MECTa KOHTaKTa BOJAOIPOBOIALIEH U MEXaHUYECKON CUCTEM, —
nopel. [lo Mepe co3peBaHusT 3TH KJIETKH TIOCTEIIEHHO W3MEHSIOT CBOW METa0OJIU3M,
HAIPABJICHHBIN B MEPBYIO OuYepe/lb HAa MOCTPOCHHUE KIETOYHOM O0OJIOUKH, U BKIIOYAIOTCS B
NPOIECCHl CHHTE3a M HAKOIUICHWsS 3alacHBIX BEIIECTB. 3peiibie MapeHXUMHBIE KIETKH,
HEJaBHO 3aKOHYMBIIME AU(PPEpeHlIHalN0, Mal0 OTJIMYAIOTCAd IO YIbTPACTPYKTYpe OT
MapeHXUMHBIX KJIETOK MOCIeIHUX 3-5 ToauyHbIX cloeB ApeBecuHbl (bapunbckas, 1978).

Oxonuanune audQepeHIUay JAPEBECUHHBIX BOJOKOH MU COCYJIOB CONPOBOXIAETCS
IPOrPECCUPYIOIIUM aBTOJIM30M MX IUTOIMJIA3MATUYECKUX KOMIOHEHTOB. B oTinume ot 3Toro
KJIETKH JPEBECHHHOW NapeHXMMBbI JIMIIb MEePEeCTpauBalOT CBOM MeETaboIM3M, MEpexois K
BBINIOJTHEHUIO (DYHKIIMI CHHTE3a M HAKOIUIEHHUs 3alacHbIX BEIHIECTB (KpaxMmaia U JIMIUIOB)
(bapunsckas, 1978).

Obpa3zosanue niazmooecm y bepesnvi

[uTonornueckuii aHamu3 COOCTBEHHO KaMOHMaJIbHBIX KJIETOK Oepe3bl MOBUCIOH,
(¢uKCcupoBaHHBIX B JeKaOpe W sHBape, MOKa3all, YTO BCE OHH UMEIOT dJIaCTUYHbBIC NTEPBUYHBIC
000JIOUKM Ha paJualbHBIX CTEHKaX 3HAYUTENbHO Oosiee TojicThie (M0 1.5 MKM), yeM Ha
tanreHTanbHbIX (0.1-0.5 MkM). Mexay BceMH WHUIMAIBHBIMH KIETKaMH KaMOWaIbHOU
CUCTEMBI B MEPUOJ MTOKOSI COXpPaHSAETCs IUTOIIa3MaTHYeCcKas CBA3b Yepe3 MIa3MoeCMEHHbIE
KaHaJbLIbl, MPOHU3bIBaIONINE UX 00onouku. [lna3monecmbl, coOpaHHbIe B TPYyMIbI B 00IaCTH

nmop, MMCIOTCA M Ha paJUuAIbHBIX, W Ha TAHICHTAJbHBIX CTCHKAxX KaMOHaJIbHBIX KJICTOK,
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MpUYEM JTyueBble MHUIIMATN 00J1aat0T 00Jiee BRICOKOM MIOTHOCTHIO TJIa3MOJIECM Ha €AUHUILY
MOBEPXHOCTH O0OJOYKH, YeM BEpETEHOBUIHBIE. B MecTax KOHTakTa KaMOHsl CO 3peibIMU
KCUJIEMHBIMH KJIETKAMH CEP/ALICBUHHBIX JIydyel W Mpujleraroliel TepMUHAIBHON MapeHXUMbI
Y4acTKH 000JI0YKH B 00J1acTH NIOp pOHU3aHbl IazmoaecMamu (bapunsckas, 1978).

[Ipn oTuneHeHun KaMOuEM KIETOK, MNpeoOpa3ylommxcss B XOJ€ MOCIeayIomei
nuddepeHmany B COCyAbl M BOJOKHA JPEBECHUHBI, UMEET MECTO TMOJIHAS H3OJALMS UX
NPOTOIJIACTOB  yXe B Ipoiecce GOpPMUPOBAHUS KIETOYHOM TUIACTUHKH, TOCKOJBKY
MIa3MOJIECMbl B HUX HE 3akjiajabiBatoTcsi. Bmecrte ¢ TeM mpu o0Opa3oBaHUU OymylIux
MAapEHXUMHBIX KJIETOK JPEBECHHBI 3aJI0’KEHUE IIa3MOJECM BO BpeMs JI€JICHUS MPOUCXOJMNT,
BCJICJICTBUE YEr0 IMTOIUIa3MaTUYECKass HEMPEPHIBHOCTh B ITHX KIETKax coxpaHsercs. Ha
rpanuie  AUGPEpeHIUPYIOMUXCA  KIETOK MapeHXHMMHOM CHUCTEMBI C  JJIEeMEHTaMu
BOJIONIPOBOJISIIIIETO M MEXAaHMUYECKOT'0 KOMILIEKCA IJIa3MOJIECMBI B TIEPBUYHBIX 000JIOUKAaX HE
obnapyxens! (bapunbckas, 1978).

Jugpepenyuayus yzopuamoii Opegecurvl Kapeabckoil bepesvl

[lepBoHauyaabHBIC U3BMEHEHUS B ACSITEIHLHOCTH KaMOUsI IPOUCXOISIT B CUCTEME JIYYEBBIX
UHUIMaNe. B KieTkax HEKOTOpBIX Jydyeld KaMOWalIbHOW 30HBI IEPEeCcTpanBacTCs XapaKTep
neneHnii.  Bmecto  ymopsIOYEeHHBIX — MEPUKIMHAIBHBIX  JACIEHUW,  SBIAIOLIIUXCA
JTOMUHUPYIOIIUMUA TIpM  00pa3oBaHUM HOPMAJIbHOM JIPEBECHHBI, JIyYeBbIE HWHUIIAATU
UCTBITHIBAIOT MPEUMYIIECTBEHHO aHTUKIIMHAIBHBIE U TIoniepeyHbie neneHus. [Ipu nomodbHom
TUTE JCJICHUS YHUCIO JyYeBBIX KJIETOK HAa JAaHHOM YYacTKe KamMOHusi pe3KO BO3pacTaeT
(bapunsckas, 1978).

[TogoOHbIE TepecTpoKM B CHUCTEME JIYYEBBIX WHUIIMANICH OKa3bIBAIOT BIUSHHUE M HA
COCeIIHME KIIETKH BepeTeHOBHAHOTO KamOus. [lox BozmelcTBHMEM pas3pacTaromierocs Jyda
HEKOTOpasi 4acTh OJIM3JEKAIINX BEPETCHOBUAHBIX KIETOK BBIMAAacT M3 OOIIEH Macchl
KaMOHMaJIBHBIX KJIETOK. JTO MOXeT mpousoutu (1) B pesymnbrate ux auddepeHnuanuu 6e3
MPEIBAPUTEIHHOTO JICJICHUS B DJIEMEHTHI BTOPUYHON KCHUJIEMBl WJIM BTOPUYHOU (DII03MBI, HITH
(2) BcienctBue OOMUTEpallUM TON JCUCTBHEM MEXAaHMYECKOTO craBiuBaHus. [lpu 3ToM
OCHOBHAsi Macca KJIETOK KaMOWalbHOUW 30HBI, OKPYXAIOUIUX JTAHHBIM Y4acTOK, MPOJIOJDKAET
JETUThCS TPEUMYIIECTBEHHO TMEPUKIMHAIBLHO, I[MO3TOMY B KaMOMaJIbHOM IHJIMHIPE
MOSIBJISIFOTCSL. KOHYCOOOpa3HbI€ YIITYOJICHHS B CTOPOHY cepileBHHBI. KamOuanmbHbIE KIETKU

aHOMAaJILHOTO JTyYa HaXxOoASTCs Ha JHE Takoro yriayonenus (bapunbckas, 1978).



23

BeposiTHO, cneacTBueM yKa3aHHOUM MEPECTPOUKHU SIBIASETCS W HApYIICHUE OpPUEHTAIUU
KJIETOYHOW IIJIACTUHKHU BO BpEMs ACJICHHS OKPYXKAIOLIMX 3TY 30HY BEPETCHOBHUIIHBIX KIIETOK
kamOusi. OOpasyromuecs TpU ATOM 3JIEMEHTHl BEPTUKAIBHONW CHUCTEMBbl KCHUJIEMBbl HUMEIOT
3HAUUTENIbHBIC OTKJIOHEHUS MO (pOpME U pa3MepaM OT aHAJIOTUYHBIX 3JIEMEHTOB B HOpMme. Ha
ydacTKax KamOus, (popMHUpYIOLUIMX aHOMaJbHbIE CKOIUICHUS B JIPEBECHHE, BEPETEHOBUIHBIC
KJIETKH OTKJIQJBIBAIOT IPEUMYIIECTBEHHO JIEMEHTHI aKCUATIbHOMN MapeHXUMBI U JIPEBECUHHBIE
BosiokHa. Cocyapl 00pa3yroTes kpaitHe penko (bapunbckas, 1978).

YyacTku KaMOMaIbHOTO UWIMHAPA, KOTOPBIE 3aTpPOHYyJa MOJ00HAs CTPYKTYpPHO-
MeTabonrueckass TepecTpoiika, 001alaloT HCKIIOYUTENFHO BBICOKOW MEpUCTEeMaTHUYeCKON
AKTUBHOCTBIO HWHHUIIMANEH. B MecTax JOKaIbHBIX YIUIYOJCHUH IIWPUHA 30HBI AKTUBHO
JESAIINXCST KIEeTOK KaMOus (aKTHUYECKH HE YMEHbBIIAeTCs, HeCMOTpsT Ha mpeoliamaHue
AKTUKJIVMHAIBHBIX U TMOINEPEYHBbIX NEJNECHUW NPH OTKIAJABIBAHUHU 3JIEMEHTOB KCHIEMBL. JTO
CBSI3aHO C TE€M, YTO Ha JAaHHOM y4acTKe KaMmOWsi pe3KO BO3pacTaeT TeMN 00pa30BaHUs KIETOK
¢bnosmel.  Tlockonbky yriiyOlieHHMs KaMOMaldbHOTO INMUIMHApa B Tepuoi (HopMHpOBAHUS
aAHOMAJIMH B JIPEBECUHE COCTOST MPEUMYIIECTBEHHO U3 JIYYEBBIX KJIETOK MEPUCTEMATHUYECKOM
TKaHU, TO, CJIEJOBATEIbHO, U B CTOPOHY (DIIO3MBI HA ITUX y4acTKaxX KaMOUsl OTKIJIAJIbIBAIOTCS
[JIaBHBIM 00pa3oM 35ieMeHThl napeHxumsl (bapuibckas, 1978).

OO0Opa3oBaHre HOBBIX JIyUYEBBIX HHUIIMATICH M3 BEPETEHOBUIHBIX MHHUIMATCH WA UX
CEerMEHTOB TpEJCTaBlsgeT cOoO0N OOBIYHOE SBJICHHE Yy JIpeBECHbIX pacTeHuil. [losiBieHue
HOBBIX JIyY€BBIX UHUIHATCH MOACPKUBAET OTHOCUTEIHHO MOCTOSTHHOE COOTHOIICHUE MEXY
JYYEBBIMH U OCEBBIMU KOMIIOHEHTaMH MPoBosiiero muiuaapa (3sept, 2005). ITo mepe Toro,
KaK MacCHB KCHJIEMbl YBEIUUYUBACTCS B JUAMETpEe, B KaMOWU MOSBIISIIOTCS HOBBIC JTyUEBBIC
WHUIMAIHA, KOTOpPBIE TMPEACTABISAIOT COOOM TPOU3BOJHBIE BEPETCHOBUIHBIX WHUIIMATICH.
NHunmanu HOBBIX OJHOPSIHBIX JTydeid MOryT (OpMHUPOBATHCS MyTEM OTACIICHUS] HEOOIbIITNX
KJIETOK OT KOHIIOB WMJIM OOKOBBIX CTOPOH BEPETECHOBUIHBIX HMHHIMANCH (y XBOWHBIX) WU
MyTeM TMONEPEYHBIX JENECHUNW TaKuX HHUIUANUN (y TpPaBSIHUCTBIX U KYCTapHUKOBBIX
nBynonbHbIX (Cumbie 1969). Bo3HUKHOBEHME Jyued, OJIHAKO, MOXKET MPEACTaBIATh COOOMH
YPE3BBIYANHO CIIOKHBIM MPOLECC, BKIOYAIOMIMN IONEPEYHOE JEIICHUE BEPETCHOBUIHBIX
WHULMAJIEH Ha HECKOJBKO KIIETOK, YTpaTy HEKOTOPBIX NPOJIYKTOB ATHUX JEJICHUM WU,

IPEBPALLEHUE OCTABIINXCS B BepeTeHoBUAHbIe nHUIManu (Evert, 1961; Rao, 1988).
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WNHTepecHbIM CBOMCTBOM MHHUIMAIBHBIX KJIETOK B CTBOJAX KapelbCKOM Oepesbl
SBIIIETCA MX CIIOCOOHOCTH TOYTH MOJIHOCTHIO BOCCTAHABIMBATh LMIUHAPUYECKYIO (PopmMy
KaMOuaIbHOW 30HBI IMOCJHE JaKe CaMbIX TIYOOKHUX «IIPOBAjoOB» B HEW. DTO MPOUCXOAUT
Onarojapsi ”HTEHCUBHBIM JEJICHUSIM KJIETOK KaMmOus Bciell 3a 0O0pa30BaHMEM AHOMAJIbHBIX
CKOIUICHHI B JpeBecuHe. B mepuoj HopMaiau3alnuu JesSTEIbHOCTH KaMOus 30Ha aKTUBHO
JENSIINXCS KIETOK B YIUIYOJIEHUH 3HAYUTENBHO MPEBBIIIAET MO HIMPUHE OKPYKAIOIIYIO 30HY
KJIETOK KaMOusi, 00pa3yolux HOpMaIbHYIO IpEBECUHY Y 3Tol Oepe3bl. OTCYyTCTBHE COCYIOB B
COCTaB€ aHOMAJBHBIX CKOIUICHUM B HEKOTOPOM CTENEHHU KOMIICHCUPYETCS YBEIMYEHUEM HX
yyciia TpU OTKIAAbIBAHMM KaMOueM OOBIYHOM JpEeBECHHBI BCIEH 3a 3apOCIIUMU

yrayonenusimu (bapunbckas, 1978).

Takum oOpa3zoM, B pe3ylibTaTe W3MEHEHHsS MPOIICHTHOI'O COOTHOIICHHS JIYYeBBIX M
BEPETEHOBUJIHBIX KIIETOK, 3a CYET OBICTPOrO YyBEJIWYEHHUS YMCIa JIy4YeBbIX HHHULHUAJIEH,
OCHOBHAas Macca AaHOMAalbHBIX OOpa30BaHMI B 3peJioi JIpeBECHMHE KapenbCKoll Oepesbl
IIPEACTABICHA JJIEMEHTAMU JIy4€BOW MAPEHXHMMbI. bojpmias 4acTh IMApEHXUMHBIX KIETOK
aHOMaJUil HMMEeT KU3HECIOCOOHBIM MPOTOIUIACT, CHMOCOOHAa HaKarulMBaTh OoOJbINNE
KOJIMYECTBA 3allaCHbIX BELIECTB, YTO MOXET OBITh NPUYMHON YTWIM3aUUU MpU UX
o0pa3oBaHuMM OOJBUIOTO KOJWYECTBA MeTa0OIMTOB. B aHOMajbHBIX ydacTKax MOXKHO
BBIJIEJIUTH [1Ba OCHOBHBIX OTJIMYMS, 2 UMEHHO, (1) ycuneHue MepucTeMaTH4eCKOW aKTUBHOCTH
KaMOUaJBHOW TKaHW B [EJOM M (2) M3MCHEHUE OPUCHTAIUH JICIICHUS MEPUCTEMAaTHUCCKUX
KJIETOK (OHM HAYMHAIOT JIENUTHCS TJIaBHBIM OOPa30M MONEPEYHBIMU U AHTUKIMHAJIBHBIMU
NEPEropoAKaMyu BMECTO MEPEKIMHANIbHBIX, TOMUHUPYIOLIIUX MPU 00pa30BaHUU HOPMaIbHOU

JPEBECUHBI Oepe3bl).



25

1.2.  Peryasiuusi  JesiTeIbHOCTH  JaTepajdbHbIX  MepucreM.  DakTopsl
TPAHCKPUIIIUH, 00ycJoBJMBaKIMe i depeHINPOBKY KJIETOK IO TOMY HJIM HHOMY
NnyTH

bananc mexay mnponudeparnueit u audPEepeHIIUPOBKON KIETOK HMEET peIlaroliee
3HaYCHME IS MOAJEPKAHUS COCTOSTHUSI MEPUCTEMBI, 00a ATUX acleKTa pocTa HaXOATCs MO
remernueckum koutposieM (Nieminen et al., 2015).

Mepuctemsl, NpeacTaBisiomye co0ol pe3epByap CTBOJOBBIX KJIETOK, YCTPOEHBI IO
CXOJHOMY IUIaHY: OHHM COJIEpKaT IIyJl CTBOJOBBIX KJIETOK B LEHTPAJBHOM YacTu U
muddepeHIupyromyecs KIeTKH Ha Mepudepun, KOTOpble MaloT Haydajio pa3HbIM THIIaM
TKaHe. MOXXHO BBLICIUTh OOLIMN NPHUHLMII PEryjsiUd CTBOJIOBBIX KIETOK (pHC. 2).
CTBOJNIOBBIE KJIETKM JIOKQJIM3YIOTCSI B «HHUILE CTBOJIOBBIX KIETOK» — JIOKaJIbHOM
MHUKPOOKPYKEHHUH, TOCTaBJSIOMEM (DAaKTOpbl, HEOOXOAUMBIE [UId HUX TMOJAEp)KaHUs.
JuddepeHiupoBka CTBOJIOBBIX KIETOK B HHUIIE TMOAABISIETCS B pe3yJbTaTe JeHCTBUA
(dakTOpoB, MPOAYLUPYEMBIX KJIETKaMHM OpraHusymoomero IeHrpa. Kak npaBuio, KieTku
OpPraHMU3yIOIIETO IEHTPa XapaKTEPU3YIOTCS OOJbIIEH JIMTENbHOCTHIO KIETOYHOIO LHMKIIA
(menarcs ¢ MeHblled ckopocThio). Ilo Mepe nenenHus aodyepHHE KIETKU YIAISIOTCS OT
OpPraHU3yIOUIETO LIEHTPa, OKa3bIBasCh BHE 30HBI JECUCTBUS CUTHAJIOB, MPOAYLHPYEMBIX 3TUM

LEHTPOM, U npereprneBatoT guddepennupoky (Jlyrosa, 2013).
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Pucynok 2. O0uuii mpuHIMI OpraHu3aliyi «HUIIN CTBOJIOBBIX KJeTOK (1o JIyrosa, 2013).
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K d4uciay OCHOBHBIX pPETYNISITOPOB Ppa3BUTUSL  JIATEPATBHBIX MEPUCTEM OTHOCAT
HECKOJIBKO TPYII (UTOTOPMOHOB, B YACTHOCTH — IIUTOKMHMHBI, aykcuHbl U CLE-mentumsb.
[{UTOKMHUHBI U ayKCUHBI UTPAIOT LEHTPAIbHYIO poib B pazButuu [IAM u KAM, sBissce B
3TOM IIpOllEcCE€ CTPOTMMHU aHTaroHucraMu. B mocienHue ronapl ObUIM MOJYYEHBI JTAHHBIE O
B3aUMOJECICTBUM 3TUX ABYX I'PYII F'OPMOHOB — TAaK)X€ KaK MPAaBWJIO aHTarOHUCTUYECKOM — B
KOHTpOJIE pa3BUTHS JnaTtepanbHbix mepuctem (Jomyesa m mp., 2014). CLE-mentumsr —
CPaBHHUTEIbHO HEJaBHO HWIACHTHU(PUIMPOBAHHAs TIpynna MEeNTHAHBIX (UTOrOPMOHOB,
MpEeACTaBUTEIN KOTOPOH KOHTPOIUPYIOT Pa3BUTUE pa3HOOOPa3HBIX TUIIOB MepucteM — [IAM,
KAM, kinyOeHbKOBBIX MepucTeM O00OBBIX, HEKOTOPBIX THUIIOB MMAaTOT€HUHIYIIMPOBAHHBIX
OITyXoJIeH, a Tarke nmpokambust u kamous (Schrader, 2003; Etchells, Turner, 2010; Hirakawa
etal., 2010a, b; Betsuyaku et al., 2011; Katsir et al., 2011; Etchells et al., 2012, 2015; JTonyesa
u jp., 2012, 2014; Nieminen et al., 2015).

[lepBriit CLE-nentua, yyacTByIOMi B KOHTPOJIE aKTUBHOCTU KaMOUs, ObLI BbIIEICH
u3 KyJbTypel Zinnia elegans kak ¢akrop, CTUMYJIHUPYIOMUI mpoiaudepanno KaMOuaIbHBIX
KJIETOK U MHTUOUpYyromui 1udPepeHIIupoOBKY COCYIUCTHIX 3JIEMEHTOB, M MOJYYHSI Ha3BaHHE
TDIF (Tracheary Element Differentiation Inhibitory Factor). ITomnopasmepnas kJ/IHK,
cootBercTBytouias TDIF, koaupyeT 6enok n3 132 aMMHOKHUCIIOT, IpU 3TOM (PYHKIIMOHAIBHO
aktuBHbI TDIF-mentna, cocrosmmii w3 12 amMuHOKHMCIOT, oka3zaincsa wuacHTwueH CLE-
nentuaam rpynnsl B apabunoncuca — CLE41 u CLE44; cxonnoit pyHkuuei o6nanaer Takxe
ommskuii k Hum nentug CLE42 (Ito et al., 2006).

TDIF-peuentop TDR/PXY oTHOCHTCS K peleNTOPHBIM KHHa3aM, OOTaThIM JICUIIMHOM
(LRR-RLK). Beuio nmokaszano, yto TDR cnemuduuecku cpszbiBactes ¢ TDIF/CLE41/CLE44
(Hirakawa et al., 2008). Okcmnpeccuss CLE41/44, oOuapyxeHHas Bo ¢uodMe, He
nepekpoiBaeTcs ¢ akcnpeccueit TDR/PXY, kotopas sBisieTcs creiupuuHOoM st KaMOHaIbHBIX
kierok (Hirakawa et al., 2008). Ha ocHoBanum B3ammoneiictBus nuranga TDIF u ero
perientopa TDR Obuta mpensoskeHa MoOJElb CUTHATU3AIUNA MEXITY COCYIUCTHIMHU KJIETKaAMHU
(puc. 3). TDIF cekperupyercss u3 (aodMbl U BOCHPUHHUMAETCS B MpPOKaMOMM/KamOuu
TDR/PXY, uro mnonaBiser auddepeHnHannio BTOPHUYHOW KCHIEMBI H CIIOCOOCTBYET
nponudepannn kambuanbHbix kieTok (Schrader, 2003; Hirakawa et al., 2008; 2010a, b;

Lehesranta et al., 2010; Nieminen et al., 2015). [lenTuaHbIi CUTHAT, TOTYYCHHBIH U3 (JIOIMBI,
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NEHCTBYeT KaK TO3WIMOHHBIA CHTHAN JJIs HANpaBiICHHUS OPUEHTAIMH TEPUKIAHUATBHBIX
JEJIeHU KaMOUaTbHBIX KIIETOK.

MexkierouHasi curaanuzaius ¢ nomoipio muranga TDIF u ero penentopa TDR/PXY
cxoxa ¢ Toi, uro HaOmomaercs B IIAM. Ilentun, xogmpyemsrit CLV3, cekperupyercst B
CTBOJIOBBIX KIeTKaXx H pacrmosHaetcs perenropom LRR-RLK CLAVATALl (CLV1),
penentopnogo0HeM 6enkom CLV2 u peuentopHbiMu KoMIiekcaMu Serine/threonine kinase
CORYNE (CRN), xoTopsle 3KCIpecCHpPYIOTCS B opranusyromiem Ieatpe (Schrader et al.,
2004; Betsuyaku et al., 2011; Katsir et al., 2011; Nieminen et al., 2015). Oto npuBoIUT K
CHIDKGHUIO peryJsaluu TpaHCKpumiuoHHoro ¢akropa romeobokca WUSCHEL (WUS),
MOJIO)KUTETIBHOTO PETyJIATOpa MOJAEpXKaHUs CTBOJNOBBIX KieTok (Miyashima et al., 2013;
Sparks et al., 2013). K waeHTHHUIUpOBAaHHBIM MUIIEHSM curHaiabHoro mytu 1DIF/TDR
orHocsatcs reHsl WUSCHEL-RELATED HOMEOBOX4 (WOX4) u WOX14 (puc. 3),
YUaCTBYIOIIME B PETYISALMHU mpoiudepanun kietok kamOus (Hirakawa et al., 2010 a, 6; Suer
etal., 2011; Ye, Zhong, 2015).

Okemnpeccuss WOX4 obHapyxuBaetcs B mpokamoOun/kamoun (Hirakawa et al., 2010Db).
WOX4 u WOX14 tpebyrorcs mis TDIF-unaynmpoBaHHOW mMposudepanud KaMOHaIbHBIX
KJIETOK, HO HE BIUSIOT Ha nyTh auddepennmanmu keuiemsl (Hirakawa et al., 2010b; Etchells
et al., 2012). beuio moka3aHo, 4TO y JIBOMHOro MyTaHTa WOX4 WOX14 B COCYyTUCTBIX My4Kax
YMEHBIIAeTC KOJIWYECTBO KJIETOK, HO TMPHU 3TOM 00IIasi OpraHu3aius My4KoB HE U3MEHSIETCs
(Etchells et al., 2013).

TDIF-3aBucumMoe WHrHOWpOBaHWE KCWJIEMbl HW30BITOYHO OMOCpEeAyeTcs OenkamMu
rukoreHcuHTasbl-kuHa3bpl 3 (GSK3s), ocoberHo BRASSINOSTEROID-INSENSITIVE 2
(BIN2), xotopsrii B3aumosaeiictsyer ¢ TDR (Kondo et al., 2014). Bzaumoneiicteue TDR-BIN2
Ha I[UJIa3MaTUYecKol MeMOpaHe yBenuyuBaeT akTUBHOCTh BIN2-kuHa3bl, mpuBojsuieil k
MHaKTUBalIMU TpaHcKkpunuuonHoro ¢axropa BRI1-EMS SUPPRESSOR 1 (BES1), kotopslii B
CBOIO OYepelb SIBISETCS MOJOKUTEIbHBIM peryisitopoMm nupdepennmanun kemnemsl (Kondo
et al., 2014) (puc. 3).

UzBectHo, uto mytu TDIF-TDR-WOX4 u TDIF-TDR-GSK3s-BES1 B3aumoneicTByIOT
C IpYTMMH CUTHAJIBHBIMU KAaCKaJaMH, BKITIOYasl paCTHTEIbHBIE TOPMOHBI (pHC. 3). AYKCHHOBas
CUTHaNIM3alMs B3auMo eicTByeT ¢ nyTsMu WOX4 Bo Bpems pa3BUTHsI KaMOUsl, U SKCIIPECCHS

mapkepa aykcuHoBoro otera (DR5: GFP) mpemmectByer skcnpeccun WOX4 Bo Bpems
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MEXITyYKOBOTO MHHUITMUpoBaHus kambus (Suer et al., 2011). Kpome toro, sxcnpeccus WOX4
UHAyIHMpyeTcs B oTBeT Ha NPA-omocpenoBanHnoe HakoruieHue aykcuHa (Suer et al., 2011).

[Tyte PXY/WOX B3auMoeiCTBYET HE TOJIBKO C ayKCHHOM, HO Takke u ¢ stuienoM (Etchells

etal., 2012).

EPFLA SugogepMma
EPFLe @
D103V
’ ' CLE41/CLE44/TDIF  —oM®
ER ERL1 AT I.
Kamouii .\
/ AYKCUH = ’
VYaiuHeHHe ETO1 \ TDR/PXY
nooera PXL1 \‘ Hepunuxa
1 PXL BIN2 ARF7 DopMHpPOBaAHHE
IMu1eH GSK3s ARF19 —> 1aTepaIbHbIX
JA? \L KOpHe#
\ ~ WOX4
ERFs wox14 BES1
l |
v
Hpoaudepanus Jduddepenuuanus
KAaMOHAJBHBIX KJIETOK KCHJIEMbI
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Pucynok 3. Moaenp NMEeNTUAHON CUTHAIU3ALMHU, PETYIUPYIOMIEH BTOPUYHBIE COCYIUCTHIC
tkanu. [lentuaneie nauranael, nponynupyemsie B sHponepme (EPFL4, EPFL6) u dmoame
(CLE41/CLE44/TDIF u CLE42), cekpeTupyloTcsi M  ONOCPEAYIOT MEXKKIETOUHYIO
CUTHANIM3ALIMIO TYTEM CBS3bIBAHUS CO CBOMMH peELENnTopamMu BO ¢uodsMe U KamOuu
COOTBETCTBEHHO. AyKCcHH crocoOcTByer mepemade curHaioB TDIF-TDR-WOX, torma kak
reibl WOX SBISIOTCS OTPUIIATCIBHBIMH  PETYJIATOPAMU  OMOCPEJIOBAHHOM 3TUIICHOM
nponudepannu  kamo6us. TDIF-mentun omHoBpemeHnHo wuHTHOUpYeT auddepeHIuaIuo

KCHUJIEMbI, TEM CaMbIM BJIHsIS Ha cocynucTyro opranu3zanuio (Nieminen et al., 2015).
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[Tyte CLE-PXY-WOX — 3T0 BaHBII peryiasiTop pocrta W pa3BuTus kambusa. Ha
MOJICNIbHBIX ~ pacTeHHusx Arabidopsis momyuanu yBemumuenue okcmpeccun CLE41 ¢
ucnoisp3oBanneM (1) mpomortopa SUC2, choemuduubnoro K  (aodsme, (KOHCTPYKIHS
SUC2::CLE41) (Truernit and Sauer, 1995), (2) 35S-npomoropa (kouctpykius 35S::CLEA41,
noBcemecTHas 3kcrpeccus CLE41l) u (3) IRX3-mpomotopa, crenupuvHOro s KCHICMBI,
(xonctpykiust IRX3::CLE41) (Gardiner et al., 2003; Mitsuda et al., 2007). Bo Bcex
HCIOJIb30BAHHBIX KOHCTPYKIUSAX HAaOMIOAAIOCh 3HAYUTENIbHOE BO3pacTaHHe, M0 CPABHEHHUIO C
JMKAM THIIOM, YUCIIa KJIETOK, YTO COTJIACyeTCs ¢ mpeaslaymmumMu coodmennsmu (Hirakawa et
al., 2008; 2010 a, 6). Ilpu yBemuuenuu skcrnpeccun CLE41l Bo ¢mosme (SUC2::CLE41)
KJICTOYHBIC JIENCHUSI OBUIM YIOPAIOYECHBI, KaK y PACTEHUH TUKOTO THIA, Y KOTOPHIX BCE
KCHUJIEMHBIE KIJIETKH HMMEIOT HOPMAJIbHYIO OPHEHTAIMIO W PACIOJNAraloTCs MapajuielbHO Ha
paJvanbHBIX M TAHTEHTAIBHBIX Cpe3aX, WIM TMOJ TPSIMbIM yIJOM Ha TMOIMEPEYHBbIX Cpe3ax.
Hanpotus, B muamsix 35S::CLE41 n IRX3::CLE41 mpucyTCTBYIOT COCYABI KCHIEMBI C PE3KO
OTJIMYAIONICHCS] OpUEHTAIIMEN: KIETKH, UMEIONINE HOPMAaJIbHYI0 OPHUEHTAIIUIO, PACIIONIOKEHBI
PSIIOM C KJIETKaMU B TIEPIICHINKYIISIPHON OpHEeHTauH. b0 BEICKa3aHO MPEAIOIOKEHUE, 9TO
OpHUEHTAIUs JIJICHUs KJIETOK 3aBUCUT OT Jiokanu3auuu nentuga CLE41: B mavane pa3zputus
cocynucTon 000m0uku Tpebyercs rpaaueHT koHueHTpauuu 1DIF, skcnpeccuss ero rena
CLE41 nomxna ObITh OrpaHuueHa (IOSMON U MPUIIETAIONIMMU K HEW KJIETKaMH KaMmOus
(Fisher and Turner, 2007; Etchells, Turner, 2010; Etchells et al., 2015).

HuddepeHnmanusi KI€TOK KCHUJIEMBl COCTOMT M3 YETbIpEX IMPOILIECCOB: OTIOXKEHUE
KJIETOYHOW CTEHKH, 3amporpaMMUpOBaHHas THOETh KIETOK, aBTONHM3 W JUTHHU(PUKALUU
(Escamez, Tuominen, 2014). Ha pactenusx Arabidopsis ¢akrtopsr Tpanckpumimu ¢ NAC-
nomenoM (VASCULAR RELATED NAC DOMAIN, VND) 6bumn maeHTUQHUIMPOBAHBI Kak
TJIaBHBIE PETYIATOPHI AUQQEepeHInanui KCUIEMbl, CIIOCOOHBIE TEPEKIIYaTh MPOTpamMmy
pazsutus. 910 VND7 1 VNDG6, xoTOphle HHAYLIUPYIOT NTUPPEPEHIUPOBKY MPOTOKCHIEMbl U
meTakcuaembl cootBerctBenHo (Kubo et al., 2005; Sieburth, Deyholos, 2006; Du, Groover,
2010; Kondo et al., 2015). Tloka3zano, uro TpaHckpunmnuoHHbie (akropsl VND7 u VND6
PETYJIHPYIOT T€HBI, YYACTBYIOIINE B CHHTE3€ U OTJIOKEHWHM BTOPUYHON KIETOYHOW CTEHKH, a
TaKKe MHAYKIUH 3a0pOrpaMMHUpPOBAHHOW  KieToyHoit cmeptu (Ohashi-lto et al,,

2010;Yamaguchi et al., 2010; Pesquet et al., 2013; Heo et al., 2014).
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Tpanckpunmmonnsiii pakrop APL (ALTERED PHLOEM DEVELOPMENT, MYB-
OeJIKu) UrpaeT OCHOBHYIO pOjib B pa3BUTUU (iiodMbl. APL skcripeccupyeTcs y)ke Ha paHHUX
cTamusax pa3Butus ¢Giiosmel (3MOpruonansHast cragus) (Bonke et al., 2003; Truernit et al., 2008;
Truernit, 2014; Heo et al., 2014; Rodriguez-Villalon et al., 2014; Kondo et al., 2016).

N3BectHO, uTo APL Tpebyercst He ToibKkO s auddepeHinanuu (GpIodMbl, HO TaKKe
JUIsl UHruOupoBaHus auddepeHnuanuy kcuiembl Ha mecte (uoamsl (Bonke et al., 2003;
Truernit et al.,, 2008; Truernit, 2014; Heo et al., 2014). YV pacrenuit Arabidopsis co
cBepxakcnpeccueir APL mo Bceit cocymuctoit Tkanu moxa mpomoropoM WOL (koHCTpyKIus
WOLpro::APL) kimeTku B MOJIOKEHUH TPOTOKCHIIEMBl OCTaBAIUCh Heau(hepeHITMpOBaHHBIMU
mo BceMy KopHio. ToT ¢akt, uto HenuddepeHIIUPOBaHHbIE KJIETKH B MECTE PACIIOIOKECHUS
MPOTOKCHJIEMBI COJICpIKaU SAPO, YKa3biBaeT Ha To, yTo APL cam mo cebe HemocTtaTodyeH st
UHUIUUPOBAHUS  pa3BUTHS  (JIOOMBI B OKTONMUYECKOM  TIOJIOKEHUU.  BBIIBUHYTO
npenmnoynoxenue, uro QyHkuus APL cocrout B TOM, 4TOOBI OpPraHuM30BaTh MPaBHIbHYIO
muddepeHuanio (GprosMel, MOAAEPKUBATH 3TO COCTOSHHE IUDPEPSHIIMPOBKUA KIETOK M
CIOCOOCTBOBATh MPOCTPAHCTBEHHOMY OrpaHH4YcHHI0 oOnacteid kcrmieMsl (Bonke et al., 2003;
Truernit et al., 2008; Truernit, 2014; Rodriguez-Villalon et al., 2014; Kondo et al., 2016).

Takum o00pa3om, TPOBEACHHBIN aHANHW3 JUTEPATyphl IMOKa3al, YTO K HACTOSIIEMY
BPEMEHU MEXaHH3MBI, PETYIHPYIONINE Pa3BUTHE JaTePATbHBIX MEPHCTEM, W3YYCHBI TOpa3iao
XyXKe, 10 CPABHEHHIO C alMKaIbHbIMU MepucTemMamu. JlanpHeitmee nyuenue nytu CLE-PXY,
a tawke Qakropo Tpanckpuniuu VND7, VND6 u APL B xamOuanbHOW 30HE IPEBECHBIX
pacTeHuii, Kak B HOpMe, TaK U MPU Pa3BUTUN aHOMAIIUIA, TTO3BOJIUT JIyUIlle MOHSATh MEXaHU3MBI,
peryaupyomnme nepexos oT mpoiaudepanuu KaMOuaaIbHbIX UHHUIHANECH K AuddepeHInpoBKe,

a TaKKC OIIPCACIIAIOINNC ITOCICAYIOITYIO Cy,Z[B6y CTBOJIOBBIX KIJICTOK.
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1.3. Kam0uii — 0CHOBHOJ} aKIeNnTOpP ACCHMIJISITOB B MEPUO/L JIaTEePATbHOI0 POCTa
JApeBeCHBIX pacTeHu

KamOuii — rereporpodHas TkaHb, KOTOpasi paCXOAyeT Ha JIbIXaHHe U OOHOBJIEHUE CBOMX
CTPYKTYp OpTaHUYEeCKHE BEUIECTBA U, IIOATOMY, IOCTOSHHO HYX/IA€TCS B CHCTEMAaTHIECKOM UX
MOMOJHEHUH 3a CYeT MPHUTOKA acCUMIIATOB. [IponykTel (GOTOCHHTE3a TMOCTYMAalOT B
KaMOMAJIbHYIO 30HY [0 MPOBOJSIIMM 3JIeMEHTaM (JI03MbI, TJIaBHBIM 00pa3oM, B BHJIE
caxapo3bl. IMEHHO caxapo3a, Kak OCHOBHAasl TpaHCIOpTHas (opma acCUMWISTOB y Oepe3bl
nosucior (Hosumkas u ap., 2015) wrpaer BaKHYIO pOJib B POCTe W Pa3BUTHE OSTOrO
JPEBECHOT'O PaCTeHHUS.

Jliis moiepkaHust TPAHCIIOPTa HEOOXOIUMO CO3/IaHUE KOHIICHTPAI[MOHHOTO TPaIneHTa
caxapo3bl B MeCTe pa3rpy3kd (I03MBI. YTHIM3aIUsA Caxapo3bl B PACTUTEIBHBIX TKaHIX
MPOUCXOTUT TOCPEICTBOM Yy4acTHsi (EepMEHTOB ee ruaponn3a — wuHBepTassl (MHB) U
caxaposocunrerasbl (CC) (Kypcanos, 1976; Sturm, Tang, 1999; Koch, 2002 u mp.).

Pasrpykasice U3 (IosMBI B aKIIENTOPHBIX TKaHAX, caxapo3a MOXET ObITh pacilerieHa
WIHM B alioIIaCTe MHBEPTA30M KJICTOYHOW CTEHKH, WJIH B IIUTOIIA3ME MOTPEOJISIOIINX KICTOK
[IUTOIIA3MATUYECKON MHBEPTA30M W/WIM CaXapO30CHMHTA30M, WJIM B BaKyOJU BaKyOJSPHOU
nHBepraszoil. MenHno MHB n CC 0oCyIIecTBIAIOT BKIKOYEHUE PACIICILIIEMON UMHU Caxapo3bl B
pasiuunbie MeTabomuueckue nytu (Kypcanos, 1976; Kperosuu, 1986; Copeland, 1990;
Zrenner et. al., 1995; Weber et al., 1996; Dejardin et al., 1997; Tang et al., 1999; Iraqi and
Tremblay, 2001; Sturm, 1999; Winter, Huber, 2000; Wang, Ruan, 2012).

CC (K.®. 2.4.1.13) npexacraBnsieT co0O¥ TIIMKO3WITpaHC(epasy: B MPHCYTCTBHU
ypununaudocdara (YD) OHa obpaTumMo pacuiernisier caxaposy Ha
ypunuaaudocdarraokosy (YADPI) u dpykrozy (caxapoza + YD « V]ID-rmokosa +
dbpykro3a). HecMoTps Ha JBOWHYIO HaINpaBICHHOCTh CaxapO30CUHTA3HON pEaKIuu, B
akenTopHbiX TKaHsaXx CC GyHKIMOHUPYET, B OCHOBHOM, B HAIIPABJICHUH pacliaja caxaposbl, B
CBS3M C BBICOKMM 3alpOCOM Ha yriaepoj, HEOOXOAUMBIA HJisi OWOCHHTETUYECKHX W
neixareabHbIX mporeccos (Winter et al., 1997). B kinetke CC MOKET HAXOIUTHCS B CBOOOTHOM
WK cBsi3aHHOM ¢ MemOpaHamu coctossuuu (Winter et al., 1997; Komina et al., 2002; Koch,
2004). Cuuraetcs, uto cBoOomHas (opma CC moagepkuBaeT Imyid Trekcozodocdaros,
HEOOXOJMMBIN JJTs JbIXaHUsl pacTHTEIbHBIX KieTok (Rees et al., 1984; Winter et al., 1997;

Komina et al., 2002;Koch, 2004). CesizanHast ¢ nuroruia3Matuieckoii memopanoit popma CC
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BXOOUT B COCTAaB  LEJUTIOJIO30CMHTA3HOIO  KOMIUIEKca, nocTtaBisisa Y JD-Tiroko3sy,
o0pa3ylolryrocsi B X0Jie paclIeIyICHUs] caxapo3bl, HEMOCPEACTBEHHO Ha CHUHTE3 IIeJITI0JI03bI
(Amor et al., 1995; Delmer, Amor, 1995; Carlson et al., 1996; Sturm, Tang, 1999; Barratt et
al., 2001; Coleman, 2006; Ruan et al., 2003; Koch, 2004, Geisler-Lee et al., 2006; Coleman et
al., 2009; Baroja-Fernandez et al., 2012); u np.).

B xone kcunoreneza CC akTHBHO BKJIIOYAETCS B META0OMM3M KIETOK Ha JTare
OTJIOXKCHHMsT BTOpHYHOU Kjerouno# creumku (Hauch, Magel, 1998; Hertzberg et al., 2001;
Coleman et al., 2009), perymupys xonudectBo Y JD-Ta0K03bI, HIyHICH HAa CHHTE3
MUKpOGUOpUIUT 1eTono3bl. JlaHHas cragusi sBISETCS OJHOM H3 HauOoliee BaXKHBIX,
MOCKOJBKY KIJIETOYHBIE CTEHKH COCTaBJISIIOT OCHOBHYIO 4YacTh JIPEBECHOW OHMOMAcCCHI.
HecMmoTpss Ha TO, 94TO Yy JPEBECHBIX pPACTEHUU B TMEPUOJ KaMOHMAILHOTO pPOCTa OCHOBHAS
¢bynkuss CC B TKaHSIX CTBOJA — y4acTHE B CHHTE3€ KOMIIOHEHTOB KIIETOYHBIX CTCHOK (B
NepBYIO ouepeb kKermnembl), Y JID-rmoko3a, oOpasyromascs npu paciierieHun caxapossl CC,
MOJKET Pacx0JI0BaThCs Take Ha OmocuHTe3 Kayto3sl (Amor et al., 1995; Sturm, Tang, 1999;
Ruan et al., 2003) u kpaxmana (Geisler-Lee et al., 2006; Baroja-Fernandez et al., 2012).

NuBepraza (K® 3.2.1.26) — rugponaza, KoTopas KaTalu3UpPyeT PEaKIUI0 THIPOIU3a
caxapo3sbl 710 TIOKO3bl U (QpyKTO3bl (caxaposza + H,O — rmioko3a + ¢pykros3a). ['ekcossl,
oOpasyroniecss B X0/ MHBEPTA3HOTO paCHICIUICHUS caxapo3bl, MOTYT pPacXoJ0BaThCs Ha
IbIXaHUE, CHUHTE3 KpaxMmMaja ¢ KOMIIOHEHTOB  KIJIETOYHBIX CTEHOK  (IIeJUIroN03a,
TeMHUIICIUTIONO3bI, JTUTHUH M JIp.), a TaKKe BBICTYNAaTh B pOJU CUTHaIbHBIX Moyiekyn (Koch,
2004). VB urpaet BayKHYIO pOJIb B MOJJICPKAHUU TPAJIUCHTA KOHIICHTPAIIUU Caxapo3bl MEKIY
JOHOpHBIMU U aknentopusiMu Tkausmu (Greenshields et al., 2004; Koch, 2004). B pactenuu
oOHapyxeHo Tpu (opmbl MHB, OTIIMYAIOIIMECS IO CBOMM OHMOXMMHYECKHM CBOMCTBaM U
MecTy Jiokanu3auuu. Bakyonspras unseprasza (BakluB) ¢ ontumym pH = 3.5-5.0 — depmenT,
KOTOPBI 3a CYET PACIICIUICHWSI C€axapo3bl B BAaKyoOJSIX ITOBBIMIACT KOHIICHTPAIUIO
OCMOTHYECKH aKTHBHBIX BEIIECTB B PACTYIIUX PACTSOKEHUEM KieTkaX. BakMHB koHTponupyeT
OTJIOXKCHHME Ccaxapo3bl B caxapo3oHakalUIMBaroImux opraHax (Sturm and Tang, 1999), a
MaKCUMallbHAsE TEHEpalusi TEeKCO3 B BAKyOJIW 4Yepe3 TeKCO3HBI CUTHAIMHT WHUIUUPYET
nenenne u guddepennuanuio kiaetok (Koch, 2004). Ilurommasmarudeckas HWHBEpTasa
(HutHHB) — menounoit pepment ¢ ontumym pH = 7.0-7.8; oH jJ0KaqM30BaH B MUTOIUIA3ME U

BOBJICKACT Caxapo3y B MCTa6OJ'II/13M, KOTOprfI, KakK IpaBWJIO, HMECT KaTa6OHI/I‘I€CKYIO
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HaIpaBJIEHHOCTh. VHBepTaza KJIETOYHOW CTEHKM WIM amnoruiacTHas wuHBepTasa (AnlHB);
umeet ontumyM pH = 3.5-5.0. AnlHB urpaer kitoueByIO poiib B CO3/IaHUU U MOAJIEPKaHUU
aKIENTOPHON CHJIBl TKaHeH, y4JyacTBYS TE€M CaMbIM B PETYJSIHH JAJIbHET0 TpaHCIOpTa
accummsitoB (Eschrich, 1980). ITokazano, uto (1) dopmer UuB, Hapsay ¢ CC, ydacTByIOT B
CO3ZIaHUM KOHIIEHTPAIIMOHHOTO TpaJueHTa caxapo3bl B MeCT€ pa3rpy3ku (¢II0dMBI, HO
OCHOBHAsi POJIb B PEryJALIMM €€ TPaHCIOopTa y OOJBIIOT0 YMClia PACTEHUW MPUHAICKUT
AnMUuB, (2) cooTHOIIEHHE aKTUBHOCTEH pazHbIX ¢opM MHB omnpeaenseT MpeuMyIecTBEHHOE
BKJIIOYCHHUE PACIICIUIIEMOM MMM Caxapo3bl B T€ WM HHBIE META0OJUYECKHE IMYTH U, KaK
CJIEJICTBHE, OKa3bIBaeT BIUSHWE HAa HampaBieHHe AuQQepeHIranui MPOU3BOIHBIX KaMOus
(Carlson and Chourey, 1999; Sturm, Tang, 1999; Iraqgi and Tremblay, 2001;Cho et al., 2005;
Koonjul et al., 2005; Godt, Roitsch, 2006; Jia et al., 2008; Barratt et al., 2009; Welham, 2009).
CrnemyeT OTMETHTb, YTO YyKa3aHHBIE BBINIE PAOOTHI BBIMOJIHEHBI, TJIABHBIM 00pazoM, Ha
TPaBSHUCTBIX pacTeHUsIX. [10 IpeBEeCHBIM pacTeHUSM IMyOJMKAIIMH HEMHOTOYUCIICHHBI U CTaJIH
HOSIBJIATRCS JIUIIb B mocieanue necathb et (Maurel et al., 2004; Iragi et al., 2005; Bocock et
al., 2008; Canam et al., 2008).
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1.4. Caxapo3ocuHTa3za B KaMOUAJIbLHOI 30He JpPeBECHBIX PACTeHMii: peryJsuus,
cyOKJIeTOYHAs JIOKAIM3ALMA, YYACTHE B CHHTe3e NMOJMMePHbIX KOMIIOHEHTOB

B kmerkax Kkak TpaBSHUCTBIX, TaK M JPEBECHBIX pacTeHU#, o0Opa3yroTcs
MHOKecTBeHHbIE M30(popMbl CC, KOTOpbIE OTIMYAIOTCS MO CyOCTpaTHOW creuu(UYHOCTH,
yIeTbHOM aKTUBHOCTH, onTUMyMy pH. Pasnuunsie BHemHue dakTopsl (aHA pOOHBIE YCIOBHS,
3HaueHue PH cpenpl, TeMiiepaTypa, YpOBEHb BIIaKHOCTH IOYBBI, IOYBEHHOE IJIOJOPOJUE U
np.) okxaspiBatoT BhusHMe Ha akTuBHOCTh CC. Perymsaumss axtuBHOCTH CC  MOXKET
OCYIIECTBIIATHCS, KaK 32 CYET U3MEHEHUS! YPOBHS AKCIPECCUHU KOJMUPYIOIIMX €€ T€HOB, TaK U
Ha noctrpancisaimonnom yposae (Koch, 2004; Winter, Huber, 2000; Koch, 1996).

CC otHOCUTCS K (pepMeHTaM, JIeATEIbHOCTh KOTOPBIX KECTKO 00YCJIOBIIEHA CTATYCOM
YIJIEBOJAHOIO OOMEHAa pacTeHus, B YACTHOCTH, MeTaldoJiu3Ma caxapo3bl. OKCHPECCHs
koaupytonmx CC reHoB, B 3HAUUTEIHHON CTENEHHU, 3aBUCUT OT COZCPIKAHUS CaXapoB B TKAHAX
pacTeHusi, Npu 3STOM H30POpMbI (GepMEHTa MO-pa3HOMY pearupyroT Ha H3MEHEHHE
coneprkaHus yriieBoaoB B kietke (Koch, 1996). AkruBaocte CC Bo3pacTaeT Npu YBEINICHHH
KOHIEHTPALlUM Caxapo3bl B YCIOBUSAX TIJIFOKO3HOTO TOJIOJIaHUSA KJIETKH WU CHMKAeTCs IpHU
MOBBIIICHHOM cozepxanuu rioko3sl (Winter, Huber, 2000).

Perynsumss aktuBHOCTM CC Ha TOCTTPAHCIAIMOHHOM YPOBHE OCYIIECTBISECTCS
nocpeacTBoM ee pochopunupoBanus. Ha nuctesix Kykypy3bl (Zea mays L.) Obuio nmokazaHo,
yro (ochopunmupoBanrne CC In VItro CceleKTHMBHO aKTHBHPYET PEAKIMIO paCIICIUICHHUS
caxapo3bl MMOCPEJCTBOM YyBeNu4eHHsl cpojacTBa (epmenta k cyoctpary. Tak, Km mna VD
CHWXXaeTcst B 5 pas, a JuIs caxapo3sl — B 2.5 pasa. [Ipu sTom craryc dochopunupoBanus He
BJIMsIeT Ha cuHTeTHUecKyro akTiBHOCTE CC (Huber et al., 199606).

CC wumeer naBa caiita ¢ochopunupoBanus — Serl5 (S15) u Serl70 (S170).
VYcroriuuBas  aktuBHas ¢opma CC — 93TO  caxapo30CHHTa3a, AaKTUBUPOBAHHAS
dochopunupoBanrem 1o caity S15 (Huber et al, 19966; Zhang et al, 1999).
dochopunupoBanrie CC Mo 3TOMY CalTy OCYIIECTBISETCS 3a CUET AKTUBHOCTH KallbIIWM-
3aBrcuMoi mporenHoBoit kuHa3el (CDPK) (Zhang et al., 1999; Hardin et al., 2003; Cheng et
al., 2002). ITokazano, uto pocdopunupoanne CC 3a cuer CDPK mpuBoanio K yBeIHYCHHIO
aKTUBHOCTH (pEpMEHTa B HAIpaBJICHUM pachaja caxapo3bl kak B peakiuu ¢ YD, Ttak u c
AJlI® (Takeda et al., 2017). I[Momguepkanue ycroitunBoit opmbl CC MPOUCXOAMUT 3a CYET

OmokupoBKu BTOporo caita dochopunuposanus (S170) 6enkom ENOD 40 (early nodulin)
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(Hardin et al., 2003; Kouchi et al., 1999; Rohrig et al., 2002; 2004). OtcyTcTBHE CBA3BIBAHUS C
3aIIUTHBIM O€JTKOM MPUBOIUT K dochopunupoBanuio pepmenta mocpeactsom CDPK o S170
caiity. S170-dochopmmupoBannas CC oOpa3yeT KOHBIOTaThI C YOMKBUTHHOM M B

JaTbHEHIIIEM MOIBepraeTcsi YOMKBUTHH-OTIOCPEI0OBAHHOM IpoTeacoMHol aerpaaanuu (Hardin

etal., 2003) (puc. 4).
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Pucynok 4. Monens perymsiuu caxapo3ocuHTasbl (CC) Ha MOCTTPAaHCKPUIIIIMOHHOM YPOBHE.
AxrtuBaius CC dochopunupoBanueM o caiity Serl5 (S15) mpoucxoaut 3a c4eT KalbIUi-
3aBucuMoii mporenHoBor kuHa3el (CDPK) u SnRK1 (SNF1-related protein kinase-1)
nporenHoBoil kuHa3el. CPDK-karanmusupyemoe ¢ochopunupoBanue CC mo caiity Serl70
(S170) mnpuBOmIUT K YOMKBUTHH-OIOCPEIOBAaHHOW mpoTeacoMHoi nerpamganuu  CC.
[Tonnepxxanue yctoiuuBoil ¢opmbl CC mpouCXOAWT 3a c4eT OJIOKMPOBKH BTOPOrO caiita
dochopunuposanust (S170) 6enxkom ENOD 40 (early nodulin) (mo Hardin et al., 2003 ¢

U3MCHCHUSIMH).

B dochopunuposannu CC mo caiity S15 moxer yuactBoBath SNRK1 (SNF1-related
protein kinase-1) (Purcell et al., 1998; Chikano et al., 2001; Hardin et al., 2003). SnRK1

otnocutcss k SNF1 (sucrose non-fermenting-1) mpoTeMHOBBIM KWHA3aM, MPEINOYTHTEIHLHO
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AKTUBUPYIOIIMMCSI B CTPECCOBBIX YCIIOBHUSX, MPU KOTOPBIX CHUKACTCS YPOBEHBb TIIIOKO3BI U
aneHo3uHTpudochaToB u mosbimaeTcs KoHueHTpauus AM®D ([xamees, 2015). OcHoBHas
CTpaTeTusi MEXaHU3MOB, PErYIMPYEMbIX dTHMH KMHA3aMH, HAlpaBJICHa Ha CHIDKCHHE YPOBHS
OMOCHHTETUYECKUX TPOLECCOB W AaKTHBAIMIO AJTbTEPHATUBHBIX KaTaOONMWYECKUX IyTel
(IxameeB, 2015). Cnenyer ormetuth, uro SNRKI1 karamusupyer dochopunupoBanne CC
TOJBKO TO caiTy S15 m He ywactByer B (ocdoprmmupoBanuu S170 (Koch, 2004) (puc. 4).
Pacturensapie  SNRK1, momumo BausHus Ha CC, Moryt Takxke dochopunupoBaTh
caxaposodocharcuaTazy W HHUTpPATPEAyKTa3y, MHTHOUPYS TEM CaMbIM CHHTE3 Caxapo3bl,
BOCCTAQHOBJICHUE HEOPTaHMYECKOTO a30Ta W BKJIIOYCHHUE €r0 B OPTaHUYECKHE COCIMHCHUS.
Perymsaums  aktuBHoctm CC  uwepe3 SNRK1  ocymectBisiercs HE  TONBKO  Ha
MOCTTPAHCIIAIIMOHHOM YPOBHE, HO M Ha ypoBHE TpaHCKpunmuu. SNRK1 MoxkeT akTHBUPOBATH
reibl CC 1 QepMEHTOB MIMOKCWIIATHOTO IIMKJIA, PEIPECCHPOBAHHBIC TIOK030# ([[xkamees,
2015).

CC B KIeTKE HaxOIUTCS B CBOOOAHOM WJIM CBSI3aHHOM COCTOSIHMH, IPH 3TOM
cyOKJIeTouHas JoKaiau3aus (GpepMeHTa BIHMSIET Ha TO, KaK YIJIEPOJ PacIpeaesieTcs] MEXIy
koukypupytommu nytsamu (Winter et al., 1997; Komina et al., 2002; Koch, 2004; Dunkan,
Huber, 2007; Winter, Huber, 2013). Hecmotps Ha T0, uto CC — pacTBOPHMBIii O€JI0K, UMEETCSI
OoJIBIIIOE KOJNMYECTBO JAHHBIX, CBUACTEIBCTBYIOUIMX O CIIOCOOHOCTH JIaHHOTO (epMeHTa
accouuupoBatbcs ¢ MeMmOpanamu (Winter et al., 1997; Ruan et al., 2003; Hardin et al., 2004;
Duncan et al., 2006; Hardin et al. 2006). CC 00buHO mpeacTaBicHa B BHIC TETPAMEPHOTO
Oenka, HO MOXET 00pa30BBIBAThH JUMEPHI U, PH HEKOTOPBIX YCIOBHUAX, MoHOMephI (Dunkan,
Huber, 2007; Winter, Huber, 2013). Cunraercs, 4To MMEHHO TeTpamepHas cTpyktypa CC
Mpe/CTaBIsieT CO0OM aKTHBHBIA (DEpMEHT, CIOCOOHBIN CBS3BIBaThCA ¢ MemOpaHamu (Su,
Preiss, 1977; Chourey, 1981; Echt, Chourey, 1985; Chourey et al., 1986; McElfresh, Chourey,
1988; Koch et al., 1992; Chourey, Taliercio, 1994; Hardin, Huber, 2004).

OnHUM W3 OCHOBHBIX (DAKTOPOB, BIUsAIOMMX Ha onuromepusauuto CC, sBisercs
KOHIICHTPAIHs Caxapo3bl, KOTOpasi AEUCTBYET KaK METa0OJUYECKHUI CHTHAJI, MIPUBOSIIINNA K
dopmupoBanuio TeTpamepHoit Gopmel pepmenta (Hardin et al., 2006; Dunkan, Huber, 2007).
[TokazaHo, 4YTO caxapo3a OKa3bIBaeT CYIIECTBEHHOEe BiHMsHHE Ha cBs3biBaHue CC ¢
memOpanamu in vitro (Hardin et al., 2006), a cHmwKeHHe KOHIIEHTpPAIMH Caxaposbl iN Vivo

npuBOIUT K yMmeHblieHuto cBssu CC ¢ mMukpocoManbHbiMH MemOpanamu (Dunkan, Huber,
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2007). Yuactue caxapo3bl B peryisuuu ooOpa3oBaHus TerpamepHoil gopmbel CC sBusercs
BaXXHBIM (DAKTOPOM, OMPENETSIONIUM KIETOUHYIO JIOKATU3alni0 epMeHTa.

CesaspiBanuio CC ¢ meMOpaHO# criocoOcTByeT Takxke dochopunrpoBanue GhepMeHTa
(mo caiity S15), mpu 3TOM moanepx)aHue TeTpamepHor cTpyKTypbl CC MPOUCXOINT Jaxe B
orcyrctBue aucaxapuma (Huber et al., 19966; Hardin et al.,, 2004; Dunkan et al., 2006;
Dunkan, Huber, 2007).

O6pazoBanuto Terpamepa CC B OTCYTCTBHE caxapo3bl CHOCOOCTBYIOT HH3KHE
3nauenust pH (6.0), Torna kak Beicokuid ypoBeHb pH (8.5) BbI3bIBaeT 00pa3oBaHuE CMeECHU
dopm ot monomepoB g0 terpamepoB (Hardin et al.,, 2006; Dunkan, Huber, 2007).
CrniocobHocth CC 00pa30BbIBaTh pa3iNyuHbIE OJIMTOMEPHBIE CTPYKTYPHI B 3aBUCUMOCTH OT pH
Ba)KHA JIJI1 MEXAHU3MOB, PETYIHUPYIOMIMX KaTaJIUTHUYECKYI0 aKTUBHOCTb, a TaK)K€ aKTUBHOCTHU
MeMOpaHHOTO cBsi3biBaHUs. Mcxons u3 toro, yro ontumym PH mis CC B HampaBiieHUH
pacmanga coctaBisger 6-8.5, a B Hampasienun cunte3a — 8.5-9.5 (Morell, Copeland, 1985),
MOKHO TMPEANOJIOKUTh, YTO KHUCJIbIE MHUKPOJIOMEHBl B OKPECTHOCTH TIa3MaTHUYECKOU
MeMOpaHbl MOBBIIIAIOT aKTUBHOCTh MeMOpaHocBs3aHHOW CC B HaIpaBICHUM paclleryieHUs
caxapo3sl (Dunkan, Huber, 2007).

Nmeercst OombIioe KOIUYECTBO AAHHBIX, CBUIETENBCTBYIOIIHMX O crocobHocTu CC
CBSI3bIBAThCS ¢ F-akTWHOM IN VItr0 W BO3MOXKHOCTH accolranui (epMEeHTa C aKTHHOBBIM
uTockenerom in vivo (Winter et al., 1998; Winter, Huber, 2000; Azama et al., 2003, Matic et
al., 2004). Ha cBs3piBanue Oenka ¢ F-akTHHOM BIHSIOT (DAKTOPBI, KOTOPHIE CITOCOOCTBYIOT
omuromepusanun CC, KOHTPOJIMPYS TEM CaMbIM BHYTPUKJICTOUHYIO Jokanm3anuto CC in vivo
¥ BKJIIOUYCHHUE €€ B pasinnuHble Metabomuueckue mytu (Dunkan, Huber, 2007).

MemOpanocBsizanHas CC MoXeT ObITh acCOIMMpPOBaHA Kak C IUIa3MaTUYeCKOU
MEMOpaHOH KJIETKH, TaK U MEMOpaHaMU PA3IMYHBbIX €€ KOMIApTMEHTOB (ammnaparta ['omabmaxu,
ammwioriactoB,  Bakyouseit)  (Koch, 2004). IIpoaykTel  pacHICIUICHHS  caxapo3bl,
aCCOIIMMPOBAHHBIE C KJIETOYHOM CTEHKON M ammapaToM [ oibKu, pacXoaytoTcs Ha OMOCHHTE3
ICJUTIONIO3bI M KAJIIO3bI, CBS3aHHBIC ¢ MEMOpaHO! aMuIIoIiacTa — Ha cuHTe3 kpaxmana (Koch,
2004); Bo3moxHas poib CC, JIOKaTM30BaHHOW Ha TOHOIUIACTE, — WCIIOIB30BAHUE Caxapo3bl,
HaxojsIelcs B Bakyousix (Hong et al., 2001). Cuuraercsi, 4To MPOIYKTHI pachajaa caxaposbl,
oOpasyromuecs B xojie aesiTenbHocT ¢cBoOoaHON CC, pacXoayloTcsl Ha MPOLECCHI IbIXaHUS U

obmero merabonusma kiaetku (Rees et al., 1984; Copeland, 1990; Quick, Schaffer, 1996;
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Winter et al., 1997; Komina et al., 2002; Koch, 2004). VYV npeBecHbIX pacTEeHHIl B
pa3BUBaroIIeiics KcuieMe (TJIAaBHOM aKIENTOPe aCCHMUJISITOB B TIEPHOJT KaMOUAIBHOTO POCTA)
HanOoyiee 3HAYUMYK posib Oynyr umerh wu3odopmbl CC, ydyacTBYIOIIUE B CHHTE3C
KOMITOHEHTOB KJI€TOYHOW CTEHKH, a TPU AJIbTEPHATUBHBIX CIICHAPHSIX KCUJIOTeHE3a — B
CHHTE3€ KpaxmaJa.

VY OonpmIMHCTBA pacTEHUH NPHUCYTCTBYIOT HecKoibko u3zopopM CC, KoAMpyeMBIX
MYJbTUTEHHBIM CEMEHCTBOM M OTJIMYAIOIIUXCS 10 CBOUM OHMOJIOTHYECKUM (QYHKIHIM U
KWHETHYECKUM XapakTepucTukam. ['enbl, xkoampyromue nzodopmbl CC, pa3nmyaroTcss 1Mo
HYKJICOTHIHOU TOCIIea0BaTeIbHOCTH 1 mpodmissM skcapeccun (Ruan et al., 2003; Kladnik et
al., 2005; Barratt et al., 2009; Zhang et al., 2011).

HaubGonee wmsyduensl uzodopmbl CC y TpaBsHuCTBIX pactenmii (Ruan et al., 2003;
Haigler et al., 2001; Barratt et al., 2009 u np.). UccnenoBanus ¢ynkiuun renoB CC
NPOBECHBI, B OCHOBHOM, Ha MOJEIbHOM pacteHuu Arabidopsis, y koToporo BbiaeIcHO 6
uzopopm CC (Susl-6), oObenMHEHHBIX B 3 Mapbl HA OCHOBAaHUU (PHIIOT€HETUYECKOTO aHAN3a
(Baud et al., 2004; Bieniawska et al., 2007). B Oonbmicii crerneHn u3ydeHbl H30()OPMBI
dbepMeHTa, Komupyemble TeHamMu SUS1l w SUS2, ydyacTBYIOIIME B CHHTE3€ Kpaxmalia B
samacaronux Tkausx (Echt, Chourey, 1985; Baroja-Fernandez et al., 2003). Yuactie CC B
CHHTE3€ IIEJITI0NI03bI Ha MPUMEpPEe TPaBIHUCTBIX pacTeHHi oOcyxmaetcs B o063ope Haigler ¢
coaBropamu (Haigler et al., 2001). ¥V TpaHCTreHHBIX PACTEHHH C MOHMKEHHOW aKTHBHOCTBIO
CC nHabnrogaeTcsi CHUKEHUE LEJTI0N03bl B KJIIETOUHOM CTEHKE, 110 CPAaBHEHUIO C PAaCTCHUSIMU
JTUKOTO THIIA.

Pabort, nocesmennbix n3ydenuto nzopopm CC y ApeBeCHbIX PaCTeHU, OYE€Hb Majo, B
OCHOBHOM, TaKHe WCCIEIOBaHUSI TPOBOMAATCS Ha pacTeHusix p. Populus. Pesynbrars
CTPYKTYPHOTO aHalIHM3a TMOKa3aJld HAJIWYUE y PACTCHHU TOMOJSI CEMH T'€HOB, KOIMPYIOIIHX
pazubie u3odopmer CC, kotopeie pacmonaratorcs B 4 (u3 19) xpomocomax (Zhang et al.,
2011). Bricokas uaeHTUIHOCTH 0 aMHHOKHCIOTHON (AK) mocnenoBarensHOCTH Y N30popM U
HYKJICOTUTHON IOCIIEA0BATEIBEHOCTH KOIUPYIOUINX WX T€HOB, HaiileHa Mexay Susl m Sus2,
Sus4 u Sus5, Sus6 m Sus7. I'en Sus3 BwIZENAIOT B OTAENbHYIO Tpymmy. [lokasaHo, 4rTo
nzoopmer CC Ttomonss SS1 u SS2 na 80.9-85.7% wuneHTUUHBl JaHHBIM H30(OpMaM
kaptodens, Tomara, Arabidopsis mo AK mocienoBaTteabHOCTH, W, B MEHBIICH CTCIICHH,

nu3odopmMaM OAHOAOIBHBIX (IIIeHUIa, KyKypy3a) — Ha 74.1-80.0% (Zhang et al., 2011). B 6aze



39

JAHHBIX HAIIMOHAJIBHOTO IeHTpa OuoTexHoyorndeckor mupopmarmu CIIHA (National Center
for Biotechnological Information, NCBI) umeercs mndopmarus mo 3 renam (Susl, Sus2,
Sus3), kogupyromum CC mis BumoB p. Betula — B. luminifera, B. platyphylla. B 2017 roay
OBUT CCKBEHUPOBAH reHOM Oepe3sl oBHcon — B. pendula, v mpoBeicH TeHOMHBIN aHAIHM3 €€
HOMYJIALKKN, a TakKKE CeMHU OPYTHX IpeactaBuTencii cemeiictBa Betulaceae (Salojarvi et al.,
2017).

B wuccrienoBaHusx Mo M3y4EHUIO HKCIPECCHH T'€HOB CaXapO30CHHTA3HOTO CeMeilcTBa
NOKa3aHo, YTO U3MEHEHHE YpOBHS dKcrpeccur reHoB CC BiIMsSeT Ha COAEpKaHNE MEIUTIONO3BI
B KCHJIEME JIPEBECHBIX pacTeHHil B Oonblicii crermenu, yeM TpaBsHucteix (Coleman, 2006;
Coleman et al., 2009), a Taxke ompexaenseT cBoiicTBa apeBecunbl (Hauch, Magel, 1998;
Salnikov et al., 2001; Andersson-Gunneras et al., 2006; Coleman, 2006, Coleman et al., 2009;
Nilsson et al., 2010).

Okcnpeccust TeHoB, komupyromux CC, TkaHe- W opraHocrnenu(pudHa W 3aBUCHT OT
cTanuu pa3Butus pactenus (Momenckas, 2017). B paborax mo uzyuenuto CC Ha cesHiax P.
tremula xtremuloides (Nilsson et al., 2010) u P. trichocarpa (Zhang et al., 2011; Geisler-Lee et
al., 2006) BbISBICHBI pa3jUyus B PaclpeleiICHUA YPOBHS IKCIPECCUH T'€HOB, KOJIUPYIOUIUX
pazable uzodopmel CC B opraHax M TKaHsSX, M IOKa3aHO, YTO Kak B 3pejoi, Tak U B
muddepeHUpyroLeics Keujieme Haubosee BhICOKUE 3HAYEHUS! HKCIIPECCUH XapaKTEPHbI AJIs
renoB Susl, Sus2 (Geisler-Lee et al.,, 2006; Zhang et al, 2011) u Sus3 (B mapeHXWMHBIX
wietkax nydeit) (Zhang et al, 2011). Haubonee BhicOkHN KO3(DDUIMEHT KOPPETSAIHUA MEXKTY
akTuBHOCTHIO CC M 3KCIpeccueil TeHOB B pa3BUBAIOIICHCS IPEeBECUHE XapaKTepeH it SUSl u
Sus2 (Gerber et al., 2014). BeposiTHo, OCHOBHAas poJib TeHOB SUS1 U SUS2 COCTOHUT B PETYIISIIHN
MOCTABKH YTJIEpOJIa JIJIsi CHHTE3a KOMIIOHEHTOB KJIETOUYHOUM cTeHKU. Kak Ha TpaBSHUCTHIX, TaK
U Ha JPEBECHBIX PACTEHUSAX OBUIO TMOKa3aHO, uTo u3odopma ¢epmenta SS1, kogupyemas
rerHom Susl, umeet HaubGombiIee cpoacTBo k YD, o cpaBuenuto ¢ SS2 u SS3 (Bieniawska et
al., 2007; Tanase, Yamaki, 2000). I'en Sus2 mMo»xeT y4acTBOBaTh B CHHTE3€ ILICJUTIOIO03bI TIPU
HU3KOM ypOBHE TPAHCKPHUMIMK SUS1 MM TIOHMKEHHOW aKTUBHOCTH SUSY1, B YaCTHOCTH, TIPH
U30BITOYHOM HAKOIJICHUH B TKAHSAX (PPYKTO3BI, BBICOKHE KOHIIEHTPAIMH KOTOPOW CHIIHHO
UHrUOMPYIOT Wi nHakTUBHpYoT SUSY1 (Matic et al., 2004). B Hopme y IpeBecHbBIX pacTeHHIA
reH SUS3 MpaKkTUYEeCKH He IKCIPeccCUupyeTcs B (POPMUPYIOIIUXCS KIETKaX JPEBECUHBI, YPOBEHb

€ro TPaHCKPHUIITOB IMOBBIIAETCA B 3pesioM Jmcte. Kak mpaBuio, reH SUS3 MMEET IMIMPOKHI
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AWarasoH TPAHCKPUIIIMKM B OpraHax MW TKaHAX W pPaCcCMATpUBACTCSA KaK TICH 06H.I€FO
metabonusma (Geisler-Lee et al., 2006; Zhang et al., 2011).

OO6pa3oBanue KcuieMbl (KCUJIOTEHE3) Y APEBECHBIX PACTEHUI MPOUCXOIUT MOATAMTHO U
BKJIFOYACT ACJICHUC KaMOHaJIbHBIX HHHHHaHGﬁ " KCUJICMHBIX ITPOU3BOAHBIX KaM6I/I$I, X POCT U
muddepeHIaIuo, OTI0KEHHEe BTOPUYHON KIETOYHOW CTEHKH, JTUTHU(DHUKAIUIO KIETOYHBIX
000J10YeK U TPOrpaMMHPOBAHHYIO KIeTOUHYIO cMepTh (Savidge, 2000; Plomion et al., 2001;
Du, Groover, 2010; Ye, Zhong, 2015).

B xone kcunorenesa aktuBHoe BiiItoueHre CC B MeTabOIM3M KJIETOK MPOUCXOIUT Ha
CTau¥u OTJIOXEHUS BTOPUYHON KIJIETOYHOW CTEHKH, aHHBIA ATall SBJSETCS OYEHb BAXKHBIM,
IMMOCKOJIBKY MMCHHO BTOPHUYHBLIC KJICTOYHBIC CTCHKU HMCIOT HaI/IGOHBIHYIO MaCCOBYIO OOJIO B
npesecune (Dinwoodie, 1975). Vwactue CC B (GOpMHpPOBaHMHM KICTOYHOW CTEHKH
oOecrieynBaeTcsi 3a cueT oOpa30BaHUsI KOMIUIEKCOB M3 €€ MEMOpPaHOCBs3aHHOW (hopmbl ¢
nerono3ocuaTazoi (Amor et al., 1995; Sturm, Tang, 1999; Koch, 2004). Takas accoruarus
AT BO3MOXKHOCTHh TMpsiMOro moctymieHus Y d-rmoko3sl, obOpasyromeics B Xofe
Caxapo30CHHTA3HOTO PACIICIUICHUS Caxapo3bl, K MECTy CHUHTE3a KIJIETOYHOW CTEHKHU. Y J[D-
TJII0KO3a CITYXKUT cyOcTpatoM uisi cuHTe3a [-(1—4)-raokaHoBBIX Iienel 1emtono3sl (Amor
et al, 1995; Coleman, 2006; Coleman et al., 2009; Ruan, 2014).

B nocneanee Bpems nosipnsiercst Bce 0omblie padoT, B koTopbix yuyactue CC B cuHTE3€
HCJIII0JI03bl AECMOHCTPUPYCTCA C IIOMOINBIO JaHHBIX MOJICKYJIAPHO-TCHCTHUYCCKOI'O aHaIn3a.
Cpenu JpeBECHBIX pacTEeHUIl Takhe HWCCIeAOBaHMS aKTHMBHO BeayTcss Ha Tomone. Ha
TPAaHCI'CHHBIX PACTCHHUAX TOIIOJA IIOKAa3aHO, YTO BBICOKHH YPOBCHb OJOKCIIPECCHU TI'CHOB
Caxapo30CHUHTa3HOTO CEMEWCTBA KOPPEIUPYET C AKTUBHBIM YTOJIIEHUEM BTOPHUYHBIX
KJICTOYHBIX CTEHOK KCHJIEMBI M TIPUBOJIMT K YBEIIMYCHUIO TIpouHOCTH JapeBecunbl (Coleman et
al., 2009; Hauch and Magel, 1998; Salnikov et al., 2001; Nilsson et al., 2010). Ha B3pocbix
nepesbsix tomois (Populus tremula) (Andersson-Gunneras et al., 2006), cesHmax ero
ruOpunneix auaMid P. albaxP. gradidentata (Hertzberg et al., 2001), P. deltoidesxP.
trichocarpa (Song et al, 2010), P. tremulaxP. tremuloides (Gerber et al., 2014) BbisiBICHA
KOppeJALMs MEXIy YPOBHEM OJKCIpeccuu reHoB, komupywommx CC, u KOIM4eCTBOM
coJieprkaiieicss B ApeBecuHe 1eunono3bl. Yuactue CC B 00pa3oBaHUM IPEBECUHBI MOKAa3aHO
Ha THOpumHbIX JuHUsAX Tomons P. albaxgradidentata (Coleman et al., 2009), P.

deltoides xtrichocarpa (Song et al., 2010) u P. tremulaxtremuloides (Gerber et al., 2014).
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BrisBneno Bousitaue CC Ha cojepkaHHUE IEUTFOJIO3bI, TEMUIIEIUTION03, TUTHHHA Ha CIUHUILY
oO0bema npeBecuHbl. CHIDKEHHE OJKcIpeccuu TeHoB, koaupytoumx CC, NOpuUBOAUT K
U3MEHEHHUIO XEMOTHIIA KIJIETOYHOM CTEHKH (B YAaCTHOCTH, B COCTAaBE JUTHMHA MPOUCXOJUT
YBEIIMYCHHUE COOTHOIICHHUS cupuneuivbhvle / esasyunvivie equauiisl) (Gerber et al., 2014).

[Tomumo cunHTe3a wnemmono3bl, CC mnpuHUMaeT ydacThe B CHHTE3€ JPYroro
noaucaxapuaa — kanio3sl (B-(1—3)-rmokana) (Koch, 2004; Pirselova, Matusicova, 2012). Ha
TpaHCTeHHbIX pacteHusx Arabidopsis thaliana (L.) Heynh., y koTopsix oTcyrcTBOBamu 2
uzopopmel CC, dyakimonupyromnme Bo ¢uodme (SS5 m SS6), ObuIO MOKa3aHO CHUKCHHE
o0beMa Kaio3el B CHTOBUAHBIX djeMmentax (Barratt et al.,, 2009). CunTre3 Kaio3sl
MPOUCXOTUT TIPU YYaCTUHU MYJIBTHIH3UMHOTO KOMILJIEKCA, CBSI3aHHOTO C IUIa3MaTHYEeCKOU
MeMOpanoii. CyOcTparoM [jisi CHHTE3a KallJIo3bl, TAKXKE, KaK M IEJUTIONIO3bI, CIyKuT Y D-
IJII0KO3a — TPOAYKT  CaXxapO30CHMHTA3HOTO  paclIeryieHust caxapo3bl. B cocraB
KaJUT030CHHTA3HOTO KOMILIEKca BXOAST kamtozocuHTasza (CalS), Vd-raroko3oTpancdepasa
(UGT1), 6emox Ropl, CC u annexcun (Hong et al., 2001; Salnikov et al., 2003; Pirselova,
Matusicova, 2013; Chen, Kim, 2009). UGTI1, Ropl u CC He MMEIOT TpaHCMEMOpaHHBIX
JTOMEHOB, COCTaBJIsIl YacTh KaJUIO30CMHTA3HOTO Komiuiekca. OHHM WM HEMOCPEICTBEHHO
B3aUMOJICHCTBYIOT ¢ Oenkom CalS, miam cBsA3pIBalOTCS ¢ MeMOpaHOW IOCIe HEKOTOPOU
noctrpaHcsnuonHon mMoaudukamuu (Hong et al., 2001). ®yukuus UGT 3axmtoyaeTcst B
nepenadye Y JID-raroko3sl U3 caxapo3ocuHTasHou cyowreaunuibl B CalS, Ropl BeicTymaer B
KayecTBE MOJIEKYJISIPHOTO TMepeKIIouaTess, KOHTponupyroniero aktuBHocTs CalS. BozmoxHoe
pacrojo)KeHrue ITHX JABYX OENKOB B IEHTpalbHOM ruapodunsHoM nomeHe nentuga CalS
MOXET co37aTh kaHan s mnepeHoca Y Jd-rmroko3el. [lomobGnas accoumarusi OeIKoB B
KaJIJIO30CHHTA3HOM KOMIUIEKCE oOOecreunBaeT OBICTPBIM TOTOK CcyOCTpaTta JUIsl CHHTE3a
3HAYUTEIBHBIX KOJWYECTB KaJUIO3bl, HEOOXOJMMBIX JUIsl 3arlOjJHEHHUS OOJBIIOTO 00bema
pacTtyliiel KJIeTOYHOH miacTHHKH, MeHee ueM 3a 60 mun (Hong et al., 2001).

Bo ¢rnosMe kamio3Hble OTIOXKEHUS CBOWCTBEHHBI, TJIABHBIM 00pa3oM, CHUTOBHJIHBIM
9JICMEHTaM, YTO OTJIMYaeT WX OT TNPOYUX KIETOK TMPOBOMAIMMX TKaHeh. Kammosa
OTKJIAJILIBACTCS HA  TOBEPXHOCTH CUTOBUAHBIX IUIACTHHOK  CHUTOBHIIHBIX  TPYOOK,
KOHILIGHTpUPYSICh B oOmactu coequusamommx Tpyoku mop (Kypcanos, 1976). Ilupoko
paclpoCTpaHEHO MHEHHE, 4YTO OBICTpPOE OTJIOKEHHE KaIo3bl 00ECIeunBaeT MEXaHU3M

perysinuu  MEXKKICTOYHOI'0O IIOTOKA, a KaJJIO3HBIC HpO6KI/I HUI'paroT poJib BBIKJIFOYATEIeH
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MEXKJIETOYHBIX KOHTAKTOB Ha TE€X Yy4YacTKaX IyTH, TJI€ BO3HUKAET HEUCIPABHOCTb, YTO
coxpaHseT paboTOCIOCOOHOCTh OCTAIbHOM YacTH mpoBoasiici cucremsl (Botha, Cross, 2000;
Iglesias, Meins, 2000; Simpson et al., 2009). OtnokeHHe KaI03bl MPOUCXOAWT B XOJE
HOPMAJIBHOTO OHTOT€HE3a CTPYKTYPHBIX OJJIEMEHTOB TKaHEH, a TaKkke CTUMYIUPYeTCs
BO3/I€iiCTBHEM pa3IUUHbBIX (DakTOpOB OKpysKkaromieit cpeabt (McNairn, 1972; Hughes, Gunning,
1980; Iglesias, Meins, 2000; Sivaguru et al., 2000; Maeda et al., 2006; Simpson et al., 2009;
Pirselova, Matusikova, 2013).

B nurepatype mmerorcss MHorouucieHHble AaHHble 00 ydactue CC B OuocHHTE3E
kpaxmana (Baroja-Fernandez et al., 2003; Kladnik et al., 2005; Patrick et al., 2013).
CxemaTnueckoe H300pakeHHe BO3MOXKHBIX IMyTe OMOCHMHTE3a Kpaxmaja IpeACTaBlIeHO Ha
pucynke 5. YJId-riaoko3a, oOpa3zoBaHHas Mpu paciieryienun caxapossl CC, mepeBoAUTCS B
rimoko30-1-pocdar (I'-1-®) B peakuuun, karanuzupyemonr Y ADI-nmupodochopunazoit. 13 I'-
1-® obpasyercs (1) rmoko3o-6-pochar (I'-6-D) mox geiictBuem (hochoraokoMyTasbl (3TOT
nyTh, B OOJIBIIEH CTENEHU, BCTpEUAeTCs y NBYAOIbHBIX pacTeHuil) win (2) AJ[D-rmoko3a B
peakuuu, karaauzupyemort AJI®I-nupodochopunazoit (3TOT nyTh NPOTEKAET NPU PA3BUTHU
CeMSH OJHOAONBHBIX pacTeHuit). [-6-® wu AJI®-Timoko3a, B CBOK  oOdepeb,
TPAHCHIOPTUPYIOTCA B aMujomiaacTel. AJ[D-Tioko3a HEMOCPEICTBEHHO HCIOJIb3yeTcs Ha
CUHTE3 Kpaxmaljla B peaklMM, KaTalu3upyeMoi KpaxmaicuHTa3oi, a ['-6-@ npeobpaszyercs B
['-1-® u nepeBoautcs B AJlP-rmroko3y npu yuactuu AJ{PI-tupodocdopunassr (puc. 5).

[yt oOpa3zoBanust kpaxmana u3 YJD-Ta0Ko3bl CUMTAETCSd MNPUOPUTETHBIM B
aKIenTOpHbIX TKaHsAX pactenuit (Tauberger et al., 2000, Tiessen et al., 2002; Baroja-Fernandez
et al., 2003), u Y/I® sBnsiercs MpEeUMYIIECTBEHHBIM CYOCTPaTOM JUIsl CaxapO30CHHTA3HOM
peakmuu (Pozueta-Romero et al., 1999; Baroja-Fernandez et al., 2003). TToka3zano, uto AJlD
TaKkKe MOXKET BcTynaTh B Karaimusupyemyro CC peakuuto. B pesynbrare Takod peakuuu
obpazyercst AJID-riroko03a, TpaHCIOPTHPYEMasi K MECTYy CHMHTE3a KpaxMmalia B aMUJIOTUIACThI
(Shannon et al., 1998; Pozueta-Romero et al., 1999; Baroja-Fernandez et al., 2003) (puc. 5).

PabGoThl, BBHITIOJIHEHHBIE HA TPABSHUCTBIX PACTCHHSAX, IOKA3bIBAIOT KOPPEISIIUIO
aktTBHOCTH CC ¢ HaKOIUICHMEM KpaxMaJa B 3amacaronux TkaHsx u opranax (Echt, Chourey,
1985; Baroja-Fernandez et al., 2012). V apeBecHbix pacteHuii ocHoBHas ¢yHkuuss CC B
TKaHSX CTBOJA B MEPUO]] KAMOMAIBHOTO POCTa — yYaCTUE B CUHTE3€ KOMIIOHEHTOB KJIETOYHBIX

CTCHOK KCHUJIEMBI U 3aITaCaHrC KpaxMajia Y HUX B 3TOT IICPHUOA IMTPOUCXOOUT cia0o.
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Pasrpy3ka (ao3Mbl UrpaeT KIOYEBYIO POJib B paclpeaeieHud (OTOACCHUMUIISTOB Ha

JAbIXaHUEC H OMOCHHTETHUYCCKHE IMpoICCChbl B AKICITOPHBIX OpraHaxXx APCBCCHBLIX paCTeHI/Iﬁ

(Chen et al., 2017). B nepuoj kaMOHaIbHOTO POCTa OCHOBHBIM AKIIEITOPOM, MTOTPEOIISFOIIUM

CHUHTE3UPYIOIIYIOCS B JIOHOPHBIX OpraHax caxapo3y, SBISETCS KCUJIeMa, 4YTO OOBACHSET

OOJIBIITYIO0 €€ MAacCOBYIO M 00BEMHYIO JI0JII0, IO cpaBHeHHIO ¢ (iosmoii (Plomion et al., 2001).

PaCXOILOBaHI/IC Caxapo3bl HAa CHHTC3 KOMIIOHCHTOB KJICTOYHBIX CTCHOK KCHUJICMBI CHOCO6CTByeT

OTTOKY JMcaxapuja M MoAep KaHUIO TPpaiieHTa KOHIIEHTPAIIUHA MEXKTy KCUIIEeMOH U (hJI03MOM.

CAXAPO3A
‘l CaXapoO30CHMHTa3a ‘
[\
+Y,D|(D +Aﬂ'¢ \
YOO-rnoKosa dpyKTO3a AO®-rnoKo3a
VA®DI- L— PPi
nupogocpopunaza W— YT l”{
r-1-o
ALlDI- N @M ®-6-O
nupoqbocqhopunaé/_ PP
~—p AT® Oy
AL®-rnoKkosa r-e-®@
/- ‘L P amunonnacnx
[-6-@ = [-1-O
1
All®r-nupoghocghopunaza
()—) A,L'I,db-r*:moaa (—()—
KPGXmMancuHmasda
B

. KPAXMA
o\

)

Pucynok 5. Yuactme caxaposzocuHTaszbsl B cuHTe3e Kpaxmaina. [' K — rekcokunasza, ®I'M —

docdormokomyTaza, ®PI'N — pochormrokonzomepasza, ®-6-® — Gppykro30-6-docdar, I'-6-O —

rIoK030-6-pocdar, I'-1-& — rmoko3zo-1-pochar, AJP — anenozunaudocdar, ATD—

ageHo3uHTpudocdar,

nupogocgam.

VI® - ypuounougpocgpam, YT® — ypuountpudocdar, PP;
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Bricokas aktuBHOCTH CC TpH (hOpMUPOBAHUN KCUIIEMBI SIBISICTCSI OJJHUM M3 OCHOBHBIX
(dakTOpOB, CO3MAIINX €€ aKIENTOPHYIO crty. MccinenoBanus, MpOBEICHHbBIC Ha TPaBIHUCTHIX
pacrenusx (Arabidopsis thaliana, Nicotiana tabacum), mokasamu, 4YTO CBEPXIKCIIPECCHS
reroB, komupyromux CC (AtSuSyl-6), mpuBOAWT K TMOBBIIICHHIO aKTUBHOCTH (EpMEHTa B
HaNpaBJICHUN paclaja caxapo3bl BO BCEX OpraHaxX TPAHCTCHHBIX PACTCHWH, MO CPaBHEHUIO C
TUKUM TUNOM. [Ipw 3TOM y TpaHCTeHHBIX pPacTeHHWH HAOMIOJANHd BO3PACTaHHE KOJMYECTBA
caxapo3bl U 00IIETO COJIep)KaHUs PACTBOPUMBIX CaXxapoB, KaK MPEANOIaraloT aBTOPBI, 32 CUET
yBenndeHuss mHTeHCHMBHOCTH (oTocuuTe3a (Nguyen et al., 2016). Ha pacTeHusIx TOMOJIS
(Populusxcanadensis Moench ‘robusta’) (Shrader, Sauter, 2002) ObuT0 MOKa3aHO, YTO B
TEUYCHHE BETeTAlMM MaKCHUMalbHble 3HadeHHs akTHBHOCTH CC HaOmOMaloTcs B TMEPHOA
kamOuanbHOro pocra. Ilognepxkanue ycroiunBoil aktuBHOU (popmbl CC B MecTax ObICTpOM
pasrpy3ku (PI03MBI MPOUCXOAMT 3a CUET OJIOKUPOBKH BTOPOTO caiTa (hochopuiimpoBaHus
(S170) o6enxom ENOD40, a1 KOTOpPOro B TKaHSAX C BBICOKOW aKIIEITOPHOW CHIIOM
MOBBIIIACTCS YPOBEHB KCIpeccuu Koaupytonmx ero reros (Hardin et al., 2003; Kouchi et al.,
1999; Varkonyi-Gasic, White, 2002).

Pasrpy3ska ¢nosmbpl — Tporecc, HCKIIOYUTEIbHO BaXKHBIM IS TOJICPIKaHUS
HOPMaJIbHOTO (PYHKIIMOHUPOBaHUS Bcero pactutenbHoro opranusma (Kypcanos, 1976;
[amaneii, 2004). OcnabneHue 3ampoca Ha caxapo3y CO CTOPOHBI KCHUJIEMBI M3-3a CHIKCHUS
aktuBHOCTH CC JODKHO KOMIIGHCHPOBATHCS JIPYTMMHU MEXaHW3MaMH  TOJACpKaHUS
TpaJlieHTa KOHIICHTpPAIlMM JUcaxapuja MeEXIy JIOHOPHBIMH (ME30QWII JUCTa) U
aKIENITOPHBIMY (TKaHU CTBOJIA) TKAHSAMHU JAPEBECHOr0 pacteHus. OIUH U3 TAaKUX MEXaHU3MOB

— MHOT'OKPATHOC YBCIIMYCHNEC aKTUBHOCTHU arnoruIacTHOM HWHBCPTA3HbI.
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1.5. AnomiacTHas HMHBepTa3a: OCHOBHbIe (YHKUMHU, Peryjasiius AKTHUBHOCTH,
y4yacTHe B CO3JaHUHU AKLUENTOPHON CHJIbI PACTYIIMX TKaHel

AxktuBHOCTh WHB, Kak TMpaBWIO, CBsi3aHA C MOCIEAYIOUIUM HCIIOJIb30BAHHEM
MOJIYYEHHBIX TE€KCO3 B pEaklUMsIX OHHEPreTUUeCKOro OOMEHa W Pa3IMYHbIX CHHTE3ax,
MPOTEKAIOIIMX C BBICOKOH CKOPOCTBIO B TKAHIX C BBICOKOM MOTpeOHOCTRIO B rekco3ax (Weber
et al., 1996; Carlson, Chourey, 1999; Tang et al., 1999; Iraqi, Tremblay, 2001). Pacmemnienue
caxapo3bl MHBEPTa30id B OCHOBHOM KOPPEIUPYET C POCTOM, Pa3BUTHUEM CEMSH, KIETOYHBIM
pactsokenuem (Weber et al., 1996; Tang et al., 1999; Iragi and Tremblay, 2001). Braromaps
TOM BaXKHOM pOJHM, MHOTO paboOT OBLIO MOCBAIIEHO H3yueHHI0O ANMHB B KyJIbTYpHBIX
pacrenusix: B mopkoBu (Lorenz et al., 1995; Sturm et al., 1995), kaprodene (Maddison et al.,
1999), romarax (Klann et al., 1996; Godt, Roitsch, 1997), kykypy3e (Xu et al., 1996; Cheng et
al., 1999), ropoxe (Zhang et al., 1996), dacoau (Weber et al., 1995), caxapnoii cekie (Godt,
Roitsch, 2006), puce (Cho et al., 2005; Zeng et al., 1999) u nmenure (Koonjul et al., 2005).
O6o0mas 3T UCCIENOBaHUs, MOXHO 3aKIIOYUTh, YTO WHTECHCHUBHOE WHBEPTA3HOE
pacuieruieHlue caxapo3bl sBiseTcs 3((EKTUBHBIM MEXaHU3MOM YTHIIM3AIMH Caxapo3bl BO
dnosme. Tlomumo cBoeit ocHOBHOHM (yHKIIMU B pasrpy3ke (moombl, AnllHB ydacTByeT B
YIJIEBOJTHOM CHUTHAJIMHTE, B OTBETHOW PEAKIMU Ha MOpaHEHUs, B (POPMHUPOBAHHUH MBUIBIBI U
peryJsiiiid OCMOTHYECKOTO TOTEHIMaNa mpu pactsokenun kiaerok (Morris, Arthur, 1985;
Benhamou et al., 1991; Wu et al., 1993; Sturm, 1999; Koch, 2004). HecMoTps Ha 0osbIiioe
KOJIM4YecTBO uccieaoBanuii AnMHB, paboThl MO M3YYEHUIO WHBEPTA3bl KIETOYHOW CTEHKHU Y
JPEBECHBIX PACTECHUI CTaJIU MOSBIIATHCS TOJIHKO HEIABHO, U OHM HE MHOTOYMCIICHHBI (Bocock
et al., 2008; Iraqgi et al., 2005; Canam et al., 2008; Maurel et al., 2004).

I'enbr, wxomupyromue wuHBepTady (CWIN), sBnstorTcs uieHaMH MYJIbTHTCHHOTO
CEMEICTBa, U, TAK)KE KaK U TeHbl CaxapO30CHUHTAa3bl, MPOSBISIOTCA B Pa3HbIX OpraHax Mo-
pasHOMY M 3aBUCAT OT cTaauu pas3Butus pacteHus (Lorenz et al. 1995; Sturm et al., 1995;
Weber et al., 1995; Davies, Robinson, 1996; Xu et al., 1996). bbu1o noka3aHo, 4T0 3KCIIPECCHSI
reHa pacTuTenbHOM MHB 3aBUCUT OT psga (GakTopoB, B TOM YHCIIE OT MPUCYTCTBUS CaxapoB
(Roitsch et al., 1995; Xu et al., 1995), Bo3Oyaurencii wHpeknui u panenuid (Sturm,
Chrispeels, 1990), a takke Bo3zeiicTBus HU3KkUX Temmepatyp (Zhou et al., 1994). Kpome Toro,
ycranosyieno (Kaufman et al., 1973; Zouaghi, Rollin, 1976; Morris, Arthur, 1985; Bracho,

Whitaker 1990), uro Ha akTUBHOCTHh MIHB BIHSIOT rnOOEpesioBast KUCIOTa M ayKCHH.
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[Ipu pasrpy3ke (rodMbl B aKUENTOPHBIX TKaHAX caxapo3a TPAHCIOPTUPYETCS K
KJIeTKaM depe3 KICTOYHbIC CTCHKH (amoIUIaCTHBIM MyTh) HW/WIM 4Yepe3 IJIa3MOACCMBI
(cummacTHBI MyTh). BHEKIETOYHBIH THIPOJIM3 Caxapo3bl HIPAET PEIIAIOIIYI0 POJIb B
penpoaykTBHOM pa3Butuu pactenui (Goetz et al., 2001; Oliver et al., 2007; Zanor et al.,
2009). B ompeneneHHbIE MOMEHT Pa3BUTHs PEMPOJYKTHBHBIX OpPIaHOB aroIUIACTHBIA MyTh
cranosutcs ocHoBubeiM (Patrick, Offler, 2001; Jin et al., 2009; Ruan et al., 2010). B stux
cllydasix OOBIYHO IOBBIIIAETCS YPOBEHBb 3Kcmpeccuu reHoB, komupyoomux Anlus (CWIN).
['ekco3bl, BBICBOOOXKIaeMble NpU MeTaboiau3auuu caxapo3bl AnlHB mocTynaroT B KIETKH
yepe3 nepenocunku rexco3 (HT) (Zhang et al., 2006; Hayes et al., 2007). ITpu sToM, Ko-
skcpeccusi CWIN u HT naGmomaetcs Bo Muorux cuctemax (Roitsch, Gonzalez, 2004),
BKJIFOUas pazsutre ¢ppykro (Hayes et al., 2007) u cemsin (Weber et al., 2005).

AnMHB urpaet BaXHYIO poJib B Iepejaue CUTHAJIOB caXapo3bl MIPH Pa3BUTUN PACTEHUMN
(Ruan et al., 2010). Merabordeckoe BBICBOOOKICHUE IeKCO3 ¢ MOMOMIb0 AnMHB MOXKET
UTpaTh PEryJISTOPHYIO POJIb Yepe3 CUTHAIIMHT, a HE Yepe3 MOCTABKY MUTATEIbHBIX BEIIECTB
(Cheng et al., 1999; Roitsch, Gonzalez, 2004). Cepusi MONEKYISPHBIX U (PU3HUOIOTHUSCKUX
HCCIIeIOBAaHUM TMOKa3aia, 4To IIII0K03a, o0pa3yroliasics npu pacuieruiennu AnllHB caxapo3ssi,
CIIy)KUT CHTHAJIOM JUIsl CTHMYJUPOBAHUS JIeJICHHs KJIeTOK dMOproHoB Vicia faba na pannei
cranuu passutus (Weber et al., 2005).

AnlHB yuacTByeT B (pOpMHpPOBAHHWU B PACTEHUU OTBETHOM PEaKIMU HA BO3JEHCTBUE
natorenoB (Herbers et al. 1996; Essmann et al., 2008; Keunen et al., 2013). Ha TpaHcreHHbBIX
pacTeHHsIX TOIOJIA CO CBepxdKcrpeccuedd AnMHB ObUIO MOKa3aHO, YTO MPU CHUMIIACTHOU
3arpy3ke (hodMbl MHBEpPTAaTa KICTOYHON CTEHKH TaKXKE SBISIETCS YacTHIO 3aIIMTHOTO OTBETA
pacTeHusl Ha BO3/ICMCTBHE BHEIIHUX (DAaKTOPOB, KaK U Y PACTEHUH C aloOIJIACTHOW 3arpy3Koi
doamer (Zhang et al., 2014). TIpeanonoxuTeabHO, HEKOTOpas yTeuka caxapo3bl U3 (JI0O3MBI B
armoruIacT MPOTEKAeT y BCEX pacTeHUM. Y TPAHCTEHHBIX PACTCHHM TOMOJS (CBEPXIKCIPECCHS
AnMHB) 53TOT BBIXOJ caxapo3bl COINPOBOKIAETCS HE3HAYUTEIBHOW IOJIOKUTEIBHOU
perymsinueii PR TeHOB 1 HE3HAYUTHHBIM OTJIOKEHHEM KaJlTO3bI B KUIIKAX JINCTA, OCTABIISS TIPH
TOM CHUMIUIACTHYIO 3arpy3ky Oe3 m3meHeHwil. HecMoTpst Ha TO, 4TO pacTeHHUs KaxyTcs
HOPMAJIbHBIMH, OHH PAaCIOJIO’KEHBI Ha KPal TUMEPYYBCTBUTEIBHOTO OTKIMKA M MOTYT OBITh
MOJIBEPTHYTHI BO3/ICHCTBUIO BHEIIHETO (haKTOPa, TAKOTO KaK BHE3AIMHOE BO3/ICHCTBHE BHICOKON

temreparypsl (Zhang et al., 2014).
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BcenmeactBue TOro, 9TO pacTHTENbHBIE HWHBEPTA3bl KOTUPYIOTCS MYJIBTHTCHHBIM
CEMENCTBOM, WIEHBI KOTOPOTO MOTYT MO-pa3HOMY pearupoBaTh Ha pazludHble (PAKTOPHI,
IpOoLEeCC KOHTPOJIS METaboIM3Ma, 3amacanus ¥ TPAHCIIOpTa Caxapo3bl SBISETCS OYeHb THOKUM
(Tymowska-Lalanne; Kreis, 1998)

bonee tomkas perynsuus aktuBHoctd AnMuB u BakMHB ocymecTBisieTcss Ha
MOCTTPAHCIIAIIMOHHOM YPOBHE uepe3 O€NIKOBble MHTUOWUTOPHI, M3BECTHBIE KaK WHTHOUTOP
kiaerounoii creaku (CIF) u Bakyomspubiii uaruoutop (VIF), unmu B coBokynunoctu kak C/VIF
(Rausch, Greiner, 2004). Xots CIF saBjst0TCSI HHTHOUTOPAMH WHBEPTA3bl KICTOYHOW CTCHKH,
OHM IIMPOKO aKTUBHBI Kak 11l AnMuB, Tak u ans BakWuB, nHanpotus, unrubuposanue VIF
cnenuduuHo IS BakyossipHbeix uHBepTas (Bocock et al.,, 2008; Ruan, 2014; Wang et al.,
2014).

C/VIF npeacraBnssioT co00i HeOOJbIINE OCIKH ¢ MOJICKYJISIPHBIMH MaccaMu B
nuarnasone ot 15 mo 23 k/la M XapakTepu3yrTCs YETBIPbMs KOHCEPBATUBHBIMH OCTaTKaMU
muctenHa. MccnenoBanus Ha Arabidopsis mokasamu, uro CIF B3aumoneiictByer ¢ AnlHB
TOJILKO TIPU OMpeaeicHHbIX 3HaueHusXx PH (ontumansHbiii PH 4.5). Ha pacrenusx tomara
OBUTIO TOKa3aHO, YTO 3HAYWTENIbHAS YacTh AaKTHMBHOCTH AmNMHB IN VIVO orpaHMyYeHa ero
oenxoBeiM mHTHONTOpOM CIF, M 9TO ymanmeHHe STOTO TOPMOKEHHS 3aJepKUBACT CTAapECHUE
JUCTbEB M yiydmiaeT oOpasoBanue tiogoB u cemsH (Ruan, 2014). IMosienenue u30bITKA
caxapo3bl B aloIlIacTe CHIKAET YpoBeHb dKcrpeccuu reHoB CIF, nmpuBoas K BO3pacTaHUIO
akTuBHOCTU AnlHB

Takum oOpa3om, HecMOTpsSs Ha OOJIBIIOE KOJIMYECTBO pabOT, MOCBSIICHHBIX
ucciegopanuto pyHkuit pasHsix Gopm MaB 1 CC 1 myTaM uX perymsiuu, cjiabo u3yuyeHHbIM
ocTaercs ydacTthe 3THUX (pepMEeHTOB MeTaboNM3alMu caxapo3bl B IMPOIECCAX KCUIIOTEHE3a.
Bmecte ¢ TeMm, H3y4YeHHE COOTHOIIEHHS AaKTUBHOCTH OJTUX (EPMEHTOB MOXKET OBITh
WHJMKATOPOM pa3HbIX cueHapuii kcwioreHesza. C ogHoit croponsl, CC u 1HB ydacTByrOT B
CO3JaHWM KOHIICHTPAIIMOHHOTO TPAJMECHTAa Ccaxapo3bl B MeECTe pa3rpy3ku  (I0dMBI,
HEOOXO0IUMOTO IS TTOJICPIKaHMs TPAHCIIOPTA ACCUMUIISITOB B KaMOUabHYI0 30HY. C Ipyroi
CTOPOHBI, COOTHOIIIEHWE aKTUBHOCTEH OTHUX (PEPMEHTOB OMpeeNseT BKIIOYCHHE
pacieruisieMoil UMU caxapo3bl B pa3iMyHble METa0OJIMYECKUE ITYTH U, KaK CICICTBUE, MOKET
OTIpeNessTh HampasieHue auddepeHnranum KaMOHaaIbHBIX JIEMEHTOB, COOTHOIIEHHE 00beMa

TKaHeu (bJ'IOBMbI N KCUJIEMBI © MHTCHCHUBHOCTD IMMPOTCKAIOMIUX B HUX POCTOBBIX ITPOIECCOB.
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1.6. CucTeMbl peryJsiliii caxapo3HOro cTaTyca pacTeHuii

Caxapa, Takhe Kak TJIIOKO3a, ()PYKTO3a W caxapo3a WIrpaloT I[EHTPaIbHYIO POJb B
oOMeHe BEINECTB, a TAKXKE SABIISIOTCS CUTHAJIBLHBIMH MoJieKyidamMu B pacrenusx (Koch, 1996;
Smeekens, 1998; Sheen et al., 1999; Yu, 1999; Gibson, 2000, 2004; Koch, 2004; Rolland et
al., 2006; Bolouri-Moghaddam et al., 2010; Moghaddam, Ende, 2012). B oTBeT Ha u3MeHeHUs
B KOJIMYECTBE W/WMJIU IOTOKE TIIFOKO3BI M Caxapo3bl Y PACTEHUH PETYIHPYETCS MHOXKECTBO
pa3Ho00pa3HbIX MyTeH pa3BUTHS, PU3UOJOTHUECKUX U MeTaboarueckux mpoieccoB (Graham,
1996; Koch, 1996; Smeekens, 1998, 2000; Wobus, Weber, 1999; Yu, 1999; Gibson, 2000,
2004; Pego et al., 2000; Rolland et al., 2002; Rook, Bevan, 2003).

Curnanmsanusi caxapoB HMeeT OoONbIIOe 3HAYCHHE B OTBETaX pacTEHUH Ha
owmotuueckue © abuotuyeckwe crpecchl. (Caxapa UrpaloT peIIaloIlyl0 pojib BO
B3auMoJieiicTBun xo3suH-natoren (Morkunas et al., 2005), akTMBUpPYIOT pa3JIMYHBIC TC€HBI,
cpenu kotopeix CWIN, a rtaxke rensl, komupyrome PR Genku (Roitsch et al.,, 2003;
Moghaddam, Ende, 2012).

Hannare muTaTeIbHBIX BEIIECTB UTPACT BAXKHYIO POJIb B KOHTPOJIE KJIETOYHOTO ITUKIIA
pactenmii (Meijer, Murray, 2000; Riou-Khamlichi et al., 2000; Halford, Dickinson, 2001,
Gibson, 2004). Ha sMOproHaIBHOM 3Tare pa3BUTHS caxapo3a U TIIH0K03a MOTYT PETYJIHPOBATh
NepPexo/1 OT POCTa K JCIICHUIO KJIETOK, K POCTY KJIETOK PACTSHKCHUEM W HAKOTLJICHHUIO 3aITacHBIX
Bemects  (Wobus, Weber, 1999; Borisjuk et al.,, 2003). Hemuddepenuuponanusie,
MUTOTHYECKH AaKTHUBHBIC TKAaHU CEMSJIOJICH pa3BUBAIONIUXCS KOHCKUX O00OB cojepkar
BBICOKHE YPOBHH TJIFOKO3bI, B TO BpeMsi kKak Hanbosee quddepeHmpoBaHHbIe TKAHU COIEPKAT
HU3KHEC YPOBHH TIIFOKO3bI, U3 YEr0 CIEAyeT, YTO TPAJMCHT TIIFOKO3bI MOXKET OKa3hIBaTh
mopdorennsiii a3p ekt (Borisjuk et al., 1998). I1pu 3ToM rirok03a U caxapo3a UrparoT pa3HbIC
poi BO BpeMs 3MOpuoreHe3a. Camble BBICOKME YPOBHH Caxapo3bl HAXOIATCS B HambOoJjee
AKTUBHO PACTYIIUX KIJIETKAX, a TAKXKE CBS3aHBI C IMOBBIIICHHBIM HAKOTUICHUEM KpaxMmaja. DTh
pe3yNbTaThl MOKA3bIBAIOT, YTO BBICOKHE KOHIICHTPAIMU Caxapo3bl UTPAOT BaXHYI POJb B
cTUMyJsuuu AuddepeHIMpoBKH KieTok 3anacanus (Borisjuk et al., 2002).

BnusiHue caxapoB Ha pPOCT M pa3BHTHE pacTeHHU pa3sHooOpasubl (Lastdrager et al.,
2014). B oTBeT Ha U3MEHEHHE YPOBHS caxapa PearupyrT YPOBHU TPAHCKPHUIIIMH THICSY T€HOB
(Price et al., 2004; Blasing et al., 2005; Osuna et al., 2007; Usadel et al., 2008). Poct pacrenuii

BKJIFOYACT YBCIIMYCHHC o0BbeMa KJICTOK, ACJICHHUC KICTOK M IpPOrpaMmbl Pa3sBUTHUA, KOTOPEBIC
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OTIPENICIISIOT TKAHEBYIO U OPTaHHYI0 WIACHTHYHOCTh. MOJIEKYJISIPHBIC CETH, CIIOCOOCTBYIOIINE
JICIICHUIO KJICTOK U UX PACTSDKCHUIO, B 3HAYMTEIILHOW CTETICHU 3aBHCSAT OT HAJHUMUS YIIICBOJIOB
Ui oOecrieueHusl dSHepruei m Omomaccoil. L[UKIMHBI SBISIOTCS BaXXHBIMH PETYJISTOPAMH
KJICTOYHOTO IIMKJIa M CIIOCOOCTBYIOT T'€HEpallii HOBBIX KIeTOK. Caxapa HHIYIHUPYIOT
skcnpeccuro UKIMHOB CYCD2 u CYCD3, croco6cTBysI TeM caMbIM Pa3BUTHIO KJIETOYHOTO
mukina (Riou-Khamlichi et al., 2000). IMepexon B ¢a3y pacTsbkeHUS KICTOK WHUIUHPYETCS
WHAKTUBAIMEH IUKINHA U HUKIMH3aBHcHMbIX knHas (CDK) (Komaki, Sugimoto, 2012).

YPpoBHHU caxapoB PEryJIHPYIOTCS KaK BPEMEHHBIM (PaKTOPOM, TaK U MPOCTPAHCTBEHHO
(Lastdrager et al., 2014). ®epmeHTHI, METaOOIU3UPYIOIIHE Caxapo3y, U IEPEHOCUYUKU CaXapoB
UMCIOT BaXKHOE 3HAYCHHUE I PETYJIMPOBAHUS POCTAa M Pa3BUTHS PACTCHHU, HaIpUMep, IpU
nepexojie oT BeretaTBHOM ¢a3bl k reneparusHoii (Rolland et al., 2006). [TpocTpancTBeHHas U
BPEMEHHAS SKCIIPECCHH MEPCHOCYMKOB caxapo3bl M ()EPMEHTOB, YYaCTBYIOIIMX B THUAPOJIN3E
caxapo3bl, KOHTPOJHPYIOT BHYTPUKICTOUYHOE paCIpeleiCHUEe pPa3lUYHBIX CaxapoB U
MeTaOOJIMTOB, MOJIYYCHHBIX M3 UX, BIIUs TeM caMbiM Ha poct (Tiessen, Padilla-Chacon, 2013).
Pacturensapie 6enkn SWEET o6nerdaior TpaHCHOPTHPOBKY HEUTPATBHBIX CaxapoB, TAKHX
Kak caxapo3a, TJII0K03a U (PYKTO3a, KaK HAa OPraHM3MCHHOM, TaK W Ha KIECTOYHOM YPOBHSX
(Chen et al., 2012; Klemens et al., 2013; Yuan, Wang, 2013). BaxxHocTb IpOCTpaHCTBEHHON U
BPEMEHHOM PEerysiuy HAaKOTUICHHUS CaXapoB MPOSIBIIAETCS B MEPUCTEMATHUCCKUX TKAHIX C UX
MHOT000pa3HOM OpraHW3aleil W pa3IMYHBIMA TUIAMH KJIETOK, YTO TPeOyeT CIOXKHOTrO
nporiecca pachpesieficHus caxapoB Ui BbIOOpa HampasieHus passutus (Francis, Halford,
2006). PaznmuyHbIe caxapa MOTYT HO-Pa3HOMY pPEryJIHpOBaTh (PU3UOJOTUUCCKHUE MPOIECCHI, a
9Tanm pa3BUTHS PACTCHHS JIOTIOJIHUTEIBHO OMNpEACsIeT pPEakii OpraHM3Ma Ha caxapa
(Rolland et al., 2006; Eveland, Jackson, 2012; Tognetti et al., 2013). Nmeromuecs naHHbIC
CBHUJICTEIBCTBYIOT O TOM, YTO HEKOTOPBIE MPOIIECCHI MOT'YT OBITh OMOCPEAOBAHBI A0COTIOTHBIM
YpOBHEM KOHKPETHOTO caxapa, TakuM Kak riroko3a (Borisjuk et al., 1998) unu caxaposa
(Borisjuk et al., 2002), B To BpeMs Kak Jpyrue MpoIecchl MOT'YT OBITh OMOCPEIOBAaHbI TOTOKOM
KOHKpeTHOTO caxapa (Krapp et al., 1993).

K xommoHeHTaM caxapo3HOTO CUTHAJIMHIAa pacTeHuil oTHocsATcs rekcokuHasel (HK)
(Hohmann et al., 1999; Xiao et al., 2000; Gibson, 2004; Rolland et al., 2006; Balasubramanian
et al.,, 2007; Wang, Ruan, 2013; Wang et al, 2017). Boisicuenue posiu HK B riroko3HOM
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CUTHAJIMHTC OCJIOXHSCTCS TEM, YTO OHH €Ille Yy4acTBYIOT B ee¢ (ochopunupoanuu (Gibson,
2004).

Wang et al. (2006) mpeamnosoKuan, YTO TIFOKO3HBIH CHTHAIUHT B PACTCHHSIX MOXKET
paccMmaTpuBaThCs ¢ TOUKH 3peHus (1) MHOYyKIMK pocTa, CBsI3aHHOM ¢ npoudepanueil KIeToxk,
a Takke (2) KOHTPOJS HHEPreTUYECKOro YIIepoaHoro romeocraza. B pacrenusx HK
KOJUPYIOTCS J0BOJILHO OombiimM cemeirictBoM reHoB (Claeyssen, Rivoal, 2007), 6einxu HK
BCTPEYAIOTCS B IIUTO30JIe, MUTOXOHPUSX, TUIACTUIAX, sape U ammapare [ombmku (Miernyk,
Dennis, 1983; Schnarrenberger, 1990; da-Silva et al., 2001; Yanasigawa et al., 2003,
Balasubramanian et al., 2007).

HK-3aBUCUMBIA TIIOKO3HBIA CHUTHAJIWHT BKJIIOYACT HE TOJBKO TPAHCKPUIIITMOHHBIN
KOHTPOJIb, HO TAaKXXe TPaHCIIAIHMOHHBIC W MOCTTpaHCIsAIMoHHbIe Tporiecchl (Ho et al., 2001;
Yanasigawa et al., 2003; Balasubramanian et al., 2007).

K mexanuzmam, peryiupyromnuymM OTHOIIIEHHUE MEXIY Caxapo3HbIM CTaTyCOM M POCTOM U
pasButueM pactenus, otHocsATcs SNRKS m TOR curnansubeie mytu (Halford et al., 2003;
Rolland et al., 2006; Nunes et al., 2013; Lastdrager et al., 2014; Tome et al., 2014; Margalha et
al,, 2016 u ap.). SNRK1 (sucrose non-fermenting-1-related protein kinase 1) — mpoteun
KMHA3a, UTpamllas KIUYEeBYI pOJb B TI00AJIBHOM KOHTpPOJE MeTaboin3Mma yriepoja B
pactenun. SNRK1 akTHBHA B yCIOBUSAX HU3KOTO YHEPTETUICCKOTO CTATyca KICTKH U CIYKUT,
TJIaBHBIM 00pa3oM, Ui TOJaBIIEHUs MPOIECCOB OWMOCHHTE3a M pocra pacreHuid (Baena-
Gonzblle et al., 2007; Polge, Thomas, 2007; Halford, Hey, 2009; Baena-Gonzblez, 2010;
Ghillebert et al., 2011; Robaglia et al., 2012). Kak npaBuio, aktuBHocTh SNRK 1 BO3pacraeT B
OTBET Ha TIOBBINICHUEC BHYTPHKJICTOYHOW Caxapo3bl W/WIW TIOHIKECHUE BHYTPUKICTOYHOM
rmoko3bl (Halford et al., 2003). AxtuBHocts SNRK1 momarnsiercs rimoko30-6-pocharom u
rioko30-1-gocdarom, a takke Tperonoso-6-docharom (Zhang et al., 2009; O'Hara et al.,
2012; Nunes et al., 2013; Lastdrager et al., 2014).

O6o0mIast nTuTEepaTypHble JaHHBIE MOXKHO BBIICTUTH OCHOBHBIE ITyTH CaXxapo3HOTO
CUTHAJIMHTA B pacTeHuu (puc. 6). Caxapo3a MOXKET MOCTyNaTh B KJIETKY IO aroIljIaCTHOMY U
CUMIUIAaCTHOMY TyTH. B TmepBoM ciydae amoruiacTHas caxapoza MoxeT Obith (1)
ruaponn3oBana AnMHB 10 Tekco3, KoTopsle ¢ ydactheM rekco3Heix (GIC) Tpancmoprepos

NOMaJaoT B KIETKY, W/Hiu (2) TpaHCHIOPTHPOBAaHA B KJIETKY Yepe3 MEePEHOCUYHKH Caxapo3bl
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(Suc) (puc. 6). AnorutactHas TIFOKO3a MOXET ObITh pacrmo3HaHa RGSI1, koTopslii mepemaer

BHEKJICTOUHBIN CUTHAN B KJIETKY yepe3 G-Oenku (puc. 6).
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Pucynok 6. Mojens MeXaHH3MOB caxapo3HOro cuHrHajuHra B pactenuu (mo Rolland et al.,
2006). bykBamu (a-d) oTMe4eHBI MpearnoiaraéMple MyTH T€KCO3HOTO CUTHAIIMHTA, TTOSICHEHUS

B TCKCTC.

B uumromnasme caxapo3a moxkeT ObiTh MerabonusupoBaHa utHWuB wumu CC. Ilpu
BBICOKOM  KOHUEHTpamuu caxapo3bl B kijetke CC  mOepexoauT B CBSI3aHHOE C
[UTOIIA3MATUYECKOH MEMOpPaHON COCTOSIHUE W BXOJMT B COCTaB IIEJITIOJIO30CHUHTA3HOTO
KoMIUIekca. B pesynbprate, oOpasyromryscs npu paciiernieHun caxapossl Y JId-raoko3a, cpasy
MOCTABIIICTCS HAa CHUHTE3 IIEJUTIONO3BI/Kauio3bl. Takxke, W3 IUTOIIA3MBI caxapo3a MOXKET
MOCTYIAaTh B SIAPO, BaKyoJib, IJIACTHIBI UM MUTOXOHApUHU. B Bakyonum mosekyna caxapo3bl
MeTtabonm3upyercs BakHB 10 IBYX MOJEKYJ T'€KCO3, YTO yJIBAUBAET OCMOTHYECKUN BKJIA
caxapoB, BIUSIONIMHA Ha KJIETOYHBIN Typrop. B siape caxaposa, a Taxke oOpasyemas mpu ee
pacuienieHuy TIJIF0KO3a, MOTYT PETYJIHUPOBaTh HEKOTOPhIC TPAHCKPHUMIIUOHHBIE (HaKTOPHI
(Rolland et al., 2006; Wang, Ruan, 2013).

O6pa3yromuecs Mpu paclerVIeHnH caxapo3bl HHBEPTa3aMH I'eKCO3bl Yepe3 MeKCO3HbII
CUTHAJIMHT MOTYT B CBOIO o4epe/lb BIMATh Ha skcnpeccuto renoB (Rolland et al., 2006; Wang,

Ruan, 2013). K syieMeHTaM reKCO3HOTO CUTHAJIMHIA OTHOCATCS (pHC. 6):
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(a) Cencop rmoko3bl rekcoknnaza 1 (HXK1) B 0CHOBHOM CBSI3aH ¢ MUTOXOHIPHUSMHU.
Kpome Toro, HXK1 oOHapykeHa B BBICOKOMOJICKYJISIPHBIX KOMILJICKCaX B sApe, TAe OHa
KOHTPOJIUPYET TPAHCKPHIIIIAIO M OMTOCPEIOBAHHYIO MPOTEACOMOH Aerpanaiuio. Jpyrue oemxu
HXK cBsizanbl ¢ HapyXHOM MeMOpaHOW IJIACTU[, MPUCYTCTBYIOT B IIUTO30JIE U B CTPOME
XJIOPOIIJIACTOB.

(b) Caxapo3sa omymaercs Ha IIa3MaTHYECKOH MeMOpaHe TOMOJIOTaMH TpaHCIopTepa
(Suc). Tpaucmoprepsl MoHocaxapuaoB (GIC) MOryT nMeTh aHaTOrHYHBIE (DYHKIIUH, TAKHE KaK
MEMOpPaHHbBIE CEHCOPBHI.

(c) Iepenaua pernenropa G-6enka ¢ momornpio RGS1 u GPA1 cBs3aHa ¢ KOHTpOJIEM
TJTFOKO3BI, 3TO MyTh, HE3aBUCUMBI OT TeKCOKMHA3HI.

(d) Benxku SNRK1 urparot BakHYIO pOJIb B CaXapO3HOM M TIFOKO3HOM CHTHAJIMHIE.

(e) Perymsaropusiii 3ddext mus Tperanosbl (Tre) m Tperosnozo-6-pochara (T6P),

BEPOSTHO, pacroiaraetcs Hke SNRK1.
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1.7. A30THBIE COeIMHEHHUS KAK BO3MOKHbIE IK30r¢HHbIE PeryJsTOPbl KCHJIOTeHe3a

[ToMumoO caxapoB i1 HOPMAJBHOIO POCTa PACTEHUS M YBEIMYEHUS €ro
MPOJYKTUBHOCTH HEOOXOIUMBI a30THBIE COCTMHEHUS, KOTOPBIE B CBOIO OUepe/ib UHAYLUPYIOT
OyTh ACCUMWIALIMM Aa30Ta B PACTEHUH M MOTYT [EpPEnporpaMMHpPOBATh YIIEPOIHBIH
MeTaboiIM3M B HamNpaBlIEHWW CO3/aHud OoJiee OJarompusITHBIX YCIOBUW i OTOU
accumuisiiinu (YukoB u ap., 1998; bartamesa, 2006; Crawford, 1995, 2006; Lam et al., 1996;
Campbell, 1999; Stitt, 1999; Wang et al., 2000; Chikov et al., 2001, 2003; Chikov, Bakirova,
2004 u np.).

B nmnepuon akTHBHBIX POCTOBBIX MPOIIECCOB Yy CEAHIIEB KapelbCcKoW Oepesbl, I10
CpPaBHEHHIO C OOBIYHOM Oepe3odl MOBHCIION, B KOpPEe U JAPEBECHHE BBILIE COJAEP)KaHUE
HUTPYJUIMHA (TPaHCIOPTHOM (OpPMBI AMMOHHUHHOTO a30Ta), a B JIUCThAX OOJbIIe
TIyTAMUHOBOM, acraparuHoBoil kucioT W riryramuHa (Iymskosckas wu  gp., 2011).
[TonkopMKH pa3HBIMH J03aMH a30Ta 2-3-JCTHUX CESHIICB OOBIYHOW Oepe3bl IMOBUCIOW M
KapeJnbCKOW Oepe3bl MPUBENIH K CYIIECTBEHHOMY YBEIIMUYEHUIO COZIEpKaHUsl OEIKOBOTO a30Ta
BO BCEX OpraHax M TKaHSX TOJBKO y KapelabCKOM Oepesbl, TOraa Kak KOJIMYECTBO CBOOOJHBIX
AMUHOKHCJIOT BO3pPOCJIO B JHCTBhSIX M B Kope y obOeux (opm, HO y KapeiabCKoi Oepe3bl B
oonbmeit crenenu (Lynskosckas u ap., 2010a, 6).

[Ipn ycuneHHOW MOAKOPMKE pacTEHUM a30THBIMU YAOOPEHHUSIMH H30BITOUHOE
NOCTYIUIEHHE HUTPAT-UOHOB B AIOIUIACT MEPBOHAYAIBHO TOPMO3UT TPAHCIIOPT aCCUMMIISITOB
no ¢iosMe, 4YTO MPUBOAMT K BBIXOJAY M HAKOIUIEHHIO Caxapo3bl B aloIuiacTe, MOBBILIAS
akTuBHOCT, AnMHuB. OOpasyommuecss NpH THIPOIM3E C€axapo3bl TEKCO3bl HE CIIOCOOHBI
3arpy’atbCsi BO (DJI0O3MY M BBIHYKIEHBl BO3BpallaThCsl B KIETKH Me30(uiia JIMCTa.
[Toctynnenue rexco3 B KiIeTKy HHruobupyer accummisinuio CO,, 4TO B CBOIO oOuepeb
nposiBisieTcs B cHbkenuu ¢orocuntesa (Chikov et al., 2001, 2003; Chikov, Bakirova, 2004;
barameBa, 2006). CHuxeHue 3arpy3kud caxapo3bl BO (JI09MY, BEpPOSTHO, CBS3aHO C
YBEJIMUEHUEM KOJINYECTBA KAJJIO3bl B CUTOBUIHBIX 3JIEMEHTAX, CTUMYJISILIUS CUHTE3a KOTOPOU
MOJKET OCYHIECTBIISITHCS MPOAYKTaMU HEMOJIHOTO BOCCTAHOBJIEHUSI HUTpata nmpu ydactuu NO
curHanpHOil cucrembl (baramesa u ap., 2010; Xamunymnuna u  ap., 2011). Ponb
HUTpATpeAyKTa3bl B oOpa3oBaHuu okcuaa azora (NO), KOTOpHIHA SIBISETCS KOMIOHEHTOM
CUTHAJIBHON CHUCTEMBI pacTeHMs, HEOAHOKpPATHO oOcyxnanack B nuteparype (Dean, Harper,

1988; Yamasaki, Sakihama, 2000).
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[loBBIlIEHHOE a30THOE MUTaHUE PACTEHUIN YCUIIMBAET HEYTJIEBOJHYIO HAIIPaBICHHOCTh
(OTOCHHTE3a, TIPH STOM BO3pacTacT BKiodeHHe ~C u3 *CO, B MPOAYKTHI [THKOIATHOTO
IyTH, TOPMO3UTCS OTTOK aCCHMHJIATOB u3 IuCTheB (TapueBckuii u ap., 1973; Yukos, 1987).
OTH U3MEHEHHUs, B OCHOBHOM, CBSI3aHBI C JciicTBueM HuTpaTtHOoro asora (Chikov, Bakirova,
1999). BximrodyeHue B MeTaboJM3M HUTpaTa peryaupyercs (OTOCMHTE30M W WHTEHCHBHO
IPOTEKAaeT TOJbKO B CBETOBOW MEPHOJ, a IMOIJIOLIAEMbII HOYbI0 B HE3HAUMTEIbHBIX
KOJIMYECTBAX HUTPAT UCIOIB3YETCs] MOUTH MCKIIOUUTEIHHO Ha MOMOJHEHHUE €ro CBOOOJIHOIO
nyna B qucte (Matt et al., 2001).

Ha pacteHusx ropoxa moceBHOro ObLJIO MOKa3aHO, YTO IK30T€HHbIE COCIMHEHUS a30Ta
(comu HUTpaTa ¥ aMMOHHS) TTOBBITIATN aKTUBHOCTE CC B KOPHSX, IO CPAaBHEHHUIO C TAKOBOU Y
pactenuii, pociux Ha Oe3a3otHO#l cpene (bpyckoBa u mp., 2009; Hukutuna u ap., 2010).
[TpuueM 5TOT >PdeKT MPOSIBISIETCS TOJIBKO MPH JOCTATOYHOM OCBEIIEHHOCTH, MPH HU3KOU
OCBEILIEHHOCTH (2,5 KkiK B TeyeHHe 16-yacoBoro (oromeprona) MOJOKHUTENbHBIN 3PQeKT
HuTparta Ha aktTuBHOCTH CC He Habmoxancs (bpyckosa u np., 2009).

Nunyuupyromiee nelicTBUE HUTPATHOTO aHMOHA HA SKCIPECCHIO Psiia TEHOB a30THOTO U
yIIepoaHOr0o 0OMEHOB HEOAHOKpaTHO omuchiBaeTcs B auteparype (Crawford, 1995; Lam et
al., 1996; Campbell, 1999; Stitt, 1999). MertabonuyecKkue MPOLECCHI, CTUMYIHPYIOIIHAECS
HUTPATOM, BKJIIOYAIOT: MOCTYIUICHHE U BOCCTAHOBJIEHHE HUTpPATa, ACCUMMIISALIMIO aMMOHMS,
CHUHTE3  OpraHM4eCKHX  KHCJIOT, BOCCTAHOBJIEHHE  (eppelloOKCMHAa U  OKUCJICHHE
rimoko3zopochara B mentozodocharaom mytu (IIDPIT). Hurpar Takke mogaBisieT CHHTE3
KpaxMajia, moMorass MOOMJIM30BaTh yriiepoa B opranndeckue kuciaotel (Wang et al., 2000). Ha
pacrenusx Arabidopsis ObuTH M3ydeHBI TE€HBI, YyBCTBUTEIBHBIC K HUTPATaM, KaK MPH HU3KUX
(250 MmxM), Tak u npu BeIcOKUX (0T 5 10 10 MM) KoHIeHTpanusax. beiio BeisiBieHO Oonee 40
HUTPATUHYIIMPOBAHHBIX TeHOB. Cpeir HUX TeHbI, kogupyromue (1) peryastopHbeie Oeiaku, B
ToM 4yuciie (aktop TpaHckpuniuu MYB, kambliueBble aHTUIIOPTEPHI M TPEIIOIaracMbIe
NpOTeUHKHHA3bl; (2) Mertabonnyeckue (EepMEHTb, B TOM YHCJIE TpPaHCAIbIOJA3bl U
TPaHCKETOJ1a3bl [IDII, MajaaTAeruaApOreHassl, acnaparuHCUHTETa3bl u
TUCTHIUHIEKapOOoKcmiasel; U (3) Oenku ¢ HEeW3BECTHBIMH (YHKIUSIMH, B TOM YHCIE
MeTuiTpancdepasbl. [lepBUUHBIA TpUMep WHAYKIIMHA, HAOMIOJAEMbIN JIII MHOTHX W3 ITHX
T€HOB, — 3TO KpaTrkoBpeMeHHoe mnoBbiieHne MPHK npu HM3KONM KOHIIEHTpanuu HUTpaTa U

YCTONYMBBIH pocT mpu 00paboTKe BHICOKOM KOHIeHTpanuei autpara (Wang et al., 2000).



55

Pactennss MOTyT HakamiauMBaTh HUTPAT B BBICOKHMX KOHIEHTpAIMSX, U HWOH HUTpaTa
pacmpesiesieH B CTPYKTypax KJIETKH, TKaHAX W opraHax pacTeHusi HepaBHoMepHO (M3maitnos,
1986). B pacteHun BBIACISIIOT HECKOJBKO MYJOB HUTPATOB. DTO BaKYOJSPHBIN (3amacHoi),
uTOoIIa3MaTnueckuii  (Merabonuueckmi) (Jackson, 1978; Beevers, Hageman, 1980) u
MOJABWXKHBIN (SHIOTCHHBIN) (XapuUTOHOMBWIM H 1p., 1993; Anexuna u gap., 1988;
XapuToHOmBWIA U Ap., 1997; Anexuna u ap., 2000) nynsl HuTparoB. Hurpat Gosbuioro
BaKYOJISIPHOTO ITyJIa MaJIOJOCTYIICH JIJIsl BOCCTAHOBIICHHUSA, OH (DOPMUPYETCS B 3aBUCUMOCTH OT
KOHIEHTPAllUM aHWOHA B NUTATEIbHOM CMECH M B cpelHeM cocTaBisieT 85% oT o0uiero
komnuectBa NOjz B TKaHAX. BakyossipHbII HUTpaT paccMaTpHBaeTCs Kak pe3epB a3oTa,
KOTOPBIM pacTeHUE UCHOJIB3YET NpH IedULIUTe 3TOro 3eMeHTa B cpeae (XapuTOHOUIBUIN U
ap., 1993). Pasmep nuTOma3zMaTUyeckoro Iyja 3alporpaMMUpOBaH, M €ro BeJIUYHHA
OCTaeTCs OJIMHAKOBOM y MPOPOCTKOB MIIEHUIBI C Pa3HBIM COJEPKAaHHEM HUTpaTa B TKaHSX.
Hutpatpenykrasa, Tokann3oBaHHas B IIUTOIUIa3Me, B KadecTBe cyOcTpara mcmonbzyeT NOg
muToruiasMarndeckoro myna (Jackson, 1978; Beevers, Hageman, 1980). DuumoreHHbIH
(MOBIKHBINM) HUTPAT TEPEMENIacTCss B pagualbHOM U BEPTUKAIBHOM HAIMpaBICHHUSIX U
npeHa3HaueH IS OTTOKa U3 KOpHel B moberu (AsexuHa u ap., 1988; Xaputonamsuin u ap.,
1993; Alekhina et al., 2000).

[TornomeHHble HUTPATBI MOTYT BKJIIOUAaThCS B META0OJM3M PACTEHUN TOJBKO TOCTE
BOCCTAaHOBJIEHUSI WX J0 ammuaka. [lepBbIM ¢epMEHTOM IIelM BOCCTAHOBJICHHUS HUTPATOB
apnsgerca Hutparpeaykraza (NR, EC 1.7.1.2). Hutparpeaykraza kaTanusupyeT MepeHoc JBYX
a5eKTpoHOB OT BoccTaHoBNeHHBIX HAJI(D)H k HuTpaty ¢ o6pazoBaHuEeM HUTPUTA!

NO; + HAJI(P)H + H" + 2" — NO, + HAJI(P)" + H,O (1)

[lepBuuHbIi NPOAYKT HUTPATHON pPEAYKUUU — HUTPUTHI SIBISIOTCS MOTEHUHUAIBHO
TOKCUYHBIMH BemiectBamu Juis pactutenbHoit kietku (Klimenko et al., 2006). Hutputsn
TPAHCIIOPTUPYIOTCS B XJIOPOILIACTHI, I/ie BoccTaHaBiauBaroTcss Hutpurpeaykrazoit (NiR, EC
1.7.1.4) no aMmMOHwUSI.

NO, + 3 reduced ferredoxin + 7H" — NH; + 2H,0 + 3 oxidized ferredoxin (2)

Cuuraercs, uto peakuus (1) gBisieTcss TUMUTUPYIOIIUM IIarOM B LIETIH ACCUMUIISALINU
aszora B pacrenun (Campbell, 1999), mosromy NR paccmarpuBaroT Kak KIO4YeBOW (EpMEHT B
azoTHoM Metabom3me (Huber et al., 1996a; Kaiser et al., 1999; Stitt, 1999). Hutparpenykrasa

peryiupyeTcss Ha pa3IMdHbIX YpOBHAX. IlepBbIli  ypOBEHb — 3TO  JKCIPECCHUS
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COOTBETCTBYIOUINX T'€HOB, YTO MO3BOJISIET PETYIMPOBATh YPOBEHb HUTPATPEAYKTa3HOTO Oenka
B KIeTKe. BrTopold ypoBeHb — 3TO TOCTTPAHCIALMOHHAS PETyJSIUs aKTUBHOCTHU
HUTpATpPEAyKTa3bl 3a c4€T oOpaTumoro QochopunupoBanus, KOTOpas IO3BOJIIET OYEHb
OBICTPO M3MEHATH aKTHBHOCTH (hepMeHTa B Kierke (Kaiser et al., 1999). Hurparpenykraza —
cyOCTpaTUHAYIUPYEMBbIl (pepMeHT, T.e. €e aKTUBHOCTh B OpraHax pacTeHHM 3aBUCUT OT
HAJIM4YUs HUTPATOB. OKCIpPECCUss TE€HOB HUTPATPEAYKTa3bl KOHTPOJIUPYETCS Hapsay C
HUTpaTaMH M IPYrUMH (aKkTopaMu, TAKMMH Kak cBeT, caxapa u ap. (Cheng et al., 1992; Foyer
et al., 1994; Kandlbinder et al., 2000; Klimenko et al., 2006).

VY IpeBecHBIX pacTeHUM MEPBOHAYAIBHOE MTOCTYILUIEHHE HUTPATOB B KOPHU IIPOUCXOIUT
yepe3 M1a3MaTHYeCKyr0 MeMOpaHy SMUAepMalIbHBIX U KOPTUKAJIbHBIX KIeToK. [locneayrommuii
TPaHCHIOPT K oOeraM MOXET MPOUCXOJIUTh C KCHJIEMHBIM COKOM. BoccTaHOBIEHHE HUTPATOB
BO3MOXKHO B KOpHSX, a TaKXe B Ha3eMHBIX OpraHax. MHOrue TpaBSHUCTBIE PAaCTECHHS
BOCCTAHABJIMBAIOT HUTPAThl MPEUMYLIECTBEHHO B JHCThbiX. Jlodroe BpeMs CUMTANIOCh, YTO
JIPEBECHbIE pacTeHHs] (IepeBbs U KYCTapHUKH) BOCCTAHABIMBAIOT HUTPATHl IOYTH
UCKJIIOYUTENBHO B KOpHAX. OpHako, Ooyiee MO3JHUE UCCIENOBAaHUS IMOKA3aJld MPUCYTCTBHUE
HUTPATOB B Mo0Oerax M JOKAJIM3AIHI0 HUTPATPEIYKTA3HON aKTUBHOCTH B JIUCTHS Y PA3IMUHBIX
nepesbeB (Gebauer, Stadler, 1990).

W3yueHne HUTpaAT- U HUTPUTPEIYKTA3bl B JIUCThSIX W KOpHsX cesHieB Betula pendula
Roth BbISBUIIO pa3HOE BIMSIHME HUTPATHOTO OOSCIICUCHUS M CBETa Ha 3TH (epMeHTHI. Tak, B
CesHIaX, BBIPOCIIMX Ha Cpejie, CoJepKalllell B KauecTBe MCTOYHMKA a30Ta COJIM aMMOHUA,
HaOmroganmy HU3kui ypoBeHb 3kcnpeccuu reHoB NR 1 NiR B nuctesax u NR B kopHsIX, B TO
BpeMsi kak dkcnpeccusi TeHoB NiR B kopHsix Obuta BeicokoH. [locne mepeHoca CesHICB Ha
HUTPATCOJCPKAIIYIO Cpeay cyimecTBeHHO Bo3pociu myiasl MPHK u aktuBHOCTH 000MX
(bepMeHTOB, KaK B JIMCThSAX, TaK U B KOPHSX, C peoOiaaHueM B JTUCThsX. [Ipu 3TOM Bo Becex
coydasx yBenuuenue konmdectBa MPHK mpenmectBoBamo BO3pacTaHWi0 aKTUBHOCTH
(epMeHTOB, W3 Yero CcIeaoBalo, YTO YBEIMYCHHE AKTUBHOCTH (DEPMEHTOB CBS3aHO B
OCHOBHOM ¢ yBenu4eHueM ypoBHst skcnpeccun reHoB NR u NiR (Friemann et al., 1991, 1992a,
1992b).

[Tockonbky pacTeHMs BeAyT NPHUKPEIUICHHBbI 00pa3 >KU3HHU, I HUX OCOOEHHO
aKTyaJIbHO HAJIMYUE OMNPEACIICHHBIX MEXaHHU3MOB, MO3BOJIIONIMM UM IMPUCIOCAOIHBATHCS K

JIOCTYITHOCTH MHUHEPAIbHBIX TMUTATENIBLHBIX BEIIECTB B OKpYyKawolen cpeae. B mociennee
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BpeMs BCe OOJIBITIE MOSBIISCTCS JaHHBIX, TOKA3BIBAIOIINE KAK CUTHAIBI a30Ta KOHTPOJIUPYIOT
TOPMOHAJIBHBIM CTaTyC pacTeHM M KaK TOPMOHAJbHbIE CHUTHAJBl B3aUMOJIEUCTBYIOT C
azotubiM nutanuem (Krouk et al., 2011).

A3o0T BooOmie u NOjz, B 4YaCTHOCTH, OKa3bIBAIOT BJIMSHUE HA CHUHTE3, TPAHCHOPT U
CHUTHAJIM3AIIMI0 TOPMOHOB, PETYIHPYs TeM caMbIM pa3Buthe pactenunii (Krouk et al., 2011). Ha
pacrenusix cou (Glycine max) (Caba et al., 2000), mmenuns (Triticum aestivum) (Chen et al.,
1998), ananaca (Ananas comosus) (Tamaki, Mercier, 2007), xkykypy3sl (Zea mays) (Liu et al.,
2010) u Arabidopsis thaliana (Krouk et al., 2010; Walch-Liu et al., 2006) nokaszano, 4uto B
OTBET Ha CHI)KEHUE TOCTYIUICHUSI HUTPATOB YBEIIMYUBACTCSl COJEpkKAHUE ayKCHHA, KOTOPBIN
MocTymaeT u3 mobera B KopeHb. [Ipm 3TOM Ha TOPMOHAJIBHBIA CTATyC PACTEHUS BIUSIOT
tpancroptrepbl HUTpaToB (NRTI1.1 u NRT2.1). Ilpu cHuxkeHUH KOHIEHTpaIus HUTPATOB B
cpene Hmwke 0.2 MM, 6emok NRT1.1 Benet cedst kak Hocutenb aykcuHa (Krouk et al., 2010).

CoxepxaHue IMTOKHMHWHA TaK)KE HAXOIUTCS II0J KOHTPOJIEM a30THOTO THUTaHUS
(Sakakibara et al., 2006; Kiba et al., 2011). Eciu pacrenus TomatoB (Solanum lycopersicum)
BHIpAIMBaTh Ha cpeae ¢ NH,' B KauecTBe eJMHCTBEHHOTO MCTOYHMKA a30Ta, TO POCT TIOOETOB
cwibHO cHUXkaercs. [Ipu 3ToM, 171 BoccTaHOBIEHUS pocTa moderoB gaxke 10 MkM Hutpat
sBisgercs nocrarounsiM (Rahayu et al., 2005).

HenaBuue uccnenoBanus Takke MOKa3aJd, YTO B PACTCHHSX, IEPCHOCUMBIX ¢ HHU3KOMH
(0.1 mM) B BrIcOKYIO (10 MM) NO3-conepkaiiyto cpeny, 00pa3oBaHHe dTHICHA YCUITUBACTCS
B TEUEHHE OJHOT0 Yaca mocie nepenoca (Tian et al., 2009).

C npyroii CTOpOHBI Yepe3 TOPMOHAJIbHBIE CUTHAIBHBIE MYTH MOXKET PEryIupoOBaThCS
TPaHCIOPT W BKJIOYEHUE B MeTtabonmyeckue mytu HUTpoToB (Krouk et al., 2011). IToka3awo,
YTO IUTOKMHUHBI HWIPAIOT BAXHYIO pOJIb B peakuuud pacteHuit Ha Hutpatsl (Werner,
Schmiilling, 2009; Ruffel et al., 2011), onu MoOryT peryaupoBath pa3mep JHCTHCB U Pa3BUTHE
ooxoBbIxX KopHeit (Rahayu et al., 2005; Walch-Liu et al., 2000; Miiller et al. 2015). Aykcunbl u
UTOKMHHUHBI IPUBOJIAT K YBEIMUCHHUIO HUTpaTpeaykTazHoi aktuBHocTH (LU et al., 1992; Suty
et al., 1993; Vuylsteker et al., 1997a, b; Brenner et al., 2005). /Iea 0CHOBHBIX TpaHCIIOPTEPA
HutpatroB NRTI.1 u NRT2.1 Haxozmdrcs mnoa KOHTpojeM TropMoHOB. IIpomoropHas
aktuBHOCTh NRT1.1 wHAYUHMpyeTCS HSK30T€HHBIM W SHJOTCHHBIM YBEIMYCHHEM ayKCHHa,

IpUYeM 3Ta WHAYKIHS HE 3aBUCUT OT NMPHUCYTCTBUS HUTPATOB B cpeie KynbruBupoBanus (GUuo
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et al., 2002). Yposensb tpanckpuntoB MPHK rema NRT2.1 cuibHO CHHXAeTCs B TCUCHHE
HECKOJIBKHX YacOB IOCIIE BO3AEHCTBUS aykcuHa U nutokuauHa (Gan et al., 2005).

Hcnonp3ys anukanbHyr0 MeprcteMy Arabidopsis B kadecTBe MOJEIBHOW CHCTEMBI,
OBUIO TIOKA3aHO, YTO pACTEHUS MOTYT aJanTHPOBaTh CBOM YPOBEHb OpTraHOTEHE3a K
WU3MCHCHHSIM B JIOCTYITHOCTH HHTPATOB B IOYBE B TEUCHHWE HECKOJBKHMX JHEH Onaromaps
nepenade CUTHAJIOB JAIBHETO JCHCTBUS C IOMOIIBIO MPEKYPCOPOB IUTOKWHWHA, KOTOPHIC
NPOXOJAAT Yepe3 pacTCHHE, MPEBPAIIAlOTCS B aKTHBHBIC TOPMOHBI B MepHCTEME MOOEroB U
monymupyroT 3kcnpeccnro WUSCHEL — ximoueBoro perymnsitopa roMeocTa3a CTBOJIOBBIX
KJICTOK. OTOT MEXaHW3M IIO3BOJISIET MEpHUCTEMaM B TEYCHHWE HECKOJIBKHX JTHEH
aJanTHPOBATHCS K OBICTPHIM M3MEHEHHUSM KOHIICHTpAI[MH HUTPATOB M TEM CaMbIM WU3MCHSIThH
cKkopocTh oOpa3oBanus opranos (Landrein et al., 2018).

Takum 00pa3oM, B OCHOBE Ipollecca aJanTallii PacTCHHH HEJOCTATKy MHHEPAIbHBIX
BellecTB Jiexkar nuddepeHnnanbHpii pocT U pazputue. C OIHON CTOPOHBI, OOECTICUCHUE
MUTATEIbHBIMU BEIICCTBAMH CIIOCOOCTBYET POCTY PAacTeHHUs, a C APYrod CTOPOHBI, POCT
MOPO’KJIAET CUTHAJBI «3allpoca» Ha MHUTATEIbHBIC BemlecTBa. MHTETrpamus pocta M MHTAHUS
pacTeHusi ONOCpPEe0BaHHA CICIHATM3UPOBAHHBIMU CUTHAIBHBIME IYTSIMH, BKJIIOYAIOIIMNMH, B

TOM YUCJIC U TOPMOHEIL.



59

I''TABA 2. OBBEKTbBI 1 METO/Ibl UCCJIEJJOBAHUW A
2.1. PacTtuTe bHBIA MaTepHaJl
OCHOBHBIMH O0BEKTaMH HCCJICIOBaHUS ObUIH 1B (hOpMBI Oepe3bl MOBUCIION Pa3HOTO
BO3pacra: oObluHas Oepes3a moBucias (manee oObiuHas Oepesza) — Betula pendula Roth var.
pendula u kapenbckast Gepe3a — B. pendula var. carelica (Mercl.) Hiamet-Ahti. B HekoTopsix
cllydasix, Hapsay C HHMH, HccheaoBanu Oepesy mymucTyro, B. pubescence Ehrh., s

IMOJIYyYCHUA CpaBHI/ITeHBHOﬁ MEKBHIOBOM XApaKTCPUCTUKH.

40-45-remnue oepeswvs B. pendula var. pendula u B. pendula var. carelica

JlepeBbsi 00bIYHONM Oepe3bl UMENH TUIMUYHYIO JUIsl BUJIA MPSAMOCIOWHYIO JAPEBECHHY CO
c1abo BeIpaXeHHOHN TeKCTypoil. Cpeau JepeBbeB KapeabCKON Oepesbl MOAOUPAi SK3EMILISIPhI
C BBICOKOW CTENEHBbIO Y30pUaTOCTH JAPEBECHHBI CTBOJIa (BHEIIHUNA BHUJ OKOPEHHOM
MOBEPXHOCTH CTBOJIA TIPEJICTaBIeHBI Ha GoTtorpadusx B pazaenax 3.2 u 4.3.2). Bce onbITHBIC
pacTeHus TMpou3pacTajd B  OJMHAKOBBIX IOYBEHHO-KIIMMAaTUYECKUX  YCIOBUSX Ha
buonornueckoit cranuu Kapenbckoro HayuHoro nentpa PAH B 2 km ot Ilerpo3aBoacka.
Ot60p 06pazmos npoBoauiu B 2010 u 2016 rr. Tkanu npenapupoBaiu B yTpeHHee Bpems (C
9:00 no 11:00), nns oT6OPOB MOAOUPANU JHU O€3 OCATKOB.

VY Oepe3bl moBuciaoi B ycnoBusix Kapenun akTtuBHOe (YHKIMOHUPOBAHHME KaMOMs
HaOIt0/1aeTCsl HA4YMHAs CO BTOPOM JEKaJbl WIOHS 10 TMepBOil nekanbl aBrycta (Homuikas,
2008). B 3T0 Bpemsi OCHOBHasi Macca acCCHMHJISTOB TPATHTCS Ha HOBOOOpa3OBaHHE KIICTOK
KaMOHMaJIbHOM 30HBI M POCT KieTouHOH cTeHKH. B 2010 1. oT60p 00pa31ioB MpOBOIUIN B HIOHE
(21.06) u urone (19.07). B 3TOT BereTalMOHHBIA CE30H B CBSI3M C OTCYTCTBHEM JOXKICH U
BBICOKMMHM TEMIIEpaTypaMH B HIOJIE HMEJIO MECTO MPEeXKAECBPEMEHHOE TOPMOKEHUE
NeATeTbHOCTH KaMOusl.

B 2016 r. uccrnenoBanus NpoOBOAMIN IPU Pa3HbIX (PU3NOIOTUYECKUX COCTOSHUSAX JIepeBa.
Jatbl oTOopa OBLIM MPUYPOUEHBI K MPOTEKAHUIO PA3INUHBIX (peHoda3 (mepros moKos, BEIXOA
U3 COCTOSIHUS TOKOS, COKOJIBUYKEHUE, POCT JINCTOBOM IJIACTUHKU, KaMOUaIbHBIA POCT, OTTOK
METa0OJIUTOB B CTBOJI, MOATOTOBKA K ITOKOIO).

Ha 40-45-netHux pacTeHHsX B TKaHSIX CTBOJA M3ydaldd TOAMYHYI JUHAMHUKY

colepKaHusl caxapoB, kpaxmana u aktuBHoctTH BakMuB, I[utHhuB, AnMuB, CC,
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Hecrienuduyeckoit rekcoknnassl (I'K); B mepnoa kamMOMalIbHOTO pOCTa YPOBEHb SKCHPECCUU

renoB, kogupytomux nentug CLE-41 (CLE41) u ero peuenrtop (PXY).

6-remnue pacmenus B. pendula var. pendula u B. pendula var. carelica ¢ pasmuoii
CMeNnenbio Y30puamocmu Opedecurbl Cmeoa

Bce pactenust nmpouspacTtaiu B OJIMHAKOBBIX MOYBEHHO-KJIIMMATUYECKUX YCIOBHMSX Ha
buonornueckoii ctaniuu Kapensckoro Hayunoro neatpa PAH. Pactenus kapeiabckoii 6epessl
ObUIM pa3ziesieHbl Ha TPYNIbl MO CTENEHU MNPOSBICHUS y30p4YaTOCTH JPEBECUHBI, COTJIACHO
criocoOy, npennoxxkeaHomy B.M. EpmakoBeim (1986). MeTon ocHOBaH Ha KOPPEISAIUA MEXIY
KOJIMYECTBOM YINIyOJIeHUH Ha OOHAa)KEHHOH TIOBEPXHOCTH JPEBECHMHBI U CTENEHBIO €€
y3opuaroctd. Ha cTBoJie epeBa BhIpe3ain y4acTOK KOpPHI 2x4 cM ¢ OoJee JIMHHON CTOPOHOU
BJI0JIb cTBOJIa. Ha 0OHa)KeHHOI MOBEPXHOCTH JIPEBECUHBI MOJICUYUTHIBAIIA YUCIO YTIyOJIeHU,
3aTeM JeNlajdy uX nepecuer Ha | eM?. K NIEpBOM TpymnIe OTHECTH pacTeHus, uMerommue 1-3
yriayoseHus Ha 1 cm? (penkuit pucyHok — 1 6aia), BO BTOPYIO IPYIITY MOMaid pacTeHus ¢ 4-6
yrayOiaeHusm Ha | oM (TIIOTHBIN PUCYHOK — 2 0aJijia) U B TPEThEU rpyrne ObUIn pacTeHus ¢ 7
u Gonee yraybiaeHmsMu Ha 1 cM® (O4eHb IUIOTHBIA PHCYHOK — 3 Gamma). JUis cpaBHEHHS
HCIIOJIH30BAIM PACTEHUSI OOBIYHON Oepessl (mpsiMociioiiHas ApeBecuHa — 0 0aymuioB) (BHEUTHUN
BUJI OKOPEHHOW IMMOBEPXHOCTH CTBOJIA MpPEICTaBlieH Ha (otorpadusx B pazmene 3.4.1). B
nepuos i KamMOMalbHOTO POCTa HAa O-JIETHUX PACTEHUSAX HCCIEAOBAIM (OTOCHUHTETHYECKYIO
AKTUBHOCTbH JIUCTHEB, COJEPKAHUS caxapoB, Kpaxmaia, akTuBHOCTH (epmeHToB AnllHB u CC
B JIUCTBSIX, (pI09ME, KCUIIEME U KOPHSIX.

Ha 6-netHux pacteHusix oObI4HOM Oepe3bl U KapelbCcKoi Oepesbl ¢ BHICOKOW CTENEHbIO
y3op4uarocTu ApeBecuHbl (3 6amna mo mkaine B.M. EpmakoBa) uzydanu BIHSHUE 3K30M€HHOTO
HUTpaTa Ha METa0OJM3AIMIO caxapo3bl B TKaHIX CTBOJIA. DKCIEPUMEHT MPOBOAMIN B MEPUO
aKTUBHOT'O KaMOHasibHOTO pocta (2-4 uronst 2012 roxa). Pactenus pa3nenunu Ha ABE TPYIIIbL:
(1) ombiTHBIE, OABeprIIMEcs 00padboTke HuTpaTtoMm Kamusi (KNOs3), u (2) xoHTposbHEBIE, 0€3
BHeceHMsI HUTpartoB. [lox onbiTHbIe pacTeHus BHocuau o 20 1 50 MM pactBopa KNO3 non
KOHTpOJIbHBIC IepeBbs Ao0aBisumm 1o 20 11 Boabl. OnbiTHas koHneHTparus KNO; Opta B3siTa
HA OCHOBAHHMH JAHHBIX JUTEPATYphI: MO/ TPAaBSIHUCTbIE PACTEHUS BHOCUJIM PAacTBOPHI HUTpATa
kanust B konneHrparuu 10 MM (Gordon et al., 2002) u 50 MM (Batasheva et al., 2007), non

BuHorpan — 36 MM (Barbier et al., 2005), mox mectuHeaenbHbIe CesHIBI Oepe3bl — 10 MM
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(Friemann, 1992b); BiusHHE HUTPATOB HA I'eH HUTPATPEIAYKTa3bl, BBIICICHHBIA M3 OEpe3bl
noBucio, u3ydanu npu Bosaciicteun 50 MM KNO; (Hachtel, Strater, 2000).

Cxema skcniepumenTa: 2 uronst — BHeceHue pactBopa KNOj; o onbiTHBIE pacTeHus U
BOJIbI 110/1 KOHTPOJIBHBIE PACTEHHUSI; 3 M0 — OTOOp KOHTPOJIBHBIX pacTeHUl; 4 uiois — oToop
OTIBITHBIX PACTEHUH.

10 u 11-nemnue pacmenus B. pendula var. pendula u B. pendula var. carelica ¢ pasuoii
CMeNnenbio Y30puamocmu Opedecurbl Cmeoia

Oo6bexTamu uccnenopanust Obun 10 u 11-1eTHHE AepeBbsi 0OBIYHONW Oepe3bl MOBUCION
u Kapenbckoii 6epessl. [Tocaaku co3nansl Ha buonorudeckoi ctaniuu Kapenbckoro Hay4Horo
nentpa PAH. PacTenus BeIpallleHbl U3 CEMSH, MTOJIYYEHHBIX OT KOHTPOJIHMPYEMOTO ONBUICHUS
(Forelia OY, ®unnsumus). CeMeHa KapeinbCKOM Oepe3bl TONYYEHBI OT POJUTEIBCKHX
JIEPEBBEB C SIPKO BHIPAXKEHHBIMU MPU3HAKAMHU Y30pUYaTOCTU JPEBECHHBI.

N3BecTHO, 4TO Mpu J1I0O0OM BapUaHTE CKPEIIMBAHUS POAUTEIBCKUX (GOPM B MOTOMCTBE
KapesnbCcKoil Oepe3bl MOSBIAIOTCS 0COOM, KaK C y30p4aToi, Tak U 0e3y30puaToil TeKCTypoiu
npesecunbl (JIrodaBckas, 1978; Epmakos, 1986; Mamkuna u ap., 2000; Berunnuukosa, 2005;
u 1p.). Cpenn ONBITHBIX JCPEBHEB KapeiabCKOW Oepe3bl MOIOMPaTH IK3EMIUIIPI C BBICOKON
CTENIEHBIO Y30pYAaTOCTH JPEBECUHBI (Jlajiee B TEKCTE — y30pyaTble pPacTE€HUs) U PACTEHHUS, Y
KOTOPBIX NMPU3HAKK aHOMAJIBHOI'O CTPOEHMS JPEBECHHbI OTCYTCTBOBAJIM (Jajiee B TEKCTE —
O0e3y3opuarbie  pacTeHus). OtOop 00pa3loB TPOBOIWIM B  IEPUOA  AKTHBHOTO
(GyHKIIMOHUpPOBaHUS KaMOus (KoHell utoHs — Havyaso utosst 2015-2016 rr).

O0pa3siel 11t aHanu3a oroupanu c: (1) mepeBbeB 00BIYHON Oepessl, (2) Oe3y30pUaThix
JIEpeBbEB KapenbCkou Oepesbl, (3) Oe3y3opuaroid YacTH CTBOJA Yy30pyaThIX JIEPEBHEB
KapesnbCcKoit Oepessbl, (4) y3opyaTol YaCTH CTBOJIA TEX K€ JIEPEBbEB (BHEITHUM BU OKOPEHHOM
MOBEPXHOCTH CTBOJIA MpeicTaBlieH Ha (oTorpadusx B paznenax 3.4.3 (10-netHue pacteHus) u
4.1.1 (11-netHue pacTeHus)).

Ha 10 u 11-neTHUX pacTeHUAX U3ydalld COJEpkKaHUs caxapoB, KpaxMasa U LEeJUTFJI03bI,
aktuBHocTH AnHB u CC, ypoBeHb 3Kkcrpeccuu reHos, koaupyromux CC (Susl, Sus2, Sus3),
Anluae  (CWIN1, CWIN1.1, CWIN4), oOcnkoBbiii wunruourop Anlus (CIF),
netronozocunTtasy (Ces8, Ces 7, Ces3), mentua CLE-41 (CLE41) u ero peuenrtop (PXY).
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25-nremnue pacmenuss B. pendula var. carelica ¢ pasuoii cmenenvio yzopuamocmu
Opesecutbvl cmeod

Pactenus kapenbckoil Oepe3bl ¢ y30puaToil M 6e3y30puaToil CTPYKTYpOH JIPEBECHHBI,
IPOU3PACTAIOT B JIECHBIX KYJIbTYypaXx M JIECOCEMEHHBIX IUIAHTALUUSAX Ha TEPPUTOPHUH
Pecniyonuku Kapenus Ha pasHbIX MO IUIOJOPOAUIO TouBax. BospacT nepeBheB Ha MOMEHT
orOopa Mmatepuana coctaBimsii 25 ner. Bce pacternms Obuid BBIpPALICHBI W3 CESHIIEB,
MOJIYUEHHBIX U3 CEMSH OT KOHTPOJMPYEMOTO OMBLJICHHUS IUTIOCOBBIX JEPEBBHEB KapelbCKOU
Oepe3bl. PacTeHus kapeiabckoil Oepe3bl ObUIN pa3/ieNieHbl Ha TPYIIIBI 10 CTENEHH MPOSBIICHUS
y30p4aTOCTH JAPEBECUHBI COTVIACHO crocoly, npemtoxkenHoMy B.M. EpmakoBeim (1986). 0
OautoB — Oe3y3opuarhle pacTeHHss W 1-3 Oamra y3opuarbie pacTeHus (BHCIIHUN BHJ
OKOPCHHOHM TMOBEPXHOCTH CTBOJA MpeAacTaBieH Ha (oTorpadusx B pasgene 3.4.2). OtOop
00pa3110B MPOBOAMIIN B MIEPUOJI AKTUBHOTO KAMOHAIILHOTO POcTa (KOHEI[ MIOHS — HAa4aJlo UIOJIS
2016-2017 ).

Ha 25-neTHux pacteHust KapenbCKoil Oepe3bl u3ydaliu cojepKaHue caxapoB, Kpaxmana
u nemnono3sl, aktuBHoct AnMuB, CC, 'K u nutparpenykrasst (HP), ypoBens skcnpeccun
reroB Susl, Sus2, CWIN1, CWIN1.1, CWIN4, CIF, CLE41, PXY, Ces8, Ces 7, Ces 3 u reHos,
komupyromux ¢akropel tpanckpurniuu VNDG, 7 u APL, nepenocunku rexco3 (Hexl, 2) u
caxapo3bl (SUC) B kaMOuabHOH 30HE. Ha 3THX pacTeHHSAX HM3ydalu BIHSHUC TUIOJOPOIMS
NOYBbl HA COOTHOIICHHWE AamoIUIACTHOTO M CaXapO30CHHTA3HOTO IMyTH MeTabosu3anuu

caxapo3bl B KaMOMaIbHOM 30HE.

2-4 nemnue cesnywl uz cemsan B. pendula var. pendula « B. pendula var. carelica

2-netHue pacteHus. OOBEKTaMU HCCIEIOBAHUS OBUIM CESHIIBI OOBIYHON Oepe3bl

TIOBUCJION, Kapenbckoit Oepe3sl u Oepe3sl mymuctoit (B. pubescence Ehrh). IMocnennue
UCIIOJIb30BANIM NIl CPAaBHUTEIBHOM MEXBMJIOBOM XapakTepucTUKH. PacTeHuss Obuin
BBIPALLEHBI U3 CEMSH, ITOJYYEHHBIX B PE3yJbTaTe KOHTPOJIUPYEMOro onbuieHus (PUuHAIHANS),
U NpOU3pACTAIA B OJMHAKOBBIX IMOYBEHHO-KIIMMATHYECKUX YCIOBUAX Ha buonormueckon
cranuun Kapenbckoro nayyHoro nentpa PAH. V 2-neTHux pacreHuil kapenbckoil Oepesbl
elle He BBIPAXEHbl MPHU3HAKU Y30p4yaTOCTH JpeBecHHbl. Bo Bce naTel oTOOpa Ha

onoxumuueckuii aHanu3 Opamu mo 10-15 pacrenuit kaxmoil Gopmbl Oepe3bl MOBHUCIOW U
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Oepe3bl mymucTod. Ha 2-meTHux cesHuax OOBIYHOM M KapelbCcKol Oepe3bl B TEUEHHE
BEreTAlMOHHOTO CE30HA U3y4Yallld COJepKaHUe caxapoB U KpaxmaJa.

4-neTHne pPacTCHHA. HSY‘I@HHG 3dBUCUMOCTH MCKIAY COICPIKAHHUCM PACTBOPUMBIX

CaxapoB M aKTUBHOCTBIO (DepMEHTOB METa0OIM3aLMU caxapo3bl MPOBOIWIN HA JBYX (popmax
4-x nmeTHMX pacteHuit 6epessl mosucioi (Betula pendula Roth): oObruno# Gepes3sl MOBHCIIOM
(B. pendula var. pendula) u xapensckoit 6epesnr (B. pendula var carelica). Pacrenus Obutn
BbIpalleHbl U3 ceMsiH (DUHISHANS), TOTYYEHHBIX B pe3yIbTaTe KOHTPOJIUPYEMOTO OIbLUICHUS
nepeBbeB Oepessl moBUCIol (pactenus B. pendula var. pendula) u kapenbckoii 6epesbl ¢ ApKo
BhIpOKEHHBIMH TPU3HaKamMu y3opdaroct (pactenus B. pendula var carelica), B oquHakoBbIX
MMOYBEHHO-KJIMMATUYECKUX YCIOBUAX Ha buonornueckoi cranumm KapenbCckoro HayyHOToO
nentpa PAH. Ot6op oOpa3uoB mpoBogwnu B Havaie Bererauuu (mai, 2009), B mepuon
akTUBHOro pocta (utonb, 2009) U B mepuoj MOATOTOBKH PACTEHUS K COCTOSHUIO IMOKOSA

(oxTs6pB, 2009).

Cesinybt 2-17-nedenvuvie cesnybl

HccnenoBanne mpoBoawiaud Ha cesHnax (2-, 5-, 6-, 7-, 8-, 10-, 17-HeAeNbHBIX),
BBIPAIIICHHBIX M3 CeMsH 00bIYHOM Oepe3nl moBucioi (B. pendula var. pendula) u xapenbckoit
Oepe3nl (B. pendula var. carelica). Pactenus BbIpalieHbl W3 CEMSH, IOJYYEHHBIX OT
koHTposupyemoro omnbuicHuss (Forelia OY, ®unnauaus). CemeHa KapeiabCKol Oepessl
MOJIYYCHBI OT POJUTEILCKUX JIEPEBBEB C SPKO BBIPAKECHHBIMH MPHU3HAKAMH Y30pYaTOCTH
JPEBECHHBI. 2-HEJICbHBIC CESHIBI BHIPAIIMBAIIA HA MUTATEIILHOM pacTBope. S5-17-HenenbHbie
CesHIBI BBIpAIIMBaIM B Kamepe npu temmeparype 23°C, 16-dacoBoM QoTonepuoe,
OCBEIIICHHOCTH 8 KIIK Ha muTaTeibHOM rpyHTe Terra Vita cienyromero cocrasa: N — 0.91%, P
—0.2%, K - 0.094%.

Ha 2-17-nenenpHbIX cestHIIaX OOBIYHON U KapelibCKOM Oepe3bl UCCIeI0BaId aKTUBHOCTh
BaxUus, [luthuB, AnluB, CC, ypoBens skcripeccun renoB Susl, Sus2, CWIN1, CIF, CLEA41,
PXY.

Oxcnepumenmainbhvie NOOX00bL
JIist u3ydeHwus! BIUSHUS Pa3HBIX KOHIIEHTPAIIU CaXapoB HA Pa3BUTHE TKaHEH MPOBEIU

DKCIIEPUMEHT C BBEJEHHWEM B TKaHU CTBOJia JIEPEBBEB pPACTBOPOB Caxapo3bl pPa3HOM
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koHunentpamuu (1%, 2.5% 5%, 10% u 20 %) (Hosuukas, Kymmuup, 2005; Novitskaya,
Kushnir, 2006). DkcriepuMenT npoBoauwin Ha buonornyeckoii cranmuu KapHI] PAH na 25-
JETHUX pacTeHUsAX oObuHONW Oepe3bl. Hawamo »skcmepumenta 07.07.2009, okxoHuaHue
21.08.2009. Ilo OKOHYaHHWIO DSKCIEPUMEHTA B TKaHAX CTBOJIA ONPEIECISIM AKTUBHOCTH
BakWuB, LlutluB, AntlduB u CC.

JInst u3ydeHusi KaMOMaIbHOTO POCTa B YCIOBHSX Pa3IUYHON 00€CTICYeHHOCTH TKaHEH
ACCUMUJISITAMHM HAapylIadu HUCXOJSAIIUN TPAHCIOPT caxapo3bl MYTEM KOJBbLEBAHUS CTBOJA
nepeBbeB. [lnsi uccienoBaHUsT MCHOJIb30BalM 22-TE€THUE pacTeHHs OOBIYHOM Oepesbl,
npomspactaromie Ha buonornyeckorr cranmuu KapHI[ PAH. Yacte nepeBbeB ObLIH
MOMEYEHBbl KaK KOHTPOJBHBIE W OCTaBIICHbl 0e3 Kakux-nubo Bo3aedcTBuil. Ha crBOMax
OTBITHBIX JICPEBHEB B MEPUOJ] aKTUBHBIX JACNCHUN B kKamOuanbpHOU 30HE (19.06.2017) ObL1O
BBITIOJIHEHO JIBOMHOE KoJjblieBaHue 1o meroxuke Daudet et al. (2005). Ilo oxoHuYaHHIO
skcniepumenTa (10 gHeil) B TKaHSAX CTBOJA M3y4Yaldd COJAEpPKAHUE CaxapoB, YPOBEHb
skcnpeccnn reHoB Susl, Sus2, CWIN1, CWIN1.1, CWIN4, CIF, CLE41, PXY, Ces8, Ces 7,
Ces 3, VNDG6, VND7, APL, Hex1, Hex 2.
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2.2. OTO0p 00pa3uoB

JUis aHanmu3a OTOMpPAIU JIMCThSl C YAJIMHEHHBIX (aykcuOnacTel, AY) M yKOpPOUYEHHBIX
(6paxubmactel, bP) moGeros, Menkue cocyine KOpHH.

OOpa3upl TKaHeW cTBOJA Il OMOXMMHUYECKOTO aHanu3a Opanu Ha Bbicote 1.3 M OT
3eMJIM. Y KapeiabCKoW Oepe3bl BBIOMpaIM Y4YacTKU € HauOOJbLIEH CTENEeHbIO MPOSIBICHUS
CTPYKTYpHbIX aHoManuil. Ha cTBoje kapenbckoil Oepe3bl BbIpe3alu OKOWIKH 4%6 cM u
OTIENIIM KOpy OT JpeBecuHbl. C OOHa)KEHHOW IOBEPXHOCTU JIPEBECHHbI OpUTBEHHBIM
Je3BUEM COCKAOMMBAIM TKaHW KCHJIEMBI, KyJa BXOIMIM MaTEPUHCKHE KIETKH KCHUJIEMBI U
HapyXHbI€ CJIOM IMPHUPOCTa KCWieMbl Tekyliero rojga. C BHYTpEHHEH MOBEPXHOCTU KOPbI
IpenapupoBaIi KOMIUIEKC TKaHEH, BKIIOYAIOINN KaMOHAIBHYIO 30HY, TPOBOIAIIYIO (IIOAIMY
U caMble BHYTPEHHHUE CIIOM HEMpoBoOAIeH (prmosmMelr. B gampHeiimeM 3TH TkaHU 0003HAYEHBI
Kak «pmosman. OTO0p 00pa3uoB TKaHEeW CTBOJA KOHTPOJUPOBAIM TIOJ CBETOBBIM
MHUKPOCKOTIOM. Bech pacTUTEeNbHBI MaTepuaa 3aMOpPaKUBAIN B JKUIKOM a30T€ U XPaHWIU B

HU3KOTEMIIEpaTypHOU MOPO3UIbHOI kKamepe rpu — 70°C.
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2.3. MuKpocKONHYeCKHe UCCJIeI0OBAHUS

Ilocne otaeneHuss KOpbl OT JAPEBECHMHbI C BHYTPEHHEH ITOBEPXHOCTH KOPBI M
0GHAKCHHOIT TTOBEPXHOCTH IPEBECHHEI BBIPE3ATH KyOUKH TKaHeil 00beMoM 3 MM°. DUKCAIHIO
TkaHel nposogwin B 70% cnupre. Ha 3amopaxuBaromeM mukporome Frigomobil (ABctpus)
W3TOTABIIMBAJIM TIOMEPEYHbIE Cpe3bl KcuieMbl ©U ¢GuodMbl TonmuHOW 15 mxm. Cpessl
uccaeaoBaiu ¢ nomoinbio Mukpockona Axiolmager Al (Carl Zeiss, I'epmanus). B kcuneme u
¢b105Me MOACUYUTHIBAIA YUCIIO PSAJOB CTPYKTYPHBIX 3JIEMEHTOB, C(OOPMHUPOBAHHBIX B TEKYIIIEM
rojy M HMEIOIIMX SBHbIE NpU3HAKU AUPQPepeHIMpoBKH. B Kcuieme BBIIEISUIM 30HBI,
JUUIEHHBIE COCYJIOB, U TOJCUYUTHIBAIU YHUCJIO PSAOB BOJOKHUCTBIX TpaxeuJ € MpU3HAKAMU
BTOPUYHOTO YTONIIEHUS 000J0YeK, BO (IOAME — YHUCIO PAJOB CUTOBUAHBIX TPYOOK.
OCTaHOBKY JAESTENbHOCTH KaMOusi B HIOJE€ ONPEACNsId IO COKPALEHUIO IIUPHUHBI
KaMOWaJIbHOW 30HBI W TIOSIBJICHMIO CIUTIOIIEHHBIX B paJUaibHOM HAMpPaBJICHUU KIIETOK
KCHUJIEMBI, CO3JAI0UINX KOHTYPHI JIO)KHOT'O TOJJUYHOTO KOJIBLIA.

Cpesbl  kculieMbl oOKpamuBanu 1%-HbIM BOJHBIM pacTBOpoM cadpaHUHA, YTO
MO3BOJIMJIO BBISBIIATH KJIETOYHBIE OOOJOYKM, HAUYMHAsg C PAaHHUX 3TaloOB JIMTHU(PUKALMH.
AHanu3 cpe3oB IPOBOAWIN B MPOXOSALIEM CBETE MUKPOCKOIIA.

[Ipu uzydyeHun cioeB NpoBoAsIIEH (PI03IMBI HCIIOIB30BATN METO/I BBISIBICHUS KaJIO3bI
Ha Topax CUTOBUIHBIX TpyOok. Cpesbl okpammBaiu 0,005%-HbIM pacTBOPOM aHUJIMHOBOTO
roiyooro B 0.1M 6ydepe ¢ pH 8.0 u nccinenoBanu 1Mo MUKPOCKOTIOM B IMPOXOISAIIEM CBETE H
B peXHME JIIOMUHECHEeHIMH. CBeTsAUIMecs: OTIOXKEHUS Kallo3bl HMMENIU SPKO ToiyOyro

OKpacky.
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2.4. XuMHYeCKHIl aHAJIN3 IOYBbI

OO6pa3upl OTOMpaii M3 TEHETUYECKUX TOPHU30HTOB I[OYB M AHATU3UPOBAIU 10
obmenpuHATHIM MeToaukaM (Apunymikuaa, 1970). Coxepskanue oO0IIEro a3ora M yriepona
onpenesuin Ha CHNS-ananuzarope (Perkin-Elmer, model 2400). Conepikanue moJIBUKHOTO
docdopa onpenensiau criektpodoromerpudecku (CDP-2000, Poccust) ¢ MonubaaToM aMMOHUS,
MOJIBUKHOTO KaJMsi METOJIOM aTOMHO-abcopOIroHHoi cnektpodorometpun (Shimadzu AA
7000). Bo Bcex OTOOpaHHBIX TOPHU30HTAX IMOYBBI PACCUMTHIBAIM 3aachl JOCTYIHBIX IS
pactenus a3ora, pocdopa u kanus. s TOACTHIKA pacueT BEJIX ¢ YUETOM 3araca MOICTHIIKH,
JUIs MUHEpPAJIbHBIX TOPU30HTOB YUUTHIBAIM MX MOIIHOCThH. 3amachl a3ora, (ocdopa, kKanus
MOJICTHJIKA CYMMHUPOBAJIUCH C 3allacaMi B MHHEPATbHOW YaCTH U PACCUMTHIBAIUCH Ha ciioi 0-
25 cM, Tak KaKk UMEHHO 37IeCh COCPEIOTOUYEHBI OCHOBHBIC JOCTYIHBIC (DOPMBI JIEMEHTOB IS
pactennii. Kpome Toro, Oonbias macca KOpHEW pacTeHUU HaXOAWTCS B MpeJesiax STOu
MIOYBCHHOH TOJIITU. 3ammackl AJIEMEHTOB, MOYYCHHBIC IS OTACIBHBIX ITOYB, TIEPECUNUTHIBAIIN
Ha IUIOMIA M, 3aHAThIC ATUMU TIOYBaMHU B npejaenax tanmmadra (baxmer, 2012).

Jlyis  ompeneneHusT HUTPATHOTO a30Ta KOPHEOOWTAeMOTO CJIOS TIOYBBI OTOMpPATH
o0pasiibl TOYBbI, B KOTOPBIX MOTECHIIMOMETPUYECKUM METOJOM OMPENEISUIM KOHIIEHTPAIUIO
HutpatHoro (NO3) azota (pH-metp Annon A4100, Poccust). ConepskaHue HUTpaTa BhIpaxain

B MI' N oT NOj3 Ha 100 r cyxoil Macchl OYBBI.
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2.5. buoxuMu4ecKue UCCaeJ0BaHUA

Onpeodenenue cooepicanus nueMeHmos

Omnpenenenne coAep’kaHHWs TMHUTMEHTOB MPOBOAWIN  CHEKTPOPOTOMETPUUECKUM
metosioM (cnekrpodoromerp CD 2000, Poccus). Xmopodumn 3KCTparupoBajd U3 CBEXKHX
muctbeB 80% alneToHOM, MOMYYEHHBIM SKCTPAKT aHAIM3MPOBAIM B JMAIa30HE JUIMH BOJH
410-700 mm. ConepxkaHue NHUTMEHTOB paccuuThiBanu 1o ¢opmynam H.K. Lichtenthaler
(1987). Pacuer momm xmopodmimoB B cBerocobuparomem komiiekce (CCK) oT ux cymMMmbl
MPOMU3BOIMIIM C YU4ETOM TOr0, 4TO Bech XJ1 6 HaxoauTcst B CCK (Lichtenthaler, 1987).

Onpeodenenue caxapog

Jlns ompeneneHus caxapoB BeCh PaCTUTENBbHBIM MaTepuaj cpa3y Mociie B3ATHs TPoO0
3aMOpaKUBAIM B JKUJKOM a30T€ W JHO(DUIBHO BBICYIIUBAIM. BhineneHue M IKCTPAKIUIO
caxapoB MPOBOJAMIIH, MO METOJIUKE, KOTopas mojapoOHO omucaHa panee (['anmbOuna u np.,
2012). YraeBoasl aBaxasl dkcTparupoBanu 80% >tuinoBeiM ciiuproM mnpu 50°C B teuenue 30
MUHYT. CIUPTOBBIE IKCTPAKTHI OOBEIMHAIN U YIIAPUBAIA HA BOJISIHON OaHe MpU TeMriepaType
35-40°C. Tlomy4eHHBIN CYXOH OCTATOK, COAEPIKAIIN MOHO-, JIH- U OJIArOcaxapa PaCcTBOPSIN B
3-5 M1t (B 3aBUCUMOCTH OT MPEIIOJaraeMoro KOJW4ecTBa YIriIeBOJOB) OUIUCTHUILTUPOBAHHON
BOAbl U (UIBTPOBATWIM Yepe3 OymakHble GuiubTpbl. [lomyueHHbI (uUIbTpaT moaBepraiu
THIATEILHON OYHCTKE METOAOM TBepaodazHoi skcrpakiuu (TDD), mist ocBOOOXKICHHS OT
MEMIAOIINX KOMIIOHEHTOB, TAaKUX KaK IMIMEHTHI, MOJUCAXapUJbl, Pa3IUYHbIE COJIU H
OpraHnYecKre KHUCIOTHI. JIJis 3TOro pacTBOpHI OOpa3llOB MPOITYCKaIH 4Yepe3 MeMOpaHHBIC
bunpTper (d=25mm, 0.45um, Nylon) (ProFill, ['epmanus), a moroM 4epe3 KapTpULKH s
T®D (NH, 500mg/6ml, 55um, 70A) (Phenomemex Strata, CIIIA). CoxepxaHue
pPacTBOPUMBIX YIJIEBOAOB B 3KCTpakTe aHanuzupoBann Ha BOXX cucreme cepun «Craiiep»
(AxBwioH, Poccusi) mpu cremyromux ycinoBusix: kojoHka - Rezex RCM-Monosccharide
(Phenomenex, CIIIA), smoeHT OMANCTHIIMPOBAHHAS BOJIA, CKOPOCTh MOTOKa 3moeHta — 0.6
MJI/MHH, JETEKTOp — pedpakromerp. Kpurepuem uaeHTH(UKALUU THKOB CIYXWIO BpeMs
yIIeP)KUBAaHUSl CTAHJAPTHBIX BEIIECTB: Caxaposbl, IIIOK03bI, GpykTo3sl (Panreac, Vcnanwms).

CopnepxaHue yriieBOJOB BbIpaXkaJld B MI' HA I' CyXOM TKaHH.

Onpedenenue kpaxmana
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Kpaxman u3 opraHoB u TkaHeil u3Bnekanun 56 % XJIOpHOW KHCIOTOH MO METOAY
ITerouepa (Pucher et al., 1948). Coxepkanne Kpaxmajaa ONPEAEISUIA TIFOKO300KCHIA3HBIM
METOJIOM MO0 KOJIMYECTBY TIIOKO3bI, 00pa30BaBIIEICS B Pe3yJIbTaTe KUCIOTHOTO THIPOIN3a.

Onpedenenue yennono3vl

Hemmrono3y Beiaensuiv o Merony KropiiHepa-Xoddepa cMecbio KOHIIEHTPUPOBAHHOMN
a30THOM KHUCJIOTBI M 3TUJIOBOTO crupTa B cooTHomieHue 1:4 (mo obwvemy). CopaepkaHue
HEJUTIONIO3bI OMPEIETISTN TPAaBUMETPUUECKUM METOOM.

Ananuz akmugnocmu ¢hepmenmos

Jliig onpesiesieHns akTUBHOCTH (DEPMEHTOB PACTUTENbHBIE TKAaHU PACTUPAIIU B KUIKOM
a30Te JI0 OJHOPOJHOM Macchl U romorenusupoBany npu 4°C B Oydepe clieayronero cocrasa:
50 MM Hepes (pH 7.5), 1IMM DITA, 1 MM DOI'TA, 3 MM DTT, 5 MM MgCl,, 0.5 MM PMSF.
[Tocne 20-MUHYTHOM 3KCTpakuu roMoreHar nenTpudyruposanu mpu 10000 g B Teuenne 20
MuHyT (ueHtpudpyra MPW-351R, Tlonbma). Ocagok TpoekpaTHO TpoMbiBain Oydepom.
Ocaiok U 00beJUHEHHBIN cynepHaTanT quanu3oBaiu npu 4°C B reuenne 18-20 yacoB npoTHB
Oydepa mis romoreHuzanuu, pasdasieHHoro B 10 pas. B ocanke ompenensiin Anldus, B
cynepHataute — BaxkMu, UutHhuB, CC, #Hecneuuduueckyro rexkcokunasy (I'K) wu
Hutparpeaykrasy (HP). AxtuBHOCTM  (QEepMEHTOB OIpenensiv Ioclie  HMHKyOauuu
nosyyennoro npenapara npu 30°C B Teuenue 30 MUHYT.

WNukybaronHas cpeia ISl ONpeiesieHus akTUBHOCTH MHBEPTasbl coaepxkana 100 MM
areratueiii 0Oydep, pH 4.7 (AnluB u BakluB) win 50 MM Hepes, pH 7.5 (LlutHuB), 25 MM
caxapo3y. KommuectBo oOpa3oBaBiieiicss B mpolecce HMHKYOAlMM TIFOKO3bI OINpeaessiv
[JIFOKO300KCH/Ia3HBIM METOJOM. AKTUBHOCTh MHBEPTa3bl BhIpakaJli B MKMOJIb pacrHaBuIeiics
caxapo3bl Ha T CHIPOM TKaHU W/WUJIU Ha MT OellKa.

WNukybanuonnas cpena ans omnpezaeneHus aktuBHoctd CC B CTOpOHY pacmaja
caxapo3bl cogepxana 70 MM Hepes (pH 7.4), 5 MM MgCl,, 1 MM ypumunaudocdar, 1 MM
nupodocdar, 1 MM HAJI®, 50 MM caxaposy, 1 U rmoko3o-6-docharaernaporenassr, 2 U
dochormokomyTazel. AxkTUBHOCTH CC B HampaBlIEHWH pacmlaia caxaposbl ONpeiessiii
cnekTpodoromerpuuecku o BoccrtanoBineHuio HAJI® mpu A = 340 uMm (cmekrpodoTomMeTp
C®-2000, "OKb Crnextp", Poccus). AktuBHocTh CC BbIpakadu B MKMOJb pachaBliencs

caxaposbl Ha T CIPOM TKaHU W/WIK Ha Mr Oeska.
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Wukybanmonnas cpena miist onpeaenenus aktuBHocTd CC B CTOPOHY CHHTE3a Caxapo3bl
coaepxkana 73 MM tpuc-HCI (pH 7.5), 2.5 MM Y D-raroko3y, 20 MM dpyktozy, 5 MM
MgCl,, 3 MM DTT. KomuuectBo  00pa3oBaBILIEHCS  caxapo3bl  ONPEACIISIH
CHEKTPOPOTOMETPUYECKH IO pe3opuuHoBoMy MeTony Pos (cmekrpodortomerp CP-2000,
"OKB Cmektp", Poccust) (Nilsson et al., 2010). AKTHUBHOCTD CaxapO30CHHTa3bl BHIPAXKalld B
MKMOJIb 00Opa30BaBLIECs caxapo3bl Ha MTI' OelKa.

WNukybamnonnas cpena cpeaa s onpeneneHus aktuBHoctu ['K comepikana S50MM
tpuc-HCI (pH 8), 5SMM MgCly, 5 MM AT®, 1 MM HAJI®*, 5 MM rmoko3y, | eaunuIy
TIII0K030-6-pocdataeruaporerassl (I'mo-6-D-J11"). Coaepxanne O6enka ¢pepMeHTa COCTABIISIO
500 Mk Ha oOmwmii 06beM mHKyOannonHou cpenasl 1000 mxi. AxtuBHocTh ['K BeIpaxkanu B
HMOJIh TIPEBpaIeHHOro cyocTpaTta Ha Mr 6enka (Kypcanos u np., 1989).

NuxybanmonHass cpempa miis  omnpeneneHus aktuBHocth HP  coxepkama 50 MM
docharueiii 0Oydep (pH 7.6), 10 MM KNO3, 0.7 MM HAZID-H, 0.5 MM EDTA, 0.625 MM
muctud, 25 mxkM Na,MoO, (Friemann et al., 1992). KonuuectBo 00pa3oBaBIIerocs HUTPUTA
omnpenensau crekTpodoromerpudecku ¢ peaktuBoM ['pucca. AktuBHocTh HP BhIpaxkamu kax
MKMOJIb 00pa30BaBIIETOCS HUTPUTA HA MT OeJlKa.

CymMmapHoe cozepkanue Oeka B TKaHsAX omnpenessuii mo merony bpendopa (Bradford,
1976).
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2.6. OnpenesieHne ypoBHSI IKCIIPECCHH TeHOB

Hakoruienne TpaHCKPUIITOB TE€HOB AaHAJU3UPOBAIM TPU TMOMOIIU MOJIUMEpPa3HON
nennoi peakiuu (ITLP) B pexume peasibHOro BpemeHu. [ aHaian3a ObUTH BHIOpaHBI TEHBI,
koaupytomurue uodopmer CC (Susl, Sus2), uzodopmer Anldue (CWIN 1, CWIN 1.1, CWIN 4),
oenxobiii uarunouTop Anlus/BakUus (Cif), usodopmsr nemtronozocunrasel (Ces 8, Ces 7,
Ces 3), tpancnoptepsl caxapo3sl (Suc) m rekcos (Hexl, Hex 2), CLAVATA-noao0HbIi
nentug CLE 41/44 (CLE41/44) u ero peuentop TDR (PXY), a Takke TpaHCKPUIIIHOHHBIE
daktoper VND6, VND7 ¢ NAC-momenom (VASCULAR-RELATED NAC-DOMAIN),
KOHTPOJHPYIOUINE CHUHTE3 BTOPUYHOM KIETOUHON CTEHKH, pa3BUTHE U AUPPEpPEHIIUPOBKY
kiaetok kcunembl (VNDG6, VND7) u APL (ALTERED PHLOEM DEVELOPMENT, MYB-
OeJIKH), KOTOPBIH UrpacT pojib B pa3BuTUH (Gioamel (APL).

1loo6op npaiimepos

Cneuunduueckne mnpavimepsl (EBporen, Poccus) mna ammmuduxanyud ydacTKOB
uccienyembix TeHoB (Tabi.l) KOHCTpyHpOBadM C MOMOIIBIO MPOrPAMMHOIO OOecTeueHus
Primer Express Software (Applied Biosystems) Ha OCHOBE IOCJEIOBATEIbHOCTEH T'€HOB
(https://genomevolution.org/CoGe/Genomelnfo.pl?gid= 35079), uaeHTUPUIMPOBAHHBIX IS
Betula pendula Roth (Salojarvi et al., 2017). DddexruBrocts [P mis mpaiimepos
pedepeHCHBIX U TeNIeBBIX TEHOB Ompenessuty myteM nposenaeHus [1L[P ¢ mocnenoBaTensHbIME
pazbaBiieHusIMu  Hccienyemoro obpasua k/IHK (puc. 7) (Pe6puxkoB wu gp., 2011).
CrneuuduyHOCTh TONYy4YeHHBIX TpoaykToB III[P Obuta olieHEHa C TOMOIIBIO KPHUBBIX
wiaBieHus. B kadectBe pedepeHCHOro TeHa s pacyeTa OTHOCHTENBHOM SKCIpeccuu
ucrnosib3oBanu reH aktuHa (Ta6m.1). Jlns oueHkM NpUroJHOCTH AAHHOTO TPAHCKPUIITA B
KauecTBEe pePEepPeHCHOTO OMpeNesuii  CTaOWIBHOCTh OKCIPECCUM TeHa TPH TOMOIIH
npukiagHoi nporpammel st Microsoft Excel — BestKeeper (Pfaffl et al., 2004).

Buvioenenue momanvnou PHK u cunmes xomniemenmapnoiu JJTHK

[Ipouenypy Bbiaenenus totanbHo PHK (TPHK) mpoBoaunu ¢ momoinbio peareHTa
Extract RNA (EBporen, Poccust) coracHO mpoTokoly mpousBoauTtess. KoMimeMeHTapHYo
JIHK (x/IHK) cunTesmpoBanu, ucmnonb3ys HaOOp PEakTHUBOB JAJsl OOpaTHOW TPaHCKPHUIIIHH
MMLV RT kit (EBporen, Poccus), comepxamuii oOpatHyto Tpanckpunrtasy (MMLV
peBepraza), ciydaiiapie mpaitmepbl (Randoom (dN)10-primer) m 5x Oydep s cuHTe3a

nepsoii nenu kJIHK (280 MM Tpuc-HCI, pH 8.7; 375 MM KCI; 30 MM MgCl,). Konnuecto
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IIPOBEPSIIN

CIIEeKTPOo(OTOMETPUIECKH € TOMOIIBIO Mprubopa SmartSpecPlus («Bio-Rady», CIIIA).

Tabnuua 1. Hykieotuanas nocineaoBaTeabHOCTh NpaiMepoB i nposeaeHus 1P B pexxume

PCAJIBHOTO BPCMCHU.

I'en IIpsmoit mpatimep (5'—3") O6partnsiit npaiimep (5'—3") HOK}; '(,SZ%ij?é;rVi t
Actin | GGTGGTGAATGAGTAGCC TTCTTTCCCTTTATGCC Bpev01.c0427.g0027
cwing | TATCAGACTRAAGCACEL | ATTACACGCCCAGAACAGAC | Bpev01.c0237.90050
cwinpy | AGTECCCEBATTTCTTCEE | grecaceTeeeeeTTGTeeG | Bpevol co3ss.goosl
CWIN4 GCTCTACCAXAATCCTCCC GCACTCGCATTCATCCCCTC | Bpev01.c0516.90006
susp | TAGCATOAACCCCTETCCC | GrreAGTTCCTCAACCGTCA | Bpevo1.c0294.0013
susg | CTOCTAACCOCAACBAAA | ACCGCCAAGGCAACCCAC | Bpevol.co0s1.g0185
CLE41/44 | ATGGCAGCCGATTGTTGT | TGCTCCTCTTGCTTGTTA | Bpev01.c0016.90065
PXY | TGCTCGTTCACGGATGTT | CACGCAGTTCGCTACCAC | Bpev01.c0169.90033
cif GCAAGCAGAATCACCCTTTT GTTTAGTTTTGGGCTACCGT | Bpev01.c0932.90004
Cesg | TCCTCCATACGATECGAC | ceTTCCATCTGETGETCTG | Bpevo1.c0196.90006
Ces3 | TGTCTGCTGCATCACCTG | AAAGACGTCATCCACAAGCACA | Boevos co777.go012
Ces7 | CTAATAGCECSTOOTAGA | 1GCTCGAAGCAATCGGTA | Bpev1.c0603.90003
VND7 | CCACTGCTGCTGGATTC TACCATTGGGTGCTCGT | Bpev01.c0411.g0006
VND6 | TGAGTCGCTCCCGTGTT GTCTTCATCGGCAGGCT | Bpev0L.c1773.g0004
APL | GAAGCTCAAGCTGGTCAC | GGAGAAAGCCTGTCAAAC | Bpev01.c0189.g0073
Hex1 GGGGTGGTTGATTCCTA TCCAGCAGAGCATTGTG | Bpev01.c0329.90008
Hex | COATTTOETISSTCATGS | ATTTATACCCTTGGTCTCTGG | BpevOL.c0151.90005
Suc CTTCATCTGGCTCTGCG GGTTTTCGTCGTCTTGTC | BpevO1.c0594.g0012

I[P 6 pesxcume peanvno2o epemenu

Ammmidukanuo o6pasnoB npoBoawn B npudope iCycler ¢ onTudeckoil mpucTaBKoOi
iQ5 («Bio-Rady», CIIA), ucnonb3ys HaOOpPbI Ui aMIUIM(DUKAIUK C HHTSPKATHPYIOIIMM
kpacuteneM SYBR Green. Cmecws pis I[P o6bemom 25 Mk comepxkana 100 ur xkIHK (2

MKT), 5 Mk peaknuoHHoi cmecu (PCRmix-HS SYBR («EBporen», Poccus), mpsmoit u
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oOpatHbIi TipaiiMepsl (koHeuHast KoHUeHTpanus 0,4 MkM) u 16 MK J€eMOHM30BAaHHOW BOJIBI,
cBoOomHOM oT Hykieas. [Iporokon ILIP: 5 mun npu 95°C, manee 45 uukios 15¢ mpu 95 °C,
15¢ npu 48-60°C. CriennpuuHOCTS NPOAYKTOB aMILIM(UKAIMU [TPOBEpAIH IiaBieHuem I[P
¢parmenros: 30 ¢ mpu 72 °C, 1 mun mpu 95 °C, 1 mun mpu 50 °C.

Januele, monydyeHHole B pe3ynbrare I[P, anamu3upoBanu 1ipu  MOMOIIU

nporpamMmmHoro uHcTpyMeHTa Relative Expression Software Tool 2009 V.2.0.13 (REST 2009).

O¢ddexrunocts 1P (E) Beruncnsiam no popmysne (1):
E=10" (1)
rae a — ko3QGUIUEeHT ypaBHEHUS 3aBUCUMOCTH MoporoBoro 1ukia (Cy) oT morapudma
ucxonnout konmentpamuu JHK — marpun. TIHP nns pedepencHoro u 1eneBbIX T'e€HOB
poTeKala co CXOHOU 3(PPEeKTUBHOCTHIO, MPUMEPHO PaBHOM 2.
OTHOCHTETBHBIN YPOBEHB TpaHCKPUNTOB reHoB (RQ) Beruncsum mo gpopmyie (2):
RQ = 2%, ()
rae AC; — pa3HuLa 3HaY€HU I OPOTOBBIX UKIIOB AJIs pePEPEHCHOTO U LEIEBOTO I€HOB,
2 — »spdexruBnocts IIIP. VYpomenb »skchpeccun crnenuPUUHBIX TEHOB BBIpaXKalud B
OTHOCUTENIbHBIX €IMHMIAX (OTH. €7.), HOPMAJIM30BAaHHBIX K YPOBHIO 3KCIPECCUU

pedepeHcHoro rexa.
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CWIN 1 CWIN 1.1 CWIN 4
=-3.84x + 38.09 =-4,14x + 40.93 y =-3.68x + 35.76
31 R s 42 Y L R® = 0.98
32 37 32
32
27 ”7 \ 27
22 1 1 1 S| 22 1 1 1 1 ) 22 1 1 1 1 )

Susl Sus2 Actin
32 y =-3.51x + 34.54 37 y =-3.57x + 36.57 37 y =-3.59x+ 37.71
R2=0.98 R2=0.99 R*2=1.00

32 32
27
27 \ 27
22 1 I 1 1 22 1 1 1 y 22 1 1 1 )

CLEA41/44 PXY Cif
y =-3.94x + 41.05 y =-3.88x + 38.58 y =-3.68x + 35.76
42 R?2=0.98 37 R2=0.97 37 R*2=0.98
37 32 32
32
27 27 27
22 1 1 1 1 ) 22 1 1 1 I J 22 1 1 1 1 J
0 1 2 3 4 5 0O 1 2 3 4 5 0 1 2 3 4 5
Ces8 Ces3 Ces7
y = -3.42x + 38.01 y = -3.58x + 40.81 y =-4.31x+37.81
37 R?2=0.97 42 R2=0.99 37 R*=0.95
32 37 32
32
27 27 27
22 1 1 1 1 ) 22 1 1 1 1 J 22 1 1 1 1 J
0 1 2 3 4 5 0 1 2 3 4 5 0 1 2 3 4 5
VNDG6 VND7 APL
y =-3.52x + 35.65 y =-3.53x + 37.61 y =-3.74x + 36.95
37 R?2=0.94 37 R2=0.99 37 R2=0.99

32 32 32
27 \ 27 27
22 — 22 L D) e S

0 1 2 3 4 5 0 1 2 3 4 5 0 1 2 3 4 5
Hex1 Hex2 Suc
y =-3.60x + 36.61 y=-3.57x+34.26 55 y =-4.23x + 39.60
37 R2=0.98 32 R2=0.99 3 R2=0.95
32 32
27

27 27
22 1 1 1 ) 22 1 1 1 1 J 22 1 1 1 J

o 1 2 3 4 5 o0 1 2 3 4 5 0 1 2 3 4 5

Pucynok 7. I'paduku 3aBucuMOCTH moporoBoro mukia (rmo ocu adcuuc C;) reHoB OT

norapupmMa  ucxomaHod  kouneHtpamuu  JIHK-marpunm (mo  ocu  opauHAaT).
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2.7. CraTuctuyeckasi oopadorka

Jlanuple 00paOOTaHbl CTATUCTUYECKM C UCHOJIB30BAHMEM TMAKETOB MpPOTrpaMMm
StatGraphics mas Windows, PAST. JlanHble peacTaBiIeHbl B BUAE CPEAHUX apu()METHIECKHX
3HaYeHUN 1O OMOJIOTMYECKOM MOBTOPHOCTH B KoinuecTBe 5-10 AepeBbeB KaxAOW TPYIIBI.
AHanuTHYecKas MOBTOPHOCTh TpexkpaTHas. llpuBeleHHbIE NaHHBIE MPEACTABICHBI B BUJE
CPeIHHX 3HAYCHHUI U CTaHAAPTHHIX OMHMOOK. Pasnuuus B pacipeeneHun moka3aTeaei MexIy
rpynmnamMy pacTeHUI ONpeAessiiii METOJOM OIEHKHU 3HAYMMOCTH Pa3IMYUil CPEAHUX BETUYUH

(t-xpurepuit CteronenTa). CTaTHCTUYECKU 3HAYUMBIME CYHTATUCH pasimmyns rpu p<0.05.

HccnenoBanusi BBINOJHEHbl HA HayyHOM oOopyaoBaHMM LleHTpa KOJJIEKTUBHOTO
NoJIb30BaHusT PenepalbHOrO MCCIIEI0BATENBCKOTO LEeHTpa «KapembCkuil HaydHBIM LEHTP

Poccuiickoil akaneMun HayK».
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['JTABA 3. BUOXUMMWYECKUE MH/INKATOPHI PA3HbBIX CLIEHAPUEB
KCHUJIOTEHE3A

Ha ocHoBe pe3ynbTaToB (PHU3NOIOTO-OMOXUMUYECKUX M aHATOMO-LIIUTOJIOTHMYECKHX
ucciegoBaHui U moctaHoBKU 3kcniepuMeHToB (Hosuukas 1997, 1999, 2008; Novitskaya,
1998; Novitskaya, Kushnir, 2006), Obuto BBICKa3aHO NPEANOIOKCHHE, YTO HAPYIICHHUE
KaMOHMaJIbHOW JIEITEIbHOCTH Y KapelbCKoW Oepes3bl, mnpuBojdiiee K (HOPMUPOBAHUIO
CTPYKTYPHBIX aHOMaJHMi CTBOJNA, UWHAYLUUPYETCS TOSBICHHEM H30bITKA caxapo3bl B
npoBozsmied (pirosme u kamOuanbHOU 30He. Caxapo3a OKa3bIBaeT BIMSHHE HA SKCIIPECCHUIO
caxap-moaynupyeMbix renoB (Gibson, 2004; Koch, 2004; Smeekens, 2000; Rolland et al.,
2006 u np.), YTO UMEET CEepbe3HbIe METAOOIUYECKHUE TMOCIEACTBHUS, BIUIOTH J0 H3MEHEHUS
MPOTPaMMBI Pa3BUTHS KIIETOK.

YTunuzamus caxapo3bl B aKIENTOPHBIX TKAHSIX MPOUCXOJAUT MPHU y4acTUU (PepMEeHTOB
ee TMIpoJM3a — MHBepTa3bl U caxaposocuHTtasbl (Kypcanos, 1976; Sturm, Tang, 1999; Koch,
2002 u np.). Caxaposocunrasa (CC) mpuCyTCTBYET B paCTCHHH MOBCEMECTHO, HO HAUOOJIbIIAs
¢€e AaKTHUBHOCTh, OOHapyxena B akmentopubix Tkausx (Coleman et al., 2008).
MemMmbOpaHocBs3aHHasi GopMa caxapo30CHHTa3bl 00pa3yeT KOMIUIEKC C IIEJUTI0JI030CHHTA30M
(Sturm, Tang, 1999; Winter, Huber, 2000; Ruan et al, 2003), uro gaeT BO3MOKHOCTH MPSMOTO
UCIOJIb30BaHMs 00pazyeMoil B pe3ynbrare akTuBHOCTH CC Y ®-rioKko3bl uisi OMOCHHTE3a
1esUto036l. MIHBepTaza pacuiemiser MOJIEKYNy caxapo3bl Ha JIBE T€KCO3bl — TJIIOKO3Yy U
dpykro3y. Tpu dhopmsl nHBEepTa3bl — BakyossipHas (BakMuB), nutonnasmaruueckas (LlutuB)
u amnoruiactHas (AnMHB), OTAMYAOTCS 1O CBOUM OHMOXMMHUYECKUM CBOMCTBAM, MECTY
JOKaJIM3alMi |, CJIEeJ0BAaTeNbHO, BBINONHIEMbIM (QyHKIMsAIM. C OJHOH CTOPOHBI, 3TH
dbepMeHTBl y4YacCTBYIOT B CO3/IaHUM KOHIIEHTPAIIMOHHOTO TpaJMeHTa caxapo3bl B MeCTe
pasrpy3ku  (pyosMbl, HEOOXOAMMOTO JJid TOJJEp’KAaHUS TPAHCIOPTAa ACCUMUISITOB B
KamMOunanbHy0 30HY. C Jpyrol CTOPOHBI, COOTHOIICHHE AKTUBHOCTEW HTHX (HEPMEHTOB
OTIpeJIeIIIeT BKIIFOUCHHUE PACIICTIIIEMON MU caxapo3bl B Pa3IMYHbIE METa00INYECKUE TYTH H,
KaK CIEeACTBUE, MOXET OMNpenesTh HampasiieHue auddepeHuanum KaMOHalbHbBIX
MIPOU3BOTHBIX.

Mpbl npennosioKuiId, 4YTO HapylleHHe mpoleccoB auddepeHnnanuy MaTepUuHCKHX
KJIETOK KCWJIEMBl W (DJI0OOMBI Y KapelbCKOW Oepesbl CBsI3aHO ¢ M3MEHEHHEM COOTHOIICHHUS

aKTUBHOCTEH HWHBCPTA3bl U CaXapO30CHHTA3bl B OTACIIBHEIX y4aCTKax CTBOJIA. B cBs3u ¢ aTuM
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ObUIa M3y4YeHAa aKTHUBHOCTH ()EPMEHTOB META0OJIM3alMU caxapo3bl U COAEpPKAHUE CaXapoB B
TKaHSX CTBOJIa OOBIYHON Oepe3bl MOBHUCIION U KapelabCKol Oepessl. MccnenoBanusi mpoBOAMIN
B CE30HHOM TMHAMUKE, MPU Pa3HbIX CIEHAPUIX KCUIIOTeHe3a U Ha Pa3HbIX 3Talax OHTOreHe3a

pacTeHUM.

3.1. 'ogu4yHass IMHAMMKA CaXapo3bl U AKTHBHOCTH (pepMEHTOB ee MeTa00 U3 AN
B TKaHfIX CTBOJIA JBYX (opM Oepe3bl NOBHUC/OH, Pa3INYAKIIUXCH MO CTPYKType
JApeBeCUHbI

HccnenoBanue npoBoauian B TeueHue 2016 1. Ha 2—X dopmax 45 — JIeTHUX JIepEBHEB
0ObIYHOM Oepe3bl M KapelbCcKol Oepesbl. JlepeBbs 0ObIYHOW Oepe3bl MMETN TUIUYHYIO AJIS
BUJIa TPSIMOCIONHYIO JpPEBECHHY CO Ci1ab0 BBIpaKEHHOW TekcTypor. Cpenn JepeBbEB
KapesnbCcKoi Oepesbl MoaAdupalid SK3EMIUISIPhI ¢ BHICOKOM CTETIEHbIO y30p4YaTOCTH JTPEBECUHBI
ctBosia. OTOOp TKaHe! OCYIIECTBISUIM B Mpefeliax HUXKHEH TPEeTH CTBOJA, MOCKOJBKY Y
«y30puaThIX» paCTEHUHN KapesbCKoW Oepe3bl aHOMAIbHOCTh CTPOEHUS TKaHEH 3/1eCh BhIpaykeHa
Hanboiee IpKo.

Temnepatypa, Hapsay ¢ (oTomepuoloM — OCHOBHOW (DakTOp, 3amyCKaromuid WU
TOPMO3SIIUN BaKHEHIITHE METa0O0IMYECKHE TMPOIECChl, MPOUCXOSIIINE B PACTCHUH, U, TEM
caMbIM, XapaKTepHU3YIOLUi omnpeneiacHHy (enonorunueckyo dazy (Pemopkor, 2007). Ha
puc. 8 mpeacTaBleHbl CPEIHECYTOUHbIE TeMIEpaTyphl B JI€Hb OTOOpa (TEMHBIE CTOJIOMKH),
JIeHb 0 OTOOpa W JIeHb Iocie oTOopa (CBeTiibie CTOJIOMKH) 00pa3ioB. JlaTel oTOOpa OBLIH
PUYPOUYEHBI K MPOTEKAHUIO Pa3INuHbIX heHodas.

Ilepuon nokos:

26.01 — cocTosiHUE TITyOOKOTr0 MOKOS (B JIAOOPAaTOPHBIX YCIOBUSAX MOYKH HE PACIyCKaroTCs),
16.02 — cocTosiHue BBIHYKAEHHOTO MOKOS (TIOYKK CIIOCOOHBI PaCyCKaThCsl U PACTH).

BLIX0J U3 COCTOSHUS IIOKOSI, COKOJIBIDKEHNE, POCT JUCTOBOMN IIACTUHKU .

29.03 — BBIXOJI M3 COCTOSHHUS TOKOS, B CTBOJIC HAYMHACTCS THJAPOJIU3 3alacHBIX BEIICCTB
(Fammubuna u np., 2012),

28.04 — akTHBHOE COKOJIBH)KEHHE,
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12.05 — aktuBHBIE Tporecchl BO (odMe, KIETKH (I0AMBI CHIBHO BaKyOJIH3HPOBAHBI,
OTJCJIEHUE KOpBbl OT JIPEBECHHBl WJET IO 30HE IU(@PepeHIualuy MaTEPUHCKHUX KIETOK
daosmel (bapunsckas, 1978), muct pacmyctuics Ha 50-70 %.

KaMmOnaipHbIH pOCT:

25.05 — mnHavamo QopMupoBaHHUS TIPUPOCTa KCHUIIEMBI, KaMOWaidbHas 30HAa OBOJHEHA U
OTJEJIAETCSI BMECTE ¢ KOpoil, uct pacmyctuics Ha 100 %,

15.06 — akTuBHOE hopMHUpPOBAHHUE PaHHEH TOHKOCTCHHOU JIPEBECHUHBI,

07.07 — akTHBU3aNUS YTOJIICHHS KICTOYHOU CTEHKH,

25.07 — mpoopkenre GopMHUPOBAHKS BTOPUYHON KIIETOYHOM CTCHKH,

10.08 — 3aBeprieHre KaMOHATFHOTO POCTA, KOPA IJI0X0 OTXOJUT OT IPEBECHHEI.

HOI[FOTOBKa K COCTOSHUIO TOKOS:

13.09 — uHTEHCUBHBIN OTTOK META0OJIMTOB B CTBOJI, KOpa HE OTACIISICTCS OT IPEBECHHBI,

19.10 — moaroToBKa K COCTOSHUIO MTOKOSI.
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Puc. 8. lunamuka cpennecyrouHoi Temnepatypsl B Teuenue 2016 roga B r. [letpo3aBoncke.
Hannbie ¢ cepsepa «lloroma Poccum» (https://rpS.ru). TemHbIMu cTONOMKaMU 0003HAYEHBI

naThl 0TO0pa 006pasioB B 2016 T.
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N3ydyenune akTUBHOCTH (DEPMEHTOB MPOBOJMIN B TKAHIX CTBOJIAa — ()JIOAME U KCHIIEME.
OT60p 006pa3IOB TKaHEH CTBOJIA KOHTPOIUPOBAIH MO CBETOBBIM MUKPOCKOIIOM.

Illepuoo kambuanvnoco pocma. Y 0OBIYHON Oepe3bl AKTHBHOCTH KaMOHs 1O
OKPYXHOCTH CTBOJIa IPUMEPHO OJMHAKOBas, MO3TOMY Ha MOINEPEYHBIX MHUKPOCKOIMUYECKHX
cpe3ax CTPOEHHME KCUJIEMBbI M (IO3MBI BAOJb KaMOMWaIbHOW 30HBI MOYTH He MeHsercsa. Ha
nepBbIi cpok (pukcanuu mMatepuana (25 masi) y oObI4HOM Oepe3bl MPUPOCT KCUIIEMbI TEKYIIETO
rojga coctaBwi B cpegHeM 23.2 + 4.3 psjaa BOJOKHUCTBIX TPaxeuJ C XapaKTEPHBIMU
npusHakaMu AuddepeHupoBku. Bo ¢osMe B 3T0 BpeMsi HACUUTHIBAJIOCH B CPEAHEM 2 psfia
CUTOBHUJIHBIX TpYyOOK. Y Oepe3bl peakTuBauus KaMOusi HauuHaercs ¢ JIudpepeHurupoBKU
KJIETOK (JIOAMBI, HEMOCPEACTBEHHO NpWJIEralolMX K KaMOHWI0 U 3UMYIOUIMX B
HeAuepeHIIMPOBAHHOM COCTOSIHUH. be3 JOMONHUTEIBHOTO NENeHHUs 3TU KIETKU CHUIIBHO
BaKyOJIM3UPYIOTCS M TPEBPAIAIOTCS B CUTOBUIHBIE TPYOKH, (DYHKIIMOHUPOBAHHE KOTOPBIX
oOecreunBaeT acCUMUIISATAMHU JaJIbHEHWINYI0 KaMOMWaJbHYI0 aKTHMBHOCTh. Takum oOpa3oMm, B
NEepBBIA CPOK (UKCALMU CUTOBHJIHBIE TPYOKH mpoBoAsdmed (uosmMbl OOBIUHON Oepessl,
OUYEBUJIHO, TIPEJCTABISAIOT COOOM 3MeMeHThI, CHOPMUPOBAHHBIE M3 KJIETOK, KOTOpbIE OBbLIN
OTJIO’KEHBI KaMOHMEM B MPOIILJIOM roay. B 30HaX CTpYKTYpHBIX aHOMaJHMil CTBOJA KapelbCKOU
Oepe3bl eATeNbHOCTh KaMOUs HapylleHa. ['ondHbIe KOJblia IPEeBECHHbI UMEIOT U30THYTHIE
oueptanusi. CoO CTOPOHBI KOpbl B JIPEBECHHY BJAIOTCS KWJIEeBUIHBIE yriayonenus. Ha
MOMEpPEYHbIX Cpe3ax KCWIeMbl U (DJIO3MBI pa3Mepbl CTPYKTYPHBIX 3JIEMEHTOB B Pa3HbIX
ydacTKax cpe3a CHJIBHO BapbHpYIOT, 4acTO OHHM INPHOOPETAIoT CBUJIEBAaTylO0 (opmy, HX
OPUEHTALIMS MOKET MEHATHCSA OT BEPTUKAIBHOM 10 onepeyHoi. Bee 3To 3aTpynHSET OLEHKY
TEKYIIMX MPUPOCTOB TKaHeil. TeM He MeHee, MOXKHO OTMETHTh, YTO B 30HaX MaKCUMaJIbHOTO
IPUPOCTA KCUIIEMbI KOJMYECTBO PAJOB CTPYKTYPHBIX 3JIEMEHTOB OJM3KO K TOMY, YTO OBLIO
OTMEYEHO Ui OOBIYHON Oepesbl, B APYTHX ydacTKaxX cpe3a OHO 3HA4YMTeNbHO MeHble (9 — 13
psinoB). Bo ¢osMe nMeroTcst 30HbI AKTUBHOTO JENIEHUS KIETOK, I/1e KOJIMYECTBO CUTOBUIHBIX
TpyOOK CYIIECTBEHHO CHUXEHO. B 3Tux mectrax Qopmupyercs nporud TKaHed (uiosMbl B

CTOPOHY KCHUJIEMBI.



80

VY nByx ¢opm OGepe3bl MOBUCIION CE30HHBIE KOJIeOaHUs caxapoB ObLIA OJIMHAKOBBIEC, B TO
BpEeMS KaK B X KOJMYECTBEHHOM COJICpKaHUU MPOSBISUINCH pa3inyusi. B mepuo mokos u3-3a
BO3JICHCTBUSL HU3KUX TemriepaTyp (puc. 8) TpaHCHOPTHBIE MPOIECCHl OTCYTCTBYIOT. B 3THX
YCIOBHSIX caxapa JIOKQJIM30BAaHbI B BAKYOJSX W BBIOJIHSIOT KPHOMPOTEKTOPHYIO (PYHKIHIO
(Kypcanos, 1976; Hosuikasi, 1985; Codpponona, 1985).

B nepuoa nokos y o0bI4HOM Oepe3bl copepxkanHue caxaposbl Bo ¢iiosme (~20 mr/r) Obu10
B 2 pasa BblllIe, yeM B Kcuwieme. KomudyecTBo rekcos mpu 3ToM He mpeBbimano 3 u 9 mr/r B
KcueMe U uiosMe COOTBETCTBEHHO (puc. 9). YV kapenbckoi O6epe3bl B 3TO BpeMs B KCHIIEME
Obut0 B 2 pasa Ooiblne caxapo3bl, a Bo ¢uiodmMe MoHocaxapoB (puc. 9). [lo Hagama
KaMOHMaJIbHOW JIEATEIbHOCTA COJEP)KaHUE Ccaxapo3bl M TEKCO3 B CTBOJIE CYIIECTBEHHO HE
MEHSJIOCh, KaK y OOBIYHOM, TaK M 'y KapelnbCKOil Oepe3bl.

B nepuon kamOuansHOTO pOCTa HAET MHTEHCUBHBIN OCEBOM TPAHCIIOPT 10 CUTOBHIHBIM
TpyOkam ¢aosMbel. B sTor mepuon nuddepeHuupyromascss Kcuiema SBISETCS OCHOBHOM
aTTparupymomeil 30HOW JepeBa W OPHEHTHUPYET Ha cedsl MOTOK caxapo3bl W3 JMCTheB. Ha
MPOTSHKEHUU KaMOMAJIBHOTO POCTa COJIEPIKaHHME caxapo3bl BO (IodMe M KCHiieMe OOBIYHOU
Oepe3sl ObLTO BHINIE, Y€M Y KapelbCKo Oepessl.

VY o0ObIYHOM Oepe3bl B KCHUJIEME COJIepKaHue caxaposbl Kojebaock B auanazone 50-90
MI/T, TPU 3TOM KOJUYECTBO TE€KCO3 OBLJIO NMPUMEpPHO Takoe >ke. B TkaHiaxX ¢uosmebl, MO
CPaBHEHHUIO C KCHUJIEMOH, CO/IEpIKaHUE caxapo3bl ObUIO 3HAYUTENHHO OoJee BricokuM (140-200
MT/T), a cofiepKaHue MOHOCaxapoB (TJITIOKO3bI M (PPYKTO3bI) BapbUpOBaNIO B auanazone 16-50
Mr/t (puc. 9).

Y kapenbckoil Oepe3pl B KCWJIEME B TMEpPHOJ KaMOHAIbHOTO pPOCTa COJACpIKaHUE
caxapo3bl 1 MOHOcCaxapoB Kkojebanock B nuama3zoHe 30-50 u 8-20 Mr/r cooTBeTcTBeHHO. BO
¢d1osmMe KoIMYecTBO AMcaxapuaa BapbupoBaio B mpeaenax 90-130 mr/r, a rekco3 9-25 mr/r
(puc. 9). Tonbpko B mepHoj MOATOTOBKH PACTEHUS K MOKOIO COAEP)KaHUE CaXxapo3bl U TeKCO3 B

TKaHSX CTBOJIa Y KapelbCKOM Oepe3bl CPABHSIIOCH C TAKOBBIM Y OOBIYHOM Oepesbl.
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26.01 16.02
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Pucynok 9. 'oguunasi nuHaMuka caxapo3bl U rekco3 (MI/T cyxOd TKaHM) B TKaHSX CTBOJIA Y

pactenuii O6epesbl moBuciou. [IpencraBneHsl cpeqHHE 3HAUYEHUS MATH MOBTOPHOCTEH M WX

CTaHJAPTHBIEC OIINOKH.

Panee Ob110 IMOKa3aHo, 4YTO Caxapo3a B TKaHAX CTBOJIA 6€p€3H HC BLITIOJIHACT 3alIaCHYIO

(YHKIMIO B BECh €€ MyJI CIeIyeT pacCMaTpUBaTh Kak TpaHCHOPTHYIO Gopmy (Hosuikas u np.,
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2015). [lonyueHHble JaHHBIE MOATBEPIUIU ITO MpeanosioxkeHue. Haubonbinee comepkaHue
caxapo3bl HaOdromaeTcss B Iepuoa  KaMmOuambHOrO pocta Bo  ¢uioame (puc. 9),
oOecreynBaronell TPaHCHOPT aCCUMIIATOB K UG EPEHIUPYIOMUMCSA KIETKaM KCHJIEMBI.
Jlnis mojepikaHusl TPAHCTIOPTa AMCaxapuaa HEoOXOAMMO CO3JaHHE €€ KOHIICHTPAIHOHHOTO
rpagueHTa MEXy TOHOPHBIMH M aKIENTOPHBIMH KJIETKAMH M TKAHSIMH, YTO 00ECIICUNBACTCS
WHTECHCUBHOW YTWJIHM3aIlMed aucaxapuiia B 30HaX motpebieHus. OnpeneneHne akKTUBHOCTEH
METa0O0IM3UPYIOITUX caxapo3y (epMEeHTOB MOKa3aio, 4To Bo ¢jiodMe U Kcuiaeme ooeux hopm
Oepe3sl MPUCYTCTBYIOT Bee Tpu (popMmbl naBepTassl (Baklus, [lutlue, AnluB) u CC, ogHako

AKTUBHOCTHU HX PA3JINYaAINCDh.

Hamm wuccnemoBanusi mokaszalyd, YTO SIPKO  BBIPAXEHHOM  XapaKTEPUCTUKOMN
dbepMeHTaTUBHONW aKTUBHOCTH TKaHEW Oepesbl SBISETCS BbICOKAas aKTUBHOCTh AmMHB, 4TO
CBUJIETENIbCTBYET O BaKHOM poiM amorjacta B pasrpy3ke (pnosmbl. OCOOEHHO BBICOKYIO
AKTUBHOCTh HWHBEPTAa3bl KIETOYHON CTEHKM OOHApYyXWJIM B TKaHAX CTBOJIA Y30pyaThIX
pactennii. 1 Bo ¢moame, m B Kcuieme y30puaThIX pACTEHUH Ha NPOTSHKEHHH CEe30Ha
BEreTalli aKTUBHOCTh ANVIHB 3HAUMTENBHO MpEBBINIAJIa aKTUBHOCTH ()epMEHTa B CTBOJIAX
0e3 BBIPAXXEHHOTO y3o0pd4aTtoro ctpoeHusi apeBecunbl (puc. 10). Bonee BhicOkas akKTHUBHOCTH
AnHWHB — BakHast OTJIMUUTENbHAS OCOOEHHOCTh (PEpMEHTATUBHON aKTMBHOCTU TKaHEH CTBOIA
y30pYaThIX PACTEHUM.

Camas BbIcOKasg akTHBHOCTh AnlHB Habmoganack B MEpHOJ BBIHYKIEHHOTO TOKOS
(16.02) u npu BeIXO/E pacTeHU U3 cocTosiHUS MOoKoA (29.03) kak B TKaHsIX (HJIOOIMBI, TaK U B
Kcujeme. 3HaueHus ee JOCTUranu y ooblyHoi Oepesbl 18 u 4 MKMOJIb caxapo3bl Ha T' TKaHU, a
y Kapenbckoit 31 1 6 MKMOJb caxapo3bl Ha T' TKaHU BO (PJI0AME M KCHIJIEME COOTBETCTBEHHO
(puc. 10). OcHoBHast GyHKIMS HHBEPTa3bl KIETOYHOW CTEHKH — y4acTHE B pa3rpy3ke (iodMbl
U MOJ/IepKaHUHM TEM CaMbIM KOHLIEHTPALMOHHOTO I'paJueHTa MEXKIY JOHOPOM M aKLENTOPOM
accumusatoB (Hubbard et al., 1989; Yelle et al., 1991; Weber et al., 1996; Carlson and
Chourey, 1999; Tang et al., 1999; Iragi and Tremblay, 2001).
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Pucynok 10. I'ognuHas iuHaMuKa aKTHBHOCTH aloOIUIACTHOW MHBEPTa3bl (MKMOJb caxapo3bl /
I TKaHW) B TKaHSAX CTBOJIA y pacTeHHil Oepe3bl moBucioi. [IpencTaBieHsl cpeHre 3HAUYCHUS

MSITH TIOBTOPHOCTEN U MX CTaHAAPTHBIE OIIMOKH.

AKTUBHBIA (DIIOAMHBI TPAHCIIOPT y APEBECHBIX PACTCHHM HAOIJIOMAETCs C HA4YaloM
IKCIOPTA ACCUMWIIATOB W3 JUCTA. JIMCT Oepe3bl CTaHOBUTCS JOHOPOM ACCHUMMIISITOB IOCIHE
noctmwkenuss 50% cBoero okoHuarenbHOro pasmepa (LlenmpHukep, Mankuna 1986),
cienoBaTelbHO, B (peBpane-anpene y Oepesbl (DIOIMHBIN TpaHCIOPT OTCYTCTByeT. B atoT
NEPHUOJ] BCE U3MEHEHHUS B YIJIEBOJHOM OOMEHe OOYCIIOBIIEHBI B MEPBYIO OUepelb BIUSHUEM
BHEIIHUX (aKTOPOB, TAaKUX Kak CBET U Temreparypa. B 3uMHMII mepuoa MeTaboJuTHl B
KJIETKaxX MpeACTaBICHBI 3anacHOi (Gopmoil. B Bakyomnsix, OTIHYAIONIMXCS 3UMON MaJleHbKUMU
pasMepaMu, OHM MPHUCYTCTBYIOT B BHJIE CaxapoB, a B IUIACTUAAX M B ruajoriazMe, KoTopas
3aHMMaeT OCHOBHOM 00BbeM KJIETKM — B BHJE KpaxMmaia, JUNUIOB, TAaHUHOB, OEJIKOB
(KypcanoB, 1976; Hosunkas, 1985; CodponoBa, 1985). IloBbimenune TemmepaTypsl

CIIOCOOCTBOBAJIO THAPOJIM3Y OTJIOKEHHBIX C OCEHHU 3allacHBIX COCIUHEHUN. YBEIHYCHUE
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COJZIEpKaHMsI caxapoB B TKAHIX CTBOJIA HAOJIOIAIH TIPH BBIXOJE PACTCHUN M3 3UMHETO TTOKOS Y
nepcuka U rpenxoro opexa (Ameglio, 2002), Tomons (Schrader, Sauter, 2002; Guy, 2003),
kiena (Wong et al, 2003). B camom Hadajge pPOCTOBBIX IPOILECCOB PE3KOE CHUKCHHE
coaepxkanus kpaxmana (Kypcanos, 1976; Cynaukosa, 1977) npuBOIUT K YBEJIMUYEHHUIO YPOBHS
caxaposbl. BeIXos 1Mo rpaaueHTy KOHIIEHTPAlMK B amoIuIacT, caxapo3a MeTabonm3upyercs
tTaM anorutactHoi mHBepTasou (Kypcanos, 1976; Kperosuu, 1986; Copeland, 1990; Koch,
1996; Tymowska-Lalanne, Kreis, 1998 u ap.) ¢ ob6pa3oBannem moHocaxapoB. Caxapos3a u
MOJIYYEHHBIE MIPU €€ PACHICIUICHUH TeKCO3bl M0 TPAJUEHTY KOHIICHTPALUU TepeMenaloTcs 1o
amnoIUIacTy J0 COCYAOB KCHJIEMBI M C KCHJIIEMHBIM ITOTOKOM ITOCTYMAarOT K HaOyXaroIuM
noukaM. B mepuon wHTEHCHMBHOTO cOKoABIKEeHHS (28.04) akTuBHOCTH AnMHB B TKaHAX
CTBOJIa HECKOJBKO CHHM3WJIAch, HO OCTaBallaCh JOBOJHHO BBICOKOH JO CEpeluHbI Mas y
OOBIYHOM M Kapelbckoi 0epessl (puc. 10).

Bropoit nuk aktuBHOCTH AnMHB HaOmromancs B ceHTsOpe-okTsOpe (puc. 10). Poct
AKTUBHOCTH ()EPMEHTA B 3TO BPEMsI MOXET OBITh CBSI3aH C TOBBIIICHUEM B CTBOJIC YPOBHS
caxapo3bl B pe3yJbTaTe€ OCEHHETO OTTOKAa aCCUMWIISITOB U3 KpoHbl. CopepaHue Aucaxapuaa
BO (hrosme nocturano 130 u 57 mr/r y oObIYHOM U KapelnbCKol Oepe3bl COOTBETCTBEHHO (puC.
9). I'ekco3bl, 0Opa3yroIIKECs B anoIuiacTe, BO3BPAIIAIOTCS B KJIETKY, TJ¢ OHU Yepe3 TITMKOJIH3,
IIUKJI TPUKAPOOHOBBIX KHCIOT M TIeHT030(oc(aTHBI TyTh HCHOJB3YIOTCS Ha CHHTE3
3amacHbIX BenlecTB HeyriieBoaHou npuponabl (Kypcanos, 1976; Roitsch et al., 1995; Koch,
1996). OcBoOOXaeHUE aroruiacTa OT TIIOKO3bl M (PYKTO3BI B PE3yNbTaTe MX TEpeHoca B
KJIETKY 4epe3 Iula3MajieMMy MPOMCXOJUT HAMHOTO MeAJIEHHEe, YeM IPU BECEHHEM OTTOKE
MOHOCAXapoB C KCUJIEMHBIM COKOM. Y KapenbcKkoil Oepe3bl akTuBHOCTH AnTIHB Bo (hiosame (36
MKMOJIb caxapo3bl / T TkaHu) Obla B 1.8 pa3 Beimmie, yeM y oObIdHON Oepesnl (20 MKMOJb
caxapo3bl / T TKaHH), 4TO KOPPEIUPYET C MEHBIIINM COJIep)KaHHeM y Hee caxapossl (puc. 9, 10)
M, OYEBHJIHO, CIIOCOOCTBYET 3amacaHUIO OOJIBIIETO KOJWYECTBA BEIIECTB B TKAaHAX CTBOJIA.
Bricokasi akTHBHOCTh ANMHB yKa3pIBaeT Ha TO, YTO B OKTAOpPE MMEET MECTO WHTCHCHUBHBIH
MOTOK C€axapo3bl W3 BHYTPHUKJIETOYHOTO MPOCTpaHCTBA B amoracT. OCeHpro HabIoaamm
CaMy0 BBICOKYIO aKTUBHOCTh ATIMIHB U B TKaHSAX KCHJIEMBI y KapeiabCKOW Oepe3bl (5 MKMOJIb

caxaposbl / T TKaHH). JTOT (HaKT MOXKHO CBA3aTh C HAIMYHEM B TKAHSAX KCHJIEMBI Y30pYaThIX
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pacTeHUl aHOMAJIBHBIX MPOCIOEK MAPEHXHUMBI, T/I€ TaK € MOTYT OTKJIAJbIBATHCS 3alacHbIC
BEIIECTBA.

B nmnepuox kamOuanbHOro pocTa y OOBIYHOM Oepe3bl NPOUCXOIUIO CHUKEHUE
aktuBHOCTH AnHB BO ¢uiosme u, ocobenno, B kcmieme (puc. 10). B atoT mepuon caxaposa
MOCTYTMAeT B TKAHU CTBOJA U3 (POTOCHUHTE3UPYIOUIUX JIMCTheB. HUCX oMM TOTOK caxapo3bl
UJET MO CHEUUATM3UPOBAHHBIM KaHajdaM JaJbHETO TPAaHCHOpPTa — CHUTOBHAHBIM TpyOKam
npoBozsmiei Grodmbl. OCHOBHBIM aKIENTOPOM Caxapo3bl B 3TO BPeMSs CIY)KHT KamMOUanbHas
30Ha, MPU 3TOM HEKOTOpas 4acTh caxapo3bl MomaiaeT B 6ojee nepudepuitHpie o0 OTHOLIECHUIO
K TipoBosmiel ¢iaosame cinou kopsl (HoBumikas u mp., 2015). B HopMe pasrpyska caxaposbl U3
CHUTOBHUHBIX TPYOOK U JBIKCHHUE €€ K KaMOHaJIbHOM 30HE mpoucxoadt mo cumiuiacty (Fisher,
Oparka, 1996; Oparka, Santa Cruz, 2000). 9To 3HauuT, 4TO caxapo3a IBUKETCS K KaMOUIO IO
KaHajlaM »JHJIOIUIa3MaTHYECKOM CeTH, MEepexoas M3 KIETKM B KIETKY M0 IUIa3MoJecMaM
(Famaneit, 2004). Hanuune WHTEHCHUBHOTO CHUMIUIACTHOTO IMOTOKA OTPAHUYUBACT BBIXO]
caxapo3bl B anoIviacT KJIETOK (hJI03Mbl, MOATOMY akTUBHOCTh ANMHB Bo (hrosme oObIYHOU
Oepesbl HUXKe, 110 CPaBHEHUIO ¢ APYTUMHU (Pa3zaMu, HECMOTPSI HA CaMO€ BBICOKOE B ATOT MEPHUO/T
coJiepkaHue caxapo3sbl (puc. 9).

YTunuzanus caxapos3sl B KaMOManbHOW 30HE W Ju(depeHIUpyroencs Kcuieme
npoucxoaut B ocHoBHOM [lutHHB 1 CC (puc. 11).

B nmepuon aktuBHOrO JeneHHs KIETOK KamOuanbHOW 30HBI (15.06) caxaposa
meTtabonmsupyercsa LlutluB ¢ oOpazoBanuem GpykTo3bl U MTIOKO3bI. [locneanss yBenuuuBaer
YPOBEHb 3KCIPECCUU TE€HOB, KOJIUPYIOUIUMX LMKIMHBI D-Tuma, moBbIIas MUTOTHYECKYIO
aktuBHOCTH KieTok (Rolland et al., 2006; Ruan, 2014). Tlepexon k ¢a3e auddepeHunanmm
cBsi3aH ¢ Bospactanuem aktuBHocTH CC (cepemuna wutons). OOpasyromascs B pe3ysibTare
Caxapo30CHHTA3HOro pacuemieHus Y /Jd-rimoko3a akTUBHO pacxXodyeTcsi Ha CHHTE3
KOMIIOHEHTOB KieTouHOi creHkn (Amor et al., 1995; Haigler et al.,, 2001; Koch, 2004;
Bieniawska et al., 2007; Coleman et al., 2009). V pacrenuii o0biuHOi Oepe3bl Ha (oHe
oonbuiero B 1.5-1.6 pa3 conepkanus caxaposbl (puc. 9) Beime aktuBHocTH LuthHB u CC
(puc. 11), To ecTh HHTEHCUBHO HUIYT MPOIECCHl CTPYKTYpOOOpa3oBaHus KCuiaeMbl. B qaHHOM

cilydae MHTEHCHBHas MeTtabonuzauus caxapossl ¢ yyactueM LutMHB u CC u nocnexayromas
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obicTpas yruiuzanus Y 1D-raoko3sl MOAJEPKUBAIOT Pa3rpy3Ky caxapo3bl U3 CHUTOBUIHBIX
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IMOBUCIION. Hpe,[[CTaBJ'ICHBI CpCAHUC 3HAUCHUSA IIATH HOBTOpHOCTeI)’I U UX CTAHAAPTHBIC

OIITUOKH.
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VY kapenbckoil Oepe3bl B MEPUOJ AKTHUBHOTO (hOPMHPOBAHUS PAHHEW TOHKOCTEHHOM
npesecubl akTUBHOCTH LlutHHB u CC Obuta Huke B 1.6 pa3, a B mepuoji MHTEHCHUBHOIO
dbopMupoBaHUs BTOPUYHON KJIETOYHOM CTeHKH — HIKe B 4 pasza anst LluthuB u B 10 pa3 ans
CC (puc. 11).

Hapsny ¢ CC B co3naHuMM KOHILIEHTPAlMOHHOI'O TpajJHMEHTa c€axapo3bl B MeECTe
pasrpy3ku (IodMBI MOXKET ydacTBoBaTh ANMHB. AKTUBHOCTH amoruiacTHOro ¢epMeHTa y
KapenbCcKo Oepe3bl B Mepuoj KaMOMAIbHOI'O POCTa MPEBOCXOAMJIA JAHHBIA MOKa3aTelb y
00bryHOM Oepe3bl B 2-4 pasza (puc. 10). Hecmorps Ha moBbllieHHe akTUBHOCTH ATMHB,
MeTabonu3anusl caxapo3bl B KCHJIEMHOM 4YacTHM KaMOMalbHOM 30HBI Y KapelbCKoW Oepesbl
ObL1a CYIIECTBEHHO HUXKE, IO CPABHEHUIO C 0OBIYHOM O€epe3oil.

Jliis oObI4HOM Gepe3bl XapaKTepHO WHTEHCUBHOE MCITOJIb30BAHHUE Caxapo3bl B MpoIecce
dbopMupoBaHUS APEBECHHBI, y KapelbCKOW Oepe3bl, HaoOopoT, Oonee ciabas yTUIM3ALUS
caxapo3bl B XOJle¢ KCUJIOreHe3a 3aMe/UIsieT €e OTTOK U3 (103Mbl. CIEICTBUEM 3TOIO MOMKET
CTaTh MOSIBJICHUE BO (hJI0OdIME «IHMIIHEH» (HEUCIIONB3YEMON B XOJI€ JCSITEIHHOCTH KamOus)
caxapo3bl, pe3ylbTaTOM 4Yero, B CBOIO O4Yepelb, CTAHET YMEHBIICHHE TpaJHCHTa €e
KOHIIEHTPAILIUU U YXYIIIEHHE TOHOPHO-aKIIENTOPHBIX OTHOIICHHUHN B CUCTEME «JTUCT-CTBOI». Y
KapenbCKoil Oepe3bl caxapo3a Bo (10sMe He HAKaIIMBAeTCs B CBA3H C BBICOKOM aKTMBHOCTBIO
AnluB (puc. 10) u BakMuB (puc. 12). M3BecTHO, 4TO B CUTOBUIHBIX TPyOKax HHBEpTa3a
orcyrctByeT (KypcanoB, 1976), mosToMy BBISIBIEHHYIO aKTMBHOCTb HMHBEpPTa3bl CIEAYyeT
OTHOCUTh K NapeHXMMHBIM KjeTkaMm. PacumieruieHue OOJBIIOTO KOJIMYECTBA Caxaposbl B
arnoIulacTe M BaKyoOJSIX MApEeHXHMHBIX KIIETOK CIIOCOOCTBYET YMEHBIIEHUIO KOHLEHTpPALUU
nucaxapuja Bo (pyioamMe 3TOro APEBECHOTIO PacTeHMs 10 YPOBHS Aake 0ojiee HU3ZKOro, YeM y
00BIYHOM Oepessr (puc. 9).

@opMHUpPOBaHKUE CTPYKTYPHBIX aHOMAJIUM IPOBOASIIMX TKAaHEW B CTBOJIE KapesbCKON
Oepe3bl MOABEP)KEHO CE30HHBIM KoJjiebanusM. Kak mpaBuiio, mociie BeCeHHEro mpoOyKIeHHs
KaMOusi popMupyroTcs TKaHU OOBIYHOTO CTpOeHUs (aKTHUBHOCTH LIMTMHB B Kcuiieme HMKe
ToJbKO B 1.6 pa3 (puc. 11)), a ¢ Hayama HIOIA B KOpe M JApeBecuHe AudQepeHIupyeTCs
00JIbI1I0E KOJMYECTBO MApEHXUMHBIX KIeToK (akTuBHOCTh CC B kcuiieme Huke B 10 pa3 (puc.

11), aktuBHOCTh AnMHB Bo (iodMe U kcuieme Bbimie B 2-4 pasza (puc. 10)), kotopsie B
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JIpeBecruHe o0pa3yroT xapakTepHblil y3op (JIrobaBckas, 1978; Hosumkas, 2008). [lapenxuma
3anoJiHseTcs 3anacHbiMU BemecTBamu (bapunbckas, 1978; Koposun u ap., 2003, Houiikas,
2008). Bce 3To CBUACTENBCTBYET O TOM, YTO B JAHHBIM MEPHUO]] TKAHW CTBOJIa KapelIbCKOMN
Oepe3bl SBISIOTCS MOIIHON MOTPEOISIONIEe 30HOM, I/i€ MOCTYNAIIINE aCCUMUISTHI, C OJAHOU
CTOPOHBI, PACXOAYIOTCSl HA POCTOBBIE MTPOIIECCHI, CBSI3aHHBIE ¢ (POPMUPOBAHUEM MMAPEHXUMHBIX

KJICTOK, a C I[py1"0ﬁ — OTKJIAJAbIBAIOTCS B 3aI1aC B ITIAPCHXWUMHBIX KJICTKAaX.
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Pucynok 12. I'ognuHast AMHAMHUKA aKTUBHOCTH BaKyOJISIPHOM MHBEPTa3bl (MKMOJb caxapo3bl /
Mr 0Oeska) B TKaHSX CTBOJIA y pacTeHHU Oepesbl moBuUcion. [IpeacTaBieHsl cpegHre 3HAUCHUS

ST TIOBTOPHOCTEN U MX CTaHAAPTHBIE OIIMOKH.

AxtuBHOCTH BaklIHB B TKaHSIX CTBOJIA B TEUCHHE CE30HA BapbUpoBaja ciado, 3HaUCHUs
ee He mpeBbimanu 1.3 u 0.7 mMKMomp caxapo3bl / Mr Oenka BO (JodMe U KCHIIEMe
CcOOTBETCTBEHHO (puc. 12). Haubonpimme ee 3HaYCHUS OTMEUAIUCh B MEPUOJ KaMOHAIHHOTO
pocta B TKaHsAX ¢GiaosMbl. OTiauuus Mexay JBymMsi (gopmMamu Oepe3bl MPOSBISUIMCH Ha

HadaJdbHBIX dTanmax (OpPMHUPOBAaHMS TMPHUPOCTa KCHIEMBl W B Tepuox (popMupoBaHUs
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BTOPUYHOU KJIETOYHOM CTEHKH (KOHEIl WIoJisf), akTUBHOCTh BaklHB y kapenbckoil Gepesbl
ObL1a BBIIIIE.

[Tpu paccMOTpeHuun CE30HHOMU JTUHAMUKA aKTUBHOCTHU bepMeHTOB,
Metabomm3upyronmx caxaposy (puc. 10-12), BuaHo, 4T0 y OOBIMHOI Oepe3sl B IMEPHOJ
aKTUBHOTO pOCTa BBICOKAs aKUENTUPYIOIas CHJa KaMOMaJbHOM 30HBI (32 CYET BBICOKOMU
aktuBHocTH LlutHHB M CC) obecreunBaeT akTUBHYIO YTWIM3allMIO B HEW caxaposbl. Y
y30puaThix pacteHuit (1) cymmapHasi akTUBHOCTb (DepMEHTOB, METa0OIM3UPYIOUINX Caxapo3y
B KCWJIEME, Ha MPOTSHKEHUU BCErO Ce30HA HIDKE, YeM BO (uiosme, (2) mpu 3TOM cymMMmapHas
AKTUBHOCTH (DEPMEHTOB B TKaHAX ()JI0OOMBI UMEET OUYCHb BBICOKHE 3HAUYCHHMS (32 CUET BHICOKOU
AnluB). Ha ¢one menbmeit aktuBHocTH CC B KcuiieMe B MEpHOJ KaMOMAIbHOTO pOCTa
Opocaetcs B ria3a Oojee Bbicokas akTUBHOCTH AnMHB Bo (rosme. To ecTh, B ycCIOBHSX,
KOT'Jla aKIIeTITOpHAs CUJla KCUiIeMbl CHUkeHa (cHrkeHa akTUBHOCTH LluthHB 1 CC) u30BITOK
METa0OJIMTOB MOJKET IOCTYINAaTh B TKaHW (UIOAMBI M BBIXOJWTH B aIlOIUIACT, ITOBBIIIAS

aKTUBHOCTHL A HB.
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3.2. YyacrHe anomjIacTHOil HMHBEpPTa3bl M CAXapO30CHHTA3bI B IOJJACPKAHUH
aTTPYrupymroueii cnocodHOCTH KaMOUAJIbLHOM 30HbI

HccnenoBanue npoBoawin Ha 2-X ¢opmax 40-netHux aepebeB B. pendula: oOwranoit
Oepeze u Kapenbckoil Oepe3e. Bce ombITHBIE pacTeHUs MPOU3PACTAIM B OAMHAKOBBIX
MOYBEHHO-KJIMMATHUYECKUX YCJIOBUSX Ha ArpoOuonoruyeckodt craniuu Kapenbckoro
HayuHoro 1ieHtpa PAH. VYV Oepe3st mnoBucioir B yciuoBusx Kapenuum akTHBHOE
(GYyHKIMOHUPOBAaHME KaMOUsi HAONIOJAeTCs HAyWHAsg CO BTOPOW JEKaabl MIOHS U JI0 TEPBOM
nekansl aprycta (HoBuikas, 2008). B 3To BpeMs oCHOBHasi Macca acCCUMUJISITOB TPATUTCS Ha
HOBOOOpa30BaHUE KJIETOK KaMOHMaJbHOW 30HBI U POCT KJIETOYHOM cTeHku. OTOOp 00pa3ioB
npoBoauiii B utoHe (21.06) u wurone (19.07) 2010 roma. B umrome 2010 roma B mepwuof,
IpEIIIECTBYIONIHI 0TOOPY, cpeaHecyToYHas TeMueparypa 6suta Beinie 20°C u 6onee 10 aueit
OTCYTCTBOBAJIM OCAJIKH, SIBIISIOIIUECS TJIaBHBIM MCTOYHHUKOM BJIard B MOYBE B ATOT MEPUOJ.
[Tomo6HbBIE MOTOAHBIC YCIOBUS MPUBOJSAT K CHIDKEHHIO BOJHOTO MOTEHI[MAIAa TKaHEe CTBOJa
(usnonornueckast 3acyxa) W, Kak CJEACTBHE, TMOJABICHHIO KaMOMalbHOW aKTUBHOCTHU
(AnTtonoBa, 1999). B stor mepuoxa (19.07) umeno MecTo MpekIEBPEMEHHOE TOPMOKECHHE
JESTENBHOCTU KaMOusl.

W3ydeHnne akTUBHOCTH (DEPMEHTOB MPOBOMIN B TKaHAX CTBOJIA — (PJI0O3ME M KCHUJIEME.
B Tkanm kcuieMbl BXoawid AuQQepeHIUpyIommecs KISTKH KCHJIEMbl U HapyXHBIE CIIOH
OpUpOCTa KCHUJIEMbl TeKyllero rojga. B TkaHu ¢uosmbl BXoauiau KamOuaiabHas 30Ha,
npoBoAsias ¢piao3Ma U camble BHYTPEHHHE CJIoM HenpoBosauieil ¢piaosambel. OT60p 00pasion
KOHTPOJIMPOBAJIH 110J] CBETOBBIM MUKPOCKOIIOM.

B wuroHe-utone akTUBHO (POTOCHHTE3UPYIOLIUE JIUCThS  SABISIOTCA  JTOHOPaMu
ACCUMUWJISITOB, OCHOBHBIM MECTOM NOTPEOJIEHHsSI KOTOPBIX CTAaHOBSTCS HaubOojee aKTHBHBIC
TKaHU — B CTBOJIE 3TO KaMmOuasabHas 30Ha U (POPMUPYIOLIMECS KIETKU KCUJIEMbl. Y pacTeHH
0oObI4HOM Oepe3bl B KOHIIE MIOHS B KCHJieMe HaOItojanu BbIcOKyto akTuBHOCTh CC. 3HaueHus
ee mocturanu 18.6 MKMOIb caxaposbl / T ChIpOi TKaHH. AKTUBHOCTH ATIIHB tocTurana Bcero
0.6 MKMOJIb pacraBIIelCcsi caxapo3bl Ha T' CBIPOH TKaH| (puc. 13). DTO MO3BOJSET 3aKIIOYHTH,
4YTO y OOBIYHOM Oepe3bl B Mepuoj] akTUBHOrO (pyHkuuoHupoBanus kam6usi CC mpuHUMaeT

aKTUBHOE yuacTue B (OpMHpOBaHUU JApeBecHHbl cTBoJia. Bo (rmosme oOblyHON Oepess
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aktuBHOCT, CC Obuta cymectBeHHo Hike (0.02 MKMoOIb caxaposbl / T' ChIpOW TKaHHU), IO
CpaBHEHHMIO ¢ KcwieMmol. M3BecTHO, yTO 3Kcmpeccus TeHoB, komupyromux depment CC,
opranocrnennuyHa U 3aBUCHUT OT CTaauu pa3Butus pacrenus (Sturm, Tang, 1999; Kladnik et
al., 2005), nan6osee Boicokast akTuBHOCTH CC HaOMI0MaeTCs B akienTopHbIX TKaHax (Coleman
et al., 2008; Coleman et al., 2009). Ilpu sToM BO (103Me OOBIUHON Oepe3bl HAOIIOIATN
BBICOKYIO aKTUBHOCTh ATIMHB. 3HaueHUs €€ qoCcTUTraau 4.9 MKMOJIb caxapo3sl / T ChIpOil TKaHU
(puc. 13).

VY pactenuii kapenbckoil Oepe3bl B IMEpUOJ KaMOMAJIBHOTO pOCTa MaKCHMajbHas
akTuBHOCTE CC B Kcmiieme Obuta B ~ 2.5 pa3a Hioke (7.1 MKMOITb caxapo3sbl / T CBIpOi TKaHH),
M0 CPAaBHEHHUIO C OOBIYHOM Oepe3oid, YTO SIBISETCS BAKHOM OTIUYUTEIHHOM OCOOECHHOCTHIO
y3opuaThix pacteHuit (puc. 13). CpaBHUTEIHHO HEBBICOKAS aKTUBHOCTH (DEpMEHTa YKa3bIBACT
HAa TO, YTO y y30pYaThIX PAaCTCHHH B 30HAX CTPYKTYPHBIX aHOMAJIUW CTBOJAa (POPMUPOBAHHE
TKaHEW KCHJIEMBI IIPOUCXOIMIIO MEHEE HHTCHCHBHO, YeM Y 0€3y30pUaThiX pacTeHU. MeHbIas
MeTa0OoMU3aIus caXxapo3bl 0 CaXapO30CHHTA3HOMY ITYTH KOMIIEHCHPOBAIACh YBEIINYCHUEM €€
MeTaboIM3aluu 110 UHBEPTa3HOMY ITyTH. AKTUBHOCTh ANMHB B KcHlieMe KapeabCKoi Oepesbl,
10 CpPaBHEHHWIO C OOBIYHON Oepes3oit, Obuia B 2.5 pasza Oospmie (puc. 13). IloHmwkeHHas
akTuBHOCTH CC B KCHJIEME MOKET CIIOCOOCTBOBATH MOSIBJICHUIO N30BITKA caxapo3bl BO I03Me
y30p4uathix pacteHuil. Bo ¢osme kapenbckoit Oepe3bl B MIOHE, M0 CPaBHEHUIO C OOBIYHOMN
Oepesoit, aktuBHOCTH, AnMHB Obuia BhIIe W jgocturana 10.4 MKMONb caxapo3sl / T ChIpOW
TKaHu (puc. 13).

Takum 00pa3oM, B MepHUOJ, aKTUBHOTO KaMOHMAIILHOTO POCTa Yy OOBIYHOU Oepe3bl MMEeT
MECTO WHTCHCHUBHBIM TOTOK caxapo3bl M3 (JI0AMBI B KCHIIEMY, TJ€ OHA PAacXOayeTcss Ha
dbopMUpOBaHUE CTPYKTYPHBIX DJIEMEHTOB ApeBecHHbl. OCHOBHAs (DYHKIHS KJIETOK (DJI03MBI B
3TOT Nepro]l — o0ecrieueHUe TPAHCIOPTa ACCUMIWIISITOB B 30HY AU(depeHInaui KCHIEeMbL. Y
KapenbCKOW Oepe3bl OTTOK caxapo3bl W3 (PIodMBI 3aMeJieH, W €€ HCIOJIb30BAaHHE B
3HAYUTEITHHOU CTETICHN IPOUCXOIUT BO (hodMe.

C)IGJ'IaHHBI@ BBIBOIbI HAXOAATCS B COOTBETCTBUMU C BEJIMUMHOM rpaauCHTa KOHIOCHTPAlIUuN

caxaposbl MeXIy (oMol W KcuiaeMmMod y IByX ¢opm Oepe3bl y OObIYHOW Oepesbl 3TOT
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nokaszatenb B 3.2 paza Oonbmie (144.6 mr/r — 70.1 mr/r = 74.5 Mr/r), 4eM y KapenbCKOU

oepesnl (104.5 mr/t — 81.4 mr/r = 23.1 mr/t) (puc. 13).

®j03Ma Kcunnema
Cooeporcanue Axmuenocme CC Axmugnocms CC Codepaicanue
o . Kpaxmara o B. pendula var. pendula 5 L fpeonana
40 F 04 10 - 04 |
20 | 0.2 - 5 F 02 -
0 = .0 ; 0 0
VI Vil Vi Vil VI Vil VI Vil
Cooepircanue Axmugnocmsb Axmusnocmsb Cooepitcanue
g5 . Caxaposvl 1p . AnHne AnHne 1o . caxapose
200 | 10 |
2 - -
150 | 8 80
6 -
1001 4 ¢ 1 40 -
- | ]
0 ‘ 0 0 ‘ 0
VI Vil VI Vil Vi Vil Vi Vil
Cod A cc Cooepotcanue
oodepoicarue Axmugnocms CC . KmugHnocms Kpaxmana
L 06 - B. pendula var. carelica 15 . 06 |
40 - 04 - 10 + 04
20 - 02 | 5 - 02 |
0 . |_I—| ] 0 M 0 ﬂ_ﬂ 0
Vi Vil Vi Vil VI Vil VI VIl
Cooepicanue Axkmuenocmp Axkmugnocmo Cooeparcanue
o5 . Caxaposvt o . AnHne 3 o AnHne 15y _ caxaposvl
200 * 10 +
L 2 - 80
150 | 8
100 o
4t 1r 4
50 ¢ 5 L
0 ‘ | 0 ‘ ‘ 0 — 0
VI VIl \Vii Vil Vi VI Vi VIl

Pucynox 13. AKTHMBHOCTH CaxapO30CHHTa3bl M amOIUIACTHOW HWHBEPTa3bl (MKMOIb
pacraBIIeiicss caxapo3bl Ha T CBHIPOM TKaHM), COJAEPKaHHE caxapo3bl M Kpaxmana (MI/T) BO
¢dbnoome (cneBa) U B kcwiieme (cmpaBa) y 40-IeTHUX JepeBbeB Oepe3bl MOBHUCIONW B MEPUO
KaMOuaapbHOTO pocTa (MIOHB — UIoJb). [IpeacTaBiieHbl cpelHre 3HAYEHUS MSTH TOBTOPHOCTEH

" X CTAaHAAPTHBIC OIITMOKH.
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OObsicHEHHE NPUYMH BBIIBJICHHBIX OCOOEHHOCTEW METa0O0JIMYECKOIro CTaTyca TKaHEeH
CTBOJIa KapelbCKOM Oepe3bl BO3MOXKHO HCXOIs W3 JABYX cueHapueB: (1) moHMKEHHas
akuenrtupyromas akTuBHOCTh CC B KCWJIeMe yMEHbIAeT OTTOK caxapo3bl U3 (PJIOIMBI,
CIEJICTBUEM YE€ro CTAaHOBUTCA IMOBBIIIEHWE BO (UIOAME YpOBHS Jucaxapuja M,
COOTBETCTBEHHO, aKTUBHOCTU AnMHB; 1, Ha000pOoT (2) moBbIlIeHHAs aKTUBHOCTh ATIIHB BO
(G105Me YMEHBIIAET KOJMYECTBO Caxapo3bl, MOCTYyNAIOLIEH B KCWIEMY, YTO HPHUBOJIUT K
CHIKEHHUIO 371ech akTuBHOCTH CC.

B wurone morojgHbie YCIOBHS BBI3BAJM OCTAHOBKY JESTEIBHOCTH KaMmOus. B aThx
YCIIOBUSX 3alpOC Ha aCCUMMJIATBI CO CTOPOHBI KCHJIEMBl CHIIBHO ocilabeBaeT. B kcuieme
o0bruHOM Oepesbl B 27 pa3 cHusmiaach akTUBHOCTH CC (o 0.7 MKMOJb caxapo3sl / T' ChIpOi
TKaHM) W TPAKTUYECKU IOJHOCTHIO MCUe3sia aKTUBHOCTh AnMHB. Y kapenbckoi Oepesbl
akTBHOCTH CC cHU3MIIach B 3 pa3a (10 2.4 MKMOJIb caxapo3bl / T ChIPOH TKaHH), & aKTUBHOCTh
Anlus B 25 pa3 (10 0.1 MkMoub caxapo3ssl / T ceipoii TkaHH) (puc. 13).

Y oObryHOM Oepe3bl CHMJKEHHE 3alpoca Ha €axapo3y CO CTOpPOHBI KCHIJIEMbI
COIPOBOXKIIATIOCH 2-KPaTHBIM YBEIMYCHHEM akTHBHOCTH AmnMWHB Bo ¢iosme (puc. 13).
CxoncTBO myTell MeTaboNM3alii caxapo3bl B TKAHSIX CTBOJIa OOBIYHON Oepe3bl B MEPHO/I
TOPMOXKEHHsI KamMOuaabHOTO pocTa (WIONb) U KapelbCKoW Oepe3bl B MEepuoja aKTUBHBIX
POCTOBBIX MPOLIECCOB (MIOHB) CBUJIETENBCTBYET B MOJIb3Y MPEANOI0KEHUS O TOM, YTO BbICOKAs
akTuBHOCT, AnMHB Bo (iosMe Kapeibckoil Oepesbl SBISETCS CIEACTBHEM MOHM)KEHHON
aTTparupyronieil crrocoOOHOCTH KCUIIEMbI, BBI3BAHHOW HU3KOW akTUBHOCTHIO CC.

VY kapenbckoi Oepe3bl NMPU TOPMOXKEHUU KaMOHMAIbHON NEATENbHOCTH JIUHAMHKA
U3MEHEHHS aKTUBHOCTH (DepMEHTOB MeTaboJu3aluy caxapos3bl BO (uiodMme Oblla CXOJHA C
TaKOBOW y 00bI4HOM Oepesbl. AktuBHOCTH CC Bo3pocia 10 0.08 MKkMOJb caxapo3bl / T ChIPOi
TKaHH, a aKTUBHOCTh ANIMHB ocTaBajiach MOYTH TaKOM K€ BBICOKOM, KaK B MIOHE, M COCTaBHUJa
9.4 MmxMOTb caxaposbl / T ceipoit TKanHu (puc. 13).

C mpekpallleHHueM KJIETOYHBIX JeJICHUN B KaMOMalbHON 30HE MEHSETCS OCHOBHOM MYTh
YTUIIM3ALMs caXxapo3bl: MPEUMYIIECTBEHHOE €€ MCIOJIb30BaHHE Ha HOBOOOpPA30BaHME KIIETOK
CMEHSIETCSl TPaTOM B peakuusx 3amacHoro metabonusma. OIHUM W3 HauOosiee JTaOMIIBHBIX

crmoco0oB YAQJIICHUA U3JIMIIKA CaXapO3bl ABJIACTCA CUHTE3 KpaxMalia.
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Copepxanue Kpaxmajaa U B KCuieme, U BO (pjodMe OObIYHON Oepe3bl B HIOHE OBLIO
HU3KUM U He npeBbimano 0.1 mMr/r. BpeMeHHOe TOpMOKEHHE POCTOBBIX MPOIECCOB Y OOBITHOMN
Oepe3bl, COMPOBOXKIAIOIICECS CHIDKEHUEM B KCHIIEME MCIIOJIB30BAHMSI CaXapo3bl HA POCTOBBIC
IPOLECCHI, MPUBOINUIIO K HAKOIUIEHUIO Kpaxmana. OcoOeHHO 00bIIoe ero kounyectBo (~ 50
MI/T) CKaIIMBajaoCh BO (hJ103Me, UTO MO3BOJISET 3aKIIOUYUTD O MOSIBICHUH IHMIIIHEH» Caxapo3bl
BO (¢uiodMe B ITOT MEpHoJ. BpemMeHHOE HaKOIICHHE Kpaxmaljia B MapeHXWMHBIX KIIETKax
(d103MBI OOBIYHOHN Oepe3bl MOYKHO pacCMaTpHUBATh KaK OJWH M3 MEXaHH3MOB IOJJICPKAHUS
KOHIICHTPAIUU Caxapo3bl B MPOBOAIIMX MYTAX Ha ompeaeiacHHoM ypoBHe (Kypcanos, 1976;
KopoBun u ap., 2003, Hosumnkas, 2008). B mepuom TopMOoKeHHUS IEATEIHPHOCTH KaMOUs, 1O
CPaBHEHHIO C aKTHBHBIM KaMOHWAJIBHBIM POCTOM, Y OOBIYHON Oepe3bl COACpKAaHUE Caxapo3bl,
KaK B KCHJIEME, TaK U BO (hJI09ME IMPAKTUICCKU HE M3MEHUIOCH (puc. 13).

VY kapenbckoit Oepe3sl B HIojie, B Tepuoj cHkeHusi aktuBHocth CC B Kemieme,
HaKOIUIEHHE KpaxMasa Bo (jio3aMe MPOUCXOIUIIO B 5 pa3 ciabee, yeM y 0ObIUHON Oepessl, a B
KCHJIEME ero cojepskanue cHu3miaoch ¢ 0.4 mr/r (utonb) 10 0.1 Mr/v (uiob). Y KapenbCKou
Oepe3bl TOPMOXKCHHE KaMOWAIbHOW aKTUBHOCTH B HIOJE COMPOBOXKIAIOCH 2-X KpPaTHBIM
YBEIIMYCHUE COJICPIKAHUS caxapo3bl, KaK B TKAHAX ()JIO3MBI, TaK U KCuiieMsl (puc. 13).

CymectByeT OHMONOTHYECKHI Tpeaen HaKOIJICHUS caxapo3bl B  3amacarolieM
MPOCTPAHCTBE KJICTOK, MPEBBIIICHUE KOTOPOTO BEJET K MPEOOPa30BaHUIO CaXxapo3bl B TC HIIN
WHBIC 3allacHbIe COeqUHEHUs. Ha KOpHSX caxapHOW CBEKJIBI OBLJIO MOKA3aHO, YTO B MEPHOJ
WHTEHCUBHOTO  CaxXapOHAKOIUICHWS CHHTE3 KpaxMmaja TMpeKpamajics W HadYWHAJIOCh
oOpa3zoBanue Oojee HSHEProeMKHUX BellecTB, B uacTHoctd, JmnuaoB (Kypcanos, 1976).
Pe3ynbTaThl MCCIEIOBaHUNA CBUICTCIBCTBYIOT O TOM, YTO B OTJIMYUE OT OOBIYHOW Oepesbl, B
MApPCHXUMHBIX KIETKaxX MPOBOASIICH (JI0IMBI KapelbCKoW Oepe3bl B IMEPUOJ AKTHUBHOTO
KaMOWaJIBHOTO POCTA TAKKE HAKAIUIMBAIOTCS 3HAYUTEIBHBIC KOJIMUYECTBA JIMIUIOB U (DEHOJIOB
— tanuHoB (Hosumkas, 2008; Novitskaya, Kushnir, 2006). Bo3moxHO, 4YTO MEHBIIICE
HAKOIUICHHE KpaxMalia y KapelbCcKoi Oepesbl BO (h109Me B HIOJIE CBSA3aHO C HEOOXOIMMOCTHIO
YTUIU3AIUH OOJIBIIIETO KOJTHYECTBA caxapo3bl, KOTOpasi B TAaHHOM CiTydae nepepadaThiBacTcs B

JIUIIMIHBIC COCIMHCHUS.
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VY 00blyHON Oepe3bl BO (iodMe, B OTIMYHME OT KCHUJIEMBI, YBEJIMUYEHHUE COJACPKAHUS
Kpaxmaja conpoBoXxaanoch yBennueHueMm akTuBHOCTH CC (puc. 13). Yuactue CC B peakiusix
CHHTE3a Kpaxmalia ObIJIO YCTAaHOBJIEHO HA MPUMEPE UCCIIEI0BAHNUS KOPHEIUIOIHBIX PACTEHUM, Y
HUX HavWMEHbIIMH YpPOBEHb KpaxMmaja HaOJI0Jajics B 3alacarolllMX OpraHax C MEHbIIEH
aktuBHoCcThI0O CC (Koch, 2002). CC B KiIeTKe MOKET HAXOAMThCI B CBOOOJHOM HIIH
CBA3aHHOM COCTOSIHUM, IIPU 3TOM CYOKJIETOYHas JIOKaau3auus (pepMeHTa BIUSET HA TO, KaK
yIJIEpOI pacipenensercs Mex 1y koukypupyomumu mytsmu (Koch, 2004; Winter et al., 1997;
Komina et al., 2002; Ruan et al., 2003; Hardin et al., 2004; Duncan, Huber, 2007; Winter,
Huber 2013). Mem6panocBsizanHass CC MOXeT OBITh acCOIMUPOBAHA KaK C IIa3MaTHYCCKOM
MEMOpPaHOH KJIETKH, TaK U MEMOpaHaMU PA3JIMYHBIX €€ KOMIIAPTMEHTOB (ammnapara ['oiabmaxu,
ammiioriactoB, Bakyodeit) (Koch, 2004). Ilpoayktel pacmemieaus caxapo3sl CC,
ACCOLIMMPOBAHHON C KJIETOYHOM CTEHKOM U ammapaToM [ oJbku, pacXoayloTcss Ha OMOCUHTE3
ISJITFOJIO3bI M KaJI03bl, CBS3aHHBIC ¢ MEMOpaHO# aMHITOIIacTa — Ha cuHTe3 kpaxmaia (Koch,
2004). MoxHO TPEIOI0KHUTh, 4TO BO (uioaMe mpeodiagaet csazbiBanrne CC ¢ MemOpaHOit
aMUJIOILIACTOB.

VY kapenbckoit 6epesbl aktuBHOCTh CC KOppenupoBalia ¢ CojepKaHUEM Kpaxmala, He
TOJILKO BO (hjIodMe, Kak y oOblyHOM Oepesbl, HO W B kcuieme (puc. 13). Ilpuumnoit
Ha0JII0/1aeMbIX OTJIIMYMNA MOXET ObITh Mpeoliaanne y KapeabCKoil Oepes3bl B KCUIeMe APYrux
m3opopm CC. VY OonpIIMHCTBA paCTEHUW NPUCYTCTBYeT Heckoiabko wu3zodopm CC,
KOAUPYEMBIX MYJIbTHTEHHBIM CEMEHCTBOM U OTIMYAIONIUXCS IO CBOMM OHOJOTUYECKUM
GyHKIUSIM M KUHETUYECKMM  XapakTepucTHKaM. ['€Hbl caxapo30CHHTa3HOro  psijia
pa3INYaloOTCs MO0 HYKJICOTUIHOW MOCIeI0BaTEIbHOCTH U npodumisim skcrpeccun (Ruan et al.,
2003; Kladnik et al., 2005; Barratt et al., 2009; Zhang et al., 2011). U3yuenue akruBHOCTH CC
U YPOBHS SKCIPECCHU KOAMPYIOIIMX €€ TeHOB B KaMOHManbHOW 30HE ABYX (opm Oepess
NOBHCIION TIOKa3ajlo, YTO OCHOBHYIO pOJIb B MOAJEpKaHUM BbICOKOH akTuBHOCTH CC Yy
OoObIYHOM Oepe3bl UIpaeT BBICOKAs JKCIpeccusi reHa SUSl, B TOo Bpemsl Kak y KapelibCKOU
Oepe3bl 3aMETHOE y4acTHEe B 3TOM MPUHUMAIU Takke reHbl SUs2 u Sus3 (Mormenckas, 2017).
Jns rena SUS3 mokKa3zaH IIMPOKUIM JMAna3oH S3KCIPECCHHM BO BCEX OpraHax M TKaHAX

JIPEBECHBIX PACTEHUI, U3 4YEero CcIJeAyeT, 4YTO OH OTHOCUTCS K TpyIIE T'€HOB OOIIero



96

MeTabonmu3Ma. SUS3 TIPAaKTHYECKU HE DKCIPECCUPYETCS B (DOPMHUPYIOMIMXCS KIETKaX KCHIEMBI
(Geisler-Lee et al., 2006), nanbosiee BHICOKHE 3HAUYEHUS €r0 IKCIPECCHH OOHAPYKHUBAIOTCS B

napeHXMMHBIX KiIeTKax jiydeit (Zhang et al., 2011).

Takum 006pa3om, y oObIYHOM Oepe3bl B MEPHO]I aKTUBHOTO KaMOUaJIbHOTO POCTa UMEET
MECTO MHTEHCUBHBII OTTOK caxapo3bl U3 (hJI03MBI B KCHIIEMY, IJie OHA METaOOIU3UpPyeTCs 0
Caxapo30CHUHTA3HOMY IYTH U PacXoJyeTcsi Ha (OPMUPOBAHHE CTPYKTYPHBIX 3JIEMEHTOB
npesecubl. CHkeHne akTuBHOCTH CC B KcuiieMe pacTeHuiM OOBIYHOM Oepesbl, BHI3BAaHHOE
MOTOIHBIMU YCJIOBHSIMU B HIOJI€, COIPOBOKJIATIOCH YBEIIMUYEHUEM METa0OIM3aIMN caxapo3bl
BO (h7103Me 110 anoriacTHoMy yTH. Bo3pactanue aktuBHOCTH AnMIHB MOKHO paccMaTpHUBaTh,
KaK KOMIIEHCATOPHBIM MEXaHW3M, HAINPABJICHHBIA Ha YCTPAaHEHHE H30BITOYHOTO COACpPIKAHUS
caxapo3bpl BO  (iosme, ANA  MOJJAEpPKAHUS  JOHOPHO-aKLENTOPHBIX  OTHOLICHUH.
JleficTBUTENBHO, COJIEpIKaHNUe caxapo3bl B TKAHAX CTBOJIa OOBIYHOM Oepesbl, a, CleA0BaTEIRHO,
U TpagueHT ee Mexay (roomMoil M KcuiaeMoll He wu3MeHWwIuch. [lonydeHHble HaHHBIE
CBUJIETEIILCTBYIOT B IOJIb3Yy MPEANOJIOKEHHS O TOM, YTO BBICOKasl aKTUBHOCTh ANMHB BO
dbnosme Kapenbckoil Oepe3bl B MEpPHOJ KaMOMAJIbHOTO pPOCTa SIBISETCS CIIEACTBUEM

NOHMKEHHOM aTTparupyromieil cnocoOHOCTH KCUIIEMbI, BBI3BAHHOM HU3KOW akTUBHOCTHIO CC.
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3.3. JloHOpHO-aKIeNTOPHbIE OTHOIIEHHsI B cHCTeMe ''JIMCT-cTe0eJb-KOpeHb' B
nepuoj KaMOMaJIbLHOIO POCTa y pacTeHMid Oepe3bl NMOBHUCJIO0H NPH AJbTEPHATHBHBIX
CLHEHAPUAX KCUJIOTeHe3a

OObekTamMu UCCIe0BaHusl ObUTH 6-JIETHUE JIEPEBbsi OOBIYHON Oepe3bl U KapelibCKOM
Oepe3bl C NPOSBUBIIMMHCS TNpPU3HAKAMU CTPYKTYPHBIX aHOMalui TKaHell crBoja. Bcee
pacTeHusl MpOu3pacTali B  OAMHAKOBBIX IMOYBEHHO-KIMMATUYECKHX  YCIOBHSX Ha
Arpo6uonornyeckoit cranuuu Kapenbckoro HayyHoro mneHrpa PAH. OtGop pacTUTENbHBIX
00pa3IoB MPOBOJIWIH B MEPUOJ aKTUBHOTO KaMOuanpHOTO pocta (3 - 4 mrons 2012 roxa). Ha
aHaJu3 OTOMpANIM JIMCThs YAJMHEHHBIX (aykcuOmacToB, AY) U yKOpoueHHBIX (OpaxubaacTos,
bP) nobGeros, Menkue cocylire KOpHU, TKaHU cTBoJIa ((priosMa u kcuiiema). B TkaHu KCUiIeMbl
BXOJWIHN U depeHITUPYIONUECcs KIETKH KCHJIEMbl W HApPY>KHBIE CJIOU MPUPOCTA KCUIEMBI
TeKymiero roga. B Tkanu ¢mosmbl Bxoauau kaMOuanbHasi 30Ha, MpoBoAsIIas (Gpiro3ma u cambie
BHYTPEHHHUE CJIOU HENMPOBOIsAIIeH GiioamMbl. MUKpOCKOIIMYECKHE HCCIIEOBAHMS TOKAa3aIH, YTO
JUISL BCEX UCCIIElyeMBIX paCTeHUI ObLI XapaKTEepeH aKTUBHBINA KaMOMAIbHBIN POCT, T.€. B 3TOT
MEepPUOJ] OCHOBHBIM aKIENTOPOM ACCUMWISTOB SBISUIMCh KaMmOuajabHas 30Ha CTBOJA U
mubdepeHupytomasca kcuiema. PacrmpeneneHue caxapoB, Kpaxmajga W aKTUBHOCTH
dbepMeHTOB MeTaboNM3alli caxapo3bl B OpraHax M TKaHAX paccMaTpuUBald C MO3ULIUU
JIOHOPHO-AKILIETITOPHBIX OTHOLLIEHUH.

B mepuwon axkTuBHOTO pocTa (OTOCHHTE3WPYIOIINE JHCThS SBISIOTCS OCHOBHBIM
JIOHOPOM aCCUMWJISITOB B pacTeHuU. Y Oepesbl popMUpyeTcs JBa OCHOBHBIX THIA MOOEroB:
ymiuHeHHble — AY u ykopouenHsle — BP. Poct AY mnpoponxaercs B TE€YEHUE BCErO
BEreTAIllMOHHOTO TMEpPHOJia: BECHOM Ha HUX Pa3BUBAIOTCA TaK Ha3bIBa€MbI€ JIUCThS MEPBOIO
MOKOJICHHS, TIOCJ€ Yero Mo Mepe YAJUHEeHHs MolOera Ha HEM MOSBISIOTCS MOCIENyIoIINe
JIMCTOYKY — JIUCThsI BToporo mokoienus. OnbiThl T. Ko3nosckoro u J1. Kinaysena (Kozlowski,
Clausen, 1966) moka3amu, uto AY OOJBIIYI0 YacTh BETE€TAIMOHHOTO TepHojaa paboTaloT Ha
oOecrieyeHre COOCTBEHHOIO POCTAa M PA3BUTUSA M JUIIb B KOHIIE BEreTaldud CTaHOBATCA
UCTOYHHKOM aCCHMMJISITOB, OTKJIQJbIBaeMBIX B 3amac. B oramume ot AY, Ha bP
pa3BepThIBaHHE JINCTHEB MIPOUCXOAUT OUYEHb OBICTPO: MOCIIE pa3Bep3aHusl MOUEK Ha HUX CPas3y

dbopmupyetcsa po3eTka nuctheB. Ha 3ToM mpouecc aucToodpa3oBaHus MpeKpaaeTcs, nocie
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yero bBP cTaHOBATCA HMCTOYHMKOM aCCUMWISATOB JJsi  OOECHEeYeHHs BTOPUYHOTO
(kambuanbpHOTO) pocta BeTBei u cTBoia (Hukomaesa, 2004; Hukonaesa, Houiikas, 2007).

OaHuM U3 BaXXHBIX TTOKa3zaTeseil (POTOCHHTETUUECKOW aKTUBHOCTHU JIUCTOBOIO arapaTa
ABIIAETCA  COJAEp)KaHWE  (POTOCMHTETHMUECKMX NHUrMeHToB. CymMmapHOe  cojaepaHue
xJiopoduiia B JTUCThAX yKOopodeHHBIX MobOeroB (bP) oObruHO# Oepe3sl HE OTIWYAIOCh OT
TaKOBOTO Yy KapeabCKOM Oepe3bl U COCTaBMWIO ~ 2.2 MI/T. B TUCTBSIX yAJIMHEHHBIX MOOEroB
(AY) y xapenbckoit 6epesbl KonnuecTBo xjiopoduiia (2.9 Mr/r) 6e110 B 1.2 pa3a Bhllie, YeM B
JHUCThAX 00BIYHOM Oepe3sl (2.5 Mr/T) (puc. 14).

B xnopomnactax ocHOBHast Macca xjopodusuia BxoauT B coctaB CCK, BeImoIHSIONMIETO
pOJIb aHTEHHBI W TEpPENAaloOUIero SHEPTUI0 K peakiuoHHOMY LeHTpy ¢orocuctem | mmm II.
N3menenne pazmepa CCK ompenenser ¢popMupoBaHHE YCTOWYUMBOCTH (POTOCMHTETHUYECKOIO
anmapata pactenuid (IpimoBa m mp., 2010). Jlonms xmopodwmio, mpunamiexamux CCK,
coctaBisyia B TUCThAX BP 43% u 48% y 0oObIYHON M KapenbCKOoW Oepe3bl COOTBETCTBEHHO.
JlocTOBEpHBIX OTIAMYMA MEXIy IByMsi (opmamu Oepe3bl BBISBICHO He Obuto. B JHCTBIX
YIJUHEHHBIX 100eroB cojepkanue nurmeHToB B CCK y 00bryHON Oepesbl Obutio 48%, B TO
BpEMS KaK y KapeiabCKOM Oepe3bl ATOT mokasarenb Obul B 1.5 paza 6ombiie u nocturan 72 %.
Bonbiiee copepkaHue NUTMEHTOB B JHUCThAX AY KapenbCkod Oepe3bl ObLIO 32 CUeT
xjopoduiia 6, 0 4eM CBHJETEIBCTBYET B 2 pa3a 0oJjiee BBICOKOE y HEE, MO CPaBHEHHUIO C

00BIYHOM Oepe3oid, 3HaUeHHE OTHOIIEHU XJ1 a/ X 6 (puc. 14).

Jucmoba aykcubnacmos Jucmoba opaxubnacmos
4 90 - 3 r 60 @ var. pendula
3t T I O var.carelica
| 60 2 +
2 30 -
1 L 30 B 1 B
0 0 0 0 \
XJ1 CCK XJI CCK

Pucynox 14. Conepsxanue xjaopoduia (X1, MI/T ChIpOi TKaHH) U pa3Mep CBETOCOOMPAIOIIETO
kommuiekca (CCK, %) B nucThsix aykcuOnactoB M OpaxuOiacToB pacTeHUU OObIYHOM (Var.
pendula) u xapensckoit (var. carelica) Oepessl. IIpeacraBiacHbl cpeHHE 3HAYEHHUS IIECTH

HOBTOpHOCTGfI " X CTaHOAPTHBIC OIITNOKH.
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doToaccUMHUIIATHI, OOpasyroluecs B JUCThAX AY, HUCHONB3YIOTCS B XOJE€ pocTa
anMKadbHBIX MEpPUCTEM TMOOEroB M CIOCOOCTBYIOT YBEJIWYEHHUIO JIMHEWHBIX MapamMeTpoB
KpoHbl. Bospactanue QOTOCHHTETHYECKOW aKTUBHOCTU EOMHHIBI IUIOMAAN JIUCTHEB
MPOUCXOJUT, KaK MPABWIO, NMPHU YBEIUYEHUH 3alpoca CO CTOPOHBI AKIENTOPOB, KOTOPHIM
OPUHAJICKUT BeAyllas pojb B (PYHKIMOHUPOBAHUHM JOHOPHO-AaKIENTOPHOW CHUCTEMBI
pacTeHus. YBEJIMYECHHE aTTParupyromeid CroCOOHOCTH aKIENTOPOB MOKET MPUBOJUTH K
YBEJIMUEHHUIO JIUCTOBOW MOBEPXHOCTH (UYepe3 yBEIMYEHUE TUIOLIAJAN JTUCTOBOW MOBEPXHOCTH
WM 3aJI0KEHUE HOBBIX JIMCTHEB) YTO COMPOBOXKIACTCS YCUJIEHHEM CYMMapHOTO OTTOKa
ACCUMIIATOB U3 QYHKIIMOHUPYIONIHX JTUCTheB (MokpoHocoB, 1983; PonbxiHa, MOKPOHOCOB,
1994). YcTaHOBJIEHO, YTO Yy KapelbCKOW Oepe3bl KOJMYECTBO JHMCTheB Ha AY, a Takxke
IUIOIIA b WX JIMCTOBBIX IUIACTUHOK, MPEBOCXOMAT TaKOBbIe y 0ObIuHOM Oepe3bl (Hukomacma,
2004; Huxonaea, Hopwuiikas, 2007). [IpumeHuTeabHO K AY KOMIDIEKC UMEIOIIUXCS JTaHHBIX
MO3BOJISICT 3aKIIFOUUTh, YTO AlTMKAIBHBIE MEPUCTEMBI TIOOETa KapeabCKOM Oepe3bl, MO-BUANMOMY,
o0aaroT OOJNBIIeH aTTParkpyroIIeil CUIION, 10 CPaBHEHUIO C AHAIOTWYHBIMH MEpPUCTEMaMH
0OBIYHOM Oepe3bl MOBUCIION.

B mepuon akTMBHOTO pocTa caxapo30CHHTa3Hasi aKTUBHOCTh B JIUCTE CMeEIEHA B
CTOpPOHY CHHTE3a Caxapo3bl, KOTOpas TMoCTymaeT BO (J0odMy U TI0 HEM OTTEKAaeT K
aktenTopubiM TKausaMm (Chikov, Bakirova, 2004; Zhang et al., 2014). Ytuiu3anus caxapo3sl
110 MHBEPTA3HOMY MYTHU B JTUCTE MPUBOIUT K 00pa30BaHUIO TIIFOKO3bI U GPYKTO3bI, KOTOPHIEC HE
MOTYT 3arpy’kaThCs BO (pJ10dMy, U pacXoayroTcs B MeTaboau3Me KieTok ymcta (Zhang et al.,
2014). V nByx ¢opm Oepesbl aktBHOCTE CC B nucthsix AY u BP npeoGnanana Han
akTUBHOCTHI0O AnMHB (puc. 15), U3 yero MOXHO 3aKJIFOUUTh, YTO OTTOK Caxapo3bl U3 JIUCTHEB
noOeroB K akIENTOPHBIM TKaHSAM ObUI OYEHb BBICOKMUM M 3HAYUTENHHO TPEBBIIIAI
WCIIOJIb30BaHKE JIUCaxXapu/a B JUCTE.

B nepuon akTMBHOTO KaMOMAJIBHOTO pOCTa y OOBIYHOM Oepe3bl CoiepKaHue caxapo3bl B
mucThsax AY u BP He oTiruanock Mexay coboi u coctaBmiio ~ 21 mMr/r. Y kapenbckoid 6epe3sl
B JIUCTHAX KOJUYECTBO Caxapo3bl ObUIO HUXKE, IO CPaBHEHUIO ¢ OOBIYHON Oepe3oit, B 4 u 2.7
paza B AY u BP coorBerctBenHo (puc. 15). M3BecTHO, 4TO BBICOKAsi MHTEHCUBHOCTH
dboTocuHTE3a TUCTa 00ECTICYNBACTCS HE TOJIBKO MOCPEACTBOM OTTOKA MPOIYKTOB (POTOCHHTE3a

K aKOCIITOpHBIM OpraHaM, HO M 3a CUCT IICPCBO/a M30BITKA MEPBUYHLBIX METa0O0IUTOB
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¢dorocuHTe3a B 3anacHyo Gopmy — kpaxman (Kmumos u np., 1990;Ponbxnna, MOKpOHOCOB,

1994).
[T - var. pendula [ - var. carelica

Cooepcanue  Cooepricanue  Axmuenocmo Axmuenocmo

Cooepoicanue caxapo3vl seKcos T Anne cC
40 - 9 - 60 120 -
—|< ‘I‘ 60 - 40 + 80 k- —I—
Jaucmoa ¢ 20 + I
b aykcubnacmos 30 20 40 ‘X_‘
(VI ot = ot ot
40 90 _I_ 60 120 -
—I‘ JUCMbA C 60 420 - 80 | —I_
opaxuobnacmos 20
T 30 | 20 + 40 F
0 - 0 - 0 - o L
Pnoama 40 10 100 1
——
20 51 50 ﬂj 0.5
—
0 0 0 0
100 15 15 15
1, Kcunema ) 10 ’
50
T 0.5 5 5
0 0 0 0
Kopens 10 4 10 3
2
S 2 5
1
: : . 0 0 0 0
0 50 100 150

Pucynok 15. Cogepxanue caxapo3bl, FeKco3 ¥ Kpaxmaina (MI/T) 1 aKTUBHOCTb aloIJIacCTHOU
unBepta3d (AnMHB) u caxaposzocunta3 (CC) (MKMOIb caxapo3bl Ha T TKaHU) B OpraHax H
TKaHAX O-JIeTHUX pacTteHuii oObruHoi (var. pendula) m xapenbckoii (var. carelica) Gepessr.

Hpe,[[CTaBJICHBI CpeaHNC 3HAUYCHHUA ICCTH HOBTOpHOCTeﬁ " UX CTaHOAPTHBIC OIITMOKH.

B mepuox xamOuanbHOro pocTa y MCCIEAyeMbIX pacTeHH HauOojblliee coJepiKaHue
3alacHOro TMojrcaxapuja Kpaxmaina Habmoaanock B 1McTbax bP (61 u 74 mr/r y oOb14HOM 1

KapelnbCKOM Oepe3bl COOTBETCTBEHHO). Y KapelbCKOM Oepe3bl HaKOIUICHHE Kpaxmana
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Ha0JII0/1aJI0Ch Takke B JUCThAX AY (47 Mr/r), y oObluHOM Oepe3bl ero cojiepkaHue B AY
coctaBuio 11 mr/r (puc. 15). Hakomnenue kpaxmaina B JuUCThIX AY u BP y kapenbckoit
Oepesbl, BEPOSITHO, OBLIIO TPUYUHON MEHBIIIETO KOJIMYECTBA B HUX CaXapo3bl, IO CPABHEHHIO C
0OBbIYHOM Oepe3oit.

CBsi3b MEXIy OHOpAMHU U aKIENTOpaMU OCYHIECTBIISIETCS TOCPEACTBOM (PIIOAMHOTO
Tpa"cnopTta. Cuia 3ampoca Ha aCCUMUJISATBHI ONPEAENSIETCS WHTEHCUBHOCTBIO Ppa3rpy3Ku
CUTOBHJIHBIX JJIEMEHTOB B aKIIENTOPHBIX TKAHSX, TO €CTh TECHO CBSI3aHA CO CKOPOCTHIO
YTWIM3alUH TIOCTYHAoMIEeH 1mo ¢uioame caxapossl (Porbxinaa, MokpoHocos, 1994). B nepuon
aKTUBHOTO KaMOHMaJIbHOTO POCTa KCHJIEMa — OCHOBHOM aKIIENTOp MPUTEKAIOIIEed U3 JIMCTHEB
caxapo3bl (AHTOHOBa, 1999). ¥V 00bIuHON Oepe3bl CoAepKaHWE caxapo3bl B KCHUJIEME OBLIO
MeHblIe, 4yeM BO (uosme (puc. 15). Bolcokuil rpaaveHT caxapo3bl MEXAYy KCHIEMOW H
¢nosmoit (113.6 mMr/r — 36.3 mr/r = 77 MI/T) CBUIETENbCTBYET B IOJIb3y AKTUBHOIO
MCIIOJIb30BAHUS TUcaxapuja Ha pOPMUPOBAHUE CTPYKTYPHBIX JIEMEHTOB IPEBECUHBI.

Pa3BuTtne kcumiembl, OCOOCHHO CTaJus OTJIOXKEHHUS BTOPUYHON KJIETOYHOW CTECHKH,
TpeOyeT OONBIIMX CYOCTpaTHBIX M 3HepreTudeckux 3arpar (AHToHOBa, 1999). OCHOBHYIO
poOJb B MeTaboIM3aIMu caxapo3bl B KcuiieMe o0bruHOM O6epesbl urpaer CC: ee akTUBHOCTH B 9
pa3 Bbime aktuBHOCTH AnMuB (puc. 15). VYd-rmioko3a, oOpasyromascs B XoJe
Caxapo30CHHTA3HOTO PACIIEIJICHUSI caxapo3bl, CIYKUT cyOcTparoM naisi cunreza B-(1—4)-
TIIIOKaHOBBIX 1ienei memtrono3sl (Amor et al., 1995; Coleman et al., 2009; Ruan 2014).

dopMHUpOBaHKE aHOMAJIBLHON Y30p4YaTOM IPEBECHUHBI KapeIbCKON Oepe3bl MPOUCXOAUT
Ha (oHe cpaBHUTENbHO HM3KOHM akTuBHOCTH CC B kcmieme (puc. 15), 9To compoBoxmaeTcs
CHI)KEHHEM COJIep KaHMs LIEJUTIONIO3bl. TakK, CoJlep)KaHHue IEJUTI0N03bl B KCUJIEMe OOBIYHOU
oepesbl (41 %) mpeBwIano TakoBoe y Kapenbckoil Oepessl (38 %). Ilpu 3TOM akTUBHOCTH
AnWHB 31eck Obl1a ~ B 2 pasa BblllIe, 110 cpaBHEHUIO ¢ akTUBHOCTHI0O CC, 1 ~ B 12 pa3 Bhille,
4yeM y oObI4HO# Oepessl (puc. 15).

Coneprxkanue caxapo3bl B KCHJIEME KapelIbCKOM Oepe3bl TOCTOBEPHO HE OTIMYAIOCH OT
TAKOBOT'O Y 0OBIYHOW Oepe3bl, HO TPAJUEeHT caxapo3bl Mexay (JI0AMON U KCUIIEMOM COCTaBUII
Bcero 0.8 mr/r (49 mr/r — 48.2 mr/r = 0.8 mr/r) (puc. 15). B kcuneme y3op4aThiX pacTeHUil Ha
dboHe CHUXKEHUS COJIep>KaHUs LIEJUTIOJIO3bI BO3pACTaeT KONIMYECTBO kpaxMmania (puc. 15). Eciu
OMOCUHTE3 IEIJUTFOJIO3b COMPOBOXKIAETCS HEOOPATUMBIM BBIBEACHHEM CaxapoB W3 OOMeHa

BCIICCTB, TO HAKOIUICHHUEC Kpaxmajla — 3TO BPECMCHHOC BBLIBCIACHUC M30BITKA caxapoB. qepeg
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OMOCHHTE3/Ierpaaliiio Kpaxmajia peryimpyercs caxapo3ubiii craryc kietku (Rolland et al.,
2006; Nguyen et al., 2016). B kieTKe MOCTOSHHO MPOMCXOIUT pa3pylleHHe/CHHTE3 Kpaxmala
U caxapo3bl [0 TeKCO3, KOTOpble TPAHCHOPTUPYIOTCS BHYTPH KOMMIAPTMEHTOB KIETKH.
TpaHcOpTEpHI TIIOKO3BI, Caxapo3bl M JAPYIHX CaxapoB, PaCIOIOKCHHBIE HA MeMOpaHe
aMWJIOILIACTOB, TOHOILJIACTE, I1a3MaTUYECKOM MeMOpaHe, o0ecreynBaroT
MOCTYIUICHUE/M3BJICYCHUE CaXapoB B ITUTO30Jb U M3 HETO, YTO JENACT MX YaCThIO CUCTEMBI,
PEryIUPYIONICH MOCTOSHHYIO KOHIIEHTpamuio rmoko3sl B nurto3oie (Nigele et al., 2010;
Slewinski, 2011). Pa6oroit 3TOro mMexaHu3Ma Peryyisiiuyd MeTabojM3Ma caxapoB, OUEBHUIHO,
MOKHO OOBSCHUTH CPaBHUTEIBHO HEOOJNbIIME pa3iNuus B COJEPKAaHHHM TEeKCO3 B TKaHSIX
MEKIY OOBIYHOM M Kapenbckod Oepe3od (puc. 15). Ilo HamieMy MHEHHIO KOMIUIEKC
MIPUBEICHHBIX BBINIE JAHHBIX CBUACTEILCTBYET O TOM, YTO NMPHU (HOPMHPOBAHUHU y30pUaTON
JPEBECHHBl KapelibcKoil Oepe3bl HMMEET MECTO CMEHAa MPHOPUTETHOTO HaIpaBJICHUS
YTHJIM3AIMKA CaXapoB B KIETKAaX KCHJIEMbl. B JaHHOM cllydae MpoOIECChl, CBS3aHHBIC C
CHUHTE30M/paclajioM caxapo3bl W Kpaxmaja, HauYMHAIT TpeodsiafaTh HaJ CHUHTE30M
CTPYKTYPHBIX KOMITIOHCHTOB BTOPWYHBIX KIETOYHBIX CTCHOK. Takas HampaBiICHHOCTb
MeTabonr3Ma XapakTepHa JUisl KJIETOK, COXPaHSIONIIUX KUBOM MpoTtoruiact. B naHHo# cBsi3u
CIIeyeT OTMETHTh, YTO B AHOMAJIBHBIX YYaCTKaX JPEBECHUHBI KapEIbCKOW Oepe3bl BMECTO
BOJIOKOH U COCYJOB HaOmrogaeTcs axTuBHas audQepeHIMpoBKka KIETOK 3amacarolieit
MapPEHXUMBI.

OcHoBHast poisib ()JIOAMBI 3aKJTFOYACTCS B TPOBEJICHUU ACCUMHIJISATOB K MECTaM UX
noTpebaeHus. Y oObIUHON Oepe3bl cojepKaHue caxapo3bl BO (jiodMe ObLIO MaKCUMAaJIbHBIM,
10 CPaBHCHHIO C JIPYTUMHU OpraHaMU W TKaHSAMH, YTO XOPOIIO COTJIACyeTCs C €€ TJIABHOU
dbyHkIuen. Y Kapenbckoil 6epe3bl KOTUYECTBO caxapo3bl BO (prioame ObLIO COM3ZMEPUMO C
TakoBbIM B Kcwieme. AKTUBHOCTH AnNMHB Bo (rosme kapenbckoil Oepe3nl Oblia caMoi
BBICOKOW, TI0O CPaBHEHHUIO C JPYTMMH OpPTaHaMH W TKaHSIMH, W TPEBOCXOJMJIA TAKOBYIO Y
oObryHOM Oepe3sl B 2 pasa (puc. 3). M3BecTHO, 4TO B CHUTOBUAHBIX TPyOKax HWHBEpTa3a
orcyrctByer (Kypcanos, 1976), mOSTOMY BBISBICHHYIO aKTHBHOCTh HHBEPTa3bl ClIEIyeT
OTHOCUTh K TMAapeHXUMHBIM KJIeTKaM. BpIicokas akTUBHOCTh AmNMHB CBHUIETENHCTBYET O
BBIXOZIC OOJIBIIIOIO KOJIMYECTBA Caxapo3bl B amoILIaCT, YTO OOBIYHO HMMEET MECTO TpH
NOSIBJICHNH W30BbITKA caxapo3bl B KieTke. Kak ykas3plBaloch paHee, BaKHBIM MEXaHU3MOM

YTUIIM3ALMKM caxapo3bl SBJSETCS CUHTE3 Kpaxmaja. Y KapeiabCKoM Oepesbl, M0 CPaBHEHUIO C
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00bIYHOM Oepe3oii, Bo (odMe cojiepkaHue Kpaxmaia ObUIo B 5 pa3 Oonbiie (puc. 2), 4To
corjacyetcsi ¢ Oompiel (B 1.6 pa3) y Hee akTuBHOCTBIO BO ¢uioame CC (puc. 3), koTopas
NpUHAMACT aKTHBHOE y4actue B cuHTe3e kpaxmaina (Winter, Huber, 2000; Baroja-Fernandez
et al., 2003; Kladnik et al., 2005; Patrick et al., 2013 u ap.).

HuTeHcuBHOE paclierieHne caxapo3bl B anoIulacTe U €€ BhIBEICHUE U3 0OMEHa yepe3
CHUHTE3 KpaxMaja JIOJDKHBI MPUBOJUTh K YMEHBIICHUIO KOHIEHTPALMU AMcaxapuja B TKaHHU.
JIefiCTBUTENBHO, Y KapenbCKoil Oepe3bl KOJIWYECTBO caxapo3bl BO (uoame Obuio B 2.3 pasa
MEHBIIIE, [0 CPaBHEHHIO C OObIYHOW Oepe3oil (puc. 2). Kak m B kcuneme, Bo (iaosme
KapenbCcKo Oepe3bl MHTEHCHBHAs YTHIM3ALMS Caxapo3bl KOppeaupoBaja C TMOBBIIICHHON
napeHxumaTtuzamueil Tkanu. opmMupoBaHue KIETOK MAPEHXUMBI B 3TOM CIIy4ae MPOUCXOIUT
KaKk B pe3ynbrate AuG(EepeHIMpPOBKU TMPOU3BOJHBIX KaMmOMs, TaK M 3a CYET AaKTHUBHBIX
MOBTOPHBIX JIETICHUH paHee cPOPMUPOBAHHBIX MAPEHXUMHBIX KJIETOK. 3 cka3aHHOTO MOXXHO
3aKJII0YHUTh, YTO YTHJIM3AIMSA B TKAHU OOJBIIOro M30BITKA caxapo3bl BO3MOKHA B PE3YNbTATE
W3MEHEHHUS OCHOBHOT'O HAallpaBJICHHs €€ MeTaboJIu3allii: BMECTO MPEUMYIIECTBEHHOTO
UCIIOJIb30BAHMS JIMCaxapH/ia Ha CUHTE3 KOMIIOHEHTOB KIIETOYHBIX CTEHOK C MOCJIEAYIOLIUM
OTMHUpAHUEM TIPOTOIUIACTAa HAOIIOJACTCS CHHTE3 3alacHBbIX IMHUTATEIbHBIX BEIIECTB, YTO
COMNPOBOXKIAETCA (POPMHUPOBAHHEM 3amacaromieid TKaHu — mnapeHXxuMbl. CleacTBUeM Takou
nepecTpoiku  Metradonu3ma SIBISIETCS  COXpaHEHHWE U, BEpPOATHO, JaXe YCHIICHUE
aTTparupyromen Cuibl TKaHed cTBojia. llocnenHee MOMKHO HaXOIWTh OTPAXKEHUE B
CTPYKTYPHO-(YHKIMOHAIBHBIX OCOOEHHOCTSIX JOHOpa (POTOACCUMUIISITOB, B HAILIEM CIIy4yae —
muctheB bP. Kak Obimo ykazaHo panee, nuctbs BP y kapenbckoil Oepe3bl MMeroT Oosee
KPYITHBIC pa3Mephbl, M0 CPAaBHEHHUIO C aHAJIOTHYHBIMU TIoOeramu 00bIuHON Oepessl (Hukonaesa,
2004; Huxomnaesa, HoBuirkas, 2007), 4To mpeamosaraeT CUHTE3 B HHUX OOJIBIIET0 KOJIMYECTBA

caxapo3bl.

[IpoBeneHHoOe Mccnen0BaHUE TIOKA3aI0, YTO (POPMHUPOBAHHE HOPMAJIHHON MO CTPOCHUIO
JpeBeCHHbl OOBIYHOW Oepesbl, B COCTaBe KOTOPOW MpeodiafaloT COoCylbl U BOJOKHA,
npoucxoauT Ha (oHe BbICOKOW akTUBHOCTH CC M CONMPOBOXAAETCS AKTUBHBIM CHHTE30M
CTPYKTYPHBIX KOMIIOHEHTOB KJIETOYHBIX CTEHOK. Y Oepe3bl, KaKk M y JPYTruX APEBECHBIX
pacTeHuil, NpU HMHTEHCUBHOW JU(PPEPEHIMPOBKE BOAOMPOBOAAIINX U MEXaHUYECKHX

aneMeHTOB KcuiieMbl CC sBisieTCs OCHOBHBIM (DEPMEHTOM, YYACTBYIOIIMM B YTHUJIM3ALUU
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npurekatonieil  caxapo3sl. MemOpaHocBsizanHas  gopma CC  BXOOMT B COCTaB
LEJUTIONIO30CUHTAa3HOTO  KoMmIuiekca, rrae Y d-rimoko3a cpa3y BOBIEKaeTcs B CHHTE3
LEJUTIONO03bI, Olarojapsi 4YeMy caxapa HeoOpaTMMO BBIBOJSATCS U3 OOMEHa BEIIECTB.
COOTBETCTBEHHO, B HOPMAJIBHOM IO CTPOSHHIO JIPEBECHHE Oepe3bl MOBHUCIONW MBI HaOIIOAATN
0oJ1ee BBICOKOE COJIEpKaHUe IEIUTIONO3bI.

Huddepennumanyus TPOU3BOAHBIX KaMmMOWsi B TMApEHXUMHBIC KIETKH, SBISIONIHECS
OCHOBHBIMU aHAaTOMHMYECKHMH D3JIEMEHTAMH B 30HAX CTPYKTYPHBIX aHOMAaJui y3opyaTou
JIPEBECHUHBI KapenbCKoll Oepesbl, mpoucxoauT Ha ¢(oHe HuzkodM aktuBHocTH CC U
COTMPOBOKJAETCS YMEHBIICHUEM COJEp>KaHus IEJUTI0JI03bl Ha €IMHUILY Macchl KCHieMbl. B
o0pa3yromuxcs TapeHXMMHBIX KJIETKaX HaKalIMBaeTCs OONBIIOE KOJIMYECTBO 3allacHBIX
NPOAYKTOB, OCHOBHBIM M3 KOTOPBIX HAa MEPBBIX JTalax YTHIW3ALUU CaXapo3bl SBISAETCS
Kpaxmall. Y KapenbCKoil Oepe3bl aklenToOpHas Cuia TKaHEeW CTBOJIa TOJIepKUBACTCA
Onmaromapsi WHTCHCHBHOW YTHIM3allMd Caxapo3bl B MAapPEHXUMHBIX KIETOK  (IOIMBI
arorJIacTHOW MHBEpTa30il. IHTEHCMBHOE pacllieneHrue caxapo3bl B aloIuiacTe CrocoOCTByeT
pa3rpy3Ke CHTOBHAHBIX JJIEMEHTOB W TOAICPKUBACT KOHIEHTPAIMOHHBIA TPagUeHT
boTOACCUMUIATOB  MEXKIYy JOHOPOM ((pOTOCHUHTE3UPYIOIIUE JHUCThsI) W  aKIENTOPOM
(kamOunanbpHass 30HA), PETYIHPYys TEM CaMbIM JalbHUN TpaHCHOPT caxapoB. Hamm manHBIC
CBUJICTEIBCTBYIOT O TOM, YTO H3MEHEHHE IMPOrpaMMBbI Pa3BUTHs TPOHU3BOIHBIX KaMOWS Y
KapenbCcKoil Oepe3bl, a UMEHHO, nu(PepeHInpoBKa KIETOK MapeHXUMbl BMECTO BOJOKOH U
COCYZIOB KCHJIEMBl W CHUTOBHIHBIX TPYOOK (PIIOSMBI, CBSI3aHO C YBEIMUEHHEM TMOTPEOICHUS

caxapo3bl. DTO KOPPEIHUPYET C YBEIMYCHUEM TUIOIIAIN JIOHOPHBIX OPTaHOB — JINCTHEB bBP.
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3.4 Otauuue mnyTeil MeTaboaM3alMU caxapo3bl B KaMOHAJbLHOW 30He NpPH
(opMupoBaHNHU APEeBECUHBI C PA3HOIl CTENEHbIO Y30PUYATOCTH

HecMoTps Ha TO, 4TO mpenpacloiiOKEHHOCTh K HapylIeHHWI0O OOMEeHa BEHIECTB —
HACJIElyeMblid TPU3HAK, MPOSBICHUE €ro MpH IUIIOCOBOM CeJeKIUU KapeabCKol Oepesbl
IPOUCXOJUT HE Yy Bcex ocobeil moromctBa. [lpum mr060M BapwaHTe CKPEIIMBAHUS
POIUTENBCKUX (POPM B MOTOMCTBE KapelabCKOM Oepe3bl MOSIBISIOTCS 0COOM, Kak ¢ y30p4yaToi,
Tak ¥ Oe3y30opyaToil TekcTypoit npeBecunbl (JIrob6aBckas, 1978; Epmakos, 1986; MarmkuHa u
ap., 2000; BerunnnukoBa, 2005; Horurkas, 2008). IToka3aTenpHO, YTO Iake y y30p4aThIX
pactenuii, coctaBisonmx B cpenHeM 50-70% oT oOmiero 4mcia MOTOMKOB, IIHPOKO
BapbUPYET CTENEHb PAa3BUTHUS y30pa, a, CIEA0BATEIbHO, U XO3SIMCTBEHHAS IIEHHOCTh PACTCHUH.
Hac mnTEepecoBano BBHISBICHHE B3aMMOCBSI3U MEXIY CTEMEHBIO y30pUaTOCTH JAPEBECHUHBI U
pacripeneneHueM MeTaOoJMTOB — YIJIEBOJHOW TPUPOJBI M AKTUBHOCTHIO  (EPMEHTOB

YTHIIM3AIHMH caxapo3bl B KaMOUaIbHOW 30HE KapenbCKOUM Oepe3sl.

3.4.1. PactipeneneHre akTUBHOCTH CaXapO30CHHTA3bl U allOTUIACTHON MHBEPTA3bl, COEPIKaHNE
caxapoB M Kpaxmaja B TKaHSX CTBOJa O-JIETHHUX PACTCHHUM KapelbCKOW Oepes3bl ¢ pa3HOM
CTETIEHBIO Y30PYaTOCTH JAPEBECUHBI

HccnenoBanue MpOBOAMIM B MEPUOJ AKTHBHOIO pOCTa Ha PACTEHHUSIX C pPa3HON
CTEIICHBIO y30p4aTrocTd JpeBecuHbl: (1) spKO BBIPaXKCHHBIE AHOMAIUK PABHOMEPHO
pacmpesiesicHbl 10 BCeMy CTBONY (CHIbHBIA y30p, puc. 16I°), (2) pacteHuss co cpeaHeit
CTCIICHBIO Yy30pYaTOCTH JIPEBECUHBI (CpeiaHuit y3op, puc. 16B) u (3) pacreHus, y KOTOPbBIX
y30p BBIpaKeH c1a00 M BCTPEYaeTCsl TOJBKO B HEKOTOPBIX y4dacTKax CTBoJa (cyiadblii y3op,
puc. 16b). /Ins cpaBHeHHS HCTIONB30BAIM pacTeHHs! 0ObIUHOM Oepe3bl (puc. 16A).

AxtuBHOCTE AnMHB BO (rosMe KoppeiawpoBalla CO CTEIEHBIO y30pYaTOCTH
(koadpdurment xoppensuuu Croupmena p=0.95, npu p<0.05), Tak ec 3HAYCHHS B PSaY:
"oObIuHas Oepesa — ciiabblil y30p — CpEeAHUN y30p — CHIIBbHBIN y30p™ coctaBuiu 24 — 30 — 47 —

84 MKMOJIb caxapo3a Ha I CbIPOM TKaHHU.
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_ B. pendula var. pendula . . — B. pendula var. carelica ¢ paznoit
CTCIICHBIO ySOpanOCTI/I CTBOJIa
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Pucynok 16. AxtuBHOCTH amormiacTHON wuHBeprasbl (AnMuB) u caxaposocunrtassl (CC)
(MKMOJITb caxapo3bl Ha T TKAaHW) B TKaHAX CTBOJa 00bIYHOMN (A) u kapenbckoil (b-1) Gepessr B

neproJ] KaMOHaIbHOTO pocTta. b — cnabwlit y3op, B — cpeanwuii y3op, I' — cunbHBIH y30p
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Pucynok 17. CopnepxkaHue caxapoB, M Kpaxmalla B TKaHAX CTBOJAa M COOTHOIIECHHE

bpyKkTO3a/TII0K03a B KCMJIeMe y 6-JIeTHUX pacTeHuil 00br4Hoi (A) u kapenbckoit (b-I7) Gepessl

B MIEpHOJ] KaMOuanbHOTO pocTta. b — cnabslit y3op, B — cpeanuii y3op, I — cunbHBIN y30p.

Jns AnlMlHB B TKaHAX KCHJIEMBl paclpeliesieHHe aKTUBHOCTH (epMeHTa B pAIy

YBEJIUYECHUS Y30pUaTOCTH pacTeHus: Obu1o momooHeM: 1 — 1.3 — 3.6 — 30 MKkMoOJIh caxapo3a Ha

r ceipoii TkaHu (p=0.82, nmpu p<0.05). Ha ¢done yBenuueHWss aKTHBHOCTH aroILIACTHOTO

cbepMeHTa B KCHWJICMC IIpU YBCIMYCHHUU CTCIICHU Y30PHYAaTOCTU PACTCHUA IIPOUCXOINUIIO
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camwkenue aktuBHoctd CC (p=-0.93, npu p<0.05), 3Hauenus ee cocrammm: 2.5 — 5.1 — 11.7 —
13.2 MKMOJIb caxapo3a Ha T ChIpoii TKaHH (puc. 16).

Takum o00pa3oMm, C yBEJIMYEHHEM CTENEHU Y30pYaTOCTU MPOUCXOTUT CHUIKEHUE
YTHIIM3AIHK caxapo3sl B muddepennupyromerics keuineme mo CC-myTH, 94TO COMPOBOKIACTCS
BO3paCTaHHEM PACIICIUICHHS caXxapo3bl ¢ ToMoIsio AHB Bo (iosme u keuseme. [lpu atom
BO3pacTaeT CoOJCpKaHUE 3alacHOTO COSAMHCHHS — Kpaxmala, Kak BO (uiodMe, TaKk U B
kcwiieme. B psay pacteHuit 'oObluHas Oepesza — cinaOblidi y30p — CpeaHUN y30p — CHIIBbHBIN
y30p" komnuecTBO ero cocrasmwio 1.3, 2.9, 8.3, 8.4 u 0.17, 0.23, 0.88, 1.7 mr/r Bo duiodme u
KCHUJIEME COOTBETCTBEHHO (pHc. 17).

Y BBICOKOY30pUaTOil Kapenbcko Oepesbl (puc. 16I7) pocToBbIE MPOIECCHI
COCPEZIOTOYCHBI MPEUMYIIECTBEHHO BO (himosme. OO 3TOM CBHIIETEIBCTBYIOT MPUBEICHHBIC
HUOKE JaHHBbIC. Y OOBIYHOW Oepe3bl BeMWYMHA TPAJUCHTA KOHIICHTPAIMHA CaXapo3bl MEXITY
bnoamoii u keunemoit (114 mr/r — 36 mr/r = 78 mr/t) (puc. 10A) cymiecTBeHHO OoJibliie, YeM Y
Kapenbckoil O6epesbl. B psany pacrenuil “cialblil y30p — cpeiHUN Y30p — CHIIBHBIN y30p" OH
coctaBuna 32 mr/t (71 mr/t — 39 mr/r), -5 mr/t (49 mr/r — 54 mr/r), -23 mr/t (26 mr/t — 49 mr/r)
COOTBEeTCTBEHHO (puc. 17). O CHWKEHHMHM HHTECHCUBHOCTH POCTOBBIX IPOIECCOB B
KaMOWaIbHOW 30HE C YBEIMYCHHEM CTETNEeHH Y30p4YaTOCTH JIPEBECHHBI CBUJETEIIbCTBYET
yMeHbIIIeHHe cojiepkanus Tekco3 (p=-0.853, npu p<0.05). Ilpu »sTOoM uU3MEHsETCS
cooTHOIIeHHEe (PpykTo3a/raroko3a (puc. 17). Ha pactenmsax Scots pine (Uggla et al., 2001),
Sasa palmate (Magel et al., 2006) u Ha Tpyrux oOBEKTaX HEOJHOKPATHO OBLIO TOKAa3aHO, YTO
B KaMOMHM B TMEPHOJI aKTUBHOTO pOCTa cojlepkaHue (PYKTO3bl 3HAYUTEIHHO MPEBHIIIACT
coJiep>KaHME TIFOKO3bI, M3 YEro CIEAyeT, YTO B 30HaX aKTUBHOTO JEJICHUS U PACTKEHUS
KJIETOK TJIFOKO3a OBICTpEE pacxomyeTcs B METabONMYEeCKHX Mpoleccax. B 30He yTommeHus
KJICTOYHBIX 00O0JIOYEK, TJIe POCT KIETOK YK€ MPEKpaIaeTcs, OTHOUICHHE (PPYKTO3a/TIH0K03a
cranoButcs paBueiM 1 (Uggla et al., 2001; Magel et al., 2006). Ha otHomeHue
bpyKkTO3a/TII0K03a TaKke BiIMseT cooTHomeHue aktuBHocTedl MHB m CC, mockonbky HB
JTaeT OJIMHAKOBBIN BBIXOJI ITFOKO3BI U PpykTo3bl, a CC oOpazyer Tonbko GpykTody. B psmy

pacteHuil "oObluHas Oepe3a — cladblil y30p — CpPeAHHI y30p — CHJBHBIA y30p" B KCHIIEME
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oTHolleHue (¢GpykKTo3a/raoko3a cocraBwio 3.2, 3.6, 1.9, 1 (puc. 17), 9T0o yka3piBaeT Ha
CHW)KCHHE HWHTCHCUBHOCTH POCTOBBIX MPOIECCOB CO CTOPOHBI KCHJIEMBI C YBEIHUYECHUEM

CTETEHU Y30p4YaTOCTU JIPEBECHUHBI.

3.4.2. Merabonu3auus caxapo3bl B KaMOMaJIbHOM 30HE 25-T€THUX PACTEHUN KapelbCKOU
Oepesbl, MPOU3PACTAIOIINX B JIECHBIX KYIbTypax

UccnenoBanus mpoBoawiaM Ha 25-TU JIETHUX JEPEBBSIX KapelbCKoW Oepessbl,
IIPOM3PACTAIOLIMX Ha JecoceMeHHON muaHTanuu (MenBexbperopckuid paiion, PecnyOnuka
Kapenust). Tepputropusi uccieaoBaHHs OTHOCUTCS K TaeXHOM JeCOpacTUTENbHOM 30HE
(cpenHeTaeKHBI paiioH eBpomeiickoii yactn Poccum). Bee pacteHust ObLIM BBIpAIEHBI U3
CEsHIIEB, IOJYYEHHBIX M3 CEMSH OT KOHTPOJHMPYEMOIO OIbUIEHUS IUTIOCOBBIX JEPEBHEB
Kapenbckoil Oepesbl. OOpas3ipl A aHamu3a OTOUpPATU C BBICOKOCTBOJIBHBIX y30pYaThIX
pacTeHHuil KapenbCKON Oepe3bl U PacTeHMi, Y KOTOPBhIX MPU3HAK Y30pPUYaTOCTH HE MPOSIBUIICS.
VY3o0puaTeie 0coOM KapenbCKOM Oepe3bl Ha UCCICAYEeMBIX ydyacTkax o00Jiagaid BBICOKUM
YPOBHEM HMHAUBUIYAIbHOM HM3MEHUYMBOCTU IO PACIOJIOKEHUIO M IUIOTHOCTH PUCYHKA Ha
ctBojye. [loaToMy Bce pacTeHuss OBLIM TMOJENIEHbl Ha TPYHIBl [0 CTENEHU MPOSBICHUS
y30p4yaTOCTH, COIJIACHO CHOCO0Y JIMarHOCTUKM  y30p4yaTOl  TEKCTYpbl JApPEBECHHBI,
npemnnoxennomy B.M. EpmakoBeim (1986). Kaxmoii rpynme pacTeHuii ObL1 IPUCBOSH Oallia OT
0 mo 3. K mepsoii rpynne (0 6amioB) OTHECIM pacTeHUs, HE UMEIOIIUE YriIyOJeHuil Ha
TIOBEPXHOCTH JIPEBECHHBI (ICPEBbsi C MPSIMOCIONHON IpeBecHuHOl), kKo BTOpoi (1 Oamr) —
umerolue 1-3 yriy6nenus Ha 1 oM (penkuii pUCYHOK), B TpeThlo rpymmy (2 6amia) nonaiu
pactenns ¢ 4-6 yriayonenusmu Ha | cM? (IUIOTHBIH PHCYHOK) U B 9eTBEpTYIO (3 Gasa) 0coGH ¢
7 u Gonee yriuy6ieHnsiME Ha 1 cv” (04eHb IUIOTHBIN prcyHOK) (puc. 18). Yuco pacreHmuii B 1-
4 rpymme coctaBuio 10, 7, 7 u 5 coorBerctBeHHO. OTO0p 00pasnoB (Hawano wurons 2016 r.)
IPUILEJICS Ha IEPUOJT AKTUBHOTO YTOJIIIICHHSI KIIETOYHON CTEHKH.

besy3opuareie pactenus kapenbckoil Oepesbl (0 OaysioB)  XapaKTepU30BATHCH
CIeYIOUIMM  METa0OJMYECKUM  CTAaTyCcOM: JHUCCUMMJISIMS — caxapo3bl  MPOMCXOAMIIA
MPEUMYIIECTBEHHO MO caxapo3ocuHTazHoMy nytu (aktuBHOCTh CC 2.7 u 1.5 MKMoIb

caxapo3sbl / MI Oeka B KCHJIeMe U BO (hJI09ME COOTBETCTBEHHO); CYIIIECTBEHHOE PaCICIUICHHUE
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caxapo3bl B amoIulacTe HaOII0Jaloch TOJIBKO B TKAaHAX (oMbl (akTMBHOCTH AnMHB 6

MKMOJIb/T ChIpO# TKaHH) (puc. 18).

TkaHu KCHJIEMBI Tkanu ¢J103MbI
4 CC na pacnan 80 .- CC Ha cuHTe3 2 ~ CC na pacnan o5 CC na cunres
3 F 60 | 15 | 20 r
15
2 r 40 + 1+
10 +
1 r 20 B 05 B 5 |
0 0 0 0
o 1 2 3 o 1 2 3 0 1 2 3 0o 1 2 3
5 o _ Kpaxman 100 - AnHuHB
4
15 | 80
3 60
1 -
2 40
1 05 - 20
0 0 0

Pucynok 18. AxrtuBHOCTH caxapo3ocuHTa3sl (CC, MKMOJNb caxapo3bl / Mr Oenka) u
anoryiactTHo uHBepTaszbl (AnMHB, MKMOJb caxapo3bl / T' ChIpOM TKaHM) U COJAEpKaHHE
KpaxMana (MI/T) B KCHJIEME JIePEBbEB KapelabCKOW Oepe3bl, MpOM3pacTaomUX Ha
JecoceMeHHOM maHTanuu (3aoHexbe). CTemnmeHb y30p4aTOCTH JPEBECHHBI OOO3HAa4YeHa B
6amnax ot 0 mo 3. Ilpencrasnensl cpeanue 3HaueHus necaru (0 6amios), cemu (1, 2 6amna) u

nsatu (3 6ansa) MOBTOPHOCTEH U UX cTaHAapTHBIC OMHMOKU. Pasnuuuns 3nauumel npu p<0.05.
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VY pactenuit kapenabCKoW Oepe3bl ¢ YBEIMUYCHUEM CTEIEHU Y30pPYaTOCTU JPEBECHUHBI
CHIDKajach Metabonuzaius caxapossl o CC-mytu B kcmieme (aktuBHOcTh CC 2.0, 2.0 1 1.7
MKMOJIb Caxapo3bl Ha Mr Oelika y pacTeHHd co creneHplo y3opa 1, 2 u 3 Oamia
COOTBETCTBEHHO) U BO (psiosme (aktuBHOCTH CC 0.7, 0.6 1 0.4 MKMOJIb caxapo3bl HA MI OeJika
y pacTeHHU# CO CTEMeHbIo y3o0pa 1, 2 u 3 0amia cooTBEeTCTBEHHO) (puc. 18).

Ha ¢one cumxenns akruBHoctu CC nosbslmanack akTuBHOCT AnlHB B keuseme (0.8,
24 u 4.2 MKMOIIb caxapo3bl Ha T TKaHU y PAacCTeHHH CO CTemeHbio y3opa 1, 2 u 3 Oamia
COOTBETCTBEHHO) M BO (uiosme (25, 42 m 72 MKMOJb caxapo3bl Ha T TKaHU y pacTeHUH CO
CTerneHbto y3o0pa 1, 2 u 3 6amia cooTBeTCTBEHHO) (puc. 18).

Koppensiius mexay 6amioM y30p4aTOCTH U aKTUBHOCTBIO (PEPMEHTOB METabOIU3AINI
caxapo3sbl ObUTa 0OHapyX)eHa Tobko st AnHB, kak Bo ¢uiosme (p=0.99, npu p<0.01), Tak u
B kcuiieme (p=0.97, npu p<0.05). AktuBHOCTh CC, Kak B CTOPOHY paclaja, Tak U B CTOPOHY
CUHTE3a caxapo3bl, ObljIa BbIlIEe y O€3y30p4aThiX PACTEHUMH, IO CPABHEHHUIO C Yy30pUYaThIMH.
CyIIeCTBEHHBIX OTINYUN MEXKIY PACTCHHUSIMU C PaA3HOM CTEMEHBIO Y30PUaTOCTH APEBECUHBI IO
aktuBHOCTH CC He oOHapyxeHo. Kak u y 6-neTHux pacrenuii, cHmkenune aktuBHoctu CC u
BO3pacTaHhe aKTUBHOCTH AmVIB CONMpPOBOXKIATIOCH YBEIMUYEHHUEM COJEp)KaHUs Kpaxmaia B
keuneme. [IpudeM oTau4Ms B KOJIMYECTBE MOJIMCAXapuia OTMEYAITUCh MEXTY 0€3y30pUyaThiMu
U y30pyaThIMM PACTEHUSMU KapelbCKoW Oepe3bl, Cpelrd pacTeHUH C pa3HOM CTENeHbIo

aHOMAaJIbHOT'O CTPOCHHUS TKaHEH TakoBbIX He ObLI0 (puc. 18).

3.4.3. MertaGonu3anusi caxapo3bl B KaMOMAILHON 30HE y30p4aThiX U 0€3y30pyYaThiX y4acTKOB
OJHOTO cTBOJIa 1 1-IeTHUX pacTeHUM KapeabCKoil Oepesbl.

[TpoBeneHHBIC UCCIIEIOBAHUS ITOKA3aJIH, YTO B MIEPUOJ AKTUBHOTO KaMOHWa yCUJICHUS €
pacIeryieHus 1Mo aroIuIaCTHOMY TTyTH 3aBUCUT OT CTENEHU Y30pUaTOCTH pacTeHus. B cBs3u C
ATHM BO3HUKAET BOIPOC: MOBBINIEHHAs! aKTUBHOCTh ATIMIHB HaOmrogaeTcs JIOKaaIbHO, B MECTax
o0Opa3oBaHusl y30pa, WM PAaBHOMEPHO MO BCEeMy CTBONY pacTeHus? [[ns oTBera Ha HeEro
U3YYWIIH aKTUBHOCTH (DEPMEHTOB METa0OMU3aIIMU Caxapo3bl U €€ COAepKaHUe B 30HAX POCTa U

muddepeHanuy KCuiaemsbl U (pJI03MbI B y30pyaThiX U 0€3y30pUaThiX y4acTKax OJHOIO U TOTO
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e cTBojia 11-eTHUX JepeBbeB KapeiabCKol Oepesbl. [[isi KOHTPOJI MCIOJIb30BAIM PACTEHUS

0OBIYHOM Oepesbl.
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Pucynok 19. AxTuBHOCTH amoriacTHOW WHBepTa3bl (AnMHB, MKMOJIb Ccaxapo3bl/T TKaHH),

caxapo3ocuHTazel (CC, MKMOJIb caxapo3bl/Mr Oeika) M cojepkaHue Kpaxmaia (Mr/T CyXou

TkaHu) y 11-netux pactenwmii B. pendula var. pendula u B. pendula var. carelica B y3opuatbix

u 0e3y30puaThIX y4YacTKaX OJHOIO CTBOJIA.

MOBTOPHOCTEW U UX CTaHJAPTHBIE OUTUOKHU.

IIpencraBneHbl cpegHUE 3HAYEHHUS ISATH
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B kam0OuanpHOI 30HE OOBIYHON O€pe3bl, MO CPAaBHEHUIO C y30puyaTOM YacThlO CTBOJIA
KapenbCcKol Oepesbl, BBISBICHHBIE MeTaOONMuYecKHe OTIWYHUS MOJO0OHBI TEM, UYTO ObLIN
nokaszansl panee (pazaensl 3.1-3.3). Bo ¢uosme Ha done 6ombiero (B 1.2 pasza) coaepkanus
caxapo3sbl, HIKE aKTUBHOCTh ¢epMeHTOB ee ytuiuzauuu — Anlus (B 2,6 pa3) u CC (B 1.6
pa3), Ipu 3TOM, B KCUJIEME yTUIM3alus caxapossl Boiie B 3.8 pa3 no CC-nytu u Huxke B 1.6
pa3 o anoIuIlacTHOMY IyTH, M BO3pacTaeT B 2.2 pasza KOJIMYeCTBO Kpaxmaina (puc. 19).

B 6e3y30puaroit yacTu cTBOJIa KapeabCKol Oepe3bl akTUBHOCTh ANHB Oblia HUXE B 2
pasa B KcuiieMe U BO (pJI0dMe, IO CPaBHEHMIO C Y30pUaTOi 4acThio. Y THIIM3AIMS caXxapo3bl MO
CC-nmyTH npeBocxo/iuja TAKOBYIO HE TOJBKO B y30pyaToi yacTH (B 5 pa3), HO U 'y OOBIYHON
oepe3sl (B 1.3 paza). Emie omHa ocoOeHHOCTh 0Oe3y30puaToil 4YacTH CTBOJIa Y30pYaThIX
pacTeHHii — 3TO HAKOIUICHHE Kpaxmala B AU(EpeHIUPYIOMICHCs KCUileMe, KOJTMYECTBO €ro
ObUTO BBINIE, YeM y OOBIYHOW Oepe3bl W B y3opuaToil yacTu ctBoia (puc. 19). B mepuon
KaMOuaabHOTO pocTa y 0ObIYHOM Oepe3bl B KCHIIEME 3alacaHue Kpaxmalia MpOUCXOAMT cliabo.
Ero coxpepxanue He mnpesbimaio 0.2 mr/r cyxoi TkaHu. Huskue 3HaueHus copeprkaHus
Kpaxmalia B KcuiieMe HabOmonarotrcs Ha (one Bbicokod aktuBHOocTH B HUX CC. B kcuieme
y30pUaThIX JIEPEBbEB KapeIbCKOM Oepe3bl HaKAIUIMBAJIOCh OOJBIIOE KOJIMYECTBO Kpaxmasa
(0.5 u 0.4 Mr/r B Ge3y30puaroil U y30puaToil 4acTax CTBOJA COOTBETCTBEHHO). HakoruieHue
KpaxMajga B 0e3y30p4aroldl YacTH CTBOJIA TPOUCXOAUT Ha (POHE BBICOKUX 3HAUYCHHUU
aktuBHOCTH CC, B y30p4aToil YacTH, HallPpOTUB, — HA (JOHE CHMXKEHMSI aKTUBHOCTU (pepMEHTa

(puc. 19).

Takum o00pa3om, QopMHpPOBaHHE Y30p4YaTOM JPEBECHUHBI KapeabCKOW Oepe3bl
NPOUCXOIUT Ha (POHE CYIIeCTBEHHOro CHWXeHUs akTuBHOCTH CC B KcHiieMe. AKIEITOPHYIO
CWJIy KaMOWaJbHON 30HBI B JJAHHOM CJIy4ae MOJJCPKMBACT BHICOKAs aKTHMBHOCTh AmNIIHB B
Kcueme U, 0cO0eHHO, Bo (prroame. OOpa3yromnrecs mpyu 3TOM B OOJIBIIIOM KOJIUYECTBE TEKCO3BI
WHTCHCHBHO PAacXOJYyIOTCS Ha CHHTE3 3allaCHOr0 MeTaboMuTa — Kpaxmana. YBEIHuCHHE
y30pUaTOCTH JIPEBECHHBI KOPPEIUPYET C BO3pACTAHMEM METa0OIM3AlMK  Caxapo3bl IO
amorIlacTHOMYy MyTH. B cTBoJie y30pdYaThiX pacTeHHH B MEpHOa KaMOHAlbHOTO pOCTa

u3MeHeHne cooTtHoueHus aktuBHocTeid CC m AnMHB B CTOpOHY mocienHel HaOIronarTces
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JIOKaJIbHO, TOJILKO B MeCTax aHoMaluid. B 0e3y3opuaThiX ydacTKax CTBOJIa Y30p4YaThIX
pacTeHuil kapenbckoil 6epe3bl akTUBHOCT, CC 3HAUMMO BBIIIE, HE TOJIBKO MO CPABHEHUIO C
y30pyaThIMH YYacTKaMU CTBOJIAa TOTO >K€ JepeBa, HO U OTHOCHUTEIBHO OOBIYHON Oepesbl.
[loBeimennass aktuBHOCT, CC oOecrneunBaeT pacxoJOBaHUE Caxapo3bl Ha MPOIECCHI
00pa3oBaHusl BTOPUYHOMN KJIETOYHOW CTEHKH. Ha TpaHCreHHBIX pacTEHHAX TOIOJS MOKa3aHo,
yTo cBepxakcnpeccuss reHoB CC BAMSET Ha YTONIIEHWE BTOPUYHBIX KJIETOYHBIX CTEHOK
KCHJIEMbl M TPUBOIUT K YBEIMYCHHIO mpouHocTd apeBecuusl (Coleman et al., 2009). V
TpPaHCTEHHBIX pacTeHuil Tabaka cBepxdkcrnpeccus CC NpUBOIUT K YCHIEHHUIO 3ampoca Ha
caxapo3y CO CTOpPOHBI AaKLENTOPOB, YBEJIUYEHUIO (POTOCUHTETHUECKOrO0 OOpa3oBaHUs
caxapo3bl B JIMCThSIX U, KaK CIEACTBHE, BO3PACTAHUIO COJEPKAaHUs JAMcaxapHia U Kpaxmania B
aktenTopubix TkaHsax (Nguyen et al., 2016). ITockonbky B 0e3y30puaThiX ydacTKax CTBOJIA
KapeJnbCKOW Oepe3bl 3amacaeTcsi KpaxMai, MOKHO 3aKIIOYHUTh, YTO BbICOKas akTUBHOCTH CC

HabJro1aeTcs Ha (OHE BBICOKOTO COJIEPKAHUSI CaXapoB B TKAHSIX.
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3.5. ConepxxaHue caxapoB M COOTHOLIEHHE AKTMBHOCTH (PePMEHTOB YTHJIMU3AIUM
caxapo3bl y cessHIeB ABYX ¢opM Oepe3bl IOBHCJIOI.

dopMuUpOBaHHE y30pUYaTOCTU APEBECUHBI Y KapelbCKoi Oepe3bl 0OBIYHO HAUMHAETCS B
Bo3pacte oT 5-6 mo 14-15 mer (Howuikas, 2008). JIrobomy MOpdoIOruaecKkoMy MpOsBICHHUIO
JOJKHBI TIPENIIECTBOBATh IMEPECTPOMKH B OOMEHE BEIIECTB, KOTOphIE, KaK MpaBUJIO, HE
MPOSIBJISIOTCS  BU3yaidbHO. WM3BecTHO, 4YTO OOIIME WM3MEHEHHS BO3HUKAIOT HA OCHOBE
CBOMCTBEHHOTO JaHHOMY BHAY PAacTEHHUs T€HETUYECKH OOYCIIOBIEHHOTO XOJa >KM3HEHHBIX
MPOLIECCOB B OHTOTEHE3€, HO OHU MOTYT CYIIECTBEHHO BapbHUPOBATH MO BIUSIHHEM BHEIIHUX
ycioBuid. IMEHHO Ha paHHHUX 3Talax OHTOTeHe3a SPKO MPOSBIAETCS TOTOBHOCTh OpraHU3Ma
crienuPpUIecKd pearupoBaTh Ha TO WM MHOE WHIYIUPYIOIIEe BO3ACHCTBHE, KAK BHYTPEHHEH,
TaK U BHEIIHEH cpenbl. B HaHHOW CBA3M MBI MPOBEIIHM HWCCIEIOBAaHUE psifa IMOKazaTeaen

YTIEBOJHOTO 0OMEHA Ha CesHIIaX OOBIYHOM U KapeabCKOi Oepesbl.

3.5.1. /lunamuika HECTPYKTYpPHBIX YTJICBOJOB B OpraHax M TKaHSIX ABYXJICTHUX cesHIeB Betula
pendula u B. pubescence Ha paHHuX 3Tamax OHTOreHe3a

N3ydyenune coaepkaHus MeTa0OJUTOB YIIEBOAHOM MPHUPOABI B OpPraHax M TKaHAX
cestHIEeB IBYX (hopm Oepesbl MOBUCION (0OBIYHON M KapelbCKOM Oepesbl) MPOBENU B IEPHOIbI
aKTUBHOIO KaMOMaJbHOIO pOCTa M TMOJATOTOBKM pPACTEHUS K COCTOSHHUIO TMoKos. Jlis
MOJIYYE€HUS MEKBHMJIOBOM CPAaBHUTENIbHON XapaKTEPUCTUKU MCIOIb30BAIM PacTEHUsl Oepe3bl
nymucto. CesHubl ObUIM  BBIpAIlEHBl W3  CEMsH, [OJYYEHHBIX B  pe3ynbTare
KOHTponupyemoro onbuieHus (PUHIAHIUSA), OHU POCIAM B OJMHAKOBBIX IIOYBEHHO-
KJIMMAaTUYECKUX YCIIOBUSIX Ha Arpobuosiornyeckoi craHiuu KapenbCkoro Hay4yHOro LEHTpa
PAH. Bospact uccnenyembix pacteHud — 2 rojga. Ha 3ToMm sTame OHTOreHe3a y pacTeHUi
KapesnbCcKoi Oepe3bl ellle He BhIpakKeHbl PU3HAKK y30puaToil IpeBecuHbl. Bo Bce gatsl oTOopa
Ha OmoxuMmuyeckuil ananus Opanu mo 10-15 pactenuit kaxaoil ¢popmbl Oepe3bl TOBUCION U
Oepe3bl MyLIUCTOM.

OT60p 00pa3IOB MPOBOAUIIN B TEUCHUE BereTallmoHHOTO ce30Ha 2008 roxa:
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- cepeluMHa Mas - pAacKpbIBaHUE MOYEK (AKTUBHBIM TPaHCIOPT META0OJUTOB W3
HNapeHXMMHBIX KJIETOK TKaHEel CTBOJIAa B COCY/bl KCHJIEMBI U IO HUM BBEPX K PaCIyCKarOIIUMCS
MOYKaM).

- KOHElL MIOHA — IepuoJ KaMOualibHOro pocTa Ha (OHE HHTEHCUBHOTO poOCTa
aykcu6acToB U GOPMHUPOBAHUS HA HUX JINCTHEB BTOPOTO TTOKOJICHUS;

- cepeiiHa U0l — IIEPUOJT aKTUBHOTO KaMOMaIbHOIO pocTa, (OpMUPOBaHNE BTOPUYHOMN
KJIETOYHON CTEHKH, KIETKH KCHJIEMbI CTAaHOBSTCS OCHOBHOM aTTparupyrouieil 30H0i 1epesa,
OpHUEHTHpYIOLIEH Ha ceOst MOTOK (hOTOACCUMMIISATOB;

- cepenvHa HOSIOpsS — MEpHOJ 3aTyXaHUS BCEX POCTOBBIX IPOLECCOB, TOPMOYKEHUE
TPaHCIOPTHBIX MIOTOKOB, UIET MOJATOTOBKA PACTEHUHN K COCTOSIHUIO MOKOSI.

B kon1e ce3oHa (HOSO0pPB) y UCCIIETyEeMbIX PACTEHUIN U3YyYMIIU HEKOTOPBIE CTPYKTYpPHBIE
0COOEHHOCTU JPEBECHHBI M KOphl. AHATOMUYECKUE MCCIEAOBAaHUS MOKAa3ald, YTO B CpeAHEH
YacTH KOPBI IO OKPYKHOCTH MOIEPEYHOro cpe3a cTedsi UMEeT MECTO KOJIbLO U3 CKIIEpeus —
KJIETOK C OY€Hb TOJCTHIMH JUTHU(PUIMPOBAHHBIMU 000J0YKaMH. TOJIIIMHA 3TOTO KOJbLA Y
UCCIIelyeMbIX PAaCTEHUI 3HAUMTENbHO pa3nuyaiack. B kope Kapenbckoil OGepesbl CKiepeua
OBbUIO CYILIECTBEHHO OOJIbIIIE, UeM Y 00bIYHOM Oepe3bl. Kpome Toro, B 0HUX Cilydasix KOJbIO
OBUIO HETpephIBHBIM (Kapelibckash W oObuHas Oepesa), B JIPYrux MNPEepHIBUCTHIM (Oepesa
nymmuctas). B npeBecune kapenbckoi 6epe3bl ObUIO OO0JbIE COCY0B, IPUYEM B JPEBECHHE
NEPBOro rojia KM3HU. [ 'MCTOXMMHUYECKOE OKpAIlMBaHWE MPENapaToB KPE3UJIOBBIM MPOYHBIM
(HONETOBBIM TO3BOJMIIO HaM CYIUTh O CTENEHU JUTHU(UKALUU KIETOYHBIX oOoyouek. B
YaCTHOCTH, TOSIBJICHHE CHHEH OKpacKdh y O0OJIOYEK COCYAOB KCHIIEMBI KapeiabCKOW Oepesbl
CBUJIETEJILCTBOBAJIO O OOJbIICH CTENeHU MX JUTHU(UKAuMu. Y Oepe3bl MyIIHUCTON CTENeHb
JUTHU(PUKAUU KJIETOYHBIX O00O0JIOUEK COCY/IOB KCHJIEMBbl Oblla MEHbILE, MO CPaBHEHUIO C
TaKOBBIM ITOKa3aTeneM y Oepe3bl HOBUCIIONH (Taldit. 2).

N3ydyeHne qTuHaAMUKU HECTPYKTYPHBIX YIJIEBOAOB B TeueHue BecHbl — oceHu 2008 roga
B TKaHSAX W OpraHax y JBYXJETHUX pacTeHUi Oepesbl IMOKa3ajlo, 4YTO 3TH H3MEHEHUs
HAXOJSATCS B TECHOM CBSI3U C TEMIEPAaTypHBIMU TOJAMYHBIMHM LUKIAMH, YTO HEOJHOKPATHO
orMevanmock B nuteparype (Piispanen, Saranpai, 2001; Groot, Wein, 2004; Saramaki,

Hytonen, 2004; Pagter et al., 2008; Regieer et al., 2010).
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Tabnuma 2. HekoTopsle aHATOMUYECKHE XapaKTEPHCTUKH KOPBI M JPEBECHHBI 2-JETHUX

Bun u popma onbiTHBIX pactenuii | B. pendula var. | B. pendula var. B.

pendula carelica pubescence
CkJiepenibl KOpbl

[IpepbIBUCTOCTH CKJIEpEHTHOTO Crnoit Cront OTtaenbHbBIC

KOJIbITa HEMPEPBIBHBIN | HEMPEPHIBHBIM | CKOIUICHUS

MakcumanbpHasg TOJIIWHA  CJIOH, 6.8 4 0.4 103412 61402

MKM

MuHuManbHass  TOJIIMHA  CJIOA, 29402 43+0.6 1.340.3

MKM

CreneHp TUTHU(PUKAITMH 000109eK ++ +++ +

Cocyibl APEBECHHBI

KomnuectBo ma mimomans 50x30 17 23 19

MKM

CreneHp TUrHU(UKAIIMN 000JI0UEK +++ +++ +

B cepeanne mast u3ydaemble pacTeHUs HaXOIWIUCh B (ha3e pacmyckaHus mnodek. Jlucr
Oepe3bl CTAaHOBUTCS JIOHOPOM ACCUMMJIISITOB 1ocie JocTuxkeHus 50% cBOEro OKOH4YaTeIbHOTO
pa3mepa (LlenbHukep, Mankuna, 1986), ¢ ’Toro MOMeHTa HaYyMHAETCSl aKTUBHBIN (DIIOIMHBIN
TpaHCHopT accuMmiAToB. CrenoBaTellbHO, B Mae y Oepe3bl mpoBojsmias ¢uosma ere
oe3aeiictByer. OgHako B 3TO BpeMsl WAET HHTEHCHUBHBIM KCHJIEMHBIN TpaHcrnopT. Bopna
BOCXOJSIIIIETO KCUJIEMHOTO MOTOKAa MOCTyHaeT B KJIETKM U TKaHU Bcero ctBoiia. Ilpu sTom B
UTOIUIa3ME€ MapEeHXMMHBIX KJIETOK, KOTOPBIMH OCOOCHHO Oorata Kopa, akTHBHpYeTCS
TMJIpOJIM3 3alacHbIX KOMIIOHEHTOB. B Mae y Bcex HcCcleqyeMbIX pPAacTeHHH B TKaHAX
HENpoBOsIIEH (PI03MBI OBLIIO CaMO€ BHICOKOE 32 BECh CE€30H Co/IepKaHKe KpaxMmaia ~ 28 Mr/t
y Oepesbl moBucioit u 17 mr/r y 6epe3sl mymmucroit (puc. 20). BecHol, npu OoTCyTCTBUM
(OTOCUHTE3UPYIOIIMX JUCTHEB, PACTEHUE UCTIONIB3YET YIIIEBOIHBIN pe3epB KOPbI U JPEBECHHBI
(Piispanen, Saranpaa, 2001; Groot, Wein, 2004; Saramaki, Hytonen, 2004; Percival, Barnes,
2007). Kpaxman B 3TOT EpHOJ] pacCCMAaTPUBAETCS KAK TJIaBHBII UCTOYHUK YIIE€poJa U SHEPTUH
s pacnyckatormxcs modek (Fanmmbuna, 2003; Wong et al., 2003). 'uaponus moiuMepHbIX
KOMIIOHEHTOB B KJIETKaX KOpbI MPHUBOJUT K MOBBIIIEHUIO B HUX KOHLEHTPAIMH Caxapo3bl.

OcHoBHas Macca caxapo3bl M IOJYYEHHBIE MpPU €€ PACUIEIUIEHUH T'€KCO3bl M0 TPATUEHTY
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KOHIOCHTpAaIWH MEPCMCUIAIOTCS 10 allOIIACTy J0 COCYAOB KCUJICMBI U C KCHJIICMHBIM ITOTOKOM

IMOCTYIIAIOT K pa3BUBAIOIUMCH JINCTBAM, I''TABHBIM AKICIITOpPpAaM B 3TOT IICPHUO.
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B. pendula var. carelica
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O mouku/mucT
B ¢moama

0

Mail  HIOHL UIOJIb

HOSIOPh

Pucynok 20. Coxepxanue kpaxmana (MI/T CyXod TKaHH) B MoYkax (Mail, HOSIOpB), JUCTHIX

(VroHB, UIONIb) M BO (IOdME 2-JIETHUX CESHIICB Oepe3bl B TEUEHHE BETETAIIHOHHOTO CE30HA.

Hpe):[CTaBJIeHBI CpC€AHNUC 3HAUCHUS ACCATH - IATHAALUATH HOBTOpHOCTeﬁ N UX CTaHOAPTHBLIC

OIITUOKH.

VY nByx dhopm OGepesbl MOBHUCIION, Kak coaepkaHue kpaxmana Bo ¢iaosme (puc. 20), Tak

M KOJIMYCCTBO CaxapoB, MOCTYITAOMINX U3 CTBOJIA B BUJC CaXapO3bl K pa3BUBAIOIIUMCS ITOYKaAM

(puc. 21), 3HaUNTENBHO MPEBOCXOIUT TAKOBbIE Y PACTEHUN Oepe3bl MyIIHCTOM.
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B mnepuon akTUBHBIX POCTOBBIX HPOLECCOB (HMIOHb, HIOJIb), OCHOBHBIM JOHOPOM
ACCUMHJIATOB B PACTEHUU CTAHOBSATCS (POTOCHHTE3UPYIOIIHE JIUCThS, U3 KOTOPHIX ACCUMUIISITHI
1o ¢J103Me TPaHCHOPTUPYIOTCA B cTe€0EINb, TJe TPATIATCS HA POCT U AU PEpEeHIINANI0 TKaHeH
(J105MBI U KCWJIEMBI, HA JIMTHU(PUKALMIO KJIETOUYHBIX 000JI04YeK. Y KapelbCKol Oepe3bl B 3TOT
NEepHoJ] B JINCThAX HAa (POHE BHICOKOTO KoiudecTBa caxapoB (puc. 21B) He mpowmcxomuio
HAKOIUICHHs 3amacHoro moinumepa kpaxmana (puc. 20), 9To MOXeT OBITH CBSI3aHO C
WHTCHCUBHBIM OTTOKOM METa0OJIUTOB B CTEOJIEBYIO YacThb PACTEHHs], TJI€ CYIIECTBEHHO
HOBBINIATIOCH KOJMYECTBO caxapoB 3a cueT rekco3 (puc. 21]J]). CooTHOIIEHHE KOJIMYECTBA
FeKCO3 K caxapo3e SBIAETCS BaKHBIM IIOKa3aTeleM, XapaKTepU3YIOIIMM HaIpaBJIEHHOCTh
Metabonu3zMa. Tak, CMelIeHHe 53TOro COOTHOIIEHHUS B CTOPOHY HAKOIUIGHHUSI TeKCO3
HaOJII0/1aeTCsd B MHTCHCUBHO pacTymmx TkaHsx (Sturm, Tang, 1999; Iragi, Tremblay, 2001).
Ha ocHOBaHMU 53TOrO0 MOXHO TMPEANOJIOXKUTh, YTO Y KapelbCKoW Oepe3bl B HIOJE
MeTaboIu3anus caxaposbl Obula BhIlIE B TKaHAX (Bro3Mbl. OOpa3yromuecs TeKco3bl sBISIOTCS
cyOcTpatoM [ BHYTPUKJIETOYHBIX CHHTE30B HE TOJBKO YIJIEBOAHBIX IMOJUMEPOB, HO U
COCIMHEHUH JunuAHOM U  ¢deHompHOM npupoasl. OKpacka Kpe3WJIOBBIM IMPOYHBIM
(GbuONEeTOBBIM MPOJIEMOHCTPUPOBAJIa B KOpPE KapelbCcKoi Oepe3bl Hajaudue OOJBIIOro
KOJIMYECTBA CHIIBHO JIMTHU(UIIMPOBAHHBIX CKiepenn (Tabn. 2). B pesynbrare nccienoBaHuid
40-neTHUX pacTeHUil ObUIO OOHAPYKEHO, UYTO B TKAHAX KCUJIEMBI KapelbCKOW Oepesbl, IO
CpPaBHEHHMIO ¢ OOBIUHOHN Oepe3oil MOBHCION, Ha (POHE BHICOKOW AaKTMBHOCTH IMEPOKCHAA3BI
(Famubuna u ap., 2013) BhIIIE KECTKOCTh CTPYKTYPHI KIETOYHOW CTEHKH 3a CUET YBEIUUCHUS
JIOJI KOMITOHEHTOB (PEHOJIBHOM MPUPO/IbI, KAK B COCTAaBE JINTHUHA, TaK U B BUJIE MOMEPEUHBIX
mudepynoBsix MoctukoB (I"anubuna, Tepedosa, 2014).

VY o0blyHOM Oepe3bl MOBUCIHONW M Oepes3bl MYUIMCTOW B HIOJE B JIMCThIX Ha (QoHe
TIOBBIIICHUST YpOBHs caxapoB (puc. 21A, B) npoucxonuino HakoruieHue kpaxmaia (puc. 20).
[lepBuunbIil Kpaxmai, oOpa3yromuiicss npu (OTOCHHTE3€, HAKATUIMBAETCS B XJIOPOILJIAcTax B
BUJIE CIIOMCTBIX 3€pEH PA3IMYHOro pa3mepa. Boicokoe colepikaHue Kpaxmaia B JIUCThAX B
UIOJIE MOXKET CBUJIETEIILCTBOBATH 00 MHTEHCUBHOM (POTOCHMHTE3E JIUCTHEB, a TAKKE O TOM, UTO
HEe Bce oOpa3zyromirecsl caxapa OTTEKaloT B CTBOJI, YaCTh M3 HUX BPEMEHHO JENOHHUPYETCS B

XJlopoIUiacTax B BHJE Kpaxmana. B imrepaType He pa3 OTMeYaaoCch, YTO BPEMEHHOE
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YBEIIMYCHWE KOJMYECTBA Kpaxmaja MOXKET OBITh CBS3aHO CO CHIDKCHHEM aKIENTHPYIOMIEeH
cuibl Tkanedr (Wong et al., 2003). YV o0bruHO# Oepe3sl MOBUCION HAKOIUIEHHE Kpaxmaya B
JUCTBSIX TIPOUCXOIUIO Ha (POHE BBICOKOTO COJEpKaHUs caxapoB B TKaHsX cTBoja (puc. 21 T,
X), ocHOBHast 4aCTh KOTOPBIX B BHJIE MOHOCAaXapOB PaBHOMEPHO PaCHpeesiach M0 TKaHAM
(103MBI ¥ KCHUJIEMBI, C Ipeo0IalaHueM B KCHIIEME, TJ€ B 9TOT NMEPUO HIIET aKTUBHBIA POCT U
VTOJIIEHUE KIETOYHBIX 000104eK. MOXXHO MpEeANoiIOKUTh, YTO Yy OOBIYHOW Oepesbl
3HAYUTENIbHAS YacTh ACCUMMJISITOB M3 JIMCTHEB OTTEKAeT B CTEOJIEBYIO YacTh, MPH STOM
OCHOBHas METa0OIM3AIIMSI Caxapo3bl UAET B TKAHIX KCHIIEMBI.

VY ceqHueB Oepe3bl MyMIUCTOW B cTeOJ€, HANPOTUB, KOJWYECTBO YIJIEBOJIOB ObLIO
HeBbIcokuM (puc. 21 E, N). Eme ogHa 0cOOEHHOCTD, HE HAOIIOAIOMAsACS Y PACTCHUN Oepe3bl
MOBUCJION, — 3TO CYIIECTBEHHOE MOBBIIICHUE COJEpP)KAaHUSI caxapo3bl B JHUCThIX (puc. 21B).
CMelieHre COOTHOIICHHS TeKCOo3bl/caxapo3a B CTOPOHY yBEIIMYEHUS KOJIMYECTBA AUcCaxapujia
MOXET yKa3blBaTh Ha yBenmdcHue (ynkimu 3amacanus (Wobus, Weber, 1999). Bo3moxHo,
yTo y Oepe3bl MymUCTON TMpeobiagaHne MeTabOIU3alMi caxapo3bl B JIUCTE SBISICTCS
NPUYMHON MEHBIIEro €€ COACpX aHUs B TKaHSIX CTeONiA. JTO, B CBOI OYepe.b, MPUBOIUT K
(GbOopMUPOBAHUIO KCHJIEMBbI C MEHbBIIICH CTETICHBIO TUTHU(PUKALUN KIETOYHBIX 0007104eK (Tadt.
2).

[lepexon pacTeHWil K COCTOSIHHIO TIOKOSI COMPOBOX/AJICS TOBBIIICHHEM CaXapoB B
TKaHAX CTEOJIs, YTO BEPOSTHO, CBSI3aHO C CO3/JaHHEM 3uMHero pesepsa (Piispanen, Saranpia,
2001; Groot, Wein, 2004; Saramaki, Hytonen, 2004; Percival, Barnes, 2007). Bonbiee
KOJIMYECTBO CaxapoB K Haydajly 3UMbI OTMedasioch y Oepessl nmymuctoit (puc. 21 E, N). Apean
Oepé3pl mymmucTo pacmnpocTpaHsiercs Ha CeBep nmanbiie apeana Oepe3bl MOBUCION, UYTO
croco0cTByeT (POPMHUPOBAHUIO Y HEE OCOOBIX MEXaHU3MOB MOPO30YCTONYMBOCTH, CBS3aHHBIX,
B YaCTHOCTH, C HAKOIUICHHEM BEIIECTB, O0JaJaIONUX KPUOMPOTEKTOPHBIMU CBOMCTBAMHU.
Takum 006pa3oM, UHTEHCUBHBII OTTOK CaxapoB B TKAHU CTBOJIA y OepE&3bl MyIINCTONW B KOHIIE
CE30Ha, MOKHO pacCMaTpUBaTh KaK 3alUTHBIA MEXaHU3M OT 00Pa30BaHUsI BHYTPUKIECTOYHOTO

JbJda U OT 00€3BOKMBAHUS B OKCTPEMAJIBHBIX YCIIOBHUAX CeBepa.
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Mo4KkH (Maii, HOSIOPB) /TUCT (MIOHDb, HKJIb) ¢103Mma KCcHJiemMa
O caxaposa O rekco3sl O caxapa
B. pendula var. pendula ) B. pendula var. carelica - B. pubescence
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Pucynok 21. Conep:xaHue caxapo3bl, FeKCc0o3 U JPYrHX caxapoB (MI/T CyXoW TKaHH) B MOYKaxX
(mait, HOsIOpB) / MUCTBAX (MtOoHB, HI0JE) (A, b, 1), Bo dmosme (I, I, E) u kcuneme (K, 3, N) 2-
JETHUX CEesHLIEB Oepe3bl B TEUYEHHWE BEreTAllMOHHOIO ce30Ha. [IpeacraBieHbl cpegHue

3HA4YCHUA JCCATH - IIATHAAIaTHU HOBTOpHOCTeP’I " UX CTAaHJAPTHBIC OIITNOKH.

Takum o0Gpa3om, HalIM JaHHBIE MTOKA3BIBAIOT, YTO Oepesa MmoBHUcas U Oepe3a MyIHucTast
y’Ke Ha paHHMX 3Tamax OHTOTeHE3a pa3lIuyaloTcs MEXIy co0oii 1o cTpaTeruu pacmpeaeaeHus
MeTabonmuTOB. Y  Oepé3pl MYyMHMCTOM B MEpPUOA AKTUBHOTO KaMOMalIbHOTO poOCTa

aTTpardpyromasi cuia crteOisi, BeposTHO, ciabee, YTO B CBOIO OYepeb, NPUBOAUT K
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HAKOIUIEHUIO YIJIEBOJOB B JHCThAX. B pesynbrate, B cTebOine Qopmupyrorcs MeHee
JIUTHUGUIMPOBAHHBIE KJIETKHM KCUJIEMbI, 0 CpaBHEHHIO C Oepe3oil moBucioil. Y Oepéssl
noBuciaol o0eux (GopM Ha MPOTSKEHUHM BCEro IMEpPHOAa aKTHBHOIO KaMOMaJIbHOIO pocTa
MOILHBIM aTTParupyrouMM LIEHTPOM SIBISIETCS cTe0enb, U (DOPMUPOBAHUE €r0 MPOBOISAIICH
CUCTEMBI, OYEBUAHO, UJIET HA (POHE BHICOKOTO META0OJIMYECKOTO cTaTyca. Y OOBIUHOM Oepesbl
IIOBUCJION paBHOMEPHOE pACIPEAEICHUE MOHOCAXapoB IO TKaHSIM CTEOJs CONMpPOBOXKIACTCA
(GopMHpPOBAaHHEM TOJICTOCTEHHBIX COCYJOB KCHJIEMBl € CWJIBHO JUTHU(DULIUPOBAHHBIMU
KJIETOYHBIMM CTEHKaMH. Y KapelbCKOil Oepe3bl HHTEHCHBHOE HAKOIUIEHHE CaXapos3bl
NPOUCXOMUT B TKaHAX (osmbl. [Ipenmonaraercsi, 4To TOBBINICHHWE B TEPHOJA AKTHBHOTO
KaMOuaJabHOTO pOCTa y KapelibCckoll Oepe3bl BO (priosMe caxapoB MOXKET HapyllaTh
KaMOMaNIbHYIO JeSTEeNbHOCTh, MpHUBOJAS B OyaymeM K (QOPMHUPOBAHHIO CTPYKTYPHBIX

aHOMaJIui APCBCCUHBI.

3.5.2. VYTunuzamus caxapo3bl B aKIENTOPHBIX OpraHax y pacTeHHl OOBIUHON Oepesbl
MOBHUCJION M KapelbCKOW Oepe3bl Ha Ha4albHBIX ATalax OHTOTeHe3a

UccnenoBanne nmpoBoaunu Ha 7- U 17-HeneNbHBIX CESHIAX, BBIPAIICHHBIX W3 CEMSH
00BIYHOM Oepe3bl MOBUCION U KapelabCKou Oepesbl. BricoTa Haa3eMHOM YacTu 7/-HEeACIbHBIX
cesHIIeB cocTaBuia 3-5 cM, a 17-HeenbHBIX CEIHIIEB — MPUMEPHO 25 CM.

Tpancnopr  caxapo3sl M3  (POTOCHHTE3UPYIOUIMX  JIUCTHEB  KOHTPOJIHUPYETCS
CIIOCOOHOCTBIO aKILIETITOPOB K €€ PacUIEIUICHNIO, YTO MOAIEP)KUBAET IPpaJueHT aqucaxapuaa. B
NOBBIILIEHUU AaKUENTOPHOM CHUJIBI OpraHa BaXKHYIO pOJIb UIPAOT amoIllacTHash MHBEpTas3a
(Koch, 2004; Iraqi et al., 2005; Godt, Roitsch, 2006; Canam et al., 2008; Barratt et al., 2009 u
np.) u caxaposocunTasza (Godt, Roitsh, 2006; Coleman et al., 2008; Nilsson et al., 2010 u ap.).
B akuenTopHbBIX OpraHax Kak 7-HENENbHBIX, TaK W 17-HEAENbHBIX PACTEHUM AaKTUBHOCTH
JTaHHBIX (PEPMEHTOB 3HAYMMO BBILIE MO CPABHEHMIO C APYTMMH Caxapo30paclIeTUIsIOmUMU
depmenramu (Baklug, [{nluB) (puc. 22).

VY 7-nHenenbHBIX pacTeHui o0eux (hopm OGepes3bl MOBUCIONW OCHOBHBIM MOTPEOISIONINM
OpPraHoM SIBJSIETCA KOpEeHb (MeTabonHM3aIis caxapo3bl B KOPHSX BBIIIE, 110 CPABHEHUIO CO

ctebsnem) (puc. 22). Bricokas akientopHasi cujia KOpHsI MOAAEPKUBACTCS B OCHOBHOM 3a CUET
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aktuBHOCTH CC, 4TO coryacyercs ¢ nureparypHbiMu ganaeiMu (Hukutua, U3Maiinos, 2016).
VY o6bruHOM Gepesbl akTHBHOCTE CC B KOpHE nocturaia 44 MKMOJb caxapo3bl / T ChIPOi
TKaHU, 4TO B 2.2 paza OoJblie, yeM B cTebie. Y KapeabCcKol Oepe3bl MeTaboIn3alus caxaposbl
B KopHsX 3a cueT aktuBHOCTH CC (88 MKMOJIb caxaposbl / T ChIpOM TKaHW) Oblia B 3 pasa
Ooubie, yeM B crebdiie (puc. 22). CC nmpuCcyTCTBYET B pACTCHUH TOBCEMECTHO, HO HAaUOOJIbIIas
¢e aKTUBHOCTh OOHapykeHa B Mojobix pactymux Tkausx (Coleman et al., 2008, 2009). B
pesyabtare aestenbHocTH CC yriepon pacxomyercs Ha MOCTPOEHUE KIETOYHBIX CTPYKTYpP
(Amor et al., 1995; Sturm, Tang, 1999; Winter, Huber, 2000; Ruan et al., 2003) u HeobpaTnmo
BBIBOJUTCS U3 MeTabonmn3Ma. Takum oOpas3om, y cesHieB Oepesbl noBucion CC — oCHOBHOM
(bepMeHT, co3JaroNINil aKIENTOPHYIO CHITY T€TepOTPO(PHBIX TKaHEH.

VY 7-HeneNnbHBIX CESHIIEB KapelbCKol Oepe3bl, M0 CPABHEHUIO C PACTEHUSIMU OOBIYHOM
oepesbl, akTuBHOCTH CC BBIIIIE, KaK B KOpHE (B 2 pa3a), Tak u B cTebie (B 1.5 paza), 4To MOXKeT
CBUJICTENILCTBOBaTh O  0OoJiee  MHTEHCMBHOM  MNPOTEKaHMHM y  HEE  IPOIIECCOB
CTPYKTypooOpa3oBaHus Ha paHHHUX JdTamax pa3BuTusa. Ha 11-l1eTHHX pacTeHUSX KapelabCKOH
Oepesbl MBI TIOKa3aiu, yTo HauOombinas akTuBHOCT, CC Ha (pOHE MHTEHCUBHOTO MPOTEKAHUS
KCUJIOTEHEe3a HaOIIoaeTcs B KeuiieMe 0e3y30puaThiX YY4acTKOB CTBOJIA y30pYaThIX PACTEHUN
(paznen 3.4).

B otnuume oT kopHs, B crebne HaOMI0Ianach BBICOKAas CTEMEHb YTUIIU3AINU
Jqucaxapuja Mo HWHBEPTa3HOMY IMYTH, B OCHOBHOM 3a cueT pabotrel AnluB (10 mxmons
caxaposbl / T ChIpoil TKaHH), a Takke BakMHB (2.4 MKkMOsb caxaposbl / T' CBIpOW TKaHW) U
[MutHHB (0.9 MKMOIB/T CchIpo# TKaHM). B KOpHSX aKTUBHOCTH MHBEpTa3 Obuia MeHbIe B 1.5-2
pasa (puc. 22).

Y 17-HenenbHBIX CESHIIEB OOBIYHOW Oepesbl, M0 CPaBHEHUIO C 7-HEIeTbHBIMU
pacTeHHUsIMU, HTHTCHCUBHOCTh METAa0O0JIM3aIMK caxapo3bl BO3pPAcTaeT, 0COOEHHO B HAIA3EMHOMN
gactu. Tak, B crebrne 17-HenmenpHBIX cestHIleB akTUBHOCTH CC Bbime B 7 pa3 (139 mxMounb
caxapo3sbl / T ChIpOi TKaHH), akTUBHOCTh AnMHB B 3.6 pa3 (37 MKMOJb caxapo3bl / T ChIpOi
TKaHu) U akTuBHOCTH LluTHHB B 2.3 pasa (3.3 MKkMoJb caxapo3sl / T ChIpOi TKaHU). B KOpHSIX
K 17-tu Hepensim aktuBHOCTH CC Bo3pactaer B 2.5 pa3a, ee 3HaueHue gocturaer 111 mxmoub

caxapo3bl / T chIpoit TKaHH (puc. 22).
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Y 17-HedenbHBIX CESHIEB KapelbCKOW Oepe3bl, MO CpPaBHEHUIO C 7-HEIEIbHBIMU
pacteHusiMu, B crebie metabonuzanus caxaposbl CC yBenuuuBaercs Bcero B 1.5 pasa, B TO
BpeMsi Kak akTUBHOCTh AnMHB Bo3pactaer B 6.3 pasza, ee 3HaU€HHE JOCTUTAET 54 MKMOJIb
caxapo3bl / T chIpoii TkaHu. B kopHsx, otMeuaeTcs cHbkenue aktuBHOcTH CC 10 20 MKMOJIB

caxapo3bl / T chIpoit TKaHu (puc. 22).

. - B. pendula var. pendula . - B. pendula var. carelica

7 Heoeb 17 neoenw

£
|
Cmeoenb Cmebenn
100 4 150
100
50 2
50
0 0 0
Anlue  CC BaxMlue IlutlHB AnluB BaxMluB IlutlHB
Kopenb Kopens
100 1.5 150 1.5
1 100 1
50
0.5 50 0.5
0 0 0 0
AnlaB  CC Bakue LutHHB AnMaB CC Baxldus llutHHB

Pucynok 22. AKTHBHOCTH aroIUIaCTHOW HHBepTa3bl (AnMHB), BaKyoOJspHOH HHBEPTa3bl
(BakMuB), nutomnazmatuueckoil uaBeprasbl (IlutHuB) u caxaposzocuntaszsl (CC) (MKMOJIB/T
CBIpOil TKaHU) B cTebie u KopHe 7- M 17-HelenbHBIX cesHIEeB o0bIYHOM Oepeswl (B. pendula

var. pendula) u kapenbckoii 6epessl (B. pendula var. carelica).
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W3 mpencTaBieHHBIX JaHHBIX MOXKHO 3aKIIFOUHUTh, YTO y HCCIEAYEMBIX PACTECHUH Ha
OTIPEJICIICHHOM ATale pa3BUTHs MIPOU30IILIa CMEHa OCHOBHOTO aKIENTopa acCUMUIATOB. Eciu
y 7-HeAeNbHBIX CESHIIEB TaKUM OpraHoM ObUT KOpEeHb, TO YK€ B Bo3pacte 17 Hexaenb
OCHOBHBIM aKIENITOPOM aCCUMIISITOB CTAHOBUTCSI CTEOENb. DTO KOPPEIUPYET C MOTOKEHUEM
0 TOM, 4YTO aTTparupymromias CrnocoOHOCTb cTeOJsi BO3pacTaeT MO MEPe pocTa U Pa3BUTHUS
JPEBECHBIX PACTCHHM, MPH OTOM KIETOYHBIC CTEHKH KCHUJIEMBI CTAHOBSTCS OCHOBHBIMH
aKKymyJsiTopamu 6momaccel (AHTOHOBa, 2011).

VY 17-HenenbHBIX CesHIIEB OOBIYHOM Oepe3bl, KaK U 'y 7-HEeACNbHBIX PACTeHUM, B cTeOIe
U B KopHe BbIe akTuBHOCTH CC, a akTuBHOCTH, AnMHB 3Haummo Hmke (puc. 22). Y 17-
HEJICTBHBIX CESHIIEB KapelbCKOM Oepesbl, HaMpOTUB, B cTebe Ha (POHE MEHbIIeH aKTUBHOCTH
CC (B 4 pa3a mo cpaBHEHHIO ¢ OOBIUHOUN Oepe3oi) BO3pacTaeT aKTUBHOCTH allOILUIACTHOTO
depmenta (B 1.5 pa3a mo cpaBHEHHIO ¢ OOBIYHOHM Oepe3oit). Takum oOpa3oMm, B crebie
KapenbCKoi Oepe3bl YMEHBIIIEHHE METabOJIU3allii caxapo3bl MO0 CaXxapO30CHUHTA3HOMY MYTH
KOMITICHCUPYETCS YBEJIMUCHHUEM €€ YTHIM3ALUU [0 UHBEPTA3HOMY MTyTH. DTU 3aKOHOMEPHOCTH
COIJIACYIOTCS C JaHHBIMH, TTOJYYEHHBIMU Ha B3POCIIBIX AePEeBbAX (pa3zaeinsr 3.1-3.4).

Takum 00pazoM, yke Ha paHHUX dTamax pa3BUTHUS y NIBYX (GopM Oepe3bl MOBHUCION
HAOIIIOIAI0TCS Pa3IUYMsl B IMyTsAX MeTaboNu3anuu aucaxapuaa. Y oObI4HOM Oepesbl caxaposa
MPEUMYIIECTBEHHO PAacXOJyeTCsi Ha CHHTE3 KJIETOUYHBIX CTEHOK JTuDPEpeHITUPYIOMINXCS
CTPYKTYPHBIX 3JIEMEHTOB KCHJIEMBbI. Y Kapelbckoi Oepe3bl HabOmtonaercs Oojiee HU3Kas
aKTUBHOCTh (pepMeHTOB ¢ BHyTpukierouHoi mnokammzarmeit (CC, BaxWuB, LutHlHB) un
BBICOKasi aKTUBHOCTh ATVHB, YTO CBUIETEIBCTBYET O PACHIEIUICHUH Caxapo3bl B alOIIACTe U
HAKOIUICHHH TEKCO3, KOTOpBIC, SBJISSICH CUTHAIBHBIMU MOJICKYJIAMH, MOTYT Y4acTBOBAaTh B
peanuzanuu MopdoreHeTudeckux d(Pp¢ekToB, JeKalmMX B OCHOBE aHOMAJIBHOTO KCHJIOTEHE3a
Kapenbckoil Oepessl. [loBrimenHas akTuBHOCTH AMIHB B cTe0iie kapeiabckoi Oepessl Ha GoHe
camwkeHHod  aktuBHOcTH CC  TOATBEpXKMA€T  BBICKA3aHHBIE  JIPYTHMH  aBTOPaMHU
npeanonoxenus (Gerber et al., 2014; Barratt et al., 2009) 0 BO3MOXHOM y4acTHH WHBEPTa3bl B

CHHTE3€ KOMIIOHEHTOB KJICTOYHBIX CTCHOK.
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Y pacteHudl KapelbCKOM Oepe3bl Pa3HOro BO3pacTa, OO0JaJAOUIUX Yy30pyaTon
JPEeBECHHON U 03 MPU3HAKOB CTPYKTYPHBIX aHOMAJIM TKaHEH CTBOJIA, U3y4EHbl OCOOEHHOCTH
pacnpeneieHus aKTUBHOCTH  (PEPMEHTOB, YTUIM3HUPYIOIIMX caxapo3y, B IpoIecce
dbopmupoBanust kcuiaeMbl U (hrodmbl. CooTHOIIEHHE akTUBHOCTEN pasHbix Gopm MuB u CC
OIpeeNseT NPEeUMYIIECTBEHHOE BKIIIOUEHUE PACIIEIUISIEMOM MMH Caxapo3bl B T€ WJIH UHBIE
MeTaboIMYeCKue MYTH U, Kak CJEACTBUE, OKa3blBAET BIUSHHUE HA HAIpPABICHUE
nuddepenrmanu  npousBoaubsix kam6ous (Carlson, Chourey, 1999; Sturm, Tang, 1999;
Maurel et al., 2004; Iraqi et al., 2005; Cho et al., 2005; Koonjul et al., 2005; Godt, Roitsch et
al., 2000; Bocock et al., 2008; Canam et al., 2008; Jia et al., 2008; Barratt et al, 2009; Welham
et al., 2009). [IpoBeneHHOE HCCIIEOBAHUE IMO3BOJIMIO BBISIBUTH CYIICCTBCHHBIC OTIMYHUS B
NyTSX METa0OJIU3allMK CaXxapo3bl B TKAHSAX CTBOJA OOBIUHOM Oepe3bl U KapelbCKol Oepesbl B
nepuoj; kambuansHOoTrO pocta. Hambonee BaxupiMM U3 HuUX sBisiorcs: (1) dopmupoBanue
JIpeBECHUHBI OOBIUHOM Oepesbl uiaetr Ha (oHe Bbicokoi akTuBHOCTH CC, M, ClI€IOBaTENbHO,
cunreza Y D-rmroko3bl U GpykTO3sl; (2) y Kapenbckoi Oepesbl akTuBHOCTH CC B Kcuiieme
MOHIDKEHA, B TO )K€ BPEMsI IMEET MECTO BBICOKAsi aKTUBHOCTh ANHB B KcuiieMe U, 0COOEHHO,
BO (10AMeE, UTO BEJIET K YCUJICHHOM TeHepaluu B HUX rekcos (puc. 23).

[TonyueHHble JaHHBIE CBUAETENBCTBYIOT O TOM, YTO HW3MEHEHHE MPOrpaMMbl
T depeHIIMPOBKHN KIETOK KaMOUaNbHON 30HBI KapelibcKoi Oepesbl, Beaylllee K MOBBIIIEHUIO
CTENEHU TapeHXMMaTU3AIMN TMPOBOMSIINX TKAHEH, CBA3AHO C MHTCHCUBHBIM THUIPOJIU30M
caxapo3bl B anomiacte. IloBeiieHHass akTUBHOCTh ANMHB B TKaHSIX CTBOJA KapelbCKOM
Oepesbl B MeproJ; KaMOuanbHOTO pocta Ha (hoHe cHMkeHHON akTuBHOCcTH CC moaTBepkaaet
BBICKa3aHHOE JpyrumMu aBropamu npennoioxenue (Gerber et al., 2014; Barratt et al., 20009;
Bieniawska et al., 2007) o BO3MOXHOM y4YacTUW WHBEpPTa3bl B CHHTE3¢ KOMIIOHCHTOB
KJIETOYHBIX CTEHOK.

MUKpOCKONMYECKUI aHaIN3 MOKa3al, YTo B MIOHE Yy OOBIYHOI Oepe3bl Halmromaercs
HOpMajbHOE [UIsl JaHHOTO TNepHoJa TEeUYEeHHE POCTOBBIX MPOLECCOB — HauOOJbIIAs HUX
aKTUBHOCTh COCPEIOTOYEHA B KCWJIEME, M3 Yero MOXHO 3aKJIOYUTh, YTO OCHOBHOM MOTOK
MOCTYNAIOLIUX aCCUMUIISITOB (Caxapo3bl) pacXoyeTcs Ha IMPUPOCT ApeBecuHbl. Bo ¢uosme y

oObIyHOW Oepe3bl Ha (OHE BBICOKOTO COJICpPXKAHHS caxapo3bl, aKTUBHOCTH (DEPMEHTOB ee
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MeTaboIM3aluu HUXKE, 110 CPAaBHEHUIO C KCWJIEMOH. B HOpMajbHBIX MO CTPOEHMIO TKaHIX
CTBOJIa CHUTOBUAHBbIE TPYOKH (I03MBI HMEIOT HOPMAJIBHYI0 BEPTHUKAJIbHO-TSKEBYIO
OpPHUEHTAIUIO, KOJTUYECTBO MPOBOJAAIIUX 3JIEMEHTOB U UX MPOCBET OOJbIle, [0 CPABHEHUIO C
AHOMAJIBHBIMU YYacCTKaMH. ODTO JOJKHO CIIOCOOCTBOBATH OOJBIIEMY MPUTOKY CaxapoB K
OCHOBHOMY aKIENTOpPY B 3TOT Mepuoa — KamOuanbHOW 30He. Ha pasHbIX mO BO3pacTy
pacTeHMsIX MOKa3aHO, YTO COAECPKAHUE OCHOBHOW TPaHCIOPTHOM (hOpMBI caxapoB — caxapo3bl
BO ¢iodMe B HOPMAJbHBIX IO CTPOCHHMIO TKAHSAX CTBOJA BBIINIE, IO CPAaBHEHHUIO C
anomanbHbIME (prc. 9, 13, 15, 17, 19). B y30puaThiX y4acTKax CTBOJIA MPOBOISIINE JICMEHTHI
UMEIOT CBUJIEBATOE CTPOCHME, B 30HAX AHOMAJMI HMX KOJIMYECTBO YMEHBILIEHO B CBS3H C
MPEUMYIIECTBEHHON TudPEpeHITUPOBKON KIETOK MAPEHXUMBbI, TPOCBETHI CUTOBUIHBIX TPYOOK
TaK)Ke CYIECTBEHHO MEHbIIIE, TI0 CPAaBHEHUIO C HOPMAJIbHBIMU ydacTKamu. Bce 3T0 MOxeT
OBITh IPUYUHON 3aMEJICHUS B 3TUX 30HAX MOTOKA Caxapo3bl, YTO MPUBOIUT K €€ HAKOTUICHHIO
BO (hy1o3Me, crmocoOCTBYET BBIXOY Caxapo3bl B aloIUIACT M MOBBIILIEHUIO aKTUBHOCTH AN/ HB.
B y3opuatbix TkaHSX OOJbIIE MApEHXUMHBIX KIETOK, TJI€ MPOAYKTHI THAPOJIM3A Caxapo3bl
MOTYT OTKJIJIbIBATHCSI B KpaXMall M 3allacHble COCIMHEHUs HEeYTJIeBOHOU npupoibl. CTeneHb
pa3BUTHA aHOMAIIMU KOpPpENIHpYeT ¢ MoBbllieHHeM akTuBHOocTH AmnMuB (puc. 16, 18, 19).
[TonydyeHHble pe3ydbTaThl TOKA3bIBAIOT, YTO MEXIYy JBYMS KpallHUMU BapHaHTAMH
(BeICOKOY30pUaThie U Oe3y30puaThie PACTEHHUs KapelbCKOW Oepes3bl) CYIIECTBYET OOJbIIOE
KOJIMYECTBO TMPOMEXKYTOUYHBIX CTAJUN CTENEHb Y30pYaTOCTU KOTOPBIX KOPPEIUPYeT ¢
W3MEHEHHEM COOTHOIICHHS aKTUBHOCTEH (PepMEHTOB.

C onHOW CTOpPOHBI, BHICOKAs] aKTUBHOCTh KHUCIIOM MHBEPTa3bl B TCUEHHUE JJIUTEIHHOTO
BPEMEHHU CMEIIAeT COOTHOUIEHHE I'eKCO3bl/caxapo3a B CTOPOHY HAKOIUIEHHS TeKCO3 U TeM
caMbIM CNOCOOCTBYeT MHAYKIMM KJIETOUHBIX AeieHuil (Sturm, Tang, 1999). B nannoii cBs3u
MOJKHO TIPEIOJIOKUTh, YTO BBICOKAst aKTUBHOCTH ANOTUIACTHOW M BaKyOJIIPHOW MHBEPTA3BI y
y30p4UaThlX PACTEHUH, BO3MOXKHO, SIBJIIETCS MPUUYMHOW YBEIMYEHHUS YHUCIA KIETOK B 30HE
npoBozsmiei ¢raosmel. Kpome Toro, oOpa3zyrouiyecsi rekco3bl SBIAIOTCS cyOcTpaToM s
BHYTPHUKJIETOYHBIX CHHTE30B, UYTO KOPPEIUPYET C HAKOIJICHWEM B MapeHXMMHBIX KIJIETKaX
MpoBOAAIICH (I03MBI Y30pUAThIX PACTCHHUI OOJBIIOTO KOJIMYECTBA JTUMUIHBIX U TAHHUHOBBIX

BkimoueHuit (bapunbckas, Axtuo, 1986; Novitskaya, Kushnir, 2006; HoBurkas, 2008). Takum
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06pa30M, BBICOKAass AKTUBHOCTbL HWHBCPTA3bl, OYCBHUAHO, MOXCT IMNPHUBOAWTL K YCHUJICHHIO

dbyHKIIMU 3amacaHusl yepe3 oOpa3oBaHUE 3alacHBIX BeIIeCTB U AU(PPEepeHIUpPOBKY KIETOK

3amnacaronieu IMapCHXUMBI.

B. pendula var. pendula
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Pacmenaenne Caxapospl IO HHBEPTA3ZHOMY NYTHI

-3A0YCKAET CHHTE3 3aNACHBIX MeTa00IHTOB;
- A epeHnHpoBKa NPOH3BOAHBIX KAMOHS B

KJIeTKH 3anacaipmei HAPEHXHMBI]

~HAPYUHICHHE HOPMAIBHOTIO CTPOCHHS JAPEBCCHHBL.

Pucynox 23. CxemaTnueckoe n300paxxeHne myTel yTHIIH3auy caxapo3bl Py GOPMHUPOBAHUH

HOPMAaJIBHOM 110 CTPOCHUIO IPEBECHUHBI OOBIYHON Oepe3bl U aHOMaJTbHON APEBECUHBI

Kapenbckoit 0epesbl. [losicHeHus B TEKCTe.

C npyroit cTOpoHbI, YBETUYEHUE aKTUBHOCTU ATNVIHB B OTBET Ha MOBBIIIEHUE CaXapO3bl

B alomjaacte, MOXET, B CBOIO 0YCpPEab,

MOBBIILIATh AKLENTOPHYIO CHIy (JI03MBI U

CrocoOCTBOBaTh elle OoJbllIeMy MPUTOKY caxapo3bl B 30HY aHoMmanuil. M3BecTHO, uTO

CBCPXIKCIIPECCHUS MHBCPTA3BI KJIETOYHOM CTEHKHU B JIHUCThIX MNpUBOAWUT IOJAABJIICHUIO B HHUX

JIOHOPHOW (YHKIIMM M TIEPEXOJy JIUCTHEB B COCTOSHHE aKIENTOPOB accUMUIATOB (Stitt,
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Sonnewald, 1995). B Ge3y30puarhix ydacTKax y30p4yaToOro CTBOJIa KapelbCKOW Oepesbl ObLia
oOHapykeHa BbIcOkas akTUBHOCTh CC ¥ HakomIeHWE Kpaxmalla, 4YTO TakKKe MOXKET
CBHUJICTEIILCTBOBATH O MOBBIIICHHOM COJICp)KaHHK caxapo3sl (puc. 19).

Ha cesiHnax xapenbckoil 1 00bIYHON Oepe3bl MOKa3aHO, YTO HAPYILIEHUS B META00IU3ME
HaOIIOJAIOTCS YK€ Ha HAauyalbHBIX dTalax OHTOreHe3a. Y pacTeHUuM B Bo3pacTe 7 HeEIelb
OCHOBHBIM aTTParupyroUuIMM LIEHTPOM SIBIE€TCA KOPEHb, a pacUICIVIEHHE caxapo3bl B
aKLENITOPHBIX TKAHAX PACTEHUS OCYILIECTBISETCS MPEUMYILIECTBEHHO 3a c4eT akTuBHOCTU CC.
[TokazaHo, 4To Ha paHHHUX HTamax (HOPMHUPOBAHUS pacCTeHHs MeTaboNM3alus caxaposbl y
KapesnbCcKoil Oepe3bl MPOUCXOAUT 00Jiee MHTEHCHBHO MO CPABHEHUIO C PACTEHUSIMU OOBIYHOMN
oepesbl. [1o nocTmkennn pacteHus MU 17-HeaenbHOro BO3pacTa MPOUCXOAUT NEPEOPUEHTALUS
nyTel yTHIM3AIMK caxaposbl, a Hambosee BBICOKAas aKTHMBHOCTb Caxapo30pacIIeIUISIONINX
dbepmenToB HabmOMaeTCs B cTebOne. Y 0ObIYHON Oepesbl OOoJbIas 4YacTh CHHTE3UPYIOIIUXCS
MeTabOIUTOB PAcXOAyeTcs Ha IPOLECChl CTPYKTYPOOOpa3OBaHMS, O YEM CBUIECTEIHCTBYET
BbIcoKasi akTUBHOCTh CC. VY pacTeHuil KapelibCKoi Oepe3bl BHICOKHE 3HAUYEHHS aKTHUBHOCTHU
KHUCIBIX WHBEpPTa3 CHOCOOCTBYIOT HAKOIUJICHHMIO B aKIENTOPHBIX OpraHax OOJBIIOTO
KOJIMYECTBa TEeKCO3 M 3amacHeiXx MeTabonutoB. Takum oOpazoMm, OWOXUMHYECKHE U
MOJICKYJISIPHBIE PAa3IHYUs MEXKIY PACTEHUSMU OOBIYHOW Oepe3bl MOBHUCION M KapelbCKOU
Oepesbl 3aKIaJbIBAIOTCA €Ill€ Ha paHHUX JTalax pa3BUTHUs PACTEHMs 3aJ0JIF0 10 Hayaia
dbopMUpOBaHUS AHOMAJILHOM Y30pUaToil IpeBECUHBI.

Bo3Hukaer Bompoc, YTO MOXXET OBITh NMPUYMHOW H3MEHEHHUS IMyTH MeTaboIM3aluu
caxapo3bl, a MMEHHO, Iepexoja OT MPEUMYIIECTBEHHOIO €€ PpACIICIUIEHHsS C Yy4dacTUEM
Caxapo30CHHTa3bl Ha MPEUMYILIECTBEHHOE pacCLIEIUICHHE aloIUIaCTHOM  MHBEPTA30il.
W3ydyeHnto  BO3MOXXHBIX ~ MyTe€Hd  peryisiud  aKTUBHOCTH  (EepMEHTOB, Kak  Ha

TPAHCKPHUIILIIMOHHOM, TaK U Ha MMOCTTPAHCIIIMUMOHHOM YPOBHC, TOCBAIICHA CJICAYIOIIAA I'JlaBa.
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[''TABA 4. MOJIEKYJIAPHO-TEHETUYECKHWE MEXAHUW3MBbI PEI'YJISALIMN PA3HBIX
CHEHAPHEB KCUJIOTEHE3A

4.1. Peryasiuusi AKTHBHOCTH CaXapo30CHMHTA3bl Ha YPOBHe JKCIpecCHH
KOMPYIOIIUX €€ FeHOB B epHO KaMOUAJIBLHOI0 POCTa

[Tonyuyennsie pe3ynpTaThl (I'71aBa 3) MO3BOJIAIOT MPEANOJIOXKUTH, YTO HM3MEHEHUE
aktuBHocTH CC mpenctaBisieT co0oi oauH u3 3(Q(PEKTUBHBIX MyTEH PEryslud KCUIOTreHe3a
JPEBECHBIX PACTEHUI M TECHO CBS3aHO ¢ (OPMUPOBAHHEM y30pUATON JIPEBECUHBI KapEIbCKOM
Oepe3bl. Kak BHeIIHME, TaK U BHYTPEHHHE (DAKTOpPBI U3MEHSIOT KOJUYECTBO (hepMEHTa U €ro
aKTUBHOCTb, TJIaBHBIM 0O0pa3oM, 4depe3 pEeryJslui0 SKCIPECCUU TeHOB. B CBs3M ¢ 3TuM,
IPOBEJIEHO CPaBHUTEIBHOE U3YYEHHE aKTUBHOCTU CaXapO30CHHTAa3bl U YPOBHS TPAHCKPHUIITOB
KOAMPYIOUIUX €€ T'€HOB B XOJ€ KCUJIoreHe3a OOBIYHON Oepe3bl MOBHUCION M KapeabCKOn

Oepessl.

4.1.1. AxtuBHoctb CC wu ypoBeHb OdKcmpeccun reHoB Susl, Sus2, Sus3 B
pa3BuBatonieiics kcuneme 10-nmeTHUX pacTeHuil 1ByX GopM Oepesbl TOBUCION

O6bexTamu uccienoBanus Obutk 10-1eTHHE AepeBbs OOBIYHON Oepe3bl U KapeabCKOM
Oepessl, mpouspacraroime Ha Arpobrosornueckoit ctaniuu KapeiabCckoro HaydHOTro IEHTpa
PAH. Pactenust BbIpallieHbl U3 CEMSH, TOJIYYCHHBIX OT KOHTpoaupyemoro omnbuiecHus (Forelia
OY, Ounnsanaust). CeMeHa KapenbCKoi O0epe3bl MOMyUYeHbl OT POJUTENIBCKUX JIEPEBLEB C APKO
BBHIPQXXCHHBIMU TMPHU3HAKAMHU Yy30pUaTOCTH ApeBecUHBI. JlepeBbsi OOBIYHOW Oepes3bl uMenu
TUMIUYHYIO TSI BHJIa TIPSIMOCIIOMHYIO TPEBECUHY CO cIabo BhIpaK€HHOW TekcTypoil. Cpemu
JIEPEBBHEB KapeabCKOM Oepe3bl MOA0MpaIi SK3EMIUIAPhl C BBHICOKOW CTEMEHBbIO Y30pYaTOCTH
JIPEBECUHBI (y30pUaThle PaCTEHUsI) U PACTEHUS, Y KOTOPBIX MPU3HAKH AHOMAJIBHOI'O CTPOCHUS
JpeBeCHHBI OTCYTCTBOBaNHU (Oe3y3opuaThiec pactenus). OOpasipl 11 aHaIu3a otoupanu c: (1)
JepeBbeB OOBIUHON Oepesbl, (2) Oe3y30opuaThiX JIepeBbEB Kapenbckoil Oepesbl, (3)
0e3y30p4aToil 4aCTH CTBOJIA Y30pUaThIX JEPEBBEB KapeiabCKo Oepessl, (4) y3opuaToil yacTu
CTBOJIa TeX ke jJepeBbeB (puc. 24). Ha cTBosie BhIpe3aan OKOMIKU 2X6 CM U OTICISUIA KOPY OT
npeecuHbl. C 0OHaXKEHHOUW MOBEPXHOCTH JIPEBECHHBI OPUTBEHHBIM JIE3BHEM COCKAOIHBAIH
TOHKHM CJIOW KCUJIEMBI, KyJa BXOAWIH AU GepeHIUpyomuecs KISTKH KCUIEMbl U Hapy>KHbIC
CJIOU TIPUPOCTA KCUIIEMBI TeKyIIero roja. OTéop TKaHeH KOHTPOIUPOBAIHU O] MUKPOCKOIIOM.

HccnenoBanue NpoBOAWIN B EPUOJ aKTUBHOTO (QyHKIIMOHUpOBaHUs kamoust (21.06.2015 r).
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Pucynok 24. OkopeHHass TOBEpXHOCTb IPEBECHHBI, aKTUBHOCTH caxapo3ocuHrassl (CC)

(MKMOJIb caxapo3bl / Mr Oelika) 1 OTHOCHTENBHBINA YPOBEHB JKCIIPEeCCHU TeHOB (OTH. ej.) Susl,

Sus2, Sus3 B 30He (opmupoBaHUsS Kcuiembl 10-meTHHX IepeBbeB 0ObuHOW Oepesnr (B.

pendula var. pendula), 6e3y3opuaroii kapenbckoii Oepeswr (B. pendula var. carelica),

y30pUaToi KapenbCkod Oepesbl (Oe3y3opuaTas W y3opyaTash yacTH CTBosa). [IpencraBiieHbl

CpCaAHNC 3HAUYCHUA ITATU HOBTOpHOCTei’I " UX CTaHAAPTHBIC OIIINOKH.

VY nepeBbeB 0OBIYHON Oepe3bl B MEPHO]] aKTUBHOTO KaMOMAIBHOTO POCTa B KCHUJIEME

HaO01au BBICOKYIO akTUBHOCTh CC. 3HaueHus ee qocturainu 129 Mxmoib caxaposbl / mr
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oenka. Bricokas aktuBHOCTH CC B Kcuieme OOBIUHON Oepesbl MOANEPKMBAETCS 3a CUET
uzodopmbl SUS1, comep:kaHue TpaHCKpUITa reHa SUS1 B KcuiieMe HCCIeNyeMBIX JI€pPEBHEB
coctapmwiio 0.65 oTH. en., uro Oonee yeM B 10 pa3 Bbllle MO CPaBHEHUIO C YPOBHEM
TparckpunTa reHoB SUs2 u Sus3 (0.06 u 0.04 otH. exn. cooTBeTcTBeHHO) (prc. 24). M3odopMmsr
caxapo3ocuHTa3bl SUS1 m Sus2, koaupyembie TeHamMu SUS1 m SUS2, y JpeBECHBIX pacTeHUU
UMEIOT TIEPEKPHIBAIOIINECS OMOJIOTHYECKHE (YHKIIMHA, OCHOBHOW W3 KOTOPBIX SIBIISCTCS
MOCTaBKa yriepoja K MECTy CHUHTE3a KJIETOYHBIX CTEHOK KCHJIEMbI. Y pacTeHui TomoJisi Oolee
BBICOKasl SKCIIpeccHs B kcuieme orMedeHa juist rena Susl (Geisler-Lee et al., 2006). Otauuus
B DKCIIPECCHH reHOB SUS2 1 SUS3 y 00bIUHOM Gepe3bl He JOCTOBEPHBI (puc. 24).

VY Oe3y30puathiXx pacTeHU Kapeabckoil 6epe3bl akTuBHOCTH CC Obina B 1.3 pa3a Huxe
Mo cpaBHEHUIO ¢ 0O0buHOU Oepesoii. CHmkeHne akTUBHOCTH CC 00yCIIOBICHO MOHUXKEHUEM
ypoBHs Hskcrpeccun  Susl (0.49 oTH. en.), OJHAKO ATO YAaCTHYHO KOMIIEHCHPYETCS
NOJIKJIFOYEHUEM B METAa0OJIMTUYECKUE Mpouecchl n30popM (epMeHTa, KOAUPYEMbIX T'€HaMU
Sus2 u Sus3 (0.16 u 0.27 OoTH. en. COOTBETCTBEHHO). ['eH SUS2 MOXeT y4acTBOBaTh B CHHTE3E
IEJUTIONIO3bI P HU3KOM YPOBHE TPAHCKPHITIMK SUS1 WM OHMKEHHON akTUBHOCTH SUSI, B
YACTHOCTH, TPHU M30BITOYHOM HAKOIUIEHWH B TKaHAX (PPYKTO3bI, BHICOKHE KOHIICHTpAILlUU
KOTOPOM CHJIBHO MHTHOMPYIOT Wi nHakTuBUpyroT Susl (Matic et al., 2004). V Ge3y3opyatbix
pacTeHuil, Kak U y OOBIYHON Oepesbl, B IuUDPEPEHIIUPYIOMICICA KCUTIEMEe COJIepkKaHue
TpaHckpunTa SUsl ObuTo BhINIE, YeM SUS2 1 SUS3 (puc. 24).

Y y30puaThiX pacTEHUN KapelbCKoW Oepe3bl B ydacTKax CTBOJIA C Yy30p4yaToil
npeBecuHol akTuBHOCTH CC Obuta oueHb HU3KOH (30 MKMOIb caxapo3el / Mr Oenka).
[losiBeHue y30p4aToil JpeBECHHBI COMPOBOKIAIOCH PE3KUM CHHKCHHEM KOJHMYECTBa
TpaHckpurTa reHoB Susl u Sus2 1o 0.05 u 0.002 oTH. ex. cooTBeTcTBEeHHO. [IpH 3TOM YypOBEHB
skcnpeccun reHa Sus3 (0.06 OTH. e1.) TOCTOBEPHO HE OTJIMYAJCS OT TaKOBOTO Y OOBIYHOM
oepesnl (puc. 24). B HOpMe y NIpEBECHBIX PACTCHHMM T'eH SUS3 MMeeT IIMPOKHM Iuara3oH
TPAHCKPHIIIIMA B OpraHaXx M TKaHAX M PACCMATPHUBAETCS KaK I'eH o0IIero Meradoim3ma, OH
NPaKTUYECKU HE dKIpeccupyeTcs B popmupyrommuxcs kinerkax apesecunsl (Geisler-Lee et al.,
2006).

Anamu3 aktuBHOocTH CC W ypOBHS TpPAaHCKPHIITOB KOJUPYIOIIMX €€ TCHOB B
0e3y30pYaThlX ydYacTKax CTBOJA Y30pYaThIX PACTCHUN KapelbCKOW Oepesbl MoKasal

HEOXXUJAHHBIM pe3ynbTaT. Tak, akTuBHOCT, CC Obuta BbIIe B 5.6 paza Mo CpaBHEHHIO C
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y30p4aTol 4acThi0 CTBOJIa, U B 1.3 pa3a mo cpaBHEHHIO ¢ OObYHOU Oepe3oit (167 MKMOIb
caxapo3sbl / Mr Oenka). IIpu 3TOM KOJHYECTBO TPAHCKPUIITOB reHOB SUSl, Sus2 u Sus3 ObLIO
3HAYUTENBHO OO0JbIlIe, KaK OTHOCHUTEIHHO Y30puYaTO YacTH TOTO K€ JepeBa, Tak U IO
cpaBHeHHIO ¢ 00bIuHOM Oepe3oit. Yposenb MPHK rena Susl (0.84 otH. ex.) O6bu1 B 17 pas
BBIIIIE, Y€M B y30puaToit yactu, U B 1.3 pasa Bblle, ueM y 00bIuHOM Oepe3nl. YpoBeHb MPHK
rera Sus2 (0.19 otu. en.) — B 90 pa3 BbIlIe, 4eM B y30pUaTOil 9acTH, U B 3 pa3a BBIIIE, YEM Y
o6pryHOM Oepesnl. KommuectBo MPHK rena Sus3 (0.12 oTH. en.) — B 2 pasa BHINIE, YeM B
y30puaToil 4acTH, U B 3 pasa BbIlIe, 4eM y 0ObIdHON Oepessl (puc. 24). To ecth, B mpeaenax
OJIHOTO JiepeBa Kapelibckoil Oepesbl dopMupoBaHHe 0€3y30puaToil IpeBEeCHHBI, B KOTOPOU
peo0IIalaloT COCyIbI U BOJIOKHA, IMTPOMCXOMNUT Ha (POHE BBICOKOM IKCIpEecCHH reHOB SUSl u
Sus2, a mpu GOpMHUPOBAHUH Y30PUATOH JPEBECHHBI C BBICOKAM COJACPKAHUEM TMapEHXUMHBIX

KIICTOK YPOBCHBb TPAHCKPHIITA 3TUX I'CHOB CHUKCH B 17uB 90 pa3 COOTBETCTBCHHO.

Hcxomst U3 mOJydeHHBIX pe3yJIbTaTOB MOYKHO 3aKJIFOYUTh, YTO B MEPHUO] KaMOHATHHOTO
pocra aktuBHOCTH CC B 30HE (POPMHUPOBAHHS KCHIEMBI HCCIIEIYEMBIX Oepe3 3aBHUCHUT OT
ypoBHs MPHK renoB Susl m Sus2, sBnsromuxcs TKaHeCTICIU(PUIHBIMHU IS KCUIEMBbI. J{is
OTIpEeJCIICHNs BKJIaJa KaXJIOTO TEHa B PETYJSAIHIO aKTUBHOCTH CaxXapO30CHHTA3bl ObLI
MPOBEJICH KOPPEISAIMOHHBIA aHaTN3. Y CTAaHOBJICHO, YTO B HAMOOJBIICH CTEIIEHN aKTHBHOCTH
CC xoppenupoBana ¢ ypoBHeMm 3kcmpeccur reHa Susl (R=0.90), B McHbIel cTeneHH ¢
skcnpeccuert rena Sus2 (R=0.68), B ciydyae reHa SUS3 — KOppessiiuu He HAOMI0aI0Ch (puc.
25). B cBsa3u ¢ 9TUM B JallbHEWIIUX HCCleNoBaHUAX perynsuun aktuBHoct CC B

KaMOuaabHOU 30HEe OyJIeM paccMaTpuBaTh TOJBKO I'eHbl SUS1 u Sus2.
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PucyHnok 25. 3aBUCHMOCTh akTHBHOCTH caxapo3ocuHTasbl (CC) OT ypOBHS SKCIPECCHH TEHOB
(otn.ex.) Susl (A), Sus2 (b), Sus3 (B) B 30He dopmupoBanus Kcuiembl 2-x GopM Oepesb
noBucioi. IlpencraBineHsl cpeaHue 3HAYEHHs] MSATH NOBTOPHOCTEW W HX CTaHAApPTHBIE

OLIIUOKH.

4.1.2. AKTHBHOCTH Caxapo30CHMHTa3bl W YpPOBEHb OKCIpecCMH TeHOB Susl, SusZ2 B
pa3BHUBAIOLICHCS Kcuiieme 25-JeTHUX pPAaCTeHUU KapelbCcKoW Oepe3bl ¢ pa3HOW CTEeNeHbIO
y30p4YaTOCTH JPEBECUHBI

HccrnenoBanuss TpoBOAWIM Ha 25-TW JIETHUX JEPEBBAX KapeiabCKol Oepessl,
MPOM3pACTAIOLIMX Ha JecoceMeHHoM mnaHTanuu (MenBexberopckuid paiion, PecmyOnuka

Kapenus). XapakrepucTiuka TeppUTOpUN U OOBEKTOB HMCCIEAOBAHUS NMPUBEIEHBI B pasjiene
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3.4.2. BceM pacrenusm ObL1 iprcBoeH 6aiut oT 0 10 3 B 3aBUCUMOCTH OT CTENICHU MPOSIBICHUS
y30puaToCTH JapeBecHHbl (puc. 26). Yucno pactenuit B 1-4 rpymnmax cocraBwio 13, 8, 9 u 5
COOTBETCTBEHHO. OTOOP 00pa3ioB MPOBOAWIN B MEPHOJ aKTUBHOTO (POPMHUpPOBAHUS paHHEU

TOHKOCTEHHOM JpeBecunbl (Havaso utons 2017 r.).

B. pendula var. carelica
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Pucynok 26. OkopeHHass TMOBEpXHOCTh IPEBECHHBI, aKTHBHOCTH caxapo3ocuHrassl (CC)
(MKMOJIb caxapo3bl/MI OeJIKa) ¥ OTHOCUTEIIBHBIN YPOBEHb YKCIPECCHUU T'eHOB (OTH.ea.) Susl,
Sus2 B 30He (QOpPMUPOBAHUS KCHUIEMBI 25-JTETHHUX JIEPEBHEB KapelbCKoW Oepesbl ¢ pa3Hou
CTETMEeHbI0 y30puaTocTu ApeBecuHbl (0T 0 10 3 6amioB), mMpou3pacTaOIIUX Ha JIECOCEMEHHOM
wiantanuu. [Ipencrasnensl cpeanne 3HaueHus 13, 8, 9, 5 moBTopHOCTEH (M1 pacTeHUi co

cTeneHblo y3opuyatoctu (-3 6amia COOTBETCTBEHHO) M MIX CTaHAAPTHBIC OMIHOKH.

VY 6e3y3opuatbix pacrenuid aktuBHOCTH CC (1.9 MKMOIB caxapo3bl Ha MT Oenka) Oblia
B 1.7 paza BhIllIe 110 CPAaBHEHUIO C y30pUaThIMU PACTCHUSIMU KapeabcKoi 6epessl (1.12 MKMOIIb
caxaposbl Ha Mr Oenka). Beicokas akTuBHOCTE CC 00ycinoBieHa OONBIINM, IO CPABHEHHUIO C

y30p4aThiMU pacTeHHs MU, B 1.7 pa3 ypoBHeM skcmpeccuu rena Susl (0.23 otH. ex.) u B 1.9
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pa3 rena Sus2 (0.17 otn. ex.). Kak u y 10-eTHuX pacteHuii 0OBIYHON M KapenbCKOU Oepe3sl y
25-1eTHUX pacTeHUN KapelbCcKoi Oepesbl coaeprkanue TpanckpuntoB MPHK rena Susl 6wu1o
BhIIIIE, 110 cpaBHeHMIO ¢ MPHK rena Sus2 (puc. 26).

Mexny y30p4aTbiMA PACTCHHSIMH, Pa3IMYAIONIMMUCS TI0 CTENEHW aHOMAIbHOCTH
JPEBECHHBI, NOCTOBEPHBIX OTHuui 1mo akTuBHOCTH CC oOHapyxkeHo He Obuio. Ilpu sToM
MEXIy pPAaCTEHUSIMH CO CTENEeHBIO y30p4arocTH 3 Oaula M pacTeHUSMH CO CTENEHBIO
y3opuaToctu 1-2 Gayia HaOMIOAANUCH OTIAWYMS B cojaepxaHuu TpaHckpuntoB MPHK renos
Susl u Sus2. YpoBenp s3kcmpeccur TeHOB SUS1 m SUS2 y BBICOKOY30pyaThIX pacTeHHmid (3
Oamta) ObUT BBINIE, TIO CPAaBHEHHMIO C PACTEHHUSIMH CO CTEMEHBI0 y3opyartocTu 1-2 Oasa
(xputepuit Gumepa F = 2.5 > 2.1 npu p=0.03 u F = 2.9 > 2.3 npu p=0.02 ansa Susl u Sus2
COOTBETCTBEHHO) (puc. 26).

Eme ogHa 0coO0eHHOCTH BBICOKOY30pUaThIX PACTEHUN KapeiabCcKoil Oepesbl (3 Oamna) —
9TO OOJIBbIIIAsT MHIMBHUTyaJIbHA U3MEHYUBOCTH 110 akTuBHOCTH CC. 3HAUYCHHSI €¢ BapbUPOBAIH
or 0.3 mo 1.8 MKMOIb caxapo3pl/Mr OeiKa y pacTeHUH, MPOU3PACTAIOIIUX HA PAa3HBIX IO
MOYBEHHBIM YCJIOBHUSAM yyacTkax (puc. 27). PacTtenus, nmpouspactaronye Ha IEPBOM y4acTKe,
OTJIMYAJUCh OT pacTeHW Ha 2-M M 3-M ydacTkax Oojee ToyicToi Kopout (puc. 27). B
dbopmupyroIieiics kcuieme 3TUX pacteHuil Ha gone Oompineit akTuBHOCTH CC comepxkanoch
Oosbie nemnoo3bl (41.4 %) u menbiue aurauba (17.9 %), no cpaBHEHHIO € paCTEHUSIMU 2-TO
yuactka (36.5% u 19.5 % uemntono3sl U JUTHUHA COOTBETCTBEHHO) U 3-r0 y4yacTtka (36.8% u
19.3 % uemnono3pl M JUTHUHA COOTBETCTBEHHO). Ha rulpumHbix auHUSAX Tomons P.
tremula xtremuloides nmokaszano BiausHue CC Ha cojep)KaHHE IEIUIIOI03bI, TE€MHIICIUIIOJIO03,
JWTHUHA Ha eauHUIly oObeMa apeBecunbl (Gerber et al., 2014). Cneayer OTMETHTh, YTO TIPH
pasznoii aktuBHocTd CC ypOBEHb SKCIPECCHU KOIUPYIOIIMX €€ TeHOB Susl u Sus?2 y
UCCIEAYyeMBbIX pacTeHuidl He pasznuuancs (puc. 27). Perymsmus axktuBHoctH CC MOXKeT
OCYILECTBISITECS HE TOJIBKO HA YPOBHE TPAHCKPHUIIIINH, HO U Ha TIOCTTPAHCIIIIMOHHOM YPOBHE.
bonbmioe BnusHue Ha akTUBHOCTE CC MOTYT OKa3bIBaTh YCJIOBHSI MPOU3PACTAHUS, B
YaCTHOCTH TOYBEHHBIC YCIOBHS. YUacTOK |, HA KOTOPOM MPOU3PACTAIN Y30pUaThle paCTCHUS
(3 6amna) ¢ camoil BeICOKOM akTUBHOCThIO CC, OTIM4YaNCs OT y4acTKoB 2 U 3 Ooyiee HU3KUM
3HayeHneM pH mouBbI, Oojiee BBICOKMM COJCp)KaHHMEM TyMmMyca, yriepojia W MOJBHKHOTO
kamusi. Ha ywyacTke 2 B mouBe OBLIO BBINIE COJEPKAHWE TOJBMKHOTO a30Ta U MEHBIIE

NOJBMXKHOTO (ocdopa, mo cpaBHEHHIO ¢ 3-M ydacTKOM. YuacTok 3 Ha ¢oHe Gomnbuiero pH
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XapaKTEePU30BAJICS HU3KUM COJEPKAaHUEM TMOJBIKHOIO a30Ta, HPH 3TOM COJepKaHue
MOJIBIKHOTO (ocdopa ObLII0 OUeHb BHICOKUM. JIaHHBIX O BIUSHUU YCIOBUHN MPOU3paCcCTaHUs Ha
akTuBHOCT, CC y JpeBeCHBIX pACTeHM B HM3BECTHON HaM JMTepaType OYeHb Malo, B
OCHOBHOM pPAacCMaTpUBAETCs BIUSHUE HUTPATHOro a3ora. [loapoOHee BiIusHUE IUIOAOPOAUS
MOYBHI HAa AaKTMBHOCTHh (PEPMEHTOB METa0OJM3alMK caxapo3bl Y KapeiabCKoi Oepe3bl Oynaer

paccMOTpEHO B TiaBe 6.

B. pendula var. carelica-

OTHOCHUTENBHBIN YPOBEHBb HKCITPECCUU

AxruBHOCTE CC
Susl Sus2
2 r 02 r 02 r
15 0.15 + 0.15 ~
1+ 0.1 0.1

0.05
0

Yyactok 1 Yuyactok 2 Yuactok 3

Pucynok 27. AxtuBHOCTH caxapo3ocuHTasbl (CC) (MkMonb caxapo3sl /| Mr Oenka) u
OTHOCHUTENIBbHBI YPOBEHb SKcIpeccuu (OTH.el.) reHoB Susl, Sus?2 B 3oHe (opmupoBaHUs
KCHJIEMBI 25-JI€THUX J€PEBbEB KapelbCKoi Oepesbl (y3opyaTocTh 3 Oania), mpou3pacTaromux
Ha pa3HBIX 10 YPOBHIO IUIOAOPOAMSA TMOYBBI ydacTkax. Ha dororpadusax — okopeHHas

IIOBEPXHOCTH IPEBECUHBI UCCIIEYEMBIX pacTeHUU. [losicHEeHNs B TEKcTe.

4.1.3. AKTHBHOCTH CaxapO30CHMHTa3bl U YPOBEHb HKCIPECCHU IreHOB SUSL1 m Sus2 y cesiHIeB
00BIYHOM Oepe3bl MOBUCIION U KapeabCKoi Oepesbl
B rnaBe 3 ObUTIO MOKa3aHO, YTO OMOXMMHYECKHE M MOJIEKYJSIPHBIC Pa3IIMUUs MEXKIY

pacTeHUsIMU OOBIYHOM M KapelabCKOM Oepesbl 3aKIabIBalOTCS €Ille Ha pPaHHUX 3Tarax
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pa3BUTHUS A0 Hayaia GOPMHUPOBAHUS y30pUaTON aHOMAJIBHOU MO CTPYKTYpE APEBECUHBI. YiKe
y 17-HenenpHbIX cesHieB cooTHomeHue akTuBHOCcTH CC u AnlHB B cTebne Opu10 MOaJ00HO
B3pPOCJIBIM pacTeHUsIM. B JaHHOM pa3zjienie Mbl MOMBITAIMCH ONPEICUTh ITall OHTOTeHe3a, Ha
KOTOPOM OMOXHMHUYECKHE W MOJIEKYJISIPHBIC pa3Iuins HAUMHAIOT IPOsSBIAThCA. MccnenoBanue
akTuBHOCTH CC M ypOBHSI KCIIPECCHUU KOJIUPYIONIUX €€ TeHOB MPOBOIWIN Ha 5-, 6-, 7-, 8-, 10-
HEZEJIbHBIX CESHIAX KapelabCKoil M oObluHOM Oepe3bl. Ha 2-X HeJeNbHBIX CesHLAX HU3ydald
TOJILKO YPOBEHb dKCIpeccuu reHoB Susl u Sus2 (puc. 28).

AxtuBHoctb CC B ctebne 5-10 HenenbHBIX CEsHIEB OOBIYHOM Oepe3bl C BO3PacTOM
yBenuuuBasiach oT 0.4 10 2 MKMOJb caxapo3bl / Mr Oenka. Bo3pacraHue aKTHBHOCTH
COIIPOBOXKJIATIOCH YBEITMUEHUEM YPOBHS SKCIIPECCHH KOAMPYIOIIUX €€ TeHOB, Kak SUsl, Tak u
Sus2. IlomyueHHBble MJaHHBIE cOTJAcyloTcs ¢ oOcHOBHOM pompio CC B mporeccax
cTpykTypoobpaszoBanus. Haunbonpmas aktuBHocTe CC oOHapykeHa B MOJIOABIX PACTYIINX
tkausax (Coleman et al., 2008, 2009), B pe3yibTare ee ACSITEILHOCTH YIJIEPO PACXOIyeTCs Ha
MOCTPOCHME KJICTOUHBIX cTpyKTyp (Amor et al., 1995; Sturm, Tang, 1999; Sturm, Tang, 1999;
Winter, Huber, 2000; Ruan et al., 2003) 1 HeoOpaTUMO BBIBOAUTCS U3 METa0OIU3MA.

B crebne 5-, 6-HenenbHBIX CEesSHIIEB Kapelbckoil O6epesnl akTuBHOCT, CC Oblia B 1.5-2
pa3za HIXKe, K 7-MHU HEJelsIM OHa Bo3pacTaja 0 YpoBHA oObl4HOM Oepesbl (1 MKMOJIb
caxapo3bl/Mr 0elka), CHUXkKanach B 2 pa3a K §-MH HeJleJsIM U 0CTaBajiach Ha 3TOM ypoBHe y 10-
HeenbHbIX cesHIleB (puc. 28). [Ipu atom xommuectBo MPHK rena Susl Bozpactano ot 0.4 1o
1.1 oTHOCHUT. en., a reHa SUS2 ot 0.2 1o 0.6 OTHOCHUT. €[., YTO MPUMEPHO B 2-3 pasza HUXKeE, MO
CpaBHEGHHIO C OOBIYHOW Oepe3oil. Y 2-HEACNBbHBIX CESHIICB YPOBEHb JKCIIPECCHU T'CHOB,
koaupytomux CC, OB CYIIECTBEHHO HWKE, TIO CPABHEHHUIO C S-HEACTbHBIMU PACTCHHSIMH.
Mexny 0ObIYHOM U KapeabCKOM Oepe3oil CYIIeCTBEHHBIX OTINYUN B KOJIMUECTBE TPAHCKPUIITA
Susl u Susl o6HapyskeHo He ObLIOo (puc. 28).

VY cesHileB 00bIYHOM Oepe3bl HaOMI0aeTCs JIUHEHas 3aBUCUMOCTh akTuBHOCTU CC 1
YPOBHSI 3KCIIPECCUM KOAMPYIOIIMX €€ TeHOB OT Bo3pacta. KosdduuumeHTs! anmpoxcumanuu
coctaBuiin 0.96, 0.87 u 0.82 mns CC, Susl u Sus2 coorBeTcTBeHHO (pHUC. 29). ¥V cesiHlEB
KapenbCKoil Oepe3bl JMHEHHas 3aBHCHMOCTh OT BO3pacTa HaOMIONaeTcsl TOJBKO JJis
tpanckpuntoB MPHK renoB Susl u Sus?2 (kosdduuuentst anmpokcumanuu 0.95 u 0.71

COOTBETCTBEHHO), a st akTuBHOCTH CC oHa He oOHapyxeHa (puc. 29).
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5 Heelnb 6 Heneb 7 Heelb 8 Hemem

10 megenn
25 . AxtuBHOcTh CC
) B B. pendulavar. pendula
15 [ B. pendulavar. carelica
1
0.5
0 OTHOCHUTEJBLHBIH YPOBEeHb 3KCIpeccun, koaupyomux CC

T¢HOB

Susl Sus2
4 r 2 r
3 L
2 r 1 F
1
2 Heenun 0 2 5 6 7 8 10 ° 2 5 6 7 8 10

Pucynok 28. AkxktuBHOCTh caxapo3ocuHTasbl (CC) (MKMOJb caxapo3pl/mMr Oenka) W
OTHOCHUTEIIBHBIN YPOBEHB IKCIIPECCUH KOJUPYIOMIKMX ee TeHOB SUSlu Sus?2 (oTH. e1.) B cestHIax
pasHoro Bo3pacta pactenuit B. pendula var. pendula u B. pendula var. carelica. ITo ocwu
abcuucc — Bo3pact cesHieB (Henaenu). Ha ¢ororpadumsx BHemnuiu Bua S5-, 6-, 7-, 8-, 10-

HCACIBbHBIX (BBerY) 151 2-HeI[eJ'II>HBIX CCAHLICB.

Takum oOpa3om, yke Ha HadaJbHBIX JTalax Pa3BUTHS YPOBEHb IKCIPECCUH TCHOB,
Koaupyromux u3odopmel SUSl u Sus2, y Kapenbckoil 6epe3bl HUXKE, P ITOM HHTEPECHBIM
sBisieTcst pakT Bo3pacTanusi akTUBHOCTU CC y 7-HENENbHBIX CESHIIEB KapelbCKO Oepe3bl B
ctebne. Panee mbl mokazanu (paszmen 3.5.2), 4TO B 3TOM BO3pacTe Yy CESHIEB KapelbCKON
6epesnl akTuBHOCTh CC B KOpHE OblIa B 2 pasa BHIIIE, 10 CPABHEHUIO C TAKOBOM Y OOBIYHOM
Oepessl (puc. 22). To ectb 7-HenenbHbIE CESHIBI MOXXHO pPaccMaTpuBaTh, KaK pacTEHU,
HaXOMAIIMEeCs B TIEPEXOJAHOM COCTOSHHHM, Yy KOTOPBIX HAauyMHAETCAd MepecTpoika

MeTabOIMYEeCKUX MyTeH yTHIM3aIMU CaXapOo3bl.
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[IpoBenenHoe uccienoBanne Mokaszano, 4To akTUBHOCTh CC B OOJIBIIMHCTBE CIy4acB
peryiupyeTcsi Ha YpOBHE SKCIPECCUU KOTUPYIOIIUX ee TeHOB SUS1 m SUS2, Kak y B3pOCIBIX
pactenuii (puc. 24, 26), Tak u y cesnineB (puc. 28). Menbmas aktTuBHOCTh CC B y30p4aThIX
ydacTKax CTBOJAa KapelbCKOM Oepe3bl B NEpHOj KaMmMOHWaJbHOTO pocTa OO0yclOBJIEHA
CHI)KEHHEM B JTHX 30Hax KkomuuectBa TpaHckpuntoB MPHK renos Susl u Sus2. VY
BBICOKOY30pUaThIX PACTEHUHN KapenbCKoi Oepe3bl akTuBHOCTH CC He Bcerja KOppeaupyeT ¢

YPOBHEM SKCIIPECCUU KOAUPYIOMINX €€ TeHOB (puc. 27), U 3aBUCUT OT YCJIOBHI MPOU3pACTAHUS

pacTeHUM.
AxtuBHOocThL CC e var. pendula
25 - e var. carelica
2 L
15 ¢ y =0.34x - 1.37
R2=0.96
1 +
y =0.04x +0.14
05 | ° R*=0.07
® [
O T T T T 1
0 2 4 6 8 10
YpoBeHb 3kcnpeccnu reHoB, kogupyommx CC
var. pendula var. carelica
y=0.30x-0.35 y=0.18x-0.42 y=0.10x-0.09 y=0.13x-0.43
R?>=0.87 R>=0.82 R*=0.95 Rz =0.71
r 1.2 ¢
.
25 1 e Susl Ly ® Susl
2T esus2 98 T o Sus?
15 | 06 +
1+ 04 +
05 ¢ 0.2 +
0 0
0 0

Pucynok 29. M3menenue aktuBHocTH caxapo3ocuHTasbl (CC) (MKMOJL caxapo3sl / Mr Genka)
U YPOBHS JKCIPECCUU KOOUPYIOMMX ee reHoB SUSl m Sus2 (OoTH. en.) B 3aBUCHUMOCTH OT
BO3pacTa cesHIeB (Hemenb) oObruHoi (var. pendula) u kapenbckoii (var. carelica) 6epessl. ITo
ocu abcuuce — Bo3pacT cesHieB (Henenu). Ha rpadukax nokazansl TMHUS TpEeHJa, YpaBHEHUE

onucChIBarome ee PyHKIUU 1 KOA(PPUIIMESHT anpOKCUMAIIHH.
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4.2. YyacTHe €axapo30CHMHTa3bl B CHHTe3e We/UII0J03bI M Kpaxmajia B NepHuoj
KaMOuaJbLHOI0 pocTa

B xome xcunoreneza CC akTHMBHO BKIIOYAeTCS B MeETa0OJM3M KIETOK Ha JTame
OTJIOKEHUSI BTOPUYHOM KIIETOYHOM CTEHKH, PETryJIHpys KoandecTBO Y [D-ritoKko3sl, uaymen
HA CHHTE3 MUKPOPUOPUIUT 1EIITI0I03bl. JJaHHBIN ATanm sSBIsSETCS OYeHb Ba)KHBIM, MOCKOJBKY
MMEHHO BTOPUYHBIE KJIETOYHbIE CTEHKH MMEIOT HauOOJBIIYI0O MAacCOBYIO JIOJIO B JIPEBECHUHE
(Dinwoodie, 1975). Ha TpaHCreHHBIX pacTEHHUSIX TOMOJSI MMOKa3aHO, YTO BBICOKUI YPOBEHb
HKCIIPECCUM T€HOB CAaXapO30CHHTA3HOI'O CEMEHCTBA KOPPEIMPYET C AKTUBHBIM YTOJILEHUEM
BTOPUYHBIX KJIETOYHBIX CTEHOK KCHJIEMBI U NMPUBOJUT K YBEJIMYECHHUIO ITPOYHOCTU APEBECHUHBI
(Coleman et al., 2009; Hauch, Magel, 1998; Salnikov et al., 2001; Nilsson et al., 2009). Ha
B3pocibix aepeBbsx Tomojs (Populus tremula) (Andersson-Gunneras et al., 2006), cesHiax
ero ruOpuanbix muaMEA P. albaxP. gradidentata (Hertzberg et al., 2001 Coleman et al., 2009),
P. deltoides xP. trichocarpa (Song et al., 2010), P. tremulaxP. tremuloides (Tanase, Yamaki,
2000; Gerber et al., 2014) BbIsBICHa KOPPEIALHS MEXKIYy YPOBHEM 3SKCIPECCHU TECHOB,
kogupyronux CC, 1 KOJIMYECTBOM COACPIKALIECHUCS B APEBECUHE LEIUIIOIO3BL.

XOpomo U3BECTHO, YTO B AaKLUENTOPHBIX TKaHAX pacreHun Y JIdD-riroko3sa,
obOpasyromiascs npu paciiemiennn caxapos3bl CC, MOXKET pacXo10BaThCs TAK)Ke HA OMOCHUHTE3
kpaxmana (Echt, Chourey, 1985; Pozueta-Romero et al., 1999; Tauberger et al., 2000; Tiessen
et al., 2002; Baroja-Fernandez et al., 2003; Kladnik et al., 2005; Baroja-Fernandez et al.,
2012). YV npeBecHbix pacteHuit ocHoBHas (yHkimus CC B TKaHAX CTBOJA B MEPHOJ
KaMOMaJIbHOTO POCTA — y4acTHE B CHHTE3€ KOMIIOHEHTOB KIIETOYHBIX CTEHOK KCHUIIEMBI, TIPU
ATOM 3alacaHue Kpaxmayia NpoucxoAuT cinabo. B arom pazgene Ha npumepe 10-meTHux
pacTeHHii OOBIYHOW W KapelbCKoW Oepe3bl M 25-IETHUX PACTCHHSIX KapenbCKOW Oepe3bl
paccMOTpEHA B3aMMOCBSA3b MEXY aKTUBHOCTHIO CC M KOJMYECTBOM LIEIUIIOJIO3BI M KpaxmMalia

B (hopMHpyrOLIeiics KCuieme.

4.2.1. AKTUBHOCTH Caxapo30CHHTa3bl, COJEpXKaHWE IEJUII0JI0O3bl W  Kpaxmajia B
pa3BuBatonieiics kcwieme 10-1eTHUX pacTeHHid OOBIYHON Oepe3bl MOBHUCIONW M KapelnbCKOU
Oepe3sl

VY 00bIyHOI Oepe3bl B MEPUOJ aKTUBHOW NEATEILHOCTH KaMOWsi BBICOKHE 3HAYCHUS

coaeprkanus 1emtroio3sl (41.1 %) Ha pone Boicokoi aktuBHOCTH CC (129 MKMOIB caxapo3bl
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/ Mr Oenka) CBHJIETCIBCTBYIOT O TOM, YTO OCHOBHAs Macca MPOIYKTOB Caxapo30CHHTAa3HOU
peaKIy HeOOPATHMO BBIBOJUTCS M3 METabOIM3Ma, pacXoAysch Ha 00pa30BaHHE KICTOYHBIX
CTEHOK COCYJOB H BOJIOKOH, COCTABIIIONIUX CTPYKTYPHYIO OCHOBY APEBECHHBI OOBIYHOM
Oepesbl (tabn. 3 (JIroOaBckas, 1978)). HakorieHne OCHOBHOTO 3amacHOro MeTaboiuTa —
KpaxMaja B 9TOT IEPUOJ MPAKTHUECKU HE MPOMCXOIHUT, €ro CoAcp:KaHue He mpebiinano 0.3

Mr/T cyxoi Tkauu (puc. 30).

B. pendula var. carelica

be3y3zopuaroe be3yzopuaras
AepeBo 4acTb

200 r 44 - 4 -
150 ¢ b 42 3 ¢
100 * 40 2 |
50 38 | 1t
0 ' ' ' i 36 0
AxtuHocTh CC Conepxanne Conep:xanne

HEeJIJIHJI03bI KpaxmaJjaa

Pucynok 30. OxkopeHHass MOBEPXHOCTh JPEBECHHBI, AKTHBHOCTH caxapo3ocuHTaszel (CC)
(MKMOJIb caxapo3bl / Mr Oeinka), copepikanue HeIrono3bl (%) U kpaxmana (MI/T) B KCHIIEMe
10-netHux nepeBbeB o0ObIuHOM Oepesbl (Betula pendula var. pendula), 6e3y3opuartoit
Kapenbckoit 0epesnl (B. pendula var. carelica), y3opuaroit kapeabckoit 6epessl (0e3y3opuaras
U y3opuartas 4actu cTBoiyia). [IpeacraBiieHbl cpeiHHE 3HAYEHUsS TSATH MOBTOPHOCTEH M WX

CTaHJAPTHBIC OITHOKHU.
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[Ipu dopmupoBaHUM y30pUYaTO JPEBECHUHBI KapEIbCKOW Oepe3bl HapylieHUE
KCUJIOT€HE3a MPUBOJUT K POCTY YHCIIA PaJAHATIbHBIX Jy4el M KOJMYECTBA COCTABIISIONIMX MX
napeHXuMHbIX KieTok (bapuibckas, 1978). COmkeHHBIE pagualbHBIC JIY9d OOpPa3yroT
KPYIHBIE CKOIICHUS KIIETOK IMApEHXHMBI, MPUIAIOIINE JIPEBECUHE XapaKTEPHBIH y30p.
COOTHOIIICHHE CTPYKTYPHBIX DJJIEMEHTOB B TaKWX aHOMAJbHBIX YyYaCTKaX JPEBECHHBI
U3MECHEHO B CTOPOHY 3HAYHMTEIHLHOTO YBEJIWYCHUS JONH JIYYeBOW NapeHXUMBI (Tabn. 3
(JTro6aBckas, 1978)). Dto mpomcxoautr Ha ¢one mamenus akTuBHOocTH CC (30 MKMOJIB

caxapo3bl / Mr Oeiika) ¥ YMEHBIICHHUS COJCP)KAHHS IICJUTIOJIO3bI HA CIMHHUILY MAcChl TKaHU

(38.4 %) (puc. 30).

Tabauma 3. CpaBHHTEIbHAS XapaKTepUCcTHKa apeBecunbl 10 eTHuX pactenuit B. pendula var.

pendula u B. pendula var. carelica (nannabie 3 moHorpadun Jlro6aBckas, 1978).

CooTHomeHNEe aHATOMHUYECKHUX 3JIEMEHTOB, %
dopma Oepesbl TOBHUCIION Boiokna Cocyasl | CepaueBun- | JIpeBecHas
HbIC JJy4d | MAapeHXHUMa
B. pendula var. pendula 61.2 23.0 12.6 3.2
B. pendula var. carelica
36.1 8.0 45.1 10.8
(anomanpHas TpeBecHHA)

[TpyymHON CHIKEHUS MPOIIEHTHOTO COAEPIKAHMS LIEJUTION03bI B APEBECUHE Y30pUyaToi
YacTH CTBOJIA KapeIbCKOW Oepe3bl, OYEBHUIHO, CTAJIO BO3PACTAHHE 37I€Ch YMCIa TAPEHXUMHBIX
KJIETOK. YCTaHOBJIEHO, YTO KJIETOYHBIE CTEHKHU JIY4EBOW NapeHXUMBbI OOBIUHON Oepesbl U
KapelbCKOM Oepe3bl COCTOST U3 TeX K€ CIOEB, YTO U KIIETOYHBIE CTEHKH COCYIIOB U BOJIOKOH,
OJTHAKO, B CpeIHEM WX TOJIIWHA MEHBIIE, YeM Yy OJIEMEHTOB BOJOMPOBOJAIICH W
MeXaHU4ecKou cucteM apeBecunbl (bapuibckas, 1978).

CornacHo pe3ynbTaTaM HalllUX HCCIEIOBaHUM, (OpMHUpPOBaHUE y30pYATON PEBECHHBI
y KapeabCKoi Oepe3bl CBsI3aHO ¢ MOSBICHUEM M30bITKa caxapos3bl B TKaHsAx cTBoja (HoBuikas
u np, 2015; Novitskaya, Kushnir, 2006). AkuenTopHyto CHily KaMOHaIbHOW 30HBI B JaHHOM
cllydae ToJIep>KUBAET BHICOKAsi aKTUBHOCTD aNOIJIACTHOM MHBEPTA3bl B KCUJIEME U, OCOOEHHO,
Bo (dmoame. OOpa3zyromuecs mpu 3TOM B OOJBIIOM KOJMYECTBE TE€KCO3bl WHTEHCHBHO

pacxonyroTCsl Ha CHUHTE3 3amacHoro mMerabonura — kpaxmana (puc. 5). Tak, B Kcuieme
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y30pUaThIX JI€PEBBEB KAPEIbCKOM Oepe3bl HAKAIIMBAJIOCh OOJBIIOE KOJIMYECTBO Kpaxmaia
(3.1 u 2.3 mr/r B 0Oe3y3opuyaToii M y30p4yaTOil YACTAX CTBOJA COOTBETCTBEHHO). Eciu
HAKOIUICHHE KpaxMajia B y30puaToil 4acTH CTBOJIA MPOUCXOIUT HA (POHE HUBKUX 3HAUCHUU
aktuBHOCTH CC, TO B 0€3y30p4aToil 4acTH, HallpOTHUB, — Ha ()OHE TMOBBIINIEHUS AKTUBHOCTHU
dbepmenTa (167 MkMoJIb caxapo3sl / Mr 6einka) (puc. 30).

B kcuneme 0e3y30p4arbiX y4aCTKOB CTBOJIA HAPSALY C BBICOKMM 3HAUEHHEM aKTUBHOCTH
CC BbIsIBIEHO MaKCHMallbHOE 3HAuY€HUE coJepkaHus uemnono3sl  (42%). Bricokoe
COJIep)KaHME IEJUTI0JI03bl Ha EAMHMILY MacChl IPEBECHHBI CBHJIETEIBCTBYET O TOM, 4YTO
noBeilieHHas: akTuBHOCTh CC oOecreynMBaeT pacxoJ0OBaHUE Caxapo3bl Ha MPOIECCHI
o0pa3oBaHusl BTOPUYHOMN KJIETOYHOW CTeHKH. Ha TpaHCTeHHBIX pacTEHUsSX TOMOJIA MOKa3aHo,
yTo cBepxakcnpeccuss reHoB CC BAMseT Ha YTONIIEHWE BTOPUYHBIX KJIETOYHBIX CTEHOK
KCWJIEMbl M TIPUBOJIUT K YBEJMYCHHIO mpouHocTH apeBecuHbl (Coleman et al., 2009). V
TpPaHCTE€HHBIX pacTeHHi Tabaka cBepxdkcrnpeccus CC nmpUBOIUT K YCHIECHHIO 3ampoca Ha
caxapo3y CO CTOpPOHBI aKIENTOPOB, YBEJIMUYEHUIO (OTOCHHTETHUYECKOr0 00pa3oBaHuUs
caxapo3bl B JIUCTHIX M, KaK CJIEACTBHE, BO3PACTAHUIO COAEPKAHUS JHUcaxapuaa U Kpaxmania B
aktenTopubix TkaHgax (Nguyen et al., 2016). ITockonbKy B 0e3y30puaThiX ydacTKaX CTBOJIA
KapenbCKOoM Oepe3bl 3amacaercs Kpaxmall, MOXKHO 3aKJIIOUHUTh, YTO BbICOKass akKTHBHOCTh CC
HaOro1aeTest Ha (DOHE MHTEHCHBHOTO MPHUTOKA caxapo3bl B TkaHH (puc. 30).

VY 0e3y3opuaTblX pacTeHHUH KapelnbCKoil Oepe3bl (opMmupyercss HOpMaibHas IO
CTPOEHUIO KCHJIEMa, OJIHAKO B HeW HaO0/I0/aeTcs HEKOTOpOEe YBEIWYEHHE IIHUPUHBI
paauansHbIX nydeid. Eciu y oOb1uHOM Oepesbl B IpeBecuHe Mpeo0IaiaoT JIydH IMUPUHOM B 1-
3 KJIeTKu, TO y Oe3y3opyaToil KapenabCKOW Oepesbl MupHHA Jyded OOBIYHO cocTaBisieT 3-4
KJIeTKH. buoxumuueckuil aHamu3 mokasai, 4To Oe3zy3opuarbie pacTeHus: mo aktuBHocTH CC
(99 mxMmosb caxapo3bl / Mr Oenka) W cojaepikaHuio IeTono3bl (40.3 %) 3aHMMAaiOT
MIPOMEXKYTOYHOE TOJIOKEHUE MEXIy OOBIYHOM Oepe3oil M KapenbCcKoil Oepe3oi ¢ y3opuatoi
npeBecuHOW. B mepuosa kaMOuansHOro pocTa y 6€3y30puaThiX pacTeHUN KapeiabCKoW Oepessl,
KaK U y pacTeHuil oObIYHOM Oepe3bl, B KCUJIEME CofepXaHue Kpaxmaia He mpesbimano 0.3
mr/t cyxoi Tkanu (puc. 30).

Takum oOpa3om, aktuBHOCT CC KOppenHupyeT ¢ COJep:KaHHeM LEJUII0NI03bl B

dbopMupyroieiics Kcuieme OOBIYHOM Oepe3bl W KapelnbCKOW Oepe3bl ¢ y3op4yaTod u
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oe3y3opuaroit npeBecuHoil. Ha ¢one Bbicokoi axTtuBHOCTH CC BBICOKOE COJAEpKaHHE

Kpaxmalia HabJt0/1aJ10Ch TOJIBKO B 0€3y30p4aToil 4acTu y30p4yaToro Jiepena.

4.2.2. AKTHUBHOCTHh CaxapO30CHHTa3bl, COJEpKaHUE ILEUIIOJO3bl M  Kpaxmajia B
pa3BUBAIOIICHCS KCHJIeMe 25-JICTHMX PacTEeHUU KapelbCKOM Oepesbl C pa3HOM CTETNeHBIO
y30p4YaTOCTH APEBECUHBI

VY 25-neTHUX pacTeHUl KapelbCckoil Oepessl B epuo i KaMOuaIbHOTO pocTa, Kak u'y 10-
JETHUX pacTeHUil OObIYHOM W KapenbCKoM Oepes3bl, cHukeHue akrtuBHoctu CC
COMPOBOXKJAIOCHh CHIIKEHHEM COJEp)KaHMs IEJUTIONO03bl B (GopMUpYIOIIeics Kcuieme. Y
0e3y30pUaThiX pacTEeHUW €€ KOJIMYEeCTBO cocTaBwio 45.5%, 4YTo OCTOBEpPHO BHINIE, IO
CPaBHEHHMIO C Y30pUaThbIMU pacTeHUsIMHU (conxepkanue memtono3sl 42, 40.8, 38.2 % vy
pacTeHHMi CO CTeneHblo y3opuarocth 1, 2 m 3 Oamia coorBercTBeHHO) (puc. 31).
[lenmromo30ciHTa3a B OCHOBHOM KOAWPYETCS ceMelcTBOM reHoB CESA, KOTOpoe COAEpIKHT
necsath uian O6onee wieHoB (Liu et al., 2012). B mpenenax cemeiictBa CeSA y ApeBECHBIX
pacTeHMil CYIIECTBYIOT pa3Hble H30(OpMbI, YYacTBYIOIIME B CHHTE3€ IEJUTIOJIO03bl IPHU
dbopMUpOBaHUHM TEPBUYHBIX KIETOYHBIX CTEHOK M OOpa30BaHUM BTOPHUYHBIX KJIETOYHBIX
crenok (Wu et. al., 2000; Samuga, Joshi, 2002, 2004; Joshi, 2003; Joshi et. al., 2004; Kalluri
et. al, 2004). Msl wuccrnenoBai YpOBEHb OKCIPECCHH TpPEX TCHOB, KOIMPYIOIIUX
neionozocunrasy, Ces8, Ces3, Ces7 (Salojarvi et al., 2017), koropwie y4acTBYIOT B
pa3BUTHU pPA3IMYHBIX TKaHEH K, BO3MOXKHO, KOHTpoJHpyroTcs B Betula pasmumunbivu
mexanuzmamu (Liu et al., 2012). I'en Ces8 yuyacTByeT B OMOCHHTE3€¢ BTOPUYHON KICTOYHOU
crenku, reH Ces3 komupyeT mM30(opMy IEITI0I030CHHTA3bl, YUaCTBYIOIIYI0 B OMOCHHTE3E
NEPBUYHBIX  KIETOYHBIX CTEHOK, a TaKXe MOXeT OBITh CBsSI3aH C  CHHTE30M
rOMOTaJlaKTYpOHaHOB, reH Ces7 koaupyeT creunUuyeckyro MeJT0I030CUHTa3y KCUIIEMBbI, B
OCHOBHOM Y4YaCTBYET B OMOCHHTE3¢ BTOpUUHOM KiaeTounoit ctenku (Liu et al., 2012; Salojarvi
etal., 2017).

VY 6epesnl B 30He nuddepeHupyoneiics KemieMbl KoaudecTBo TpaHnckpunta MPHK
rena Ces8 Obuio B 4 m 10 pa3 Beime, ueM reHa Ces7 u Ces3 coorBerctBeHHO (puc. 31).
YMeHblIeHHE COAepKaHUs LEII0I03bl B (POPMUPYIOLIEHCS KCUTIEME Y KapelbCKOW Oepe3bl
OpOUCXONMWIO Ha  (OHE CHMKEHHMS  YpPOBHS  OKCIPECCHMM T€HOB,  KOIUPYIOLINX

nesutrono3ocuHTazy (Ces8, Ces3, Ces7). B y3opuarbix ydacTkax CTBOJa KapelbCKON Oepesbl
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kommyectBo TpaHckpunta MPHK renoB Ces8, Ces3 u Ces7 Owpuio B 4, 2 m 2 pasa
COOTBETCTBEHHO MEHBINIE, MO CpPaBHEHHIO ¢ Oe3y30p4aThiMH y4yacTKaMH. JIOCTOBEpHBIX
OTJIMYUII 10 YPOBHIO OSKCIPECCHU TCHOB, KOJUPYIOMIMX I[EJUIIOJIO030CUHTA3y, MEXIY

pacTeHHsIMU CO CTENCHBIO y3o0pa 1-3 Gainta oOHapyxkeHo He ObuIo (puc. 31).

B. pendula var. carelica

0 6annoB 1 0ana

Conepxanue Conepxanue

AxtuBHOCTE CC
I E€JIJTFOJI03b] Kpaxmalia
47 -~ 25 r 6
45 2 - 5
43T 15 4
41 + 3
39 Lr 2
37 F 05 r 1

o 1 2 3 0o 1 2 3 o 1 2 3

OTHOCUTENBHBIN YPOBEHb JKCIPECCHU I'€HOB, KOJIUPYIOLIUX

HCJITFOJIO30CHUHT a3y
Ces8 Ces3 Ces7
1 r 01 r 0.25 r
0.8 0.08 0.2
0.6 0.06 0.15
0.4 0.04 0.1
0.2 0.02 0.05 [
0 0 0
0 1 2 3 0 1 2 3 0o 1 2 3

Pucynok 31. OxopeHHass TOBEPXHOCTh JPEBECHHBI, aKTHBHOCTH caxapo3ocuHTaszbl (CC)
(MKMOITb caxapo3sl / Mr Oeska), cojepikanue mesutono3sl (%) u kpaxmana (MI/r) B KCUIeMe
25-netHux Oesy3opuatbix (0 OamnoB) u y3opuarbix (1-3 Oamia cTeneHb Y30pYaTOCTH)
pacTeHUil KapelbCKOoW Oepesbl, MPOU3PACTAIONIMX Ha JIECOCEMEHHOW mmuaHTauuu. [lo ocu

abcmucce — 6amn yzopuaroctu. [IpeacraBiieHbl cpefHUe 3HAYCHHS U UX CTAHIAPTHBIC OIHUOKH.



147

B y3opuaThix ywyacTKax CTBOJIa BO3pAcTajio COJEpXKaHHWE 3alMacHOTO IMOoJMcaxapua
kpaxmaja. KomnuecTBo ero u3mMeHsioch ot 1.5 Mr/r y 6e3yzopuateix pacteruit (0 6amioB) 1o
3.7, 3.4 u 4.3 Mr/T y pacTeHUH CO CTEMEeHbI0 y3opyaTocTH 1, 2 U 3 Gajma COOTBETCTBEHHO.
CnemyeT OTMETHUTh, YTO JIOCTOBEPHBIX OTIWYHA 110 COJCPKAHUIO KpaxMmaiga MEXKIy
y30p4aThIMHA pacTEHUSIMHU OOHapykeHO He ObLIo (puc. 31).

Takum 06pa3om, B GOpMHUPYIOIIEHCS aHOMAJIBHOM PEeBECUHE KapelibCKOl Oepesbl Mpu
MEHBIIIEM YPOBHE OKCIPECCHU TEHOB, KOAMPYIONIMX IEJUTI0I030CMHTa3y, HalOItonaercs
CHWKEHHE coaepxkaHus memwnono3sl (puc. 31). CyOctparom st cuHTe3a [B-(1—4)-
[JIIOKAHOBBIX — ened  1eyutrono3bl  cinykuT Y JId-rioko3a, oOpasymoomascss B XOAe
Caxapo30CHHTA3HOIO paciiemicHus caxapo3sl (Amor et al., 1995; Haigler et al., 2001;
Coleman, 2006; Coleman et al., 2009; Ruan, 2014). M3 Hammx AaHHBIX CIEAYET, YTO
dbopMupoBaHHEe APEBECUHBI KapelbCcKoil Oepe3bl, B KOTOPOW YBEIWYMBAETCS KOJIHMYECTBO
MApPCHXUMHBIX KJIETOK, MPOWCXOAUT Ha (oHe HU3KoW akTUBHOCTH CC TpH TOHMKEHHOM
YPOBHE DKCIPECCUU KOIMPYIOMHMX ee TreHoB (puc. 24, 26). Pemarornee 3HaveHue IS
BKIIFOUCHHUSI CaxXxapo3bl B PA3JIMYHBIC META0OJWYCCKUE IYyTH, IMOMHUMO KOJUYECTBA U
aktuBHOocTH CC, Oyzmer uMmerh u creunuduueckoe pacmnoioxkenue (epmenrta. CymiecTByeT
MHEHHE, 4YTO Ha OHMOCHMHTE3 MEeJUTIONO03bl PACXOAYIOTCS TPOAYKTHI pacmana caxapo3bl,
oOpasyromiecs: B X0oje AeATeIbHOCTH TOJIBKO CBSI3aHHOMW ¢ muiazmaTuyeckod memopanon CC
(Sturm, Tang, 1999; Amor et al., 1995; Koch, 2004), B To Bpemsi kak cBoOomgHas CC
MOCTABIIICT CyOCTPaThl Ha MPOIIECCHI JIBIXaHUS W/ CHHTE3a 3allacHBIX BEIIECTB, TAKUX KaK
kpaxmain (Rees et al., 1984; Copeland, 1990; Quick, Schaffer, 1996; Winter, Huber, 1997;
Komina et al., 2002). Bonee toro, accornuanus CC Ha ma3mMaieMMe ¢ HEJUTFOI030CHHTA30H
MOJKET CIY>KUTh MOJICKYJISIPHBIM TEepEeKIItouaTerIeM MeTaboIMuecKuX MPOIECcCCOB B KIETKE Ha
OMOCHHTETHYCKHE, COMPOBOXKIAIONINECS BBICOKOCKOPOCTHBIM CHHTE30M MEIUTION036I. [lpn
ATOM PETYJISATOPHBIC MEXaHU3MBI, IpuBoAsIIre K nepexony CC u3 cBOOOJHOTO B CBA3aHHOC
COCTOSIHME, MOT'YT OTJIMUYAThCs B pa3inuHbIX THIax kietok (Haigler et al., 2001).

[TockoabKy CHHTE3 IEIITFOIO3bI TPUBOAMT K TOMY, YTO OOJIBIIIOE KOJIMYECTBO YIIepoaa
HEoOpaTHUMO BBIBOJUTCS M3 OOMEHa BEIIECTB W B MOCJIEACTBUHM HE MOMET HCIIOJB30BATHCS B
AIBTEPHATUBHBIX META0OJUYECKUX MYTIX, TO WHTCHCUBHBIA (JOMOJHHUTEIBHBIN) CUHTE3 [3-
(1—>4)-rmrokaHa TPOMCXOAUT TOJBKO B CIEHHUATH3UPOBAHHBIX THIAX KiIeTOK. OcoOeHHO

00JIBIIIOE KOJMYCSCTBO HEJIJIHOJIO3BI Tpe6yeT051 A1 BTOPUYHBIX KJICTOYHBIX CTCHOK, KOTOPLIC
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COCTaBJISIIOT OCHOBHYIO Maccy apeBecunsbl (Haigler et al., 2001). MoHO MpeANONI0XHUTh, YTO
npUYMHON moHMXkeHUs1 akTUBHOCTU CC M MEHbBIIEro KOJUYeCTBa IEJITI0JI03bl B aHOMAIbHBIX
y4acTKaX MOKET OBITh BBICOKOE COJEp)KaHWE B ITUX TKAHIX MAPEHXUMHBIX KIETOK, HE
MPEAPACTIONOKEHHBIX JJIsI HHTEHCUBHOTO (JIOTIOJIHUTENBHOI0) cuHTe3a B-(1—4)-rmokaHa.

B nmnocnennee BpeMs MOSBWINCH pabOThl, B KOTOPBIX IIOKAa3aHO, YTO POCT U
(dbopMHUpOBaHKME KIETOYHBIX CTEHOK MOTYT UATH Iipu mojsHoM mHruOuposanuu CC (Gerber et
al., 2014; Barratt et al., 2009; Bieniawska et al., 2007), Torga kak 0OTCyTCTBHE Y TPaHCTCHHBIX
pacrennii Arabidopsis thaliana (L.) 2-x u3 9-tu u30opM HEUTpaTHHBIX UHBEPTA3 MPUBOINT K
CHIIbHOMY MHTHOMpoBaHuio pocta (Barratt et al., 2009). M3BectHo, uTo B 0Opa3oBanuu Y J[D-
rmoko3bl Hapsany ¢ CC npunumaet yuactue Y Jd-rmoko3o-nupodocdopuiasa:

['moko30-1-pocdar + YTO « V] D-rmoko3a + nupodocdat
[Ipu sToM myn TiOK030-1-pocdara yepe3 psAa IMOCIEIOBATSIBHBIX peaknuii (puc. 32)

TIOTIOJTHSIETCS 32 CYET TIFOKO3bI, 00pa3yronieics pu MeTaboIu3aliy caxapo3bl HHBEPTA30i.

Caxapoza
[Hentronoza, YAD
reMHIIeLTEI0I03E 1 |12
VI@-r1roKko3a 5 » OpyKTO3a
v
I'moxo3a AT®D
ATO 5
! r@Aﬂm +P AAD + P
VT®D ;
I'moxo30-1-O 4’r"ﬁ01{030 6-O > DpyKT030-6-D
JIurauH
1 — UnBepraza 2 — Caxaposocunrtaza 3 — Y /DI -nupodochopunaza

4 —Tekcoknnaza 5 — @pykroknHaza 6 — PocdoriarokomyTasza
7 — I'moxo3odochaTuzomepasa

Pucynok 32. Ilytu MeraGonm3aniuu caxapo3bl B aKIENTOPHOM KIETKE, MPUBOMSIIHE K

pacrpeielIeHUIO YTiepo/ia B KOMIOHEHThI KIE€TOUYHON CTEHKH.
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Ha pactenusax tomoist ObUTO MOKa3aHO, YTO IKCIPECCHs TeHa, KOIUPYIOUIero (hepMeHT
Y I®-raroko30-nupodocopuiiaza, MOBHIIIACTCS Ha KOHSYHON CTaIMU POCTA KIETKU B TIEPUO]T
dbopmupoBaHus BTopuuHOU Kiaetounoit crenku (Hertzberg et al.,, 2001), uto cormacyercs ¢
MPEANONI0KEHHEM 00 y4acTHU 3TOro ¢epmMeHTa B 00ECIeYeHUU KIETKH CyOCcTpaToMm Jjist
CHUHTE3a KOMIIOHCHTOB KIIETOYHOW OOOJOYKH. YUWTHIBAas pPE3YJIbTAThl, IOJIyYCHHBIC Ha
KapenbCKo Oepese, HEeb3sl MCKIIOYUTh, YTO TeKCO3bl, HeoOXoaumbie sl cuHTeza Y D—
TJTIOKO3bI, MOTYT TMOCTYNATh B KIETKY M3 aloIuiacTa, Ijie OHU o0pa3yroTcs B XOJE peaKIluy,
Karanusupyemon Anlius.

C yBeNMUYCHHEM Y30pUYaTOCTH JAPEBECUHBI Ha (POHE CHIDKCHUS COJICPIKaHUS LEIUTION03bI
Bo3pactaeT KommuectBO Kkpaxmama (pmc. 30, 31). Ecam OwocWHTE3 EUTIONO3BI
COTIPOBOXKJIAETCSI HEOOPATUMBIM BBIBEICHHEM OOJBIIOTO KOJWYECTBA CaxapoB M3 OOMEHa
BEIIIECTB, TO HAKOIUICHHE KpaxMaja — 3TO BPEMEHHOC BBIBEJCHHE W30BITKa caxapoB. Uepes
OMOCHHTE3/Ierpaaliiio Kpaxmaiia peryiaupyercs caxapo3ubsiii craryc kietku (Rolland et al.,
2006; Nguyen et al., 2016). B keTke MOCTOSTHHO TIPOMCXOIUT Pa3pylICHUE/CHHTE3 Kpaxmalia
U caxapo3bl JI0 TeKCO3, KOTOpPhIE TPAHCHOPTUPYIOTCS BHYTPH KOMIAPTMEHTOB KIICTKH.
TpancnopTepsl TJIOKO3bI, Caxapo3bl M JPYTUX CaxapoB, PACIOJIOKCHHbIE HAa MeMOpaHe
aMUJIOTIIIACTOB, TOHOILITACTE, TTa3MaTHIECKON MemOpaHne, 00ecTeynBaIoT
MIOCTYTIJICHHE/U3BJICUCHUE CaxapoB B IIUTO30JIb M M3 HEro, 4TO JeNIaeT UX YacThIO0 CHCTEMBI,
PEryIHPYIONICH MOCTOSHHYIO KOHIEHTpaluio rmoko3bl B nuro3one (Nagele et al., 2009;
Slewinski et al., 2009; Slewinski, 2011). Xopo1o W3BeCTHO, YTO TJIOKO3a MOYKET OKa3bIBaTh
ayKcUHOMOA00HbBIe A (EKThI, BIMSS TEM CaMbIM Ha pocT U pasButue. Ha kopusx Arabidopsis
OBLIO TIOKA3aHO, YTO HAJMYKME BBICOKOTO YPOBHS TIHOKO3BI (3%) MOXKET M3MEHSTH YPOBCHB
akcrpeccuu 63% Tex ke reHoB, kotopsie perynupytorcs MYK (Mishra et al., 2009). Yposenb
IIUTO30JIbHOM  TJIFOKO3bI, OIOCPEIOBAHHBIM TMEPCHOCYMKAMHU, OKa3bIBAaCT BJIUSHUE HAa
CUTHAJIM3AIMIO ayKCHHA U Ha ero OmocuHTe3. Tak yBenndeHne TeKCOKHMHA3HOW aKTUBHOCTH B
OTBET Ha TOBBINICHUE TJIOKO3bI MPHUBOIUT K M3MEHEHHWIO PEAKIMM PACTCHUS Ha JIEHCTBUE
aykcuHa u nutokuauHa (Moore et al., 2003). Ha pactenusx KyKypy3bl ObLIO MOKa3aHO, YTO
caxapa TaKke MOTYyT BIUATH Ha 3kcupeccuto reHoB YUCCA, perynupys TeM caMbIM CHHTE3
aykcuna (LeClere et al., 2010). Ha ocHOBaHMH MOJYYCHHBIX JaHHBIX MbI IPEIIOI0KHUIN, YTO
B aHOMAJIbHBIX y4acTKaX CTBOJA, IO CPABHEHUIO C HOPMAIBHBIMHU IO CTPOCHHIO Y4aCTKaMH,

npeo6na21a}0T IMPOLECChI, CBA3AHHLIC C CI/IHTGBOM/paCHaJIOM caxapo3bl W Kpaxmajia, a HC
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CHUHTC30M CTPYKTYPHBIX KOMIIOHCHTOB BTOPHWYHBIX KIJICTOUYHBIX CTCHOK. B »Toit CBA3HU, B
KIICTKC OOJIZKHO 06p330BI>IBaTBCH OoJbllIee KOJIUYECTBO CBO6OI[HOI>1 I''TFOKO3BI, O KOTOpOﬁ
OIIOCPCAOBAHHO MOXHO CYAUTH IO YPOBHIO I'CKCO3HBIX TPAHCIIOPTCPOB /MU aKTUBHOCTH

dochopuupyromiero ee pepmeHTa (TeKCOKUHA3HI).
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4.3. H3yyeHMe AKTHBHOCTH TEKCOKHHA3bl M YPOBHSl JKCIPECCHM TEHOB,
KOAUPYIOUIUX MEPEHOCYUKH CAXAPOB, C TOYKH 3pPeHHS] UX MOTEHUHAJIbHOI0 y4acTHsi B

I'IIOKO3HOM CUTHAJ/INHI'C B KJICTKE

4.3.1. MeXKJIeTOUHbII TpaHCIIOPT caxapo3bl B KaMOUaIbHOM 30HE

Pa3Butne kcuieMbl (OCOOEHHO CTaaus OTJOKEHHUS BTOPUYHOM KIETOYHOM CTEHKH)
TpeOyeT OONBIIUX CyOCTpAaTHBIX M dHEpPreTHYecKux 3arpaT (AnToHOBa, 1999). Tpancmopt
caxaposbl M3 MPOBOASIIEH (II0dMBI K KaMOMaTbHON 30HE BO3MOXKEH 4Yepe3 anoIIacTHBIN H
CUMIUIACTHBI INyTH. B mepBoM ciyyae caxapo3a W3 CHTOBUIHBIX 3IIEMEHTOB (II0O3MBI
monagaeT B KIETOYHYIO CTEHKY, OTKyda Ojaromapsi MEpeHOCUYHKaM TPAaHCIOPTHPYETCS B
KJIeTky. Bo BTopom ciiydyae maccuBHas (0e3 3aTpaT SHEpruu) pasrpy3ka IO TpagueHTy
KOHIIGHTPALlUM MPOMCXOJUT M3 CHUTOBUAHBIX TpPYOOK uepe3 IUIa3MOAECMbI MpsIMO B

SHJIOTIA3MATHYECKHUE CETH OKPYKAIOIINX MapeHXUMHbBIX KiieTok (["amaneit, 2004) (puc. 33).

u dnosma
anonnacTtHbIM NyTh R . _ Caxap03a,
AnHe o @ L —@—> - tpancnopreps! caxapossl,
cax °
o + ppy €—— @ o ® <« Y —@> - TpancOpTEepHI TeKCO3

o dpy ® <— © ° CMMMNNACTHBIN
® nyTb
° o

KNeTKa

anonnacr

Pucynok 33. Cxemarnueckoe n300pakeHHE BO3MOKHBIX MyTEH MEKKIETOUHOTO TPAHCIOPTa

caxapo3bl.

[Ipn wu3yueHun wmexaHu3mMoB JU(M(PEPEHIIUPOBKU KIETOK KamMOMalbHOW  30HBI
NIPEBECHBIX  PACTEHHMH Ba)XXHBIM  BOIMPOCOM  SIBJIIETCS  HalW4YMe WJIM  OTCYTCTBHE
TUTa3MOJECMEHHBIX CBA3€H MEXIy KIETKaMH MPOBOJAIICH (PIIOdMBI U KaMOMaIbHOW 30HBI.
HccnenoBanusi, NpoBeJeHHbIE HA COCHE CKPYYEHHOM, MOKa3alIM, YTO B KaMOMaJIbHON 30HE HU
B BEPETCHOBHUIHBIX WHUIMAIAX, HU B pPaJUAIbHBIX CTeHKaX HenupdepeHInpOBaHHBIX
KaMOUuaJIbHBIX KJIETOK MJIa3MOJECMEHHBIX CBsI3el M MOPOBBIX MOJC HE 0OHApPYKEHO. ABTOPHI

MNpearnojararoT, 4To JO0 Ha4dajla poCTa pacCTAKCHUCM, KOIrJa YiKCE Ha6J'IIOI[aCTC$I IHOABJICHUC
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NOPOBBIX TOJIEH, B TPAHCIOPTE ACCHUMIJIATOB OCHOBHAs pPOJIb NPUHAMICKHUT AaIrOIUIACTY
(Barnett, Harris, 1975).

Mpbl npoBend M3y4eHHE CHMIUIACTHBIX TPAHCIOPTHBIX MOTOKOB Caxapo3bl B TKaHAX
CTBOJIa Oepe3bl MOBHUCION B MEPUOJ aKTUBHOTO KaMOHMAIBbHOTO POCTa M B TMEPHUOJA TOKOS.
JluameTp miia3MoJileCM CYIIECTBEHHO HIJKE JJIMHBI BOJIHBI BHAUMOIO CBETa, IMO3TOMY HX
HAOJIIOJIEHHE C TMOMOIIbI0 KJIACCHYECKOW CBETOBOM MMKPOCKOIHMU HEBO3MOXHO. OpmHakxo,
MOCKOJIBKY B 30HE pACIOJIOKEHHUS IJIa3MOJECM B KJIETOYHBIX O000JOYKAaX HMEIOT MECTO
omnoxkeHus kamwo3el (Kumar et al., 2015), To nokanM3amuio 3THX MEIKHAX TPAHCIOPTHBIX
KaHaJIOB, CBSI3BIBAIONIUX COCEIHUE KJIETKH, MOKHO OOHApYXHUTh IO CBEUYCHUIO KaJJIO3BI B
JIOMHUHECIIEHTHOM  MuKpockome. Kammoza  (B-(1—3)-mirokan) mpencraBisieT  cobou
CTPYKTYPHBIH TOJMCaXapyuI KJIETOYHBIX 000JI0YeK M OCOOCHHO HWHTEPECHa B CBA3H C €€
YYacCTHEM B PETYJSLUU TpaHCHopTa accuMmiaToB. MccnenoBanust mokazanu (JI.JI.Hoswuikas,
JI. CemeHOBa, HEOMYOJIMKOBAaHHBIC JAHHBIC), YTO OTJIOKEHHE KaJJIO3bI HA 000JI0YKAaX KIETOK
aKCUATbHOW TApEeHXUMBl M B KJIETKaX paJuajbHBIX Jyuyed HaOII0JAeTCsl TOJIBKO B MEPHOJ
KaMOHaJIbHOTO POCTa U OTCYTCTBYET B mepuoj mokos (puc. 34). beun chaenaH BBIBOJ, YTO
OTJIOKEHUS KaJjulo3bl Ha OO0O0JIOYKAX KJIETOK MOXHO HCIOJb30BaTh B KAueCTBE MapKEpOB
HAJIMYMSI, HAMPaBICHHOCTH M WHTCHCUBHOCTH MEKKIETOYHBIX CHMIUIACTHBIX TIOTOKOB B
nmapeHXuMe CTBOJIA IPEBECHBIX PACTEHUI.

Pe3ynbraThl moka3ajiu, 4To B IEpUOJl KaMOHAIBHOTO pocTa y Oepe3bl MOBUCIONH UMEET
MECTO €JIMHasi CHUMILJIACTHasl CeTh, OOBEAMHSIONIAs CUTOBHUJIHbIE TPYOKH (DJI03MBI, KIETKU
panuanbHbIX JIyuyel, MaTepUHCKUE KJIETKU (uiodMbl. CUMITIACTHAsL CBSI3b MEXIY MPOBOISIICH
bnoomoii U 30HOM gudPepeHIanuu KCHWiIeMbl y Oepe3bl OCYIIECTBISETCS TOJBKO IO
NapeHXMMHBIM KJIETKaM paJuajbHbIX JIyded, CUMIUIACTUYECKHE KOHTAKThI MEXIY KIIETKaMu

Jy4yel ¥ MPO3eHXUMHBIMU KCUJIEMHBIMH MPOU3BOIHBIMHU KaMOUsI OTCYTCTBYIOT (pHcC. 34).
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HepI/IOIl AKTHBHOI0 KaMOMAJILHOIO pocTa (Ha‘laJIO l/IIOJ'Iﬂ)

B. pendula var. pendula dula var. carelica

B. pen
& 9

H®n Nnon

Non

Moz

MKcj

Kc

Kc

JJI — 30Ha numaranuu Jydeu
H®n — venpoBopsimas grmosma
[1dx — mpoBopsmas dhaodma
M® — 30Ha MaTEPUHCKHX KIIETOK
hI103MBI

K — xamOnit

Kam6uanorn T MKc — 30Ha MATEpUHCKUX KJIETOK
R KCUJIEMBbI

Kc —30na pocra n quddepennuannn
KJIETOK KCHJIEMBI

PJI — panuanbnblil 1y

All — akcuanpHas napeHxuma

dnoama

Kcunema

Pucynox 34. Bwmsyamuzanusi CHMIDIAaCTHOTO —TpPAaHCIOPTa IO CBEUEHHUIO  KaJUIO3bI.
(myopeciieHTHBINT MHKPOCKON, OKpacka aHWJIMHOBBIM ronyObiM) (Hoswuikas, CemeHoBa,

HEoIyOJIMKOBaHHbIE JaHHBIE).
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DTOT BBIBOJI HAXOIUTCA B COOTBETCTBUM C JAHHBIMU 3JEKTPOHHO-MHUKPOCKOIIHMYECKOTO
HCCe0oBaHus KaMOMaJIbHOW 30HBI Oepe3bl TMOBUCIOHM, monydeHHbIMH JI.A. Bbapuibckoit
(1978). B wuyactHOCTH, OBLIO TIIOKa3aHO, YTO TPH OTJIOXKECHHUHM KaMOHWEeM KJIETOK,
npeoOpa3yomuxcs B Xo/1e nocieayroien nuddepeHyanuu B COCy Ibl U BOJIOKHA APEBECUHBI,
UMEeT MECTO TOJHAs U30JISIUS UX MPOTOIIACTOB YKe B Ipoliecce POPMUPOBAHUS KIETOYHOM
MJIACTUHKH, TOCKOJIbKY IUIa3MOJECMbl B HUX HE 3akjajbiBaloTcs. Bmecte ¢ Tem mpu
o0pa3oBaHuU OYIyIIUX MAPEHXUMHBIX KJIETOK IPEBECHHBI 3aJI0KEHHE IJIa3MOJECM BO BpeMs
JIEJICHUS IPOUCXOIUT, BCIEICTBUE YETO [IUTOMIa3MAaTUYECKAsi HEMPEPBIBHOCTh B ATUX KJIIETKaX

COXpPAaHACTCA.

[TonyuenHbie pe3ynbTaThl MOATBEPKIAIOT BBICKA3aHHOE IPyruMH aBTopamu (Barnett,
Harris, 1975) npeamnosioxeHne 00 amoIuiacCTHOM TPAHCIIOPTE caxapo3bl M3 KICTOK JIy4eH B
MPO3EHXUMHBIE KCHUJIEMHBIE MPOU3BOJHbIC KaMmOus. (O0s3aTeNbHOE ydacTHE aroIIacTHOTO
NyTH B TPaHCIOPTE caxapo3bl Ha OINPEACICHHOM OJTalle pa3BUTHSA SBISIETCS OOIICH
O0COOCHHOCTBIO OONBIIMHCTBA penpoaykTuBHbIX opraHoB (Patrick, Offler, 2001; Jin et al.,
2009; Ruan et al., 2010).

N3 amommacta caxapo3a MOXET MEPEHOCUTHCS TPAHCIOPTEPOM, PACIIOJIOKEHHOM Ha
MIa3MaTHYEeCKOM MeMOpaHe, B KIETKY W/WIM THUAPOJIU30BAThCS BO BHEKIECTOYHOM
pocTpaHcTBe ¢ yuacTueM AnMHB 10 TeKco3, KOTOPbIE 3aTeM TPAHCIIOPTUPYIOTCS B KIIETKY C
MOMOIIIBIO TeKCO3HBIX TpaHcmopTepos (Ruan et al., 2010; Wang, Ruan, 2013).

Ha 25-neTHHX nepeBbsiX KapenbCKOM Oepe3bl ¢ pa3HOW CTENEHBI0 Y30p4aTOCTH
JIPEBECUHBI OTPEEIIIN YPOBEHb IKCIPECCUM TE€HOB, KOJAUPYIOMMNX MEPEHOCUUKHU Caxapo3bl
(Suc) u rekcos (Hexl, Hex2), B dopmupyromieiics kcuneme. VccnenoBanue MpoOBOAWIN B
MEepUO/T aKTUBHOTO JIeJICHUS B KaMOUaIbHOMN 30HE.

Y 0e3y30puaThiX paCTEHHUM KapelbCKoW Oepe3bl YpPOBEHb JKCIPECCHM TE€HOB,
KOAMPYIONINX MEPEHOCYUKH Caxapo3bl, ObUT B 2 pa3a BHIIIE, IO CPABHEHUIO C y30pYaTHIMU
pactenusimMu. [Ipu 3TOM KOIWYECTBO TpaHCKpUNTOB reHoB Hexl u Hex2 Obuio 3HAYMTENHHO
Oonpiie B Gopmupylomieiics aHomanbHON apeBecuHe (puc. 35). B kcunemHoil dactu
KaMOuaabHOW 30HBI Y30pYaThIX PACTeHHH CHUXaeTcsi B 2-2.5 pasza cojepkaHue TeKCo3 U
BOo3pacTaer B 2.5-3 pasa konuvecTBO kpaxmana. [lo comepkaHuio caxaposbl Oe3y3opdaThie

pacTeHuss U pacTeHus ¢ OamioM y3opyarocTd | M 2 HE OTIWYAINCh MEXAYy coboh. VY
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BBICOKOY30pUaThix pacTeHuit (3 Oamna) Ha (OHE MEHBIIETO COJCP)KaHUS Caxapo3bl B

bopMUpYIOIIMXCS KJIETKaX KCUJIEMbl CHHTE3UpPYETCS OoJiblliee KOJIMYECTBO Kpaxmana (pHuc.

35).

B. pendula var. carelica

OTHOCHUTEJIbHBIN YPOBEHBb 3KCIPECCHH I€HOB, KOAMPYIOIIUX NMEePEHOCYUKH
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0.1

0.05

90

60

30

caxapo3bI (Suc)

01 2 3
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0.1

0.05

(Hex1)

01 2 3

rexco3

0.2
0.15
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0.05
0

(Hex2)
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Coaepsxanue B KCHJIEMHOI 4aCTH KaMOMAJIBLHOM 30HBI

Caxaposbl

01 2 3

90

60

30

0

I'ekco3

01 2 3

6

4 -

2 -

0

Kpaxmana

1 2 3

PI/ICYHOK 35. OKOpeHHaH MOBCPXHOCTb APCBCCUHELI, OTHOCHUTEIbHBIN YPOBCHL 3KCIIPECCUU

TeHOB (OTH. €11.), KOAUPYIOIUX TEePEHOCUYMKH caxapo3bl (Suc) m rekco3 (Hexl, Hex2) u

colepkanue (MI/T CyXOW TKaHH) caxapo3bl, TEKCO3, KpaxMmajga B Kcwieme 25-JIeTHUX

oe3yzopuateix (0 OamioB) um y3opuatbix (1-3 Oamma cTemeHb Y30p4YaTOCTH) pacTEHUU

KapenbCKoi Oepe3bl, MPOU3paCTAIINX Ha JIECOCEeMEHHOM mianTauu. [1o ocu abemuce — 6amn

y3opuatoctu. [IpencraBneHsl cpeiHIe 3HAUCHUS U UX CTaHJAPTHBIE OITHOKH.
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[Tony4yeHHble JaHHBIE CBHUIETEIBCTBYIOT O TOM, YTO MNPH pPa3HbIX CIEHAPUAX
KCUJIOTE€HE3a IMPO3CHXHMHbBIE KCHUJIEMHBIE NMPOU3BOAHBIC KaMOHWs IMONY4YarOT aCCHUMMIIATHI B
pasnoit opme. IIpu popmupoBanur HOpMAIBHON KCUIIEMBI, B KOTOPOIl IPe00IaaloT COCY/ b
U BOJIOKHA, caxapa MOCTYMaroT B KJIETKH B OCHOBHOM B BuJie caxapo3ssl. [Ipu dhopmupoBanuu
aHOMAJIbHBIX TKaHEH, B KOTOPBIX NpeoliiajaloT MapeHXUMHBIE KIETKH, caxapo3a B anoriacte
akTUBHO MeTabonusupyercss AnMHB, U B KJIETKY B OCHOBHOM IOCTYMAIOT 00pa3yroluecs

I'CKCO3bI, KOTOPBIC B CBOIO OUCPCAb 3allaCal0OTCA B BUAC KpaxmMaJia.

4.3.2. 3aBUCUMOCTh AaKTHMBHOCTU T€KCOKHMHA3bl B IMEPHOJl KaMOHMAIILHOTO pOCTa OT CTENEHU
y30p4YaTOCTH JPEBECUHBI

AnomnacTHas TIIOKO3a MOXeT ObITh pacno3Hana RGSI1, xkoropenid mepemaer
BHEKJIETOUHBII CHTHaj caxapa B kieTky uepe3 G-6enku (Wang, Ruan, 2013). [Tomumo G-
Oenka, XOpOILIO HU3BECTHBIM IOCPEIHUKOM, MEPENalollMM CUTHAbl, BO3HUKAIOIIME IpU
YBEJIMUECHUN YPOBHS TJIIOKO3bI B KieTke, sBisgercs rekcokunasa (I'K) (Rolland et al., 2006;
Balasubramanian et al., 2007; Karve et al., 2008; Wang, Ruan, 2013; Ruan 2014).
AxtuBupoBaHHas roko30M ['K1 BXomuT B coCTaB BBICOKOMOJEKYISIPHOTO  SIIEPHOTO
KOMIUIEKCA, PETYIMPYIOUIEr0 TPAHCKPUIIUIO 4Yepe3 MIpsSIMOE CBSA3BIBAHUE C IMPOMOTOpPAMHU
cootBeTcTBYyIOmMX reHoB (Ramon et al.,, 2008). 'K paccmaTpuBarOT B KauecTBE TJIaBHOTO
KaHJUJaTa Ha POJb PEryisTopa IKCHPECCUHU SJCPHBIX I€HOB B OTBET Ha MeTaboJIMyecKoe
coctosiHue KieTku. 'K B pacTeHuM urpaer IBOWHYIO pOJb: B TJIIOKO3HOM CHUTHAJIMHIE U B
dbochopunupoBanuu tmoko3el (Wang, Ruan, 2013). TI'ekcokmnaza (K® 2.7.1.1, ATO®-
3aBucumas  D-rekcosa-6-pocdorpancdepaza) katanmsupyer HEOOpaTUMYKO  PEaKIIHIO
dbocodopuIMpoOBaHUS TITFOKO3BI:

D-rntoko3za + AT® — D-riroko30-6-dochar + AJD

Uccnenosanue aktuBHoctd 'K mpoBonunu Ha 40-meTHUX JepeBbAX OOBIYHOM U
KapenbCKoil Oepesbl, MPOM3pacTaONUX B OJWHAKOBBIX MOYBEHHO-KIMMATHUYECKUX YCIOBHUSIX
Ha Arpo6uonornyeckoit cranuuum KapHI[ PAH. Ot6op o00pa3noB Beaun B TedeHUE
BereranroHHoro nepuoxaa 2010 roxa:

Mail — pacnyckaHHe JIMCThEB (aKTUBHBIN KCUJIEMHBIA TPAHCTIOPT);

WIOHb — WHTCHCHBHBIA MPHPOCT KCHJIEMBI (aKTUBHBIM ()JIOSMHBIA TpaHCIOPT

ACCHUMMJIATOB K KaMOUalIbHOW 30HE U KCUJIEME);
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UIONIb — MEPUOJ aKTUBHOIO POCTa, (POPMUPOBAHHE BTOPUYHOM KIETOUHOH CTEHKH, B
CBSA3U C OTCYTCTBHUEM JOXKIEH WM BBICOKMMH TEMIIEpATypaMU B 3TO BPEMS HMMEJIO MECTO
HPEXAEBPEMEHHOE TOPMOKEHNE KaMOMaJIbHOTO POCTa;

OKTSIOpb — IEpPUOJ 3aTyXaHHsl POCTOBBIX IPOIIECCOB, MAET MOATOTOBKA PACTEHUS K

COCTOSIHHUIO TTOKOS (TpaHCIIOPTHBIC MpoIiecchl 3ameeHsl (I'amaneit, 2004).

B mae, korna kamOuii emie Oe3nelcTByeT, akTUBHOCTh [’ K B KCmiiemMe mpakTU4YecKd He
oOHapyxuBanach, BO ¢iosMe ee 3HaueHus nocturanu 9 u 14 HMoIb 00pa3oBaBIIETOCS
TIII0K030-6-pocdara Ha Mr Oenka (HMOJb [-6-D/Mr Genka) y oOBIYHON M KapeldbCKol Oepe3bl
COOTBETCTBEHHO (puc. 36). B meprnoj akTUBHOTO KaMOMAJIBHOTO POCTa B KCHJIEMHOW YacTH
KaMOuaiabHOW 30HBI y ABYX (popm Oepesbl moBucioil aktuBHOCTh 'K pe3ko Bo3pacrana, u
3HaueHHs ee pocturanu 450 amonb ['-6-D/Mr 6enka. Bo dbmosme noseimenne aktuBHOCTH 'K
(mo 23 umonp I'-6-®/mMr Oenka) HaOMIOJAM TOJIBKO Yy PACTCHUH KapelnbCcKoil Oepesbl, y
0OBIYHOW Oepe3bl B TMepuoj, KaMOHaIhbHOTO pocTa BO (uiodMe aKTHUBHOCTH (epmeHTa
ocraBajiach HU3KoH (~ 2 HMoub ['-6-®/Mr Genka) (puc. 36).

B wurone morojgHbie YCIOBHS BBI3BAJM OCTAHOBKY JESATENBHOCTH KamOusa. B atmx
YCIIOBHSIX 3aIPOC HAa aCCHMMUJIISITHI CO CTOPOHBI KCHIIEMBI CHIIBHO OcllabeBaeT W akTUBHOCTH [ K
cHmkaercst B 4 u 10 pa3 y kapenbCkod M OOBIUHOHN Oepe3bl cOOTBETCTBEHHO. Bo ¢iosme
akTuBHOCTH [ K y 00bI4HOI Oepesbl He U3MEHSETCs, Y KapelbCKol Oepe3bl oHa manaet B 10 pa3
(puc. 36). IloaroroBka pacTeHUs K COCTOSHUIO TOKOSI COMPOBOXKJAETCS HAKOIUIEHHEM B
TKaHSX KOpBI 3amacHBIX MeTabonuToB. B 3TOT mepuon Bo (uiodme HaOMIOmancs MUK
aktuBHoctd AnMuB (puc. 10, paszmen 3.2). T'ekcosbl, oOpa3zyromuecss B aroIuiacrte,
BO3BpAlalOTCS B KIETKY, TJI€ OHHM uepe3 TIJIMKOJIU3, IUKI TPUKApOOHOBBIX KHUCIOT U
neHTto3odocdaTHbli MyTh HCHOJB3YIOTCS Ha CHHTE3 3alacHBIX BEIIECTB HEYTJIEBOIHOMN
npupoasl (Kypcanos, 1976; Roitsch et al., 1995; Koch, 1996). Ilpu stom aktuBHocTh 'K BO
¢noame Bozpocna 10 34 u 71 umonp ['-6-O/Mr Oenka y oOBIYHON U KapenbCcKOM Oepesbl
cooTBeTCTBEHHO (puc. 36). Y kapenbCkoi Oepe3bl BbhICOKas akTMBHOCTH 'K Bo ¢uiosme

Habmoganack Ha (poHe Oonpieit B 1.8 pa3 aktuBHoctn AnluB (puc. 10, paznen 3.2).
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40-nemnue pacmenus o0bIUHOU U KAPeEIbCKOUl Depe3bl

@B - B. pendula var. pendula

AKTHBHOCTh I'eKCOKHHAa3bl (HM0Jb ['-6-®/Mr Oeiika)
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Pucynok 36. OxopeHHas TIOBEPXHOCTh JPEBECHUHBI, AKTHBHOCTh TI'€KCOKHHA3bl (HMOJIb
oOpa3oBaBIerocs TIIOK030-6-pocdara (I'-6-D) mHa Mr Oenka) Bo ¢uodme u kcumieme 40-
JeTHUX pacTeHuid oObraHoM (B. pendula var. pendula) u xapensckoii (B. pendula var. carelica)
Oepe3pl B TEUEHHE BEreTalMoOHHOTO ce3oHa. [lo ocu abciucc — mara B3siTUS 0OpasIloB.

HpeIICTaBJIeHBI CPCAHUC 3HAUCHNA U NX CTAHIAPTHBIC OIIINOKH.

['JIFOKO3HBIN CUTHAJIMHT B PACTEHUH, C OJHOM CTOPOHBI, HHULIUUPYET POCT, CBSI3AHHBIN C
npoiaudepanmei KIeTok, ¢ Ipyroi CTOPOHbI, KOHTPOJIUPYET IHEPTreTUUECKUI U yrIepOaHBIN
romeocras (Wang et al., 2006). B ¢Bs13u ¢ 3TUM HHTEpECHBIC JaHHBIC MOJYUYCHBI HA 25-T€THUX
pacTeHUsIX KapelbCKoM Oepe3bl, OTIMYAIOIIUXCS IO CTEMEeHHM Y30pYaTOCTH JIPEBECHHBI U
NPOM3PACTAIOLIMX Ha Pa3HbIX IO YPOBHIO Mojnopoaust yuactkax. Ha ydactke 1 (mousa
MOBEPXHOCTHO-TIOA30JIUCTAsE TeCYaHas) PACTeHUS HCHBITHIBAIM AePUIHUT a3oTa Ha (¢oHe
NOBBILLIEHHOTO conaepxkaHus Qocdopa. Yuacrok 2 (mouBa JepHOBO-CpeIHE-TIOI30IUCTAs,
mecuaHasi, KaMEHHCTas) IO 3amacaM MOJBMKHBIX (POPM OCHOBHBIX JJIEMEHTOB MHTAHUS
oTHOcWIICS K HOpMe. MccnenoBannue mMpoBOIMIM B MEPUOJT aKTUBHOI'O KaMOMaIbHOTO POCTa B
Hayane urona 2013r. be3sy3opuaTele pacTeHus, NMPOU3PACTAIOIIME HA Pa3HbBIX MO YPOBHIO

TUIOJIOPOJIUS YUaCTKaX, HE OTIUYAIIMCh MeXTy coboi o aktuBHOCTH HK, kak u y 40-eTHux
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pacTeHmii oObIYHON Oepe3nl (puc. 36) ee aKTUBHOCTh B KCHJIEME IPEBBINIAa TaKOBYIO BO
dnosme (puc. 37). Y y3opuaThiX pacTeHHil, IO CpaBHEHHUIO ¢ 6e3y30pyaThiMu, akTuBHOCTh HK
Oblma BeIIe BO (odMme (ydacTokl, B mouBe AedUIIUT a3oTa Ha (OHE TOBBIMICHHOTO
conmepkanusi ¢ocdopa) wim B KcmwieMe (y4acToK 2, B MOYBE HET HEJIOCTaTKa B OCHOBHBIX
AJIEMEHTaX MHUHEpalibHOTO muTaHus). [Ipu 3TOM pacTeHHs ¢ MEpPBOTO ydacTKa OTJINYAIHUCH
Oonee TOJCTOM KOpOM M MEHBIIMM JUAaMETPOM CTBOJa Ha BbicoTe 1.3 M OT 3emuu, 1O

CPaBHECHHUIO C PACTEHUSIMH €O 2-TO yJacTka (puc. 37).

B. pendula var. carelica

Fe3y30pqan>le pacTeHust (I)I Yuacrtok 1 (2) -

ol
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AKTHBHOCTb FeKCOKMHA3bI (HM0.J1b I'-6-®/Mr Geska) Auamerp cTBOJIA HA
BbIcOTE 1.3 M
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Pucynok 37. OxopeHHas TOBEPXHOCTb JPEBECHUHBbI, AKTUBHOCTb TI'€KCOKHHAa3bl (HMOJIb
oOpa3zoBaBierocsi TIOK030-6-pocdara ([-6-d) Ha mr Oenka) Bo ¢iodMe U KCUIEME U
JMaMeTp CTBOJA Ha BbicoTe 1.3 M OT 3emu (cM) 25-J€THUX pacTEeHHI KapelbCKOi Oepesbl,
NPOM3pACTAIONINX Ha JiecoceMeHHoW maHTammu. [lo ocu abGcmmce oTMedeHsl 6e3y30puaThie
pactenus (1), y3opuaTele pacTeHus, MpouU3pacTaroye Ha mepBoM (2) u BTopoM (3) ydacTkax.

ITosicHeHUs B TEKCTE. Hpe,Z[CTaBJIeHI)I CPCAHHC 3HAYCHHUA U UX CTAaHOAPTHEBIC OIITNOKHU.

Menbmias aktuBHOCTE CC B KCWiIeMe B IMEpUOJ aKTUBHOTO KaMOHWaJIBHOTO pOCTa y

KapenbCcKoit 6epesbl criocoOcTByeT (1) GompIieMy OTTOKY caxapo3bl B anoriacT (oMbl U (2)
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HAKOIUIEHHIO caxapo3bl B CBOOOJHOM NPOCTpPAHCTBE IU(DPEPEHUUPYIOMMXCS KCHIEMHBIX
NPOU3BOAHBIX KaMOMs. DTO NPUBOAMT K IOBBIICHUIO aKTMBHOCTH ANMHB Kak B TKaHIX
(I105MBI, TaK U KCUJIEMBI, U, CJIE10BaTeIbHO, K BO3PATaHUIO COJIEP’KAaHUSI CBOOOIHBIX ME€KCO3 B
KjeTke. TakuMm oOpa3om, B NMEPHOJ AKTMBHOM KaMOHMaJbHOM JEeATENbHOCTH (POpMHUpPOBaHUE
aHOMaJIbHOM JpeBeCUHBl UJET Ha (OoHE OOJBIIEr0 KOJUYECTBA CBOOOIHBIX I'EKCO3 B KIIETKE.
®dochopunupoBaHie TIIOKO3bl TE€KCOKMHA3aMU WIrpaeT KIYEBYIO pPOJb B TPUTEPHOU
peryJsiMy caxapaMH SKCIPECCHH OCHOBHBIX T'€HOB yrieBogHoro obmena (Graham et al.,

1994; Roitsch et al., 1995; Jang, Sheen, 1994; Gibson, 2000).
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4.4. Peryasiuusi aKTHBHOCTH aNoONJIACTHOH MHBEPTa3bl HA TPAHCKPUNIIHOHHOM H
NOCTTPAHCJISIIUOHHOM YPOBHAX B IIePHO/ KAMOHAIBHOI0 POCTa

UccnenoBanus mpoBoAwsid  Ha  25-NETHUX  JEPEBbsIX  KapelbCcKol  Oepesbl,
MpOU3paCTAIONIMX Ha JieCOCEeMEHHOM mianTtaiuu (MeaBexberopckuit paiton, PecmyOnnka
Kapenust). XapakrepucTtuka TEppUTOPUU M OOBEKTOB HCCIIEIOBAaHUSI MPUBEJEHA B pasjiene
3.4.2. BceM pactenusm ObL1 iprcBoeH 0aiut oT 0 10 3 B 3aBUCUMOCTH OT CTEIICHU MPOSIBICHUS
y3opuaroctu apeBecuHbl (puc. 38). OTOop 00pa3iioB MPOBOAWIN B MEPHOJ AKTHBHOTO
(dopMHpOBaHUs paHHENW TOHKOCTEHHOH JpeBecuHbl (Hayano utoist 2017 r.).

[Tokazano, 4Yro mpu (HOPMHUPOBAHUU HOPMAIBHOM TO CTPOCHHUIO JAPEBECHHBI
(Oe3y3opuatbie pactenus, 0 6amioB) B kKaMOMaIbHOM 30HE U nU(PepeHInpyoIecs Kcuieme
(ocHOBHOM aknenTop GOTOACCUMUISTOB B CEPEIUHE HIOHA — HIOJE) YTHIM3AIUs Caxapo3bl
npoucxoguT B ocHOBHOM c¢ ydactueM CC (puc. 26). OOpasyoomascs B pe3yibTare
Caxapo30CHHTAa3HOIro pacuierieHuss Y /P-Tiroko3a AakTUBHO PAacXOdyeTcs Ha CHHTE3
KOMIIOHEHTOB KieTouHoit crenku (Amor et al., 1995; Koch, 2004; Coleman et al., 2009;
Haigler et al., 2001; Bieniawska et al., 2007). ®opMupoBaHue aHOMaJbHOU (y30puaToil)
JPEeBECHHBI MPOUCXOAUT Ha GoHe MeHbiel B 1.7 pa3 akruBHoctu CC (puc. 26). CHuxeHUE
aktuBHOCTH CC CcOnmpOBOXKAANOCH CHIKEHHEM COJIEP KaHMSI LEJUTI0NI03bI B opMupyromencs
kcmiieme ¢ 45.5% y Oe3y3opuatbix pactenuit 10 42, 40.8, 38.2 % y y30pyaThiX pacTeHHl CO
CTENeHblo y3opuaroct 1, 2 u 3 6anna coorBeTcTBeHHO (puc. 31). YMeHbleHue coaep:kanus
LEJUTI0NI03bl B (OPMUPYIOIIEHCS KCWIEME TMPOMCXOAUSI0 Ha (OHE CHUKEHUS YpPOBHS
IKCIPECCUH TCHOB, KoAUpyromuXx 1einonozocuaTasy (Ces8, Ces3, Ces7) (puc. 31). M30bITOK
caxapo3bl MOXKET YTWIM3UPOBAThCS B amoracte ¢ momouipio AnMHB. Y 06e3y3opyarsix
pacTeHUl KapelabCKoW Oepe3bl B KCHJIEMHOW YacTH KaMOWadbHOW 30HBI aKTUBHOCTH AnlIHB
Obuta HU3Kass U He mnpeBblmana 0.4 MKMoab caxapo3bl/T TkaHu (puc. 38). Y y3opuarbix
pacteHuil akTuBHOCTh AnMHB B kcwiieme Obuia B 2.5-4.5 pa3 Beiie u coctaBuia 1, 1.3, 1.8
MKMOJIb Caxapo3bl/T TKaHH Y pacTeHUH cO CTemneHpto y3opuyaroctd 1, 2 m 3 Oamia
CcOOTBETCTBEHHO (puc. 38). Y pacTeHHMil co cTemeHbio y3opyaTocTH 3 Oamjia aKTMBHOCTb
AnlHB Obla BBIIE, TIO CPaBHEHHIO C PACTEHUSMHU KapelbCKOW Oepe3bl CO CTENEHBIo
y3opuaroctu 1 u 2 Gasna.

PaccMoTpuM BO3MOXKHBIE TyTH PETYASLUN aKTUBHOCTU AnHB.

Y ©Oe3y3opyarblx pacTeHHi cojaepkaHue TpaHckpuntoB reHoB CWINI, CWINI. 1,
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CWIN4, xomupyrouux AnluB, B kcmieme cocraswio 0.04, 0.03 u 0.01 orH. en.
COOTBETCTBEHHO. Y Yy30pyaTblX pacTeHU ypoBeHb 3Kcnpeccuu reHoB CWINI, CWINI.1,
CWIN4 B aHOMAJIBHBIX y4YaCTKaX IMPEBBIIIAET TAKOBOM B HOPMAJIbHBIX TKAHSIX KCUJIEMBI B 4-5
pa3 (puc. 38). Mexay pacTeHUSIMH C pa3HON CTEMEHbIO Yy30pUaTOCTH IPEBECHHBI HE OBLIO
OoOHapyXeHO OTIWYHMI MO KoIMuecTBy TpaHckpuntoB reHoB CWINI, CWINI.1, CWINA.
OTHOCHUTENBHBIN YPOBEHb UX IKCIPECCUH, KAK U aKTUBHOCTh ANMHB, CUIIBHO BapbUpPOBAIH B
3aBUCUMOCTH OT YCJIOBUM mpou3pacTaHust aepeBa. Cieayer OTMETUTh, YTO Yy30pdyarble
pacTeHusl HE OTIMYAJINCh MEKIY COOOM M MO KOJIMYECTBY TPAHCKPUNTOB IreHOB Susl u Sus2

(puc. 26).

B. pendula var. carelica

0 GALIOB AxtrBHOCTL, AnllHB
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2 -
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1 -
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0
0 1 2 3
OTHOCHTENBHBIM YPOBEHb HKCIPECCUM T'€HOB, KOIUPYIOIINX
Anl1HB OEJIKOBBI MHTUOUTO P
CWIN 1 CWIN 1.1 CWIN 4 AiMEe (CIF)
0.25 025 r 025 0.005
02 | 02 02 0004 - &
0.15 015 f 0.15 | 0.003
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Pucynox 38. AKTHBHOCTH amoriacTHONH HMHBepTa3bl (AmMHB) (MKMOJb €axapo3bl/T CHIPOW
TKaHW), OTHOCUTEIBHBIA YPOBEHb OJKcIpeccuu TreHoB, koaupyromux Anlas (CWINL,
CWIN1.1, CWIN4), u rena, kogupyromero OenkoBbiii maruoutop Anlus (CIF) B Tkansax
cTtBona 11-meTHUX pacTeHui OOBIYHOW Oepesbl, O0e3y30puaToil W y30p4yaTOM YacTAX CTBOJA

Kapenbckoil Oepesbl. [IpeacTaBiieHbl cpefHue 3HaYSHUS U UX CTaHIapTHBIEC OIIHUOKH.
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bomee  ToHkas  perynsums akTUBHOCTH  AnlHB OCYILECTBIISETCS Ha
MOCTTPAHCISIIMOHHOM YpOBHE. bBeNKoBbII MHTHOUTOp anoriacTHOW HMHBEpPTA3bl PACTCHHIA,
komupyemblid reHom C/VIF (CIF), ydacTByeT B PETYIAIMH TPaHCIOPTa caxapo3bl M ee
merabommu3ma (Rausch, Greiner, 2004; Roitsch, Gonzalez, 2004). Ha TpaBstHUCTBIX pacTEHUSX
MokKaszaHo, 4To HauOombmas 3kcupeccuss CIF Habmromaercss B crebne (Greiner et al., 1998;
Rausch, Greiner, 2004). IlosBneHune u30bITKa caxapo3bl B aloILIaCTE CHHXKAET YPOBEHb
skcripeccun TeHoB CIF, mpuBons K Bo3pacTtaHuio aktuBHocTH AnMHB (Ruan et al., 2010;
French et al., 2014; Ruan, 2014; Tang et al., 2017).

Huskwmit ypoBenb 3kcnipeccun CIF B kamMOMaJIbHOW 30HE W (POPMUPYIOIIEHCS KCUIeMe
(puc. 38) y obeux opm Oepe3bl CBUAETEILCTBYET O I0BOJIBHO BHICOKOM KOJIMUYECTBE CaXapo3bl
B anoruacte. Kak Obuio mokaszano (pasgen 4.3.1), Mexay KIeTKaMU paJHalIbHbIX JIydel U
MPO3CHXUMHBIMH KCUJIEMHBIMH TPOU3BOJHBIMH KaMOUSl TPaHCIOPT caxapo3bl HAET TI0
amoTUIaCTHOMY TMYTH. Y y30puaThiX pacTteHuil Ha (one Ooinbiiei sxcnpeccun renoB CWIN u
BBICOKOM aKTMBHOCTU KoaupyeMoil uMu AnMHB ObLI BbINIE W YPOBEHb HKCIPECCHH TE€HOB,
konupyronmux OenkoBbiit uHruoutop AnUus (CIF) (puc. 38). IlomobHoe, kazanoch OBbl,
MPOTUBOPEUYHE MOXET CBHUICTEIBCTBOBATH O TOM, YTO B KaMOHWAJIbHOW 30HE Y30pyaThX
pacTeHMii B TIEpUOA AKTHUBHOTO (OPMHPOBAaHUS paHHEH TOHKOCTEHHOW JIPEBECHHBI
coJiep’KaHuEe caxapo3bl B aroIulacTe MeHbIle, YyeM y Oe3y3opuaThix pacTeHuil. KocBeHHbIM
MOJITBEPKJICHUEM 3TOTO SBIISIETCS BBICOKas yTWiau3anusi caxapo3bl AnMHB y y3opyaTbix
pactenuii (puc. 38) u TOT (akt, 4To0 B (POPMUPYIONICICS aHOMAIBLHOW JpeBeCHUHE OBLIO
3HAYUTEIHHO OOJNbIINEe TPAHCKPUNITOB TeHOB Hesl u Hes2 (puc. 30).

B nanHO# CBSA3M NMpEACTaBIsSECT UHTEPEC PACCMOTPEHUE IYTEH PEryJsalui aKTUBHOCTH
AnMHB B TKaHAX CTBOJIa OOBIYHONM Oepe3bl ¢ HOPMAIBHBIM CTPOCHUEM KCHIIEMBI U (PIIO3MBI U
KapenbCcKol Oepe3bl C pa3HOM CTENEHBI0 aHOMAJIbHOCTHM BTOPUYHBIX MPOBOJSALIMX TKaHEH
(y3opuaras u Ge3y3opuaras dactu ctBosia) (puc. 39). Orbop u ¢ukcanus pacTUTEIHHOTO
MaTepuasna MpoBEACHBI B MEPUO] aKTUBHOTO (DOPMHUPOBAHUS BTOPUYHOU KIETOYHOW CTEHKU
(utosb 2016 roma). PopMUpoOBaHHE HOPMAJIBHOM IO CTPOCHHUIO IPEBECUHBI, B COCTABE KOTOPOM
npeobasaloT coCy bl U BOJIOKHA, MPOUCXOAUT Ha (hoHe BbIcOKOH akTuBHOCTH CC B Keuieme
(puc. 19, paznen 3.4.3) u conpoBOXKAAECTCS aKTUBHBIM CHUHTE30M CTPYKTYPHBIX KOMIIOHEHTOB
KJIETOYHBIX CTEHOK (LeJUTosio3bl) (puc. 34). DopMupoBaHME aHOMAJIBHOW Yy30pyaToi

APCBCCUHBI, JTJIA KOTOpOﬁ XapaKTCPHBI KPYIMHBIC BKIIIOYCHHUA KICTOK MAPCHXUMBI, ITIPOUCXOIUT
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Ha ¢one Hu3koi aktmBHocTH CC B kcmieme (puc. 19, pazmen 3.4.3) u conmpoBoOXmaeTCS

YMEHBIIIEHHEM COJICPIKAHUS 1EJUTI0N03bI (puc. 39).

1.5

0.5

CWIN1

50
40
30
20
10

41% nenTroI035!

daodMa

Anlus

0.005
0.004
0.003
0.002
0.001

Be3y3opuaras 4yactb

OesysopuaTai
TacThb

42% 1menTro1038!

Pucynox 39. AxTuBHOCTBH

25 |
2
15 |
1 L
05 |
0
) 0.8
B 0.6
- 0.4
| 0.2
0
CIE CWIN1

B. pendula var. carelica

Kcuniaema

Anlus

0.002
0.0015
0.001
0.0005

CIF

armoruiacTHOW wHBepTa3bl (AnMHB) (MKMOIB €axapo3bl/T ChIPOW

TKaHHU), OTHOCUTENIbHBIH YpoBeHb dKcnpeccuu rena, kogupyromero Anius (CWIN), u rena,

kogupyromiero OenkoBwii uHrHOUTOp AnMHB (CIF) B Tkansx ctBona 11-meTHuUx pacTeHui

oObIyHOW  Oepessl,

[IpencraBneHbl cpelHUE 3HAYEHUS U UX CTaHAAPTHBIC OIITHOKH.

O0e3y3opuyaToli W y30pyaTOM 4YACTSAX CTBOJA KapeIbCKOW Oepesbl.

AxTtuBHOCTh ATIMIHB B y30p4aToil 4acTH CTBOJa KapesibCcKoi Oepesbl Obuia B 2.6 U 2

pasa BbIllIE, 10 CPAaBHEHUIO C OOBIYHON Oepe3oi, BO (jiodMe U KCHIEME COOTBETCTBEHHO.
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Bricokas aktuBHOCTh AnMHB HaOmoganacs Ha (oHe OOJbIIEH SKCIPECCUU KOJIUPYIOUIUX €€
redoB (CWIN1) (B 1.5 u 1.7 pa3 Bo ¢moame u kcuieMe cooTBeTcTBeHHO). I[Ipu sTOoM
coaepxkanue tpanckpunroB MPHK rena, kogupyroiero 6eiakoBsiii maruourop Anlus (CIF),
Obw10 B 4.5 U 3 pa3a MeHbIIIE BO (PJI03IME U KCHIIEME COOTBETCTBEHHO (puc. 39).

B Tkansx 6e3y30puaToil yacTu CTBOJIa Kapelbckoil 6epesbl akTUBHOCTh ATIMIHB Oblia B
2 pa3a HUXeE, [0 CPABHEHHIO C y30pUaTON YacThiO, M CYIIECTBEHHO HE OTINYAIach OT TAKOBOU
y oOwruHOM Oepesnl. Ilpu 3Tom copepkanme TpanckpunToB reHa CWINL 6su1o B 6 1 9 pa3
MEHBIIIE, 110 CPAaBHEHHMIO C y30p4aTOd 4acThio, U B 4 U 4.6 pa3 MeHbIIE, IO CPABHEHUIO C
00BIYHOM Oepe30ii, BO (103Me U KCUIIEMe COOTBETCTBEHHO (puc. 39).

Ha ocHOBaHWM TIOMyYEHHBIX JAaHHBIX MOXHO TMPEATNOIOKUTh, YTO PETYIISIUSI
akTuBHOCTH AnIHB B 06€3y30p4aToil 4acTH CTBOJIA Y30pPYAThIX PACTCHUHN KapeabCKOW Oepe3bl
(puc. 39), xak u y 0e3y30pyaThIX pacTeHUN KapeiabCcKoi Oepesbl (puc. 38), MpOUCXOIUT Ha
ypoBHe skcrpeccuu reHoB CWIN. B HopMaabHOM 1O CTPOSHUIO JPEBECHHE OOBIYHOM Oepe3nl B
nepuoj; KaMOMalbHOTO pOCTa YPOBEHb OKCIPECCHH T'€HOB, Koaupyoumx AnlHs,
CYIIECTBEHHO HE OTJIMYACTCS OT TAaKOBOTO y KapelbCKOW Oepesbl, a peryisnus aKTUBHOCTU
dbepMeHTa TPOUCXOJUT B OCHOBHOM Ha TOCTTPAHCISIMOHHOM YpPOBHE 4Yepe3 OelIKOBBIC
uaruoutopel (CIF) (puc. 39). DTo MO3BOJISIET HPEANONOKUTh, YTO y OOBIMHON Oepe3bl B
TKaHAX (HJI09MBI HAXOJAHUTCS B OCHOBHOM BHYTPHKIIETOUHASI caxapo3a, KOTOpas M0 CUMILIACTY
MOCTYyNaeT B KaMmMOWanbHYIO 30HY, TJi€ BBIXOJUT B alomiacT U OBICTPO MEPEABUTASICH K
MIPO3CHXUMHBIM KCUJICMHBIM TPOW3BOJHBIM KaMOHs, HE HAKaIUIMBACTCS BO BHECKJICTOYHOM
npoctpancTBe. KOCBEHHBIM TOATBEPKIACHUEM 3TOTO MOXKET CIIYKUTh BBICOKHUU YpPOBEHB

HKCIPECCUH T€HOB, KOJAUPYIOIINX MEPEHOCUUKH caxapo3bl (puc. 35).
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4.5. DkcnepuMeHTAIbHOEe W3MeHeHHe AKTHBHOCTH AaMNOIUIACTHOW HHBEPTa3bl y

00bIYHOI Oepe3bl MOBHUCI0i

4.5.1. TopmoxeHne KaMOMAIBbHOTO POCTAa Yy CESHIIEB O€pe3bl IMOBHUCION COMPOBOXKIAETCS
BO3pacTaHHeM MeTa0O0JIM3alii caxapo3bl B KaMOUaIbHOM 30HE MO aNoIIaCTHOMY ITYTH

UccnenoBanue mnpoBoauiau Ha 4-METHUX CesTHIAX OOBIYHOM W KapelbCKOW Oepessl,
BBIPAIICHHBIX B OJMHAKOBBIX YyCIOBHUSIX Ha Arpobmonornueckoit cranmuu KapHI[ PAH.
3aBUCUMOCTh MEXJY COJIEPKAHHUEM PACTBOPUMBIX CaXapoOB W aKTUBHOCTBIO HCCIEAYEMBIX
bepMeHTOB U3yYalu:

- B Hauvane Bereranuu (15 mas). DTOT sTam mpeniecTBoBal (asze pa3BepTHIBAHUS
JUCTHEB, OCHOBHBIM aTTParupyoIUM [IEHTPOM SBJSUIMCH PACITYCKAIOIIHUECS TTOYKH;

- B KOHIIE MIOJIsSI, KOTJ]Ja OCHOBHOM OTTOK aCCUMUJISITOB M3 JIMCThEB OOBIYHO HAIPABIICH B
WHTEHCUBHO PACTYIIMA CTBOJ M TpaTUTCA Ha Tmpoiecchl AuddepeHIranuu KCUIeMbl U
YTOJIIIEHHE BTOPUYHOM KJIETOYHOW CTEHKU. B Hamiem skcrmepuMeHTe OTOMpaiu pacTeHHs, Y
KOTOPBIX POCT KCHUJIEMBI OBLIT 3aTOPMOXKEH (puc. 42) Gnaromapsi BECCHHEH MEPECcaiKe CEeSHIICB;

- B KOHIIC OKTH6pH. HepI/IOI[ IIOATrOTOBKH paCTeHI/Iﬁ K COCTOSAHHIO ITOKOA.

CoOeporcanue caxapos u aKmu@HOCMb (PEPMEHmMos8 ux Memaboruzayuu y CcesHyees
bepe3sbl nosuCIol 6 Hauale gecemayuu

B mae y obeux ¢dopm Oepe3bl MOBHCION COJEpKaHME caxapo3bl MO CPABHEHUIO C
rekcozaMu ObUIO BBIIIE KaK B TKaHSAX cTBoJa ((prmosma, kcuinema), Tak U B moukax. [lpu stom
BO (prmosme caxapo3bl ObUTO OoJblIe, YeM B Kcuieme. Bce TkaHu kapenbckoil Gepes3bl ObLIH
Ooree OoraThl caxapamu, 4eM TKaHu oObr4HON Oepesbl (puc. 40). DT naHHBIE COTIACYIOTCS C
THIIOTE30i O TOM, YTO HapymieHne auddepeHnmanuu KamMOUaTbHBIX TMPOM3BOJHBIX MOXKET
BO3HUKAaTh B MeCTaXx C W30BITOYHBIM COJCPKAHHEM CaxapoB, B YAaCTHOCTH Caxapo3bl
(HoBwumkas, 1997, 1999, 2000; Novitskaya, Kushnir, 2006).

B mepuon 3aBepiiieHust pocToBBIX MporieccoB (HOsiOpb, 2008) cOOTHOIICHHE caxapoB Y
pactenuii 6bu10 MHBIM (puc. 40): OCHOBHas Macca pacTBOPUMBIX YTIJIEBOAOB IPE/CTaBICHA B
BUJIC MOHOCAaxapoB — (PPYKTO3HI U TIIIOKO3BI. Tak e Kak U B Mae, COJepKaHue caxapoB OBLIO

BBIIIE Y KapeIbCKOM Oepe3bl.
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B - B pendulavar. pendula [} - B. pendula var. carelica

HOSIOPBb, 2008 - mepuoa moxkost
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Pucynox 40. Conepxanune GppykTo3sl (Pppy), TIOKO3HI (TIT0), caxapossl (cax) (Mr/T TKaHH) B
MOoYKax U B TKaHAX cTBoyia (¢iiodoma, kcuiema) y 4-JIeTHUX JEepeBbeB ABYX Gopm Oepesbl
NIOBUCJION B INEPUOJ TMOKOA M B Hayaye Beretanuu. IIpencraBineHsl cpeHMe 3HAYEHUS M UX

CTaHJAPTHBIC OIITUOKHU.

s o6eunx ¢opm Gepe3bl ObLTIO XapaKTEPHO MPEBBILIEHUE COJEPKaHUS PPYKTO3bI HAJl
rmoko30it (puc. 40). D10 MOrio OBITH CIEACTBHEM HECKOJIBKUX MPUYHMH: a) COJEpKaHHE
TeKCO3 OIpesAessieTcss He TOJbKO aKTMBHOCTHIO MHBepTa3, HO U CC, KoTopas pacuieruisieT
caxapo3y Ha ¢pykro3y u Y D-riaoko3y, 0) TpaHCmopTHOW (POpMOM caxapoB CIYXKHUT HE
TOJIBKO Ccaxapo3a, HO M OJUrocaxapujbl, B) TIIOK03a U (PPYyKTO3a C pa3HOM MHTEHCHBHOCTHIO
NOTJIOMIAIOTCSA U META00IN3UPYIOTCS KIETKaMHU.

Kak u y B3poCnbIX pacTeHHi, y 4-1€THUX JepeBbeB Oepe3bl MOBUCION CaMON BBICOKOU
Obuta akTUBHOCTh ATIMHB, 3HAUYEHUS €€ MPEBBIAIA aKTUBHOCTH JAPYruX (hopM MHBEPTa3hl B

10 u 6ostee pa3 (puc. 41).
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Kak u y B3pocinbIx pacTeHuil, akTUBHOCTh ANMHB y KapenbCckoil Oepesbl, 10 CPABHEHUIO
c OObIYHOM Oepe3oi, B TKaHsIX (IodMBI M KcuiaeMmbl Obuta Bhimie (puc. 41). Ilpu stom y
KapelbCKoi Oepessl ObLTO OoJiee BBICOKUM M cojepikanue caxapossl (puc. 40).

AxtuBHOCTh BakMHB BO (pyioome m kcuineme OoObIYHON Oepesbl ObLla HEBBICOKA, €€
3HaueHUs OBUIM MpUMEpHO Takue ke, kak y LluthHB. [lpyras cutyauus HaOmroganach y
KapenbCKoil 6epe3bl, akTuBHOCTh BakMHB y Hee Obuia B 2.5 1 2 pasa BbIlIE, 10 CPABHEHHUIO C

00bIuHOM Oepe30ii, BO (103Me U B KCHIIEME COOTBETCTBEHHO (puc. 41).

B - B pendulavar. pendula [} - B. pendula var. carelica
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PucyHok 41. AKTHBHOCTh amorutacTHOW uWHBepTasbl (AnlHB), BakyoJISpHOH HWHBEpPTa3bl
(BakMuB), nuromnazmatuueckoii maBeprasbl (LlutlHB) u caxaposzocunTasel (CC) (MKMOJIb
caxaposbl / T ceIpoii Tkauu) BO ¢utoame (i) u kcuneme (k¢) 4-IeTHUX pacTeHHi 00braHOM (B.
pendula var. pendula) u kapenbckoii (B. pendula var. carelica) 6epessi. /lata or6opa 15.05.09.

[IpencraBieHbl cpelHUE 3HAYCHUS U UX CTaHAAPTHBIC OIIHOKH.

CpaBHeHUE aKTHBHOCTU pa3HbIX (OpM HMHBEpPTa3bl y HccieAyeMbIX (GopM Oepes3bl Ha

¢dboHe Oojiee BBHICOKOTO (B JBa pa3a) ypOBHsI caxapo3bl B KaMOHMaJIbHOW 30HE KapeabCKOM
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Oepe3bl JaeT OCHOBaHUE MPEIOIOXKUTh, UYTO Yy KapelbCKOM Oepe3bl MMEET MecTo Ooiiee
MHTEHCUBHBIN BBIXO/J] CaXapo3bl B aIllOIUIACT U ee 00jiee aKTUBHOE pacllerieHuE.

AxtuHocth CC Obuia cpaBHMMa ¢ akTUBHOCThIO L{uTHUHB. [To3TOMY BO3MOXHO, 4TO
UTOIUTa3MaTHYeCKasl caxapo3a pacuieruisieTcss ooonmu GepMeHTaMu B paBHOW cTermeHu. Bo
bro3me kapenbckoit 6epesbl akTuBHOCTh CC OblIa HIDKE, TI0 CPABHEHHIO C OOBIYHOMN Oepe3oid
(puc. 41).

Takum oOpa3om, mepea HaA4aJloM MHTEHCHBHOI'O POCTa B TKAHSAX KapelbCKOM Oepesbl
HakarjuBaeTcss Oousblle BceX (OpM caxapoB, YEM B TKaHAX 0ObIYHOW Oepesbl. [IpmumHoi
HAKOIUICHHSI TEKCO3 MOXKET OBbITh O0Jiee BhICOKasi aKTUBHOCTh MHBEPTA3 y KapelbCKON Oepe3bl.
[ToBpITIeHNE TIPH 3TOM COJCPKAHHS Caxapo3bl MOXKET OBITh CBS3aHO C MOCTYIUICHHEM €€ U3
3amacaronifux TKaHeW CTBOJIa B IMPOIECCe THAPOJIN3a 3alacHBIX MOJHCAXapUIOB, KOTOPBIX,
BEPOSTHO, Y KapelabCKOW Oepe3nbl OoJblne, yeM y oObluHOM Oepesbl. [lonydeHHblEe NaHHBIC
CBUJIETENILCTBYIOT O TOM, UYTO y 4-JIETHUX PacTeHH OOBIYHOW M KapenbCKOW Oepesbl, ele He
UMEIOIUX BUIAUMBIX MOP(OIOTUUECKUX OTIUYHMA, MPOSBISIETCS TaKas K€, Kak M Y B3POCIbIX

pacTeHMii, pa3HULAa B COOTHOILIEHUU aKTUBHOCTU ()EPMEHTOB META0O0JIN3AIH Caxapo3bl.

Cooeporcanue caxapoé u aKkmueHOCMb (HepMeHmos ux memabonuzayuu y cesHyes
Oepe3bl NOBUCIOU 8 YCILOBUAX MOPMONCEHUSL KAMOUANbHOU AKMUSHOCTU

B ycnoBHsiIX TOpPMOXKEHHSI POCTA, BBI3BAHHOTO BECEHHEW IIEPECaJIKONM PaCTEHU,
MPHUPOCT JAPEBECHUHBI U KOPBI TEKYIIETO rojla Y KapeabCKoi Oepe3bl ObUT 3HAUUTEITFHO MEHBIIIE
00BIYHO HAOIIOAEMOT0 B JTOT MEPUOM, a Y OOBIUHOM Oepe3bl COCTaBUI BCETO HECKOJIBKO
cloeB KJIeToK. B pesynbrare Ha cpese crebisi oObIYHOM Oepe3bl MPUPOCT TEKYIIETO Toja
TPYAHO BIIEIHTH (puc. 42). OO0I1as TOJNIIMHA KOPBI U APEBECUHBI Y KapeIbCKOW Oepe3bl ObLia
3HAYUTEIBHO OOJIBIIIE, YeM Y OOBIYHOM Oepe3nl (puc. 42).

TopmoskeHre pocTa MPUBETIO K MOBBIIIEHUIO BO ()JI0AME KOJIMUECTBA Caxapo3bl y 00enx
dbopMm Gepessl (puc. 43). Tak, B utone ee cofepKaHue COCTABHIO ~ 7 MT/T CHIpOHM TKaHH, a K
OKTsAOpI0 BO3pociio 10 12.9 u 20.6 Mr/T y KapelbCcKoil U OObIYHON Oepe3bl COOTBETCTBEHHO.
VYBenuueHne CojepKaHUs caxapo3bl MOTJIO OBITh MPUYMHOW POCTa YPOBHS MOHOCAXapos,
MPUTOM HMX COOTHOIIEHHE ObLIO0 ONMM3K0 K enuuuie. Bo ¢modme oObIuHON Oepe3bl B HIOJE
cofepkaHue (PyKTO3bl U TIIIOKO3Bl OBLIO BBINIE, YEM Yy KapeiabCKOW Oepesbl, a B MEepuos

IMOATOTOBKH ACPEBLEB K ITOKOIO HAKAITIIMBAJIOCH OoJIbIIIE caxapo3nbl.
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B kcuiieme Ha000pOT, XOTSI KOJIMYECTBO CaXapo3bl TAKXKE CYIIECTBEHHO MOBBIIIATIOCH K
OKTSIOpI0, HO MOHOCAaXapoB OOJbIIE HAKAIUIUBAJIOCh Y Kapenbckoi Oepesbl. [lomoOHbie
OTIIMYMSL MOTYT OBITh OOYCIIOBJCHBI OOJBIIMMH TpaTaMH METa0OJUTOB Ha MPHUPOCTHI

TEKYILETro T0/1a y paCTeHUI KapeabcKoi Oepessl (puc. 43).

B. pendula var. pendula B. pendulavar. carelica

\ IIpHPOCT KCHIIEMBI TEKYIEro rojia /

Pucynok 42. Tloniepeunsie cpe3bl cTBOJIA 00bruHOM (B. pendula var. pendula) u kapenbckoii (B.
pendula var. carelica) Oepessl, AeMOHCTpUpPYIOIIHE CHIDKCHHE (y KapeabCKoW Oepessl) U
NPAKTHYECKU TMOJHOE MpekpaineHue (y 0ObIYHON Oepe3bl) 0O0pa3oBaHUS KCHUIEMbI TEKYIIETO
rojia, BEI3BaHHOE BECEHHEHN mepecaakoil pactennil. Okpacka Kpe3wioBbM ¢GuoneToBbiM. JlaTa

ot6opa 21.07.2009.

B HOpManbpHBIX yciaoBHAX (HOPMUPOBAaHHUS NPUPOCTOB (0€3 TOPMOKEHHUS POCTOBBIX
IPOLIECCOB) Y pacTeHUi BO ()I0AME HE NMPOUCXOIWIO YBEJIWYEHHE COJEPIKAHHUS Caxapo3bl
(puc. 43), HapPOTHB, €€ KOJMYECTBO B TEUCHUE BETETAIlMA yMEHBIIAJIOCh, a COJACpIKaHUE
MOHOCAaxXapoB YBEJIWYHBAIOCh. OTO MOXKET OBITh CBSI3aHO C paboToil  (epMeHTOB
MeTa0O0IU3alUU caxapo3bl U aKTHUBHBIM HCIOJIb30BAHMEM CaxapoB HAa POCT TKaHEH CTBOIA.
Takum o0Opa3oM, yMEHbIIEHHE MPUPOCTOB KCHIIEMbI U (DI05MBI, BBI3BAHHOE TOPMOKEHHEM
pPOCTOBBIX IIPOLECCOB B pe3ylbTaTe€ BECEHHEH MepecajJku pacTeHUuH, MpHUBEIO K

CYHICCTBCHHOMY YBCIIMYCHUIO B TKAHAX CTBOJIa YPOBHSA CaxXapO3bl.
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Pucynok 43. Conepskanue caxapoB (Mr/T) Bo (iiodMe U KcriieMe 4-JIETHUX JIePEBhEB OOBITHOMN
(1) u xapenbckoil (2) Oepe3bl NpU HOPMAIBHBIX POCTOBBIX MpOIECCaX U B YCIOBHSX
TOPMOXKEHHsSI pocTa (CTpeiKaMH TOKa3aHo BpeMs mnepecanok). [lpencraBieHsl cpemHue

S3HAYCHUA U UX CTAHAAPTHBIC OIITHOKH.
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[loBpltIeHNE copepikaHusl caxapo3bl BO (IOAME B YCIOBUSIX TOPMOXKECHHS POCTa
MPUBEJIO K TOBBIIICHUIO aKTUBHOCTU (PEPMEHTOB €€ MeTadoJM3alii, OCOOEHHO Yy OOBIYHOM
Oepessl (puc. 44). ITo cpaBHEHHIO ¢ MaeM, B HIOJIe BO (io3Me OObIUHOM Oepe3bl aKTHBHOCTH
AnluB, BaxMuB, utluB BO3pocma B 3, 50, 30 pa3 COOTBETCTBEHHO M 3HAYUTEIIBHO
IpeBbIlIaia TAaKOBYIO Y Kapelbckod Oepe3bl. Bo ¢dmosme kapenbckoit Oepesbl Ha QoHe
YBEJIMYECHUS COJIEpKaHUsl caxapo3bl MOBHIIIANACH aKTUBHOCTh TOIbKO BakuB u LlutuB (B 7
U 2 paza COOTBETCTBEHHO), TOT/Ia KaK aKTUBHOCTh ANVHB CHMKalach MpUMEpPHO B 2 pasa.
Cumwxkenne aktuBHOCTH AnlMuB Bo ¢mosme (puc. 10) nmpu moeimmennn axtuBHOCTH CC B
kcwiieme (puc. 11) B mepumoa KamMOHMAIBHOTO pocTa HAOMIOJANH Y B3POCHBIX pPACTCHHUI
Kapenbckoil Oepesbl. B ycnoBusix (popMupoBaHus HOPMaJIbHBIX MPUPOCTOB IPEBECHUHBI (Kak
OBLITO TOKA3aHO paHee) aKTUBHOCTh HHBEPTA3 y KapeIbCKOW Oepe3bl Obliia BCEr/ia BBIIIE, YEM Y
oObruHOM Oepesbl. [Ipu TopmMoxkeHnn pocta O6osee akTUBHAS WHBEpPTa3a BO (hjodMe OOBIYHOU
Oepe3sl He TPUBOAMIIA K CHIDKEHHUIO cojaep)kaHus caxaposbl (puc. 43). BepostHO, B 3TOM
clydyae, TaK >e€ KaKk B Hayalie BEreTal[MOHHOTO TIepuoja, HE HWHBEpTa3a Ompesessia
conepkaHue caxapos3sl. HaoOopoT, HakomieHHe caxapo3bl BO (IodMe, CBSI3aHHOE CO
CHI)KCHHEM €€ MOTPeOIeHHs B KCUJIEMe TIPU TOPMOXKEHUH POCTa, HHAYIUPOBAIIO MOBBIIICHUE
WHBEPTA3HON aKTHBHOCTH. Tak, B psme padoT OBLIO MOKAa3aHO, YTO YBEIMUYCHHE COACPIKAHUS
TIIOKO3BI M Caxapo3bl B Cpejie MHKYOAIMu CYCIIEH3MOHHOW KyJabTyphl KieTok Chenopodium
rubrum npUBOAMT K YBEIMUYCHHUIO AKTHBHOCTH WHBEPTa3bl KJICTOYHON CTECHKH W YPOBHS
sKkcnpeccur koaupyromux ee reHoB (Roitsch et al.,, 1995; Ehness et al.,, 1997). B
sMOpHOHANBHBIX TKaHsaXx Picea mariana Mill. yBenwdenue KkoHIEHTpanuu caxapo3sl
KOPPEIUPOBAJo C YBEJIHUECHHUEM aKTUBHOCTH 1 KonmdyectBa AnluB (lragi et al., 2005).

K cepenune okTsiOpsi akTHBHOCTh MHBEPTA3bl BO (i109Me OOBIYHOM Oepe3bl CHIKAACh,
YTO COMPOBOXKAAJIOCH YBEIMYCHHEM KOHIIEHTPAllMU caxapo3bl. B aTOT mepmoxa, koraa
POCTOBBIE TIPOIECCH YK€ 3aBEPIICHBI, CYIIECTBEHHBIX OTIMYUN MEXIy ABYMsS (popmamu
Oepe3bl TOBHUCIION B AKTUBHOCTH MHBEPTA3bl HE BBISBICHO.

Takum 00pa3oM, CHMIKEHHE aKIENITOPHOW (YHKIIMH KCHUJIEMBI B TIEPHOJI TOPMOXKCHUS
pocta (B HameM OHKCIEPUMEHTE 3TO OBLJIO BBI3BAHO INEPECATKOM PACTEHHMH) MPHUBENO K
YBEIIMYCHUIO COJICP)KAHUS Caxapo3bl BO (UIoOdMEe W K YCHICHHIO €€ MEeTa0OoIr3aIiu
uHBepTazaMu. bonbliee TOpMOKEHHE pocTa B KCHWIIEME Yy OOBIYHON Oepe3bl OTpa3uioch U B

O0JIbIIIEM YBCIINYCHUU MGT&6OJ’II/I33,III/II/I caxapo3bl BO (l)J'IOBMG I10 arnoIIaCTHOMY ITyTH.
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B ycJI0BHSIX TOPMOIKEHHS POCTOBBIX MPOLECCOB
dao3Ma
A Baxl1uB
50 - e 25 15 . L/ ine
40 -
L 10 F
30 21
20 1 5 | l
10 1
O T T ] | 0 2 . . .
AVARRAVA1 X VvV VI X vV VI X
Kcniaema
Bakl1uB
15 - Anl1nB 5 - 08 - HI/ITI/IHB
4 - 3 l
06
10 3
04
> ; 21 02 |
1 L . .
1
0 0 LI T 1 O —O —0—
v vk X vV v X

Pucynox 44. AkTHBHOCTH amorjiacTHOW uHBepTa3bl (AnMHB), BakyoJsipHOW HWHBEPTa3bl
(BakuB) n nuromnazmarudeckoi nupeptasbl (L{utlHB) (MKMONIb pacnaBiielics caxapo3bl Ha
I CbIpoM TKaHHW) BO (puiosme U Kcuieme 4-JIeTHUX JepeBbeB 0ObuHOM (1) m kapenbckoi (2)
Oepe3bl B YCIOBHSIX TOPMOXKEHHSI POCTOBBIX IPOLECCOB (CTpeNKaMu II0Ka3aHO BpeMms

nepecazok pacteHuit). [lpencraBiensl cpeiHuEe 3HAUCHHS U UX CTaHIapTHBIE OIIUOKH.

4.5.2. BBegeHue 3K30reHHOM caxapo3bl B TKAHHU CTBOJIA OOBIYHOM Oepe3bl TOBUCIION B TIEPHOT
KaMOHMaJIbHOTO POCTA MPUBOJIUT K BO3PACTAHHIO AKTUBHOCTH aNlOTUIACTHONW MHBEPTA3bI

JUis u3ydeHusl BIUSHUS Pa3HbIX KOHIICHTPAIMK CaxapoB Ha Pa3BUTHE IPOBOISIIMX
TKaHeW ObUT pa3paboTaH METOJ BBEACHHS 3K30TCHHBIX PAaCTBOPOB CaxapoB B TKAaHW CTBOJIA
npeBecHbIx pactenuit (Hosumkas, Kymuup, 2005; Novitskaya, Kushnir, 2006). DkciepumeHT
C BEJICHHEM pPacTBOPOB Caxapo3bl MPOBOIMWINA Ha ATPOOHOIOTHICCKON CTAHIIUU HA 25-JICTHUX
pactenusix oObraHOM Oepesbl. Hauano sxcnepumenta — 07.07.2009, okonyanue — 21.08.2009.
B Teuenue Bcero cpoka (45 nmHel) B TKaHM CTBOJIA ONBITHBIX PACTCHHHA BBOJUIM PACTBOPHI
caxapo3bl pasHoi koHmeHtpamuu (1%, 2.5% 5%, 10% wu 20 %), a Takke pacTBOp

nuctupoBanHoi BoJbl (0%). [Tocne okoHuanus 06pabOTOK U3 30HBI SKCIIEPUMEHTAITLHOTO
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BO3/JICHCTBUSL OTOMpPAJIA PACTUTENBHBII MaTepuai, KOTOPbIN AEIWIN HAa TPU cilosl. B Hapy X HBIi
cnoit (1-i cioil) BXOAWIM TKaHM PAaHEBOH MAapEeHXHWMbI M YacTh HEMPOBOMASAIICH (I0IMEI,
CpeaHHiA cioi (2-i C10i) BKIFOYAI IPOBOAAIIYI0 (I09MY M KaMOMAIbHYIO 30HY, BHYTPEHHHM
cioit (3-# cioit) — TKaHU KCHJIeMbl Tekymero rojga. C aepeBbeB, KOTOPbIC HE Y4aCTBOBAIH B
OMBITE, MPENAPUPOBAIN CIOM TKAHEW MO TOW K€ CXEME€ M MCIOJIb30BajJd UX B KadyeCTBE
KoHTpoJis (k). Kaxkapiit BapuaHT onbiTa ObUT 3aJI0)K€H B TPEX MOBTOPHOCTAX, MOCJE OTOOpa

00pa3IoB TKaHU OOBEAUHSIN B €AUHYIO TTPOOY.

Axmuenocmu hepmenmos memadonru3ayuu caxapo3vl 8 KOHMPOIbHBIX 00paA3YaAX

[lepron orGopa 0Opa3LOB NMPUXOIUICS HAa KOHEL aBrycTa, KOrja IMpoLecC aKTUBHBIX
neneHuit B kamOuu yxe 3akoHumics (bapuibckas, 1978). B 310 Bpemst OTTOK aCCUMUIISTOB M3
JUCTHEB HAMpABJIEH B CTBOJOBYIO YacTh JIEPEBA, IJI€ caxapa pacxXoAyIOTCs Ha 3alacaHue B
BUJIE MOJUMEPOB JIMMHUIHON, (PEHOJBHOW M YIJIEBOJHON MpUPOAbl (B OCHOBHOM B TKaHSIX
¢b105MBI) W Ha TpoJoJDKaroIIuecss Mporecchl AuddepeHanuy KIeTok (ckiepuduxaius
NapEeHXUMHBIX KJIETOK BO (I0AME, YTOJIICHHE U JIUTHU(PUKALKS KIETOUYHBIX CTEHOK BOJIOKOH
U cocyaoB B kcwieme). Cieayer OTMETUTh, YTO MPOLECCHl BTOPUYHOTO YTOJILEHUS U
JUTHU(PUKAIUU KJIETOYHBIX CTEHOK B KOHIIE aBI'yCTa NMPOTEKAIOT HE TaK MHTEHCHBHO, KaK B
KOHIIE MIOHS — Hayaye HioJs (MepuojJ WMHTEHCUBHOTO MNpupocTa ApeBecuHbl). OCHOBHas
aktuBHOCTh CC, (epMeHTa, Hrparollero KIYEeBYI0 poib B (OPMUPOBAHUM KJIETOUHBIX
CTEHOK B TEYEHHE CE30Ha, NMPUXOJUTCA Ha KOHELl MIOHS — Hayajo HIOJs, U CYIIECTBEHHO
CHIDKAETCS Y)Ke K Hadally aBrycra (puc. 45).

N3ydyenne akTUBHOCTH (EPMEHTOB MeTabOJIM3alMU Caxapo3bl Yy KOHTPOJIbHBIX
JepeBbeB ToKazano (Tabi. 4), 4TO BO BCEX MpENapUpOBaHHBIX CJOSX TKaHEW CTBOJA
HauOoJbIIasi akTUBHOCTh Oblia y AnMHB. OcoOeHHO BBICOKHE €€ 3HaueHUs HaOIoJaiu B
KamMOuaIbHOM 30HE (2-#1 cioit) u B HenpoBosiieh ¢aoame (1-it cioii). B aTux crnosix TkaHen
JIOBOJIbHO BBICOKOM Oblla aKTUBHOCTH APYroil Kucioil mHBepTa3sl — BakllHB, 3HaueHus ee
JOCTUTANIN ~ 3 MKMOJIB/T CHIpOM TKaHU. BrICOKME 3HaueHUs aKTUBHOCTHU KHCIIBIX MHBEPTa3 B
ITUX TKaHSAX MOTYT CBHJETEIHCTBOBATh 00 MHTEHCHMBHOM INPHUTOKE MO (rio3Me caxapo3bl U3
JUCTHEB M AaKTUBHOM MeTa0oiM3alMM €€ Kak B afomjacte, Tak MU B BaKyOJH.

BBICBO60)KI[&IOH_[I/ICC$I TCKCO3bI, BCPOATHO, TPATATCA HA CHHTC3 3allaCHbIX METa0O0IUTOB.
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AKTHBHOCTh LHMTOIUIA3MaTHYECKUX (QepMEeHTOB BO (iosme Obuta B 2-10 pa3 Huxke, IO

CpPaBHEHHMIO C TIEPHOJIOM HHTEHCUBHOTO pocTa (puc. 11, pazaen 3.1).
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Pucynok 45. [luHamuika akTHBHOCTH caxapo3ocunTtasbl (CC), amomaacTHOW WHBEpTa3bl
(AnluB), BakyonspHOi wuHBepTasbl (BakMHB) (MKMOJb pacmaBIIEHCs caxapo3bl/T CHIPOW
TKaHu) B Kcuwieme 40-1eTHUX JepeBbeB 0ObIYHON Oepes3wl. [lo ocu abcuuc — maThl B3STHS

00pa3IioB.

Tabnuua 4. AKTUBHOCTH (MKMOJIb pacmaBUICiicsi caxapo3bl Ha I' ChIPOMl TKaHU) (EPMEHTOB
MeTaboIM3alMy caxapo3bl B TKAHSAX CTBOJIA JIEPEBHEB OOBIYHOWM Oepesbl moBuciou. [lata
otOopa 21.08.2009. AnlluB — amoruiactHas uHBepTa3a, BakMlHB — BakyosisipHas MHBEpTas3a,

[HutHHB — nuToruiazmaTuyeckas nuaBeprasza, CC — caxapo3ocuHTa3a.

Ciou TKaHe AnlHuB Bakl1uB HutHB CC
1-i cnoit 17.6 2.9 0.60 0.01
2-1i cnoit 21.4 2.5 0.03 0.02
3-1i ciou 1.6 0.3 0.25 0.09

B xcuneme Tekymiero roaa (3-ii cioit) Takxke 0oJjiee aKTUBHBI ObUTH KUCITBIE HHBEPTA3hI
(AnlaB m BaxMHB), XOTsI MX aKTHBHOCTh ObUIa CYIICCTBCHHO HIDKE, YeM BO (II0O3ME U
KamMOuasbHOU 30He (Tad. 4).

IIpu cpaBHEHNH CE30HHOW TUHAMUKU aKTUBHOCTU KHUCIBIX MHBepTa3 (Anllus, BaklH)
u CC (puc. 45) Buano, uro B oriauune or CC y AnlMHB Ha KoOHel] aBrycra MpUXOAMJIACh

HauOOJIpIIasi aKTUBHOCTL. M3 3TOro MOKHO 3aKJIII0YUTh, YTO B HOPMC B I[ElHHLIfI nepuoa B
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TKaHSAX CTBOJA Oepe3bl MOBHUCIOW OCHOBHAs MeTa0oJiM3alus NpUTeKawmiel mo ¢uosme
caxapo3bl HAET MO HWHBepTazHoMy nyTh. Hesnauutenbnas aktuBHocTh CC B Kcuiewme,
BEPOSTHO, OTPa)KaeT HEBBICOKYI0O HWHTEHCHUBHOCTh MpOllecCa BTOPUYHOIO  YTOJNIIEHUS

KJIICTOYHBIX CTCHOK.

Brusinue sK302eHHbIX pacmeopoé caxapo3vl HA AKMUEHOCMb (epMmenmos memaboruzayuu
caxapo3svl

B kauecTBe KOHTPOJIBHBIX OOBEKTOB HCIOJB30BAIU JEPEBbS, HE YYacCTBYIOUIUE B
sKcriepuMenTe. M3 CTBOJIOBOM uHacTW mpenapupoBalid 3 clOs TKaHEHW, Kak OBLJIO yKa3aHO
Boiie. KamOuanpHast 30Ha ¢ mpoBojdAmied (IodMoi W KCUJeMa TEKyIlero roja y
KOHTPOJIbHBIX JIEPEBBEB COOTBETCTBOBAIMU 2-MYy U 3-My CJIOSIM U3 30HBI 3KCIIEPUMEHTAIBHOIO
BO3neicTBUsA. [l TKaHel HempoBOIAIICH (JIOAMBI KOHTPOJBHBIX JEPEBHEB COOTBETCTBUE
NIEPBOMY CJIOIO B SKCIIEPUMEHTE OBLIIO HE COBCEM IOJHBIM, MIOCKOJIBKY Y ONBITHBIX JE€PEBHEB B
1-it cnoit, Haps Ay ¢ HEMPOBOAIIEH (DIIOAMOM, BXOMUIN TaKKe KICTKH PAaHEBON MapeHXUMBI,
o0pa3oBaBIIMECS Ha MOBEPXHOCTU HEMPOBOAALIEH (PJI03MbI, KOTOpasl Obljla OOHa)KE€Ha MOCIe
ylaJeHusl HapyKHBIX CIIOEB KOPHI B MPOIECCE 3aJI0KEHUs 'Kamep' I BBEJICHUS PacTBOPOB.
B kauecTBe KOHTPOJBHBIX BapUAHTOB TaKXKe MPEANOJIarajJoch HCIOIb30BaTh KaMephl,
3aroJHeHHbIEe TUCTUIUIMPOBAHHON BOJIOM, HO MPOBEACHHOE UCCIIEI0BaHUE MTOKA3alI0, YTO 3TOT
BapUaHT CYIIECTBEHHO OTIMYAJICA OT BCEX OCTaJbHBIX W IO MPUYHHAM, KOTOpBIE OyAyT
00CyX/1aTbCsl HUXKE, HE TIOAXOAMIT Ha POJIb KOHTPOJIS.

N3ydenue comepxkaHus caxapo3bl BO (UIOOMHOM JKCCYZAaTe y pa3HbIX BUIOB JEPEBHEB
pona Betula nokasano, 4ro ee KOHIICHTpaIUs B 3aBUCUMOCTH OT BHJIa KOJICOJIETCS B Mpeieiax
0.06 — 0.6M (60 — 646 wmxmosb/r) (Zimmermann, Ziegler, 1975). B pabore B.M.
Konecunuenko (1985) mokaszaHo, 4TO KOHIIEHTpaIMs caxapo3bl BO (PIOIMHOM HIKccyaaTe
00bIYHOM Oepe3bl moBucion B aBrycte coctabisieT 0.35M (365 mxmons/T). CpaBHUBAs TaHHbBIE
JUTEPATypPhl ¢ KOHIICHTpAIUeH UCTIOIb30BAHHBIX HAMHU OIBITHBIX PACTBOPOB (Ta0d. 5) MOXKHO
3aKJII0YHUTh, YTO MO COACPKAHUIO Caxapo3bl BCE IKCIEPUMEHTAJIbHbIE PACTBOPHI OBLIU WU
ONM3KH K (hJI0OOIMHOMY dKCCYAATy WIM UMEITH MEHBIITYI0 KOHIICHTPAITHIO.

N3ydenue comepkaHus caxapo3bl B TKaHSX CTBOJA KOHTPOJIbHBIX pACTEHUM MoOKa3ajo,
YTO €€ KOJIMYECTBO B HOPME ObLIO HAMHOTO MeHbIIe (puc. 46), ueM B 3K30T€HHBIX PacTBOpax,

49TO JOJIZKHO OBLIO CIIOCOOCTBOBATH pacupCacaCHUIO CaXapO3bl IO I'PaAUCHTY B CTBOJIC.
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Tabnuia 5. KoHlleHTpalys 3K30reHHbIX PaCTBOPOB Caxapo3bl

KoHIeHTparus caxaposbl
(%) (MKMOJIB/T)
1 29
2,5 73
5 146
10 292
20 584

JloToTHUTENTbHOE BHECEHHE caXapo3bl B BHUJAE JK30T€HHBIX PACTBOPOB IPHUBEIO K
YBEJIMUEHHUIO B TKAHSIX CTBOJIA CYMMapHON aKTUBHOCTU (PEPMEHTOB META0O0IM3ALMH CaXapo3bl
BO Bcex BapuaHTax ombita (puc. 47). Bospactanume cojepaHusi caxapo3bl B 3K30T€HHOM
pacTBOpe HE KOPPEIUPOBAIO C YBEJIWYEHUEM AKTHUBHOCTH (PEPMEHTOB MeTa0O0IU3aIuu
caxapo3ssl. [Ipu BHecenun 1% pactBopa cymMmapHas akTUBHOCTb ()epMEeHTOB cocTaBmiia 121
MKMOJIb CaXapo3bl/T TKaHH, 4TO B 2.6 pa3 MpEeBBINIACT KOHTPOJbHBIC 3HaueHHs (K) (puc. 47).
[Tpu BBegenun 2.5 % pacTBOpa CymMMapHas aKTHMBHOCTH (hepMEHTOB MOBbICHIAch 10 144
MKMOJIb Caxapo3bl/T TKaHM M OCTaBajach Ha 3TOM YpOBHE Npu JAeicTBuM 5% pacTBopa
caxapo3bl. YBEJIMUYEHUE CYMMapHOW aKTUBHOCTH (DEPMEHTOB MeTalOJM3allMM Caxapo3bl 10

193 MKMoOIIb caxapo3bl/T TKaHU MPOU30ILIo npu AectBuu 10% 3K30reHHOr0 pacTBopa (puc.

47).

5T B xopa
10 B kam. 30Ha
O kennema
5 »

06.08.07 17.10.07

Pucynok 46. Conepxanue caxapo3bl B TKaHAX Kopbl (1-i cioif), kaMOuanbHOW 30HBI (2-i
cioit) u kcuieMbl (3-H ciI0i) y KOHTPOJIBHBIX JepeBbeB Oepe3nl moBuciou. [To ocu abcruce —
naTa B3ATUs 00pa3LoB (Mecsll), 0 OCH OPAMHAT — COJEpKaHue caxapo3bl (MKMOJb /T CHIPOM

TKaHH).
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cojep:kaHue Caxapo3bl CYMMAapHasi aKTHBHOCTb (pepMEHTOB,
B 3K30T€HHOM PacTBOpe MeTad 0TM3UPYIOIIHNX CAXaAPO3y
600 250
200
400
150 +
200 | 100 T
50 f
0 0
k 0 1 25 5 10 20 k 0 1 25 5 10 20

Pucynok 47. Conepxanue caxapo3bl (MKMOJIB/T) B DK30T€HHBIX PACTBOpax U CyMMapHas
AKTUBHOCTh (PEpMEHTOB (MKMOJb pacHaBLIEiCs caxapo3bl/T CHIPOW TKaHU) MEeTabOIM3aLuu
caxaposbl B TKaHSIX CTBOJa OOBIYHOM Oepe3bl moBHcol B skcnepumenTte. [lo ocu opauHat —

KOHIOCHTpAIWA 5K30TCHHBIX paCTBOPOB, K - KOHTPOJIb.

Crnenyer OTMETHUTb, UTO CyMMapHas akTUBHOCTh (hepmeHTOB Iipu 10% 00paboTke ObLIa
HaunboJiee BBICOKOH U, BEPOSITHO, 3TU 3HAYEHHUS] COOTBETCTBOBAIU Ipeneny (hepMEeHTaTUBHOU
AKTHBHOCTH, KOTOPBIH MOXKET OBITh B TKaHSAX CTBOJA (puUC. 47).

BnusiHue pacTBOpPOB 5K30r€HHOM caxapo3bl INMPUBENO K BO3PACTAHHUIO AKTUBHOCTH
MeTa0OMU3UPYIONMX e¢ (EePMEHTOB, HO MHTEHCHUBHOCTh YBEIMYEHHUS ITOr0 MOKa3aTels B
UCCIeAyeMbIX TKaHsAX Obuta pasznuuHoil (puc. 48). Tak, B 1-M croe yxke Mpu KOHIEHTpAIUU
caxapo3sl 1% cyMMapHasi akTHBHOCTh ()€pMEHTOB BO3pPOCIIa, IO CPABHEHUIO C KOHTPOJIEM, B 3
pasza U ocTaBajach Ha TaKOM YpOBHE BO BCEX BapHaHTax omnbiTa. Bo 2-M cioe cymmapHas
aKTUBHOCTh  (DEPMEHTOB JIMHEHHO YBEIMYMBAIACh C BO3pAacTaHUEM KOHIIEHTPALUU
DK30T€HHOI'0 pacTBOpa M JOCTUIVIA MaKCHUMalbHbIX 3HaueHuM npu 10%-i caxapose. B 3-m
clioe BbIlIE BCero ObUla aKTUBHOCTh (PEPMEHTOB NPHU KOHLEHTpaluu caxaposbl 2.5%, B
BapuaHTtax 5% u 10% »Tu 3HaYeHUs OBUTM HECKOJBKO HIDKE. Takum 00pa3oM, B KaKIOM
HCCJICIOBAHHOM CJIO€ TKAaHEW MAaKCUMYyMbl AKTUBHOCTH (PEPMEHTOB, METa0OJIU3HPAOIINX

caxapos3y, pa3an4aiuch.
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Pucynox 48. CymmapHas akTHBHOCTh (PepMEHTOB, METaOOIM3UPYIOMHNX caxapo3y (MKMOJbB/T
CBhIpOH TKaHM), B 1-M, 2-M U 3-M CIlI0SIX TKaHE! U3 30HbI 3KCIIEPUMEHTAIBHOIO BO3/IEHCTBUS Ha
CTBOJax OOBIYHOM Oepe3sl moBucioi. [lo ocwm opAMHAT — KOHIEHTpPAIUS SK30TEHHOTO

pacTBOpa Caxapo3bl, K — KOHTPOJIb.

PaccMoTpum noapoOHee n3MEHEHHE aKTUBHOCTH KaXKJ10TO (PepMEHTA.

BBenenue pacTBOpOB caxapo3bl MPHUBEIIO K BO3pacTaHHUIO akTHBHOCTH AnHB (puc. 49),
IpUYEM U3MEHEHMS €€ aKTMBHOCTU B 3aBUCMMOCTH OT KOHIIEHTpPAILlMU HK30I€HHOTO pacTBOpa
OBUTH CXOKH C U3MEHEHUSIMUA CYMMapHO# akTUBHOCTU (hepMeHTOB (puc. 48), To ecTh Oosbias
4acTh Caxapo3bl B TKaHM METa0OJIM3MPOBAJIaCh MPU YYaCTHH MHBEPTa3bl KJIETOYHOW CTEHKH.
Tak, B HenpoBojsmel ¢uosme (1-if cioil) mpu KOHIEHTparuu caxaposbl 1% aKTHUBHOCTH
AnlHB BO3pocCiia, IO CPAaBHEHUIO C KOHTPOJEM, B 3 pa3a M OCTAaBAJIaCh HA TAKOM BBICOKOM
ypoBHE (~ 50 MKMOJBb caxapo3bl/T CHIPOM MacChl) BO BCEX BapuaHTax ombiTa. B kamOuanbHOU
30H¢ (2-#i crnoil) akTHMBHOCT, AmnMHB ¢ BO3pacTaHWEM KOHIICHTPAIMM Caxapo3bl
YBEJIMYMBAJIACh JIMHEMHO W JOCTUINIa MaKCHUMaJlbHbIX 3HaueHud (122 MKMOJIb caxapo3bl/T
ceIpoit Maccel) B Bapuante 10%. B kcuneme (3-ii cioit) AnMHB qocTHIIa MaKCHMaabHOM
akTUBHOCTHU TipH 2.5 % caxapo3se (30 MKMOJb caxapo3bl/T CHIpON Macchl), B BapuaHTax 5% u
10% axTtuBHOCTH (hepMeHTa ObljIa HECKOJIBKO HIke. Cenyer OTMeTHTh, 4To B HopMe AnllHB
HE TPOSIBIISIET TaKyl BBICOKYIO aKTUBHOCTh B TKaHSAX CTBOJIa Oepe3bl MOBHUCION B TEUEHUE
Bcero ce3oHa Bererauuu (rmaBa 3). To ecTh, mocTynaromasi M3 HK30IM€HHOIO PacTBOpa
"monomHUTENpHAsA" caxapo3a aKTUBHO METa0OJIM3UpyeTcs B TKaHSAX ¢ yuactueM AnlluB, u B
KO 30HE, BEpOSITHO, €CTh CBOW Mpenesl, 0 KOTOPOro MOXKET BO3pacTaTh aKTUBHOCTH

AnluB. Tak, B mpoBojsmeil ¢nosme um kamOuanpHOW 30HE (2-H cnol) MakcHMalbHAas
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akTUBHOCTh AnMHB cousmepuma ¢ KOHIEHTpalueld caxapo3bl BO ()JIO3SMHOM 3KcCCylaTe B
asrycre (Komecuuuenko, 1985). MuTepecHble pe3yiabTaThl ObUIM MOJY4YEHBl HA KYJIbTypax
kiaerok Chenopodium rubrum L. (Roitsch et al., 1995). ABtopsl Habmromaau yBEIWYEHHE
YPOBHSI 3KCIPECCHUU T€HOB, KOAUPYIOIINX WHBEPTA3y KIETOUHBIX CTEHOK, (1) mocne 48 yacoB
AKCMO3UIIMU B cpene, conxepxkameid 100 MM riroko3y, ¢pykToly M caxaposdy (HO Takoro
s dexra He 66110 HA 100 MM ManHUTONE), (2) TIOCTe 12 YacOB SKCHO3UIIUU B CPEJlax C pa3HOM
KOHIIEHTpanuen rioko3sl — oT 20 1o 100 MM (addekTa He Ob110 TIpH 5-10 MM rmroko3e), (3)
nociae 24 yacoB 3KCmo3uuuM B cpene, coxaepxkamet 30 MM rmokosy u 30 MM 6-
ne30kurmoko3y (3ddexra e Oputo mpu 30 MM manuutose). [lpu 3TOM aKTUBHOCTH Kak
HEWTPaJbHBIX, TAK M KHCJIBIX BHYTPHKICTOYHBIX WHBepTa3, He m3MeHsuach (Roitsch et al.,
1995).

AKTUBHOCTH JIpyroii kuciio ¢opmbl wuHBepTassl — BaklHB, nuHEHHO He
YBEIMYMBAJIACH TIPH YBEITMYECHUU KOHIICHTPAIIMH 3K30TeHHOU caxaposbl (puc. 49). B 1-m cmoe
aKTUBHOCThH (pepMeHTa yBEIMUMBAJIACh TOJBKO MpH KoHIeHTpauuu 1%, a B BapuaHTax 2.5-
10% konebanack B peenax 3Ha4eHUH KOHTPOJsi. Bo 2-M cioe akTuBHOCTh BaklHB npu Beex
BapHaHTaX OMbITa ObUIa 3HAYUTEIHHO HHUXKE, YeM B KOHTPOJIE, C MUHUMAJIbHBIM 3HAUYECHUEM
npu 5%. B 3-m croe xonmeHTpammu caxapossl 1% u 2.5 % NpUBOAMIM K TOBBIIICHUIO
aktuBHOCTH BakMuB ¢ makcumymom mpu 2.5 % (kak u y AnlHB), npu 5%-Hol caxapose
aKTUBHOCTH (PEPMEHTA CHMIKAIACH U Tajjasia paKkTudecku a0 Hyis npu 10%.

AxtuBHOCTh 1uTOMIazMaruyeckux gepmentoB (Llutlus u CC) Bo Bcex closx TKaHEH
ObUTa 3HAYMUTEIBLHO HUIKE, YeM AaKTUBHOCTh KHCIBIX WHBEpTa3. B 1-M cioe akTHBHOCTH
[MutHHB moBkIIATACh, MO CPAaBHEHUIO C KOHTPOJEM, TOJBKO MPU KOHLEHTPALMHU Caxapo3bl
20%, a aktuBHOCTh CC mosiBisimach ToJibko mpu 5%-i caxaposze. Bo 2-M cioe akTUBHOCTb
[MutHHB mouTH BO BCceX BapuaHTaxX OMNbITa Obla BbIIIE, YEM B KOHTPOJIE, B TO BPEMs Kak
aktuBHOCTH CC Huxe. B 3-M cioe, Ha000poT, yBeMUEHNE KOHIIEHTPAIIMU Caxapo3bl MPUBEIIO
K cHwkeHuto aktuBHocTM LutHWHB m Bo3pactanmto aktuBHocTM CC. Tak, B Kkcuieme
aktuBHOCTH CC BO3pacTalia MOCTENEHHO C YBEJIMYEHUEM KOHIEHTPAIMH caxapo3bl U JOCTUTIIA
MaKCUMAaJbHOTO 3HaU€HMs NpU KoHLEeHTpauuu 5%. Crenyer OTMETUTh, YTO XOTSI AaKTUBHOCTD
CC 1 yBelIMYMBAJIUChH MPU BBEJIECHUU IK30T€HHBIX PACTBOPOB, 3HAUCHHE €€ HEe ObUIO TaKuM

BBICOKMM, KaK y MHTAaKTHBIX JE€PEBbEB B MEpHOJ KamOuaabHOro pocrta (puc. 45). Beposrho,
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akTuBHOCT, CC MMeeT BPEMEHHYI0 NUHAMUKY U MPUYPOUEHA K MEPUOAY aKTUBHOTIO pPOCTa

TKaHEH KCUJIEMBI U q)OpMI/IPOBaHI/IH KJIICTOYHBIX CTCHOK.
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Pucynok  49.  AKTHBHOCTH
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BakyossipHoil  (BaxliHB),

rutorazmaruueckol (LlutluB) naBepTas u caxapozocunTasbl (CC) B 1-3-M cinosx TkaHel u3

30HBI KCIIEPUMEHTAJIBLHOTO BO3JCHCTBUSI Ha CTBOJIAX OOBIUHON Oepesbl moBucion. [lo ocu

abcIuce — KOHIEHTPAIUs PacTBOpa AK30reHHOM caxaposbl (%), K — KOHTPOIIb, IO OCH OpJAHHAT

— aKTUBHOCTH (pepMEHTOB (MKMOJIb CaXxapo3bl / T CBIPOH TKAHH).
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Brusnue ox302enHOuU  OUCMUNIUPOBAHHOU  800bI HA  AKMUBHOCMb  (DepMeHmos
Memabonuzayuu caxapo3vl

AKTUBHOCTH (pepMEHTOB MeTabONM3alMU caxapo3bl MPU BBEJACHUM B TKaHU CTBOJIA
Oepe3bl TuCTIWLTUpOoBaHHOW BoIbI (BapuanT 0%) OblTa 3HAYMTEIBHO BBINIE, YEM B KOHTPOJIC.
Kak Obu10 moKa3zaHo paHee, cyMMapHas akTUBHOCTb (pepMeHTOB nipu 0% Oblia Takas ke, Kak u
npu 5%-Hoii caxapose (puc. 47), npu 3Tom akTuBHOCTh CC B Kcmiieme nipu 0% yBennunBaiach
70 Tex ke 3HadeHuit (puc. 50), yto u mpu 5%-M pacTBOpe SK30TeHHOM caxapo3bl (puc. 49).
MO>XHO MPeArnoNoXuTh, 9T0 B Bapuante 0% n3 oKpyKaloUux TKaHEeW CTBOJA "'HATsITUBaeTCS'
CTOJIBKO € Caxapo3bl, CKOJIBKO MOCTYIAET MPHU BBEICHUU 5%-T0 3K30T'€HHOTO pacTBOpa, HO
MEXaHU3M ee€ ycBOeHHs paziuueH. Tak, mpu 0%, Korma BBICOKHE KOHIICHTPAIMUA CaXapo3bl
"HaTSATUBAIOTCS' B KJICTKU U3 IPYTUX TKAHEW €CTECTBEHHBIM MyTeM (110 MpoBOAsIICH (iodme,
T.€. IO CHUMILUIACTY) MPOUCXOAMT yBEIUYCHUE MPUPOCTa KcuieMbl (Tadi. 6). [Ipu BBeneHUM
5%-ro pacTBOpa, KOTJa BBICOKHE KOHIIGHTPAIMW Caxapo3bl B TKAHAX CTBOJA CO3MAIOTCSA
HCKYCCTBEHHBIM TyTeM (M3 DK30T€HHBIX PACTBOPOB caxapo3a IOCTYMAaeT B KIETKH dYepes
arorviacT), HaOJMIOJAIOTCA  CIEAyIoHe aHaToMo-Mopdonorunueckue ocobenHoctu: (1)
YMEHBIIICHHE TMPUPOCTA KCHIIeMBI (Tabi. 6), (2) yBenmudyeHHe CTENCHH e MapeHXUMaTH3AIUH
(Hosurkas, 2008), (3) yBenuuenue npupocta $hiosmsl (tadi. 6), (4) oOpasoBaHue CKIEpen B
npoBoasmei ¢roame (Hosuikas, 2008). Bo3M0OXXHOCTh MOCTYIUICHUSI caxapo3bl U3 CPEabl
KYJIbTUBUPOBAaHUS B AMOPHOHAIbHBIE TKAHU COCHBI YEPHOM depe3 aroriacT oO0CyXaanach B
padote D. Iragi ¢ coaBropamu (2005). Belj10 mokazaHo, 4TO YBEIHMUEHUE Caxapo3bl B Cpejie 110

6% TIPUBOIIIIO K BO3pacTaHuIo kKonuuecTBa/aktuBHOCTH AnlHB (Iraqi et al., 2005).

Tabnuna 6. BnusiHue pa3nuyHbIX KOIEHTPAIM caxapo3bl HA MPUPOCT KCHieMbl U (prioambl B.

pendula var. pendula (o Hosumkas, 2008 c. 58).

Konnenrpanus [TpupocTsl KCHIIeMBbI ¥ (PIIOIMBI TIOCTIE HAavaIa SKCIEPUMEHTA, MKM
caxapo3sbl Kcuiiema ¢bnosma
KOHTpOJIb 328+8.8 101+5.7
0% 473+9.2 99+2.9
1% 296+23.0 10542.8
2.5% 267+25.3 147+6.3
5% 68+9.7 16945.2
10% 95+11.0 170+10.0
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Pucynox  50. AxrtuBHOCT,  amoruiacTHoW  (AnMuB),  BakyomspHoit  (BaklHB),
nutorazmaruuecko (LlutuB) nuBepras u caxapo3ocunrassl (CC) B 1-M, 2-M u 3-M ciiosix
TKaHEel U3 30HbI SKCIIEPUMEHTAIBHOTO BO3JIEHCTBUS Ha CTBOJAaX OOBIYHOW Oepe3bl MOBHUCIION.
[To ocu abcryce — BapUaHThI SKCIEPUMEHTA: K — KOHTPOIib, 0% - TUCTUILTMPOBAHHAS BOJIA, MO

OCH OpJIMHAT — aKTUBHOCTH (DEPMEHTOB (HMOJIH pacIaBIIEHCs caXxapo3bl/T CHIPOI TKaHM).

PaccmoTpum COOTHOILIEHUE AKTUBHOCTH pa3HbIX bopm WHBEPTAa3bl
(AnMuB:BakWuB:1luTHB) B TKaHsAX cTBoJia B BapuaHTtax omnbita 0% u 5%. B Bapuante 0%
oHo coctaBisieT 41:4:1, 96:3:1 u 200:2:1 nns 1-3-to cioeB cooTBeTcTBeHHO. B Bapuante 5%
— 278:20:1, 504:4:1 u 291:6:1 ngna 1-3-ro cioeB COOTBETCTBEHHO. Kak BHAHO U3
NpEe/ICTaBICHHBIX JaHHBIX, OCHOBHOE OTiinuue BapuaHTa 5% ot 0% 3axmrovanoch B Ooisee
BBICOKOM akTUBHOCTH ATNIMHB B 1-M 1 2-M CIIOSIX, YTO MOTJIO OBITH CBSI3aHO C MOCTYIICHHEM
caxapo3bl M3 SK30TE€HHBIX PACTBOPOB uepe3 amoruiacT U Oonblleld meradonu3alueil ee B
KJIETOYHOU cTeHKe. B pesynbrare ruaposmsza 1 mosekynsl caxapo3bl ¢ ydactueM AnlHB
oOpasyercsi 2 MOJEKYJIbl Te€KCO3, KOTOPhIE C y4acTHEM MEePEeHOCYMKOB TeKCO3 MOCTYMAIT B
KJIEeTKy, rae (ochopunupyrorcss rekCoknHazamu. M MpeHOCUYMKH TeKco3, M TeKCOKMHA3bl

MOTYT BbI3bIBATh HHAYKIIUIO IIAPOKOTO psAiaa I'CHOB, BOBJICKAIOMIUXCA B (1)OTOCI/IHTG3, JAbIXaHHUC,
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yriaeBoaHbli MetabomusM u T.4. (Koch, 1996; Rolland et al., 2002; Roitch et al., 1995;
Smeekens, Rook, 1997 u 1.1.)

Yuacmue ¢epmenmos memabonrusayuu caxaposvl 8 yc80eHUU IK302EHHOU CAXAPO3bl 8
cucmeme anoniacm/Kiemxa

CpaBHeHHE aKTUBHOCTU (PEpMEHTOB METa0OJIM3AlMU caXapo3bl CO CTPOCHHEM TKaHEH,
MO3BOJISIET JIY4ILIEe MOHATh, KaKyl0 (DYHKIIMIO OHH BBITIOJHSIOT B PAa3HBIX YCIOBHUSX B TKaHIX
CTBOJIa Oepe3bl M Ha KOro M3 HHMX HNPHUXOAMUTCS HauOoJsbllas HArpy3ka Ipu H30BITKE
MeTabOIUTOB.

B Bapmantax 0% u 1% caxapo3bl OCHOBHasi macca ckiepenn; auddepeHImpoBaiach
BOmM3u kpas cpe3a. Ilpu 2.5% wu 5% caxapossl ckiaepudukaius TPOUCXOAWIA B
npuKaMOMaIbHON 30HE (pr1odMbI, TprueM B BapuaHTe 2.5% ckiiepeuapl 00pa3oBaliu MOYTH
CIUIOIIHOM CJIOM B HEMOcpeAcTBeHHOM Onu3zoctu or kamOusa. Ilpu 10%-it caxapose
oOpa3zoBanue ckiepeun He mpoucxoauio (Hosuikas, 2008, c. 58). [Tockonbky akTuBHOCTH CC
B 1-M M 2-M closIX TKaHEH ompeAensiach TOJbKO B BapuaHTe 5%, MOXKHO 3aKIIOYUTh, YTO
oOpa3oBaHue ckiepeu]i He cBsizaHo ¢ pabotoit CC.

[Ipu BBenmenum 1%-ro pacTBOpa caxapo3bl HaOJIOJANach BBICOKAs AaKTUBHOCTh
KJIETOYHBIX JeleHuid B kamOuanbHOM 30He (puc. 3.11A u3 Hosuukas, 2008 c. 56), npu
BBeJiIeHUH 2.5%-T0 pacTBopa JeaeHUs TOpMO3WIUCh, pu 5%, 10% u 20% caxapose aeneHus
KJIETOK B KaMOuanbHOM 30He npekpamanuck (HoBuikas, 2008).

[Ipu BBenenuu 5% pacTBOpa HauMHAET (OPMHUPOBATHCA MMApPEHXHMA B KCHUIIEME
(HoBumxkas, 2008).

B Bapuante ¢ 10%-M pacTBOpOM 3K30T€HHOM caxapo3bl MPEKPAIIATIUCh JICICHUS KIETOK
B KaMmOuajabHOM 30HE, MPOUCXOJIUIO TOPMOKEHHE MPUPOCTA KCHIIEMBI, YCUJICHHE
napeHXUMaTU3aluu (Pro3Mbl 3a cueT paciiupeHus (GI0dMHBIX Jydel (yBeJlInYeHHe pa3MepoB U
YHCJIa COCTaBIISIIONIUX MX KIETOK), & TAK)KE YBEJIWYEHUE KOJIMYECTBA KJIETOK MapEeHXUMBI B
kcuneme (Hoswuikas, 2008). CHMXKeHHE aKTUBHOCTH BaKyOJSIPHOW HMHBEpPTa3bl B KCUIIEME
KOPPEJIUPOBAJIO C HAYAJIOM apeHXUMAaTU3ANN TKAHEW KCUIEMBI.

Hcxons u3 npeanonokenust, 4to 00Jbllioe 3HaUeHUe UMEEeT COOTHOIICHHE aKTUBHOCTHU
(depMeHTOB M paclpeneieHue caxapo3bl MEXIy TKaHAMH, KOTOpoe OyneT omnpenemisTh

JOHOPHO-AKICIITOPHBIC OTHOIICHUA MCXKIY HUMH, paCCMOTPHUM, KaK 21063BH€HI/I€ AK30TCHHOU
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caxapo3bl HM3MEHSIET COOTHOIIEHHWE MEXJY aKTUBHOCThIO BHEKIETOUHBbIX (AnMHB) u

BuyTpHKiIeTouHbIX (BakWu, {uthuB, CC) depmenTos (puc. 51).
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Pucynok 51. CooTHolIeHHE aKTUBHOCTH BHEKJIETOYHOW MHBepTa3bl (AmMHB) K aKTUBHOCTH
BHYTPUKJIETOUHBIX (pepMEHTOB MeTabonu3auuu caxapossl (Bakln, LHuthus, CC) B 1-M, 2-M 1
3-M CIIOSIX TKaHEHl U3 30HbI 3KCIIEPUMEHTAIBHOIO BO3/IEUCTBUS Ha CTBOJIAX OOBIYHOM Oepesbl
NOBUCJION.  YCIOBHBIMHM  OOO3HAYEHUSIMU  TIOKa3aHbl  AHATOMUYECKHME  W3MEHEHWS,
MPOUCXOJIAIINE B icclenyeMbix TkaHsax (mo Hosuikas, 2008, c. 58, mosicHeHUE B TEKCTE).

K — KOHTpOJ1b, 0-10% — KOHIIEHTpaIKs IK30T€HHBIX PaCTBOPOB CaXxapo3bl.

Ilo cpaBHEHMIO € KOHTPOJIEM, BBEICHUE OHK30T€HHOM Caxapo30d IPUBEIO K
BO3PACTaHHUIO OTHOIICHHS "aKTUBHOCTh ATIVIHB/aKTUBHOCTH BHYTPUKIIETOUHBIX (hepMEHTOB".

BeposTHo, M30BITOK caxapo3bl B amoracte (B pe3ysbTaTe MOCTYIUIEHUS 3K30T€HHOU
caxapo3bl B TKaHM uepe3 amoriact) meradbonusupyercs AnMHB ¢ 00pa3oBaHHEM TeKcO3,
KOTOPBIE MOCTYMAIOT B KJIETKY C TIOMOIIBIO MEPEHOCYUKOB T'€KCO3. YTIEBOIHBIM CUTHAIMHT,
KaK 4epe3 reKCO3HbIE TPAHCIIOPTEPHI, TaK U Yepe3 FeKCOKMHA3bl U CBOOOHBIE T€KCO3bI, MOKET
YBEIIMYMBATh YPOBEHb SKCIPECCUU T'€HOB, KOAMpYIOmUX AnVIHB, MOBbIIAs €€ aKTUBHOCTD
(ccbutkn). BakHO, WTO 3TO TMOBBINICHHWE, BEPOSATHO, MMEET CBOM IMpenenbl. B peakmmw,
katanusupyemoit Y JId-nupodocdopunazoit, u3z riaoko3o-6-pochara B npucyrcrsun YD

obpasyetrcs Y/ ®D-rmoko3za. YID-rimoko3a MOXKET pacxollOBaThCS Ha CHHTE3 000JI0YeK
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ckiepeus (B 1-m cioe »to HaOmomaercs B Bapuantax 0% u 1% caxapossl). OTHOLIEHUE
"akTUBHOCTh ATIMIHB/aKTMBHOCTH BHYTPHUKIETOUHBIX (pepMeHTOB" B 1-M cji0€ HE MpeBHIIIAET
OTIPE/ICJICHHBIX 3HAYCHUH, YTO, BEPOSTHO, CBI3aHO C WHTCHCHUBHBIM OTTOKOM W3 3TOTO CIOS
n30bITKa Caxapo3bl.

N3 Y®-rmoko3sl u  ppykro3sl  (wmm  GpykTo30-6-dochara) B peakiuw,
karanuzupyemonr CC (unu caxapozodocharcunrerazoi u pocdarazoit) oopazyercst caxaposa,
KOTOpast IO CUMIUTACTY MOXET OTTEKaTh B KAMOUAIBHYIO 30HY, YTO, BEPOSITHO, U MIPOUCXOIHT
npu 0oJiee BRICOKUX KOHIIEHTPAIUSIX Caxapo3bl B 9K30TEHHBIX pacTBopax. Tak, B BapHaHTax C
2.5% u 5% pacTtBOpaMu caxapo3bl Mmpolecc CKIepuHuKaluyd HauuHaeTCs B KaMOualIbHOU
30He. JlanbHeiilee MOBBIINICHUE KOHIIGHTPAIMK Caxapo3bl B aroIbiacTe NPHBOIUT K €€
WHTECHCUBHOMY OTTOKY B Kcmiemy. HakoruieHue caxapoB B KCHJIEME BHIIIC OMPEICICHHOTO
YPOBHSI MOXET CHUXaTh MPUPOCTHI Kcuiemsbl (Habmomaetcs mpu 2.5% — 10%), yBenuuuBas

cTeneHpb napenxuMarusanuu Tkanu (10%).

4.5.3. Merabonuyeckue M3MEHEHHs] B KaMOUaIbHOM 30HE OOBIUHOI Oepe3bl MOBUCION IMPHU
HApYIICHUH HUCXOJSAIIET0 TPAHCIOpPTa caxapo3bl W CO3JIaHUU 30H €€ M30BITOYHOTO
coaepKaHus

Hucxoasimuii TpaHcmopT caxapo3bl HapylIald MyTeM KOJIBIIEBAHUS CTBOJIA JIEPEBHEB
0ObIYHOM Oepe3bl MOBUCION. YKa3aHHBIA METOMWYECKUN MPUEM HIUPOKO HCTOIB3YETCS s
W3y4YeHUs KaMOWaJbHOTO pOCTa B YCIOBUSX pa3IUYHONH OOCCIEYECHHOCTH TKaHEH
accummiiaTamMu. [l McclieoBaHUSI HCMOJIb30Bajil 22-TETHUE JIepeBbs OOBIYHON Oepesbl,
MpOMU3pacTalOINe Ha ydacTke mmiomaapio 0.26 ra, pacnosio)k€HHOM Ha bHOJOrm4eckoit
craniuu KapHI[ PAH. beun BeiOpansl aepeBbs, 6nm3kue mo Beicote (10+0,5 M) u nuamerpy
cTBoJia Ha BeicoTe 1.3 M oT 3emuin (10+0.2 cm). Bee nepeBbst uMenn XOpOIIo pa3BUTYIO KPOHY
U TJIaJKUW POBHBIM CTBOJ 0€3 BUAMMBIX MOBpEXJIeHMM. Ha cTBOIax OMBITHBIX JEPEBHEB B
NEePHOJ] aKTUBHBIX JielieHui B kambOuanbHO# 30HE (19.06.2017) OBUTO BBIMOIHEHO IBOWHOE
KoJiblieBaHue 1o metoauke Daudet et al. (2005): ocTpbiM HOXKOM yIAJISUIH JBa KOJbIA KOPBI
BILJIOTH JIO0 30HBI (hopMHpyIOmIeiics KcuiieMbl. HukHUE TpaHUIlbl KOJIEN pacrojiarainuch Ha
Beicote 110 cM u 125 cMm OT 3emiu, IIMPUHA KOJEI[ cocTaBiasuia 5 cm (puc. 52). s
NPEeNOTBPAIICHUsT O0pa3oBaHUSl KaJlyca W BOCCTAHOBIICHHUS TPAHCIIOPTa AaCCHMUIIATOB

MOBEPXHOCTh APEBECHUHBI B 30HE KOJEI[ JOTOJHUTEIBHO 3auMinaiu HoxxkoM. OTOop TkaHel
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CTBOJIa TIPOBOJMIIM C 7 30H, pa3IMYAIONIMXCS MO OOECIEUEHHOCTH caxapamu. YacTe cTBOIIA,
pacroiOKeHHAasT BBIIIE BEPXHETO KOJbI[Aa, COXpaHsia CBsI3b C KPOHOM W MpoJoiKaia
cHaOXaTbCsid accUMMIIsATaMH, oOpasyroummucs B mporecce (ortocunre3a. Ilockoiabky B
AKCIIEPUMEHTE TMOJIHOCTBIO YIASUIA TPOBOISIIYIO (JI09MY, MBI TIPEANONIOKWINA, YTO B ATOU
YacTU CTBOJIA OYyJeT HaKaIIMBaThCS caxapo3a ¢ MAKCMMYMOM B 30HE HEMOCPEJICTBEHHO Haj
BEPXHUM KOJIBIIOM (1 30HA) U € MOCIIEYIONIUM CHUKEHUEM €€ COJIep KaHUsl Ha PAaCCTOSIHUU 5,
10, 15 u 35 cM Bbllie TPaHHUIBI BEPXHEr0 KoJbIa (2-5 30HBI COOTBETCTBEHHO) (puc. 52).
Y4acTok CTBOJNA, PACTOJIOKEHHBIM MEXIy KOJbIIAMH, OBLUI TOJHOCTHIO H30JUPOBAH OT
(Gb10PMHOTO TPUTOKA CcaxapoB M MOT HCHOJb30BaTh TOJBKO caxapa, oOpasyroluecs mpu
pacuIeryieHuy 3alacHbIX COeauHEeHUM (6 30Ha). YYacTOK CTBOJIA, PACIOJIOKECHHBIA MO
HIOKHUM KOJIBIIOM, MOT TOJIY4aTh YTJICBOJbI, 3allaCCHHBIE HWKE 1O CTBONY W B KOpHAX (7
30Ha) (puc. 52). YacTh AepeBbeB OBUIM OCTaBJICHBI 0€3 KaKU-JIMOO BO3JACUCTBUN U CIY)KUIH B
KauecTBE KOHTPOJbHBIX. Ha HUX 00pa3iiel 0TOMpalii ¢ MECT, COOTBETCTBYIOIIMX 10 BBICOTE 1-
7 30HaM y OKOJIbIIOBAHHBIX JIEPEBbEB. B yKa3aHHBIX y4acTKaxX CTBOJIA MPENapUpOBaIM CIOU
TKaHEW, COOTBETCTBYIOLME 30HaM pocTta U JuddepeHIuanuu ¢GiodMbl U KCUJIeMbl (B
nanbHeieM 0003HaueHbl Kak (hiaosMa u kcriiema). O6pasipl 0TOMpanu ¢ 5 OKOJIBIIOBAaHHBIX U

3 KOHTpPOJBHBIX JAepeBbeB Ha 10-i qeHb noce Hadana s3kcnepuMenTa (29 utons 2017).

|5CM | 5 30mna, Konmpow

10-15 cm

Scm
Sem 2-4 30mv1, grad caxapo3vl

Sem

Sem KOJIbye8aHue cmeoid
2.5cm

110 cM oT oCcCHOBaHUA 2.5cm
CTBOJIa 5CM | KoJibyesaHue cnmeoJia |

2.5cm

7 30HA, 603MOIHCHO nocmynjeHue

Sem .
caxapos u3 KopHeu

Pucynok 52. CxemaTmueckoe H300paK€HHE IBOMHOTO KOJBIEBAHHUS CTBOJA U Ha3BaHHS

HCCICAYEMEBIX 30H.
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Hapymenue ¢no3mMHOro Tpancmopra NpuBEIO K CYHIECTBEHHOMY M3MEHEHUIO YPOBHS
HKCIIPECCUH TEeHOB, Koaupyomux AnMHB, kak Bo (uosme, Tak U B kcuieme. Bo ¢rosme
konudecTBO TpaHckpunToB MPHK rena CWIN1 yBennuuiaock, o cpaBHEHUIO C KOHTPOJIEM, B
2.7,2.0,19u 1.8 pa3 B 1, 2, 3 u 4 30Hax coorBercTBeHHO (puc. 53). [lonydyeHHbIC TaHHBIC
MOATBEPXKIAIOT HAIlle MPEINOJIOKEHNUE, YTO W3-3a HapyUIEHUsS HUCXOJIAIIErO0 TPAaHCIOpTa B
TUX MeCcTax MOr o00pa3oBaThCsi M30BITOK Caxaposbl, JUIsl PACILEIUIEHUS KOTOPOH U
noTpeboBaoch yBenuueHue akTuBHOCTU AnMHB. MUHUMAaIbHBIA YPOBEHb IKCIIPECCHH T'eHa
CWIN1 naGmomancs B 6 30HE, KOTOpas Obla IOJHOCTBIO H30JMPOBAHA OT (PIOIMHBIX
MOTOKOB (DOTOACCUMMIIITOB M MOTIJIa HCIOJIb30BaTh TOJIBKO caxapa, oOpasyrouiuecs mpu
pacuIeIUIeHU 3amacHbeIX coeauHeHui. Ilpm stom, kommdectBo TpanckpuntoB MPHK rena
CWIN1 B 7 30HE, pacmoOjOKEHHOW TOJ HIKHEM KOJBIIOM, HE OTIMYAIOCh OT TaKOBOTO Y
KOHTPOJIBHBIX pacTeHuil (puc. 53). [loayueHHBIN pe3yabTaT MOATBEPKAACT MPEIMOIOKEHHUE O
BO3MO)XHOCTH MOCTYIIJIEHUSI B 3TOT yYacTOK CaxapoB, 3allACEHHBIX B HIKEIEXKAIlEeH YacTH
CTBOJIa U B KOpHsIX. B KcuiieMe MbI He HaOII0Ja)Ii TpaueHTa B paclpeielieHuU TPAaHCKPUIITOB
MPHK rema CWIN1 B 3aBHCHMMOCTH OT 30HBI, KX KOJWYECTBO ObLIO BhIme B 1.4-1.7 pa3 mo
cpaBHeHHIO ¢ KoHTposieM (puc. 53), Perymsmus aktuBHocTM AnMHB MO Bcell BUIUMOCTH
IPOUCXOJWIA HE TOJBKO HAa YpPOBHE OSKCIPECCHMM KOIUPYIOLUIMX €€ TE€HOB, HO M Ha
MOCTTPAHCIALMOHHOM ypoBHe. Conepxanune tpaHckpuntoB MPHK rena, xomupyromero
OenkoBblii WHrHOMTOp AnMHB, BO3pPOCIO Yy OMNBITHBIX pAacTEHUN, IO CPaBHEHUIO C
KOHTPOJIbHBIMU, B 1.6 u 2.6 pa3 Bo (od3Me W KCuiieMe COOTBETCTBEHHO (puc. 53), uro
CBUJICTEIBCTBYET 00 YBEIMUEHHH COAEpKAaHUSA caxapo3bl B amoriacte. M3MeHeHue ypoBHs
skcnpeccun TeHoB CWIN1.1 u CWIN4 Obimo momo0HO TOMy, 4YTO HaOMOAanu sl TeHa
CWIN1, kak Bo (prmodme, Tak U B KCHIIEME.

Yposens 3kcnpeccun reHa, koaupytomero CC (Susl), Bo (iosMe ONBITHBIX paCTEHU,
110 CPaBHEHUIO C KOHTPOJIbHBIMU pacTeHusiMu, yBenuuwics B 10.7,4.1,2.4u 2.3 pazaB 1,2, 3
U 4 30HaxX COOTBETCTBEHHO. B kcmmeme kommuectBo TpaHckpuntoB MPHK rema Susl y
OTBITHBIX PACTEHUH ObLIO OJIN3KO K TAKOBBIM 3HAYCHHUSM Yy KOHTPOJILHBIX pacTeHuid (puc. 53).
M3MeHeHne ypoBHSA 3KCIpeccHH reHa SUS2, Koaupymomero uzopopmy SUS2, y OIBITHBIX

pacTeHuii ObUTO TOOOHOHO U3MEHEHUSIM, HAOII0JaeMbIM Tl reHa Susl.
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B Onelr O KoHTpons

ypoBenb dkcnpeccnn CWIN1.0 ypoBenb dkcnpeccun Cif YpOBeHb dKcTpeccun Susl
¢nosma bnosma (dosma

5 5 ——H_' 5

4 4 ——w 4

3 3 ——9—4 3

2 2 _—9—4 2

1 1 _—9—4 1

6 6 —_)_H 6

0 01 02 03 04 05 0 0.04 0.08 0.12 0 0.05 0.1
KCIIeMa KCIeMa KCHIeMa
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r ‘
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Pucynok 53. YpoBenp skcmpeccuu (0TH. e7.) reHoB, komupyrommx Anlue (CWIN1.0),
oenkoBeiii  wHrHONTOp AnMEB (Cif) m CC (Susl) B wuccieayembIX 30HaX JIEPEBHEB,

MOJIBEPTIINUXCS KOJBIIEBAHUIO (OIBIT) U KOHTPOJIBHBIX IE€PEBHEB.

B xone xcunorenesa uzopopmel CC perynupyroT konudectBo Y JID-TmioKo3bl, Uaymen
Ha CHHTE3 MUKPOGHUOPHIUT LEJUTIONO3bI, & TAKXKE YYacTBYIOT B OmocuHTe3e kpaxmana (Echt,
Chourey, 1985; Pozueta-Romero et al., 1999; Tauberger et al., 2000; Tiessen et al., 2002;
Baroja-Fernandez et al., 2003; Kladnik et al., 2005; Baroja-Fernandez et al., 2012). B tkansx
CTBOJIa B MEPHOJl KaMOMaJIbHOTO pOCTa y JAPEBECHbIX pacTeHuil ocHoBHasi QyHkiuss CC —
y4acTU€ B CHHTE3€ KOMIIOHEHTOB KJIE€TOUHBIX CTEHOK KCHJIEMBI, IPU ATOM 3alacaHue
Kpaxmaljia IMpOUCXOAUT ciabo. YpoBeHb 3kcmpeccun reHa Ces8, xoaupyromiero uzodopmy
[EJTIONI030CHHTA3bl, KOTOpas MPUHHMAET ydyacThe B OHOCHMHTE3€ BTOPHYHOW KIIETOYHOU
CTEHKH, CHUXAJICA ~ B 2 pa3a y ONBITHBIX PAaCTEHUH, MO CPAaBHEHUIO C KOHTPOJIbHBIMU (pHC.

54). Tlpu >TOM OTHOCHTENBHBIN YypOBeHb O3Kcrpeccud TeHa Ces8 y OKONBbIIOBAaHHBIX W
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KOHTPOJIBHBIX pacTeHui (puc. 54) ObUT COM3MEPUM C TAKOBBIM COOTBETCTBEHHO Y Y30pYaThIX U
0e3y30opuaThiX 25-I€THUX PacTCHHM KapelbCKoil 6epesnl (puc. 31). HeoxumaHHblii pe3ynbpTar
ObLT TOJTy4YeH M0 AKCIPECCUU €IIe JBYX I'€HOB, KOJIUPYIOIIUX ETI0I030cuHTa3y, — Ces3 u
Ces7. Tak, y OKOJBIIOBAaHHBIX PACTEHWH, MO CPABHEHUIO C KOHTPOJIHHBIMHU PACTCHHUSMHU,
konuectBo TpanckpuntoB MPHK rena Ces3 yBennuuiocs B 3.5 pa3a, a rena Ces7 — B 5.6 pas
(puc. 54). Ilpu sToM, Kak u B ciaydae ¢ reHoMm Ces8, konmmuectBo TpanckpuntoB MPHK reHos
Ces3 u CeS7/ y KOHTPOJIBHBIX pacTeHud (puc. 54) OBLIO COM3ZMEPHUMO C TaKOBBIM Y
0e3y3opuaThiX 25-JeTHUX pacTeHH# Kapenbckod Oepessl (puc. 31). VY y3opuaThix pacTeHHA
KapenbCckoil Oepe3bl, MO CpaBHEHUIO ¢ 0e3y30puaThIMH PACTEHUSMH, KOJUYECTBO
tpanckpuntoB MPHK renoB Ces3 u Ces7 6w110 B 4 u 2 paza mensine (puc. 31). I'en Ces3
KOAMPYET H30()OpMYy LEJUIIOJIO30CUHTA3bl, YYaCTBYIOLIYI0 B OHMOCHHTE3€ MEpPBUYHBIX
KJIETOYHBIX CTEHOK, a TaKXe MOMET OBITh CBS3aH C CHHTE30M TOMOTAJaKTypOHAHOB,
BXOJISIIHMX B COCTaB MEKTHHOBBIX BemiecTB. Myrtantet CESA3 Arabidopsis umeror medekt
[EJUTIONO3bl B TEPBUYHOM KIETOYHOM CTEHKE, B KCHUJIEME JTHX PACTEHUH TOPMO3HUTCS
KJICTOYHOE pacTsHKEHHE W MoBbImaetcs Juraudukanms. ['en Ces7 koaupyeT crenupuaeckyro
[EJUTIOJI030CHUHTA3y KCHJIEMbI 1 B OCHOBHOM Y4acTBYeT B OMOCHHTE3€ BTOPUYHON KIJIETOYHOM
crenku (Liu et al., 2012; Salojarvi et al., 2017).

Takum 00pa3oM, B DSKCIEpPUMEHTE C KOJbIEBAaHUEM CTBOJa Oepe3bl MOBHUCIION
HapylIeHue TpaHcrnopTa GOTOACCUMUIISATOB MPUBOIAUT K YBEIIMYSHHUIO COJIEPIKAHUSI Caxapo3bl B
anoriacte (GaosMel (MagaeT ypoBeHb skcnpeccuu reroB Cif) B 30Hax Hajg kosbioM (1-5 30Ha)
U 1ox KoimbloM (7 30HA), YTO CONPOBOXKAAETCS BO3pAaCTaHHWEM €€ METadoJIM3aliHu 0
anorutacTHoMy myTu (Bo3pacTtaeT ypoBeHb dkcrnpeccun reHoB CWIN) 1 B MeHbIlel cTeneHu
10 CaxapO30CHHTa3HOMY MyTH (BO3pacTaeT ypoOBEHb JKcIpecchu TeHoB Sus) (puc. 53). B
KCcUjeMe, B OTiAu4Me OT (JI03Mbl, HE OOHAPY)KEHO TIpaJdeHTa B pacHpelleIeHUH YpPOBHS
skcripeccun  remoB  CWIN, Cif, Sus (puc. 53), a Takke TEHOB, KOJUPYIOIIUX
IeJUTIONION030CHHTa3y, 1o 30HaM (puc. 54). B Kcuieme ONBITHBIX PacTCHUH YyBEIHUYCHHE
COJIEp)KaHMsI caxapo3bl B aroIulacTe COMPOBOXKIAETCS BO3pacTaeM €€ MeTa0oJM3alHuH 0
anoruIaCTHOMY IIyTH, CHIDKEHHMEM MCIOJIb30BaHUSI Caxapo3bl Ha CHHTE3 KOMIIOHEHTOB
BTOPUYHBIX KJIETOYHBIX CTEHOK (CHMIKAeTCsl YpOBEeHb dKcnpeccuu rena Ces8) u ypennueHueM
€€ WCIIOJIb30BaHUSI HAa CHUHTE3 IEPBHYHBIX KJIETOYHBIX CTEHOK (BO3pacTaeT YpOBEHb

skcrnipeccun reda Ces3). [Ipu aTom noBeimaercsa konudyectBo TpaHckpunToB MPHK rena Ces7,
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KOJUPYIOIIETro crienupuIecKyro 1eunoio3ocuaTaszy kemiemsl (Liu et al., 2012; Salojérvi et
al., 2017), KoTopslii B 0OBIYHBIX YCIOBUAX ITOYTH HEe 0OHapy)uBaeTcs (puc. 31).

B Omeir O KoHTpOIB

YPOBEHL OKCHPECCUN T'€HOB, KOAUPYIOIUX HEJUTHOJIO30CUHTA3y

Ces8 Ces3 Ces7

~N OO B N W b~ O
~N OO P N W b~ O,
~N OO P N W b~ O,

= : J 1 ) 1 1 )

0 05 1 0 0.25 0.5 0 05 1 1.5

Pucynox 54. VYpoBenp odkcmnpeccuun (OTH. €1.) TE€HOB, KOJAMPYIOIMIMX HU30(QOPMBI
nemtonozocuaTasel  (Ces8, Ces3, Ces7), B KcCWieMe HCCICIyeMbIX 30H JCPEBbHEB,

IMOABCPIrmnXcCA KOJIbBLHCBAHUIO (OHBIT), 1 KOHTPOJIBHBIX JCPCBLCB.

Bo3nukaer Bompoc, Kak B YCIOBHUSIX pPa3IWYHON  OOECIEUEHHOCTH TKaHEH
acCUMWISITAMH OyZleT WATH TPAHCIOPT caxapoB B KaMmOuanpHOW 30He. Hamu momyuyeHsl
MHTEPECHBIE PE3YJbTAThI MO YPOBHIO HKCIPECCUH T€HOB, KOJUPYIOLIUX TPAHCIIOPTEPHI IeKCO3.
KommnuaectBo TpanckpuntoB MPHK rernoB Hex1l u Hex2 Bo3spacrtano y OnmbITHBIX pacTEHUH BO
¢dosMe Bo Bcex uccienyembix 30Hax B 1.3-2 pa3za (puc. 55). B kcuiieme onbITHBIX pacTeHUN
yBenmueHue konudecta TpanckpuntoB MPHK renos Hex1 u Hex2 B 1.5 pa3 mpoucxoauno B 1
30HE, IJe MPEeANOI0KUTENbHO Habt01aeTcsl camasi BbICOKas KOHIEHTpPAlUs caxapo3bl (puc.
55). Takum oOpa3zom, U3OBITOK caxapo3bl, 00pa30BaBIIMMNCS MPHU KOJbIEBAHUU PACTCHMIA,
NPUBOJSALIMI K YBEIMYEHHUIO COACPMKAHUSA caxapo3bl B aloIlIacTe€ U BO3PACTAHHUIO YPOBHS
AKCIIPECCUM T'eHOB, Komupyromux AnMHB (puc. 53), He COMpPOBOXKAAICS CYIIECTBEHHBIM
YBEJIMUYEHUEM T'€KCO3HBIX TPAHCIOPTEPOB. JTO BAXKHOE OTIMYHME OT AHOMAIBHBIX y30pYaThIX
TKaHEl KapeiabCKoW Oepe3bl, y KOTOPHIX Ha (OHE BBICOKOM amoIJIaCTHON YTUIW3AIuu
caxaposbl HaOJIOJaeTCsl BHICOKUN YPOBEHBb JKCIIPECCUU T€HOB, KOJIUPYIOIIUX TPAHCTIOPTEPHI

rekcos (puc. 35).
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Pucynox 55. YpoBenn skcmpeccuu (OTH. €/.) T€HOB, KOAUPYIOIIUX TPAHCIOPTEPHI IeKco3

(Hesl u Hes2) B muccieayeMbIXx 30HAX JEPEBbEB, MOJBEPIIINXCS KOJIBIEBAHUIO (OIBIT), U

KOHTPOJIBHBIX JCPCBLHCB.

JlokanpbHOE MOBBINICHHUE YpOBHA OuCaxapuJia y OIIBITHBIX paCTeHI/Iﬁ MNPpHUBOOHIIO K

Bo3pacranuio TpaHckpuntoB MPHK renos, koaupyronmx nzopopmer CC, KOTOpbIE y4acTBYIOT

B CHHTE3€¢ KOMIIOHEHTOB KJICTOYHBIX CTeHOK (Susl m Sus2) (puc. 53), a Takke TIEHOB,

KOAMPYIONUX U30(OPMBI IIEJUTFOJIO30CHHTA3HI (pHUC. 54), yUaCTBYIONIUE B CHHTE3€ MEPBUYHOM

(Ces3) u Bropuunoii (Ces7) Ki1eTouHOo# CTeHOK. BTopoe oTiHune 0T aHOMAIbHBIX y30PUYaThIX

TKaHEl KapeabCKoi Oepe3bl — BEpOsTHOE HATMYHE MPOIIECCOB HOBOOOPAa30BaHUS KIIETOK.
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B pesynbraTe mpoBeACHHOTO MCCIIE0OBAHUS HAa TIpUMeEpPE IBYX (opM Oepesbl OBUCION
PaccMOTpPEHBI MOJICKYJISIPHO-TCHETUIECKIE MEXaHU3MbI Pa3HBIX CIICHAPUEB KCUIIOTCHE3a.

dopmupoBaHHE HOPMAIBHOM IO CTPOCHUIO JIPEBECHHBI OOBIYHOHM Oepe3bl, B COCTaBe
KOTOpOIl Mpeo0aiatloT cocybl U BOJIOKHA, IPOUCXOIUT Ha (oHE BbIcOKOW akTuBHOCTH CC
0Ji KOHTpojeM reHoB Susl u Sus2 (puc. 24, 26) u CONMpOBOXKAAETCS AKTUBHBIM CHHTE30M
CTPYKTYPHBIX KOMIIOHEHTOB KJIETOYHBIX CTEHOK. Y Oepe3bl, KaKk W y JAPYTrHuX IPEeBECHBIX
pacTeHui, TpU WHTCHCHUBHON nu(p(dEepeHIMPOBKE KCHIEMHBIX MPOM3BOAHBIX KamOms CC
SIBIISIETCSI OCHOBHBIM (D€PMEHTOM, CO3AIOIINM aKIEITOPHYIO CHTY PAacTYIIMX TKaHEH CTBOIIA.
MemOpanocBsizanHas Gopma CC BXOAHMT B COCTaB IEJUTIOJIO30CHHTA3HOTO KOMILICKCA, TIIE
Y I®-rimr0Kk03a cpa3y BOBJIEKAETCS B CHHTE3 LIEJIIIOI03bI, Oaroaps yeMy caxapa HeoOpaTUMO
BBIBOJTCS M3 0OMEHa BEIIeCTB. B HOpManbHBIX 1O CTPOCHHUIO TKAHSIX HAOIIOJAIM BBHICOKHA
ypoBeHb 3kcrpeccun reHoB Ces8, Ces3, Ces7, koAMpyIONIMX IEUI0I030CHHTa3y (puc. 31).
Juddepennmanust Mpou3BOIHBIX KaMOUs B MAPEHXUMHBIE KJICTKH, SBIISIONINECS OCHOBHBIMH
AHATOMHYCCKAMHU DJICMCHTAMH B 30HaX CTPYKTYpPHBIX AHOMAJIHMHA Yy30pYaTOi JIPCBECHHBI
KapenbCKo Oepe3bl, MPOucXoauT Ha ¢GoHe HU3KoW akTUBHOCTH CC B CBSI3U CO CHIIKEHHEM
sKcIpeccuu reHoB SUSl u Sus2 (puc. 24, 26) 1 CONMpPOBOXKIACTCS YMEHBIICHUEM COJICPIKAHHMS
IEJITI0IO3bI Ha eauHuIy Macchl kemiembl (puc. 30, 31). Yposens skcnpeccun renoB Cess,
Ces3, Ces7, KoaupyrouX eJUT0I030CUHTa3y, B aHOMaJIbHBIX yYaCcTKaX CTBOJIA CHHKEH (pHC.
31). B »TOoM ciydae BBICOKash aKIENTOPHAs CHJIA TKaHEW TOAJIEPKUBACTCS 3a CUeT
MeTa0O0IU3aIlMHU MPUTEKAIOIICH CaXapo3bl C YI4aCTHEM HHBEPTA3bI.

ArmorutacTHassh HMHBEpTa3a — 9TO KIOUYEBOM  (epMeHT, MeTaboNIM3upyomui
TPAHCMOPTHYIO caxapo3y. B kaMOuanpHOI 30HE B TPAHCIIOPTE aCCUMUIIATOB MEXIy (proamMoit
U TPO3CHXUMHBIMU 3JEMEHTaMHU KCHJIEMBl amoIjiacTy MPHHAUIEKUT OCHOBHas pousb. Ilpu
MOCTYIJICHHH Caxapo3bl B aloIUIACT B KOJHMYECTBE, MPEBOCXOSIIEM MPOU3BOIUTEIEHOCTD
NIEPEHOCYMKOB, OHA JIOJIbIIIE HAXOOUTCS B KOHTakTe ¢ AmMHB, B CBs3u ¢ yeMm Ooubliee ee
KOJINYeCTBO MeTabonusupyetcs. [lomydyeHHble TaHHBIE CBUAETENBCTBYIOT O TOM, YTO IIPHU
pa3HBIX CIICHAPHSIX KCUIIOTeHE3a MPO3CHXUMHBIC KCUIIEMHBIC IPOU3BOTHBIC KaMOUSI TIOTYYarOT
acCUMWJIATHI B pa3Hoil ¢opme. [Ipu GopmupoBaHrM HOPMATBHOW MO CTPOSHHUIO KCHUJIEMBI, B
KOTOPOH Mpeo0IaaloT COCyIbl U BOJIOKHA, caxapa MOCTYMAIOT B KJICTKH B OCHOBHOM B BHJIC
caxapo3sl (puc. 35). [lpu popMupoBaHHHM aHOMAaJbHBIX TKaHEH, B KOTOPBIX MPEOOJIamaroT

napeHXMMHbIE KJIETKH, caxapo3a B aloIuiacTe aKTMBHO MeTabonmsupyercs Anlus (puc. 38,
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39), ¥ B KJIIETKY B OCHOBHOM IOCTYIAIOT 00pa3yronuecs rekco3sl (puc. 35), KOTOpbIe B CBOIO
ouepens 3amacaroTcs B Buae kpaxmaina (puc. 30, 31, 35). ITocnemoBarenbHast KO-9KCIIPECCHS
TCHOB, Komupyrommx AnMHB W TpaHCIOPTEPHI TeKCO3, HAOIIOAAeTCS BO MHOTHX CHCTEMax
(Roitsch, Gonzalez, 2004), Bxitouass oOpazoBanue ¢gpykroB (Hayes et al., 2007) u cemsn
(Weber et al., 2005). Anomiacthas riioko3a MoxeT ObITh pactosnana RGS1 (Regulator of G-
protein signaling), koTopelii iepeacT BHEKJICTOUHBIA CUTHAJ caxapa B KIeTKy uepe3 G-Oenku
(Wang, Ruan, 2013). AnMHB 0O0OBIYHO BKCIPECCHUPYETCS JUIS THAPOIHM3a H30bITKA
BHEKJIETOYHOM CaXxapo3bl.

CC otHOCcHuTCS K (pepMeHTaM, ACSITETLHOCTh KOTOPBIX JKECTKO O0YCIIOBIIEHA CTaTyCOM
YIJIEBOJHOTO OOMEHAa pacTeHHUs, B YaCTHOCTH, MeTaboim3Ma caxaposbl. Metabomuzaius
caxapo3bl 10 CaxapO30CHHTA3HOMY IIyTH TIPOMCXOJUT TOJIBKO B YCIOBHSX BBICOKHX
KOHIICHTpalui nucaxapunaa, tak Ky, mis caxapossl cocraisier 63.5 MM, B TO BpeMs, KaK IS
YO, YD-raro u pykrossl — 0.45, 5.0 u 2.0 MM cootBetcTtBenHo (Kypcanos u ap., 1989).
[Tpu MeHbIel koHNeHTparuu caxapo3bl CC B KIETKe HauWHACT paboTaTh B HANpaBICHHUU
CHHTE3a nucaxapuna. Bospacranme axTuBHOCTH AmnMHB U, Kak CIEICTBHE, CHUKCHHE
MOCTYIUICHHSI CaXapo3bl B KJICTKY MOKET CTaTh IPUIMHON CHIKeHHS akTuBHOCTH CC.
Perynsiuns aktuBHOCTH ATIMHB OCYIIECTBISETCS KaK HA YPOBHE SKCIIPECCHU KOJUPYIOIIUX €€
TCHOB, TaK W Ha IOCTTPAHCISAIMOHHOM ypoBHEe. KpuTHueckoe CHIKCHHE KOHIICHTPAIMHU
caxapo3bl B arorJiacTe akTUBUPYET OelKoBble WHTHOUTOpHl ANWMHB, YTO NPUBOAUT K
uHakTUBaMu (hepMeHTa. BRICOKMI ypOBEHB caxapo3bl B aloIIacTe WHAKTUBHPYET OCIIKOBBIC
WHTUOMTOPHI MHBEPTa3bl, CTUMYIHPYs akTuBHOCTh AnMHB (Rausch, Greiner, 2004; Roitsch,
Gonzalez, 2004; Ruan et al., 2010; French et al., 2014; Ruan, 2014; Tang et al., 2017). MsI
MOKa3alu, 4YTO y OOBIYHOW Oepe3bl B TNEpHOJ KaMOWAIbHOW JEATEIbHOCTH YpPOBEHBb
IKCTIPECCUH TEHOB, Koaupyrommx AnlHB, OJM30K K TAaKOBOMY y KapeinbCcKoW Oepessl (puc.
39). To ecTh B mepuoj aKTUBHOTO OTTOKA aCCUMUJISTOB B CTBOJ PAaCTEHHUE MOTECHIIMAIHHO
TOTOBO TOBBICHUTH AaKTUBHOCTh AmNMHB B cCilydae yBEIWYEHHUS COJEPKaHUS Caxapo3bl B
anorutacre. [TokazaHo, YTO BBeIEHUE DK30TCHHOM caxapo3bl (IKCIIEPUMEHT C BBEJCHHUEM B
TKaHU CTBOJIA DPACTBOPOB C€axapo3bl) WM YBEIWYCHHE YPOBHS DHIOTEHHOW Caxapo3bl
(9KCTIEPHMEHT C MEPecagKoil pacTeHUH M IKCIEPUMEHT C KOJIbIIEBAHUEM CTBOJIA) TIPUBOJAT K
YBEIMYECHUIO Y OObIuHON Oepesbl aktuBHOCTH AnMHB (puc. 44, 49) u ypoBHS 3KCHpecCHH

KOJUPYIONIUX ee TeHoB (puc. 53).



195

WNHuTtepecHble pe3ynbTaThl MOTYUYEHBI HA CeSTHIIAX ABYX (popM Oepesbl MoBUCTON. Yike Ha
HAYaJIbHBIX JTalax OHTOreHe3a Mbl HAONIOJald OTJIMYUS B YpPOBHE SKCIPECCUU T'€HOB,
komupyromux CC, mogo0HbIe TeM, KOTOPBIE XapaKTEePHBI I B3pOCIbIX pacTteHuil (puc. 28).
Takum o0pa3om, Ha CTaauU Pa3BUTUSA PACTCHUH, KOTJa BUJUMBIC Pa3IMUUS MEXKAY IBYMS
dbopmamu Gepe3sbl erie OTCYTCTBYIOT, OBUIM OOHApYKEHbI METa0OIMYeCKIe U3MEHEHUS MyTen
YTUJM3AlUA  Ccaxapo3bl, KOTOPbIE BO B3POCIOM COCTOSIHUM SIBISIOTCA HHAUKATOPOM
HapYIICHHUH B IeATeIbHOCTA KaMOus.

Pa3Butne cocyaucToll cUCTEMBl pacTeHHil TpeOyeT CII0KHOW KOOPAMHALMH MEXIY
NBYMsI TIpolieccaMu: mpojudepanueil KIeToK KamMOManbHOM 30HBI U WX MOCIEeAyIOLIeH
nuddepeniupokoit. CyliecTBEHHOE BIHMSHUE HA CKOPOCTh JEJICHUS KIETOK, OPUEHTAIUIO
KJIETOYHBIX JIeJIeHHud U JuddepeHnuanuo KIeTOK OKa3blBaeT IMapa JIMTaH[-PeIenTop
CLE41/42 - PXY (lto et al., 2006; Fisher, Turner, 2007; Hirakawa et al., 2008; Whitford et al.,
2008; Du, Groover, 2010; Etchells, Turner, 2010; Etchells et al., 2012, 2013, 2015; lonyeBa u
ap., 2012, 2014; Ye, Zhong, 2015; Nieminen et al., 2015). Pe3yapTaThl U3y4eHHsS JaHHOTO

BOIIpOCA MPEICTABIICHBI B CIEAYIOIICH TJaBe.
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['JTABA 5. OCHOBHBIE PET'VJISATOPHI PAZBUTHU A CTBOJIOBBIX KIIETOK
JIATEPAJIBHBIX MEPUCTEM

Kcunorenes y apeBecHbIX pacTEHUN MPOXOAUT B HECKOJIBKO JTAaloB: JEJICHHWE B
NEPUKINHAIFHOM HAMPaBICHUH KCUJIEMHBIX MPOU3BOIHBIX KaMOUs, UX POCT U MOCIIETYIOIast
muddepeHIaus, KoTopas BKIIOYAEeT OTIOKEHHE MHOTOCIOWHON BTOPHUYHON KJIETOYHOU
CTEHKH, €€ OJIPEBECHEHUE U 3aIpOorpaMMHUpPOBaHHYIO KieTouHyto cmepTh (Du, Groover, 2010;
Ye, Zhong, 2015). Ilpu ¢opMupoBaHUU Y30p4aTOM JIPEBECHHBI KapelbCKON Oepesbl
HapyIIeHUEe KCHJIOTE€HE3a NPOUCXOAUT YK€ Ha CTaAuH JelIeHUS WHHIHaIell KamOus.
W3mensieTcst HampaBieHHE JI€JICHHS JIyYEeBBIX MHHUIMAIEH — BMECTO YIOPSIOYEHHBIX
NEPUKINHATBHBIX JEICHUH, UMEIOMIMX MECTO B KamMOWW OOBIYHON Oepe3bl MOBHUCIION, OHU
NPETEPIIeBAIOT AHTUKIMHAIBHBIC W TIOTICPEYHbIC JCTICHHS, YTO MPHUBOIUT K YBEIWYCHHUIO B
KaMOWaJIbHOM  CJIO€ 4YHCJIa JIY4eBBIX HMHHUIMANEd M  M3MEHEHHI0O  COOTHOIICHUS
BEPETEHOBHIHBIC/TyueBble HMHUIMANMA. CIEJACTBHEM OTOTO CTAHOBHTCS POCT  YHUCIA
paJManbHBIX JIy4el M KOJUYECTBA COCTABIAIONIMX HMX MapeHXUMHBIX KieTok (bapuibckas,
1978). K MexaHu3Mam, OINpPEICISAIONIMM HampaBicHue TU(QEpeHIUPOBKU KIETOK KamOwus,
otHocutcs cunte3 CLE-mentunos rpynmel B (CLE-41, CLE-42, CLE-44), koTopbIe SBIASIOTCS
3BEHOM CLAVATA-mono6Hoi CUCTEMBI TDIF (TRIFEARY ELEMENT
DIFFERENTIATION INHIBITORY FACTOR) — TDR (TDIF RECEPTOR) (Ito et al., 2006;
Fisher, Turner, 2007; Hirakawa et al., 2008; Whitford et al., 2008; Du, Groover, 2010;
Etchells, Turner, 2010; Etchells et al., 2012, 2013, 2015; Joayesa u ap., 2012, 2014; Ye,
Zhong, 2015; Nieminen et al., 2015). B vHopme 3tu CLE-nenTumbl CHHTE3UPYIOTCS B KJIETKaX
(GII03MBI, TPAHCIIOPTUPYIOTCS B KaMOWAIBHYIO 30HY M BOCHPUHUMAIOTCS TaM PEHENTOPOM
TDR. Ilentupuelii curHan mnoaaBiseT AU(GEpeHIUao KCUIEMHBIX MPOU3BOIHBIX U
aKTUBUPYET IKCIPECCUIO TEHOB, KOAUPYIOIIUX TOMEOIOMEHCOICPKAINE TPAHCKPUTIIIHOHHBIC
dakropsr WOX4 1 WOX14, xoTopsie B CBOIO OYEpEb CTUMYIUPYIOT MPOIUPEPALHIO KIETOK
kamOwust. [lentun TDIF sunmorenno komupyercs y Arabidopsis remamu CLE41 u CLE44, a
TaKke OJM3KMM rOMOJIOTOM ¢ aHanorundHoi axtuBHOCcThi0O CLE42 (Ito et al. , 2006). TDIF-
perenTtop — MeMOpaHHas perienTopHas nporenHkuHasza cemerictBa LRR-RLK (Leucin Reach
Repeat Receptor-Like Kinases) koaupyetcst rerom TDR/PXY (Hirakawa et al., 2008). Kak
npaswio, dkcnpeccuss CLE41/44 nwe mnepekpwiBaetcst ¢ skcnpeccueir TDR/PXY, kortopas

ABJISIETCSl crieupUIHON Ay mpokamoOus. Takum oOpa3om, MENTUAHBIM CUTHAI, MOTYyYEeHHBIN
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u3 (prmodMbl, JEUCTBYeT KakK TIO3WIIMOHHBIA CHUTHAJI I OPUEHTAlMU TEPUKIUHATBHBIX
JereHui KiIeTok. Ha TpaHCTeHHBIX pacTeHHMSIX OCHHBI MIOKa3aHo, 4yTo cBepxakcnpeccus CLE4L
BO (uiodMe YBEIMYMBACT KOJIMYECTBO TMPOBOASAIIMX JJIEMEHTOB TIPH COXPAHCHHH HX
HOPMaJbHOTO CTPOCHHUS, M, HANMPOTUB, 3KTommyeckas crepxdkcmnpeccuss CLE4l wu ero
romoiora CLE42 mnapymaeT nepukiIMHAIbHBIC EJICHUS B TUIOKOTUISAX WM TPUBOIUT K
yBEIMYCHUIO 4Kcia napeHxuMHbix kinetok (Etchells, Turner, 2010, Etchells et al., 2015). B
CBSI3M C OTHUM, B JaJbHEUIIUX HWCCIACAOBAHUAX MBI MPEANPHHSIIM TIOMBITKY BBISICHUTD,
COTIPOBOKIAETCS JIM HAPYIICHUE JCIICHUS KaMOWAIbHBIX WHUIAAJICH y KapelbCKOH Oepe3b

W3MEHEHHEM TPaHCKPUMIITMOHHOM akTUBHOCTU reHoB CLE41 u PXY.

5.1. U3meHeHue 3Kkcnipeccud reHoB, kogupywmunx CLE-nentuas! rpynnst B (CLE-
41) u nx peuentop (TDR), B nepuoa kamouaabHOro pocra

Hccnenosanne mpoBoawim Ha 46-J1ETHUX JACPEBBSIX OOBIYHON Oepe3bl ¢ TUIMUIHON IS
BUJIA TIPSIMOCIIONHOM JAPEBECUHON U KapelibCKoil Oepesbl ¢ BHICOKOW CTENEHbIO Y30pUaTOCTH
npeBecuHbl cTBOJa (puc. 57). Bce omnbITHBIE pacTeHHUs NPOU3pPACTAIA B OJMHAKOBBIX
MOYBEHHO-KJIMMATHYECKMX YCJIOBUSX Ha ArpoOuonoruyeckoit craniuu Kapenbckoro
HayaHoro neHTpa PAH. Ot6op 06pa3iioB mpoBoaniu B nepuoj kamOuaabHoro pocta 2016 r:
15.06 — akTuBHOE (hOpMHUpPOBAHUE paHHENW TOHKOCTEHHOM JPEBECUHBI;
07.07 — akTHBU3aLIMs YTOJIICHUS KIETOYHON CTEHKU;
25.07 — mpoomxenue GopMUPOBaHUS BTOPUYHON KJIETOUHOM CTEHKHU.

N3ydyeHune ypoBHSI SKCIPECCUU TEHOB IMPOBOJWIM B TKaHSAX (DIOIMBI U KCuiembl. B
TKaHU KCWJIEMbl BXOJIMJIM MATEPUHCKHE KJIETKU KCUJIEMbl W HApPYXKHBIE CJIOU MPUPOCTA
KCHJIEMbl TEKylIero roja. TkaHu (IodSMbl BKIIOYAIA KaMOMAJIbHYIO 30HY, MPOBOISIIYIO
baooMy M camble BHYTpPEeHHUE CJIOM HempoBojsmend ¢iaoombl. OTOOp TKaHeW CTBOIA
KOHTPOJIUPOBAJIU MOJ CBETOBBIM MHUKpockomnmoM. Ha pucyHke 56 mpeacTtaBieHa AMHAMUKA
MUPUHBI  (DITOIMBI, KaMOHWAILHON 30HBI W 30H (OPMUPOBAHMS KCHIIEMBI B pa3HbIC IaThl

oTbopa.
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Pucynoxk 56. llupuna (Mxm) npoBojsiien GpiosmMbl, KaMOUaIbHON 30HBI U 30H (OPMHUPOBAHHUS

KcuineMbl y 40-IeTHUX JepeBbeB OOBIYHOW M KapelabCKOW Oepe3bl B TeueHue ce3oHa. JlaTe

otbopa obpasmnos: 15.06.2016, 07.07.2016 u 25.07.2016.
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B mepuon akTHBHOTO ()OpMUPOBaHHS paHHEH TOHKOCTECHHOU npeBecuHbl (15.06.2016)
HIMpYHA MPOBOAIIEH (PII03IMBI HE OTIMYANach Y IBYX (popm Gepessl U cocTaBisiiia okoio 190
MkM. KamOuanbHast 30Ha y Kapenbckoil Oepes3bl Obuta B 1.4 pasa mmpe, Mo CpaBHEHHIO C
oObryHOM Oepesoii. Ilpu 3TOM 30HBI (OPMHUPOBAHUS KCHIJIEMBI, HAaOpOTUB, OBLIM LIUpPE Y
OOBIYHOM Oepe3bl: 30HBbI PACTSIKEHUSI KJIETOK M YyTONIeHus obojouek B 1.7 pas, a 3penas
kcuiema B 1.4 pasa (puc. 56).

B nepuona aktuBHOTO yTommeHus kiaetounor cteHku (07.07.2016) yBenuuumics pazmep
30HBI 3penioi kcwiembl B 2.5 u 3.5 pa3za y KapenbCKoil U 0OBIYHON Oepe3bl COOTBETCTBEHHO.
Takxe B 1.6 paza yBenuuuiIach 30Ha yTONIIEHUS KJIETOYHBIX 000J0UEK KCUIIEMBbI, €€ IUpUHA
nocturana 309 m 530 MKM y KapenbCKOW W OOBIYHOHN Oepe3bl. 30HAa PACTSDKEHHUS KIIETOK
KCHUJIEMBl HEMHOT'O BO3pOCia TOJIBKO Y OOBIYHOM Oepe3bl U NMPEBhICHIIA TAKOBYIO Y KapelbCKON
Oepessl B 2.6 pa3za. [Ipu 3Tom pazmep kaMOMaIbHON 30HBI M 30HBI TPOBOSAIIEH (PI103MBI OBLIT B
1.2 pa3a Oosbliie y KapeabCKO# Oepesbl, M0 CpaBHEHHUIO ¢ 0OBIYHOM Oepe3oit (puc. 56).

K 25 utonsg 2016 r., T.€. B mepuo o0 DKeHHS (POPMUPOBAHUS BTOPUIHOM KIETOUHOMN
CTEHKH, e1e O0JbIe yBEINYIIach 30Ha 3peioil KCUJIeMbl, UpUHa ee coctaBmia 1604 u 2145
MKM Yy KapeJbCKoi U 00bIYHON Oepe3bl COOTBETCTBEHHO. [Ipu 3TOM pa3Mepsl 30H pacTsKeHUS
KJIETOK W yTOJIICHUSI 000JI0UeK CHU3WIUCh ¥ 00enx ¢opm O6epesbl. B aToT mepuon nHaubosee
SIPKO BBIPAYKEHBI OTIUYHS IO IIUPUHE 30HBI MPOBOAAIICH (IIO3MBI M KaMOUaTbHON 30HBI, €€
pa3Mepsl ObuH B 1.5 pa3a Gouibliie y KapenbCKoi Oepe3bl, 0 CpaBHEHUIO C 0OBIYHON Oepe3oit
(puc. 56).

OTHOCHUTENBHBIA YPOBEHb dKCIpeccuu reHa, koaupyromero CLE-nmentuas (CLE4L), y
oObI4HOM Oepe3bl BO (pyiooMe B mepuoj aKTUBHOTO (OPMHUPOBAHUS paHHEH TOHKOCTEHHOU
npeBecunbl (15.06.2016) cocraBun 0.04 ycin. exa., HOBBICWICS K Hayaiay uiojgd B 3 pa3a u
OCTaBaJICA Ha ATOM YpPOBHE 0 KOHIIa uiojisl. B TkaHax kcmiembl 00bIuHOM O6epessl ren CLE4L
MPAKTUYECKH HE dKCIpeccupoBacs (puc. 57). OTU AaHHbIE COTIACYIOTCS C PEICTaBICHUEM O
TOM, YTO JJISl MOAJEPKAHUS MPABUILHO OPUEHTUPOBAHHBIX KJIETOYHBIX JIEJIEHUI HE0OX0oanumMa
nokanu3oBanHas dkcnpeccuss CLE4L Bo dmosme (Etchells, Turner, 2010).

KomnuectBo TpanckpuntoB MPHK rena PXY, kogupytomero penenrrop st CLE-41, co
CTOpPOHBI (PJIO3MBI B MEPUOJ aKTUBHOTO (POPMUPOBAaHUS paHHEH TOHKOCTEHHOW JIPEBECHUHBI

(15.06.2016) cocraBuio 0.04 yci. en. u mobicuiiochk k 07.07.2016 1. B 2 pa3sa.
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[]-B. pendula var. pendula []-B. pendula var. carelica

OTHocHuTeJIbHBII YypoBeHb 3Kkcnpeccun rena CLE41
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Pucynok 57. Ha ¢otorpadusx — okopeHHass MOBEPXHOCTh ApeBecuHbl 40-IeTHUX pacTeHHA
obwsrunol (B. pendula var. pendula) u xapensckoit (B. pendula var. carelica) 6epessr. Ha
nuarpammax — ce3oHHas quHamuka TpanckpuntoB MPHK (ota.en.) renoB CLE41 Bo diiosme u
PXY B xamOuanbHol 30HE y ABYX dopm Oepesbl. [lo ocu abcuucc — gata B3sATHS 00pasIloB.

[IpencraBnensl cpeHUE 3HAYCHHS U UX CTaHIAPTHBIC OIIUOKHU.
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B TKaHsaX cO CTOpOHBI KCHIIEMBI YPOBEHB AKcnpeccuu reHa PXY Obut B 2 pa3a Bblllle, 110
cpaBHeHHto ¢ (Qmosmoi. PXY-peuentopHas KuHa3a CHHTE3UPYETCS B KCHUJIEMHBIX
npou3Boanbix kamous (Etchells, Turner, 2010). ITockonbKy B mepuoj KaMOHaabHOIO pOCTa
IPU CHATUU KOPBI C JPEBECHUHBI Pa3pblB TKAHEW IMPOUCXOJUT MO 30HE AKTUBHOIO JEJICHUS,
KOTOpasi B 3TO BpeMsl MPUXOAUTCA Ha CJION pocta U AuddepeHIanii KIeTOK KCUIEMBbI, TO
CTPYKTYPHBIE 3JEMEHTBI KCHJIEMbl OKa3bIBAIOTCS KAaK CO CTOPOHBI NPENapUpOBaHHON HaMU
"pmosmeI", Tak W CO CTOPOHBI "KCWJIEMBI', UTO OOBSICHAECT HAJUYHUE B HHUX TPAHCKPHUIITOB
MPHK rena PXY.

VY kapenbckoi Oepe3bl Mbl OOHAPYXWIHM PsJl CYIIECTBEHHBIX OTJIMYUN OT OOBIYHOM
Oepe3bl. Bo-mepBbix, BOo (yosme y Hee Obl1 B 3 pas3a BhIIIE YPOBEHb SKCIIPECCUU TEHA,
koaupytomiero nentua CLE-41. Kak co ctopoHs! i103MBI, TaK U CO CTOPOHBI KCHIIEMEI, B 4-10
pa3 Obuto BhIie komudecTBo TpaHckpuntoB MPHK rena PXY, xoaupyromero penentop st
muranga CLE-41 (puc. 57). Takum oOpa3om, B Mepuoj KaMOHalbHOTO pOCTa B MeCTax
dbopMupoBaHUS aHOMAJILHOM JPEBECUHBI Y KapeabCKol Oepesbl Ha (hoHe OObIel SIKCIIPECCHuu
redHoB CLE41 u PXY mmpe 30Ha mpoBojsmieii GprosmMbel U KaMOWaJIbHAs 30HA, W MEHBIIE
pa3Mep 30H (GOPMHUPOBAHUSI KCUIIEMBI, 110 CPABHEHUIO C HOPMAJIBHOW JPEBECHHON OOBIYHOU
oepesbl. [lonmydyeHHble HaMM JaHHBIE COIJIACYIOTCS C HW3BECTHBIMU (DYHKIMSMHU JIUTaH]I-
peuentopHoit cucrembl CLE41/PXY, a uMeHHO, ee y4yaCTHEM B MOJAaBICHUHM Pa3BUTHUS
KCWJIEMBI, a TaKKe PEeryJIMpOBaHUM YMCIAa W OPHEHTALMH JEJIEHUN KIETOK B COCYAMCTBIX
mepuctemax (Ito et al., 2006; Fisher, Turner, 2007; Hirakawa et al., 2008; Whitford et al.,
2008; Du, Groover, 2010; Etchells, Turner, 2010; Etchells et al., 2012, 2013, 2015; {oxyesa u
ap., 2012, 2014; Gancheva et al., 2016;Nieminen et al., 2015 Ye, Zhong, 2015).

Ecnu B kcuneme o6pruno#M Oepe3bl ren CLE4L mpakTudecku He IKCIPECCUPOBAIICS, TO B
KCUJIEME Y30puaThiX pacTeHuil kapenbckoil Oepes3bl TpaHckpuntel MPHK rena CLE41 Obiimn
oOHapyeHbl (puc. 57). DT0 SBUIOCH elle OJHOM OCOOEHHOCThIO Kapenbckoil Oepesbl. [l
00CYXXJIeHUsI TOJYyYEHHOTO pe3ysbTaTa Mbl NPUBIEKIN JAaHHbIE 1O W3MEHEHHIO YpPOBHS
skcnpeccun rena CLE41, monyduennbie Ha MonenbHoM pactenuu Arabidopsis (Fisher and
Turner, 2007; Etchells, Turner, 2010). B atux paboTax aBTOpHI TONyYald YyBEITHYCHHE
skcnpeccunn CLE41 ¢ ucnonb3oBanuem (1) mpomortopa SUC2, crneruduynoro st ¢hiaod3Mbl
(Truernit and Sauer, 1995), (kouctpykuus SUC2::CLE41), (2) 35S-mpomoTopa (KOHCTPYKITUS

35S::CLE41), BebIBatomiero moscemectHyro skcmpeccuto CLE41, u (3) IRX3-mpomotopa
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(xoucTpykums IRX3::CLE41), cienuduunoro s kertemsl (Gardiner et al., 2003; Mitsuda et
al., 2007). Bo Bcex WHCIOJIB30BAHHBIX KOHCTPYKIHMSAX HAOJIOIAIOCh 3HAYUTEIBHOE
BO3pacTaHUE 4YHCIa KJICTOK MO CPABHEHUIO C JHUKHM THIIOM, YTO COIJIACYETCS C JaHHBIMU
JpyTuX ucciensareneit cooomennsmu (Hirakawa et al., 2008).

[Tpu yBenmuuenun skcnpeccnn CLE4L Bo ¢urosme (SUC2::CLE4L) knerounsie AeIeHUS
OBUTH YIOPSIOYCHBI, KaK Y PACTEHUN TUKOTO THUIA, Y KOTOPHIX BCE KICTKU KCHIIEMBI UMEIOT
HOPMAJIbHYIO OPUCHTAIINIO M PACIIONAraloTCs MapajuIeIbHO Ha TPOIOJIbHBIX U TAHTCHTAIBHBIX
cpe3ax; WIH MO MPSMBIM YTJIOM Ha TonepeyHsIx cpe3ax. Hanporus, B muanax 35S::CLE4L u
IRX3::CLE41 mnpucyTCTBYIOT COCYIbl KCHJIEMBI C PE3KO OTJIMYAIONICHCs OpHUCHTAIUEH:
COCyZbl, WMEIOIIME HOPMAIBHYIO OpPHEHTAIHIO, PACIIONOKEHBI PSIIOM C COCYAaMH C
NEPICHINKYISIPHONH OpHCHTAMEH. bbUIO BBICKAa3aHO TIPEANOJNIOKCHHE, YTO OpPHUCHTAIUS
JIEJICHHUsT KJIETOK 3aBUCUT OT Jiokanu3auuu nentuna CLE41l: na HavanpHOM 3Tame pa3BUTHS
cocynucTon 000mouku Tpebyercs rpaaueHT KouueHtpauuu 1DIF, skcnpeccus ero rena
CLE41 nomxHa OBITh OorpaHuueHa (UIOSMOM W MPUIIETAIONIMMHA K HEW KIeTKaMH KaMOus
(Fisher and Turner, 2007; Etchells, Turner, 2010).

Hcxonss w3 BBINIECKA3aHHOTO MOXHO TPEANONIOKHTh, YTO OOHapy>KEHHas HaMu
skronmueckas skcnpeccus reHa CLE4L B kcuiieMe y30p4aThlX pacTEHUH KapelbCKOW Oepe3nl
MOJKET OBITh MPUYMHOW HAPYIICHUS OPUCHTAIMH JCIICHUS KCHJIEMHBIX MTPOU3BOJIHBIX KaMOus

(puc. 58).
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Pucynok 58. Cxemarnueckoe pacnoniokenue jokanuzanuu sxcrpeccun CLE41 u PXY (A-B).
[MTomepeunbie cpe3bl NMpoBOASIMX TKaHeid pactrenwit Arabidopsis (I'-E) (X — kcunema, C-
kambOwuii, Ph- ¢osma, cTpenkaMu OTMEUEHbI COCYIbl KCHUIIEMbI). Y KOHTPOJBHBIX PACTCHUIT
(A) Omaromapsi nokanmuzanuu reHoB, komupytomux mnentun CLE41l Bo ¢drnosme u ero
peuentopa PXY B kamOuallbHON 30HE, 00pa3yroUIUecs: CTPYKTYPHBIE 3JIEMEHTHI MPOBOASIINX
TKaHEell MMEIOT HOopMaibHYIO opueHTanuio. Ceepxskcnpeccuss CLE41 (b, B) mox 35S-
npomotopoMm (koHcTpykius 35S::CLE41, moBcemectHas skcnpeccuto CLE41) (B), u IRX3-
poMOTOpOM, crenubuIHbIM i kcuiembl (koHCTpykims IRX3::CLE41), (B) mpuBomut k
YBEIMYCHUIO YUCIIA JICIICHUI B KaMOMAJIbHOW 30HE U M3MEHEHHUIO OPHEHTAITUN 00pa3yIONIXCs
cocynoB kcwiembl (II, E). Ilomepeunsie cpe3sl kcuiembl B. pendula var. pendula (OK)
(HopMasbHast opueHTanus cocyznoB) u B. pendula var. carelica (3), Ha KOTOpPBIX BHIHO
HapyIlICHHEe OPHUEHTAIlUU TPOBOIAIIMX 3SJIEMEHTOB B MecTax aHoMmanuii Oepesbl. A-E mo

Etchells, Turner, 2010 ¢ u3amMeHeHUSIMH.
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Nzydenne cezonHor muHamuku TpanckpuntoB MPHK remoB CLE41 u PXY y nmByx
dbopm Oepe3bl TOBHCION MOKa3al0, YTO TMOBBIIIEHHE BO (UIOAME HSKCIPECCUU TEHOB,
koaupytouux jgurany CLE-41, mpuBOIUT K CHIKEHHIO B KaMOWaIbHOM 30HE IKCIPECCHU
TeHOB, Koaupyomux ero peuentop PXY (puc. 59). Tak, ypoBens sxcnpeccuu rena CLE41 Bo
dbrosmMe mpu mepexoje OT IMepuojia aKTHUBHOTO (OPMUPOBAHHS pPaHHEW TOHKOCTEHHOU
npeBecunbl (15.06.2016) k mepuoay akTUBHOTrO ytoimieHus: kietouHoil crenku (07.07.2016)
nmoBBICHIICS B 3 pasa y oObryHOM Oepesnl (¢ 0.04 mo 0.12 ycn. en.) u B 4 paza y KapelabCKOM
oepessl (¢ 0.09 no 0.37 ycn. en.). [Ipu srom xomuuectBo TpaHckpuntoB MPHK rena PXY B
KaMOHMaJIbHOM 30HE 00BIUHOM Oepe3nl He n3MeHsoch (0.07 yci. ef.), a y KapelbCcKoi Oepessl
BO3pocio B 1.6 pa3za (¢ 0.28 mo 0.45 ycn. exn.). JanpHeliee yBeTudeHnEe W/ UM COXpaHEHUE Ha
TOM k¢ ypoBHe »Hkcrpeccun rTeHa CLE41 Bo ¢uosmMe CONMpoOBOXIANOCH CHUXKCHUEM
konumdecTBa TpaHckpunToB MPHK rena PXY B kamOuansHO# 30HE y 0ObIYHOM Oepe3nl B 2.3

(mo 0.03 yci. en.), a y kapenbckoit 0epessl B 1.8 pasa (o 0.25 yei. ex.) (puc. 59).

OCLE41 mPXY

var. pendula var. carelica
015 06
012 + I
S 04 + SIS
0.09 - £
0.06 -
02
003 - j
0 f f ! O T T 1
1506 707 2507 1506 707  25.07

Pucynok 59. Ce3zonnas nunamuka tpanckpuntoB MPHK (otH. exn.) renoB CLE41 Bo dmoame u
PXY B kamOuasabpHOM 30He y 00bIYHON Oepe3bl moBucioi (var. pendula) u kapenbckoit 6epe3snr
(var. carelica). ITo ocu abcumcc — nata B3saTHs 00pa3ioB. [IpeacTaBiacHbl CpeHIE 3HAUCHUS U

UX CTaHJIAPTHBIEC OINOKH.

[TonyueHHble HAMU JTaHHBIE COTJIACYIOTCS C M3JI0’KEHHBIM B JINTEPATYpPE MEXaHU3MOM
perynanuu ypoBHs 3kcripeccud PXY mo Tumy oTpunatenbHON 0OpaTHOW CBsI3W, a UMEHHO,

curnammzanus PXY B orBer Ha mnoBblieHue ypoBHs skcrnpeccun CLE4l, momammsier



205

skcripeccuto Tena PXY. Tak, y pacrenuit 35S::CLE41 (moBcemecTHOE YBEITWYCHHE
skcnpeccun CLE41) mpoucxonuno cHuxkeHHe dkcnpeccuu reHa PXY B crebrie u rumokoTusie
(Fisher and Turner, 2007; Etchells, Turner, 2010).

[IpencraBiieHHbIe pe3ysbTaThl BMECTE C JaHHBIMH JPYrHX uccienopareieit (1to et al.,
2006; Hirakawa et al., 2008; 2010a, b; Whitford et al., 2008; Etchells, Turner, 2010; Ye,
Zhong, 2015; Etchellset al., 2015; Nieminen et al., 2015) moka3piBaloT, 4YTO MeEpeaava
curHanoB 4yepe3 PXY/CLE perymupyer neineHue KIeTOK B KaMOMalIbHOW 30HE. YBeIWYeHHUE
ypoBHs 3kcnpeccun reHoB CLE41 Bo ¢uiosme m PXY B kamOmanbHO# 30HE CIOCOOCTBYET
YBEJIMUCHUIO YHCIJIA JCJICHUN B MEPUKIMHAIBLHOM HAIMpaBICHUM, a U3MEHEHHE JIOKATU3aIuu
sxcnpeccur CLE41 npuBOIUT K HAPYIICHHUIO TUIOCKOCTH JIETICHUS CTBOJIOBBIX KIIETOK.

B cBs3M C BBINIEU3TIOKEHHBIM MPEACTABISAET HMHTEPEC PACCMOTPEHHUE SKCIPECCUU
redoB, kogupyromux nentun CLE-41 u ero peuentop PXY, B HOpManbHBIX MO CTPOCHUIO
TKaHSIX CTBOJIa OOBIYHOM O€pe3bl U B TKAHSAX CTBOJIA KapeJIbCKON OEpe3bl C pa3HOM CTENEHBIO
uX aHoMajgbHOCTH (y3opuaTass W Oe3y3opuatas dYacTh cTBoja) (puc. 60). Bospact
uccieayembix pactenuit 11 mer. OT60p u Pukcanuss pacTUTETLHOTO MaTepuaia MpoBEICHBI B
MIePHOJT aKTUBHOT'O (POPMUPOBAHUS BTOPUYHOMN KIIETOYHOM CTeHKH (Havaio utoiis 2016 roaa).

VY 11-neTHux pactenuit 00braHOM Oepe3sl ypoBeHb dKcnpeccuu rena CLE41 Bo ¢moome
(0.017 ycn. en.) 6611 B 15 pa3 Huxke, a ypoBeHb dKkcripeccuu reHa PXY B kamOuanbHOU 30HE B
7.8 pa3a HWKE IO CPaBHCHHMIO C y30p4YaTOil YacThIO CTBOJIA KapelbCKoW Oepesbl (puc. 60).
Ecin B xcunmeme o0biuHOM Oepe3nl reH CLE41l mpakTH4ecKd HE IKCIPECCHPOBACA, TO B
KCUJIEME y30pYaToi YacTH CTBOJIA KapesbCcKoi Oepe3bl oOHapy uBatoTcs TpaHcKpunThl MPHK
rena CLE41 (puc. 60). To ectb, pacmpenenenue skcnpeccun TeHoB CLE41l u PXY B
KaMOuanpbHOU 30HEe y 11-1meTHUX pacTeHuil ObUIO CXO0XKE C TaKOBBIM y 46-ETHUX PACTCHHM
(puc. 58).

WNuTepecHblit pe3ynpTaT ObUl MONy4eH Juisi 0e3y30p4aToil 4yacTu CTBOJIa y30p4aThIX
pactenuii kapenbckoit 6epessl. Ecnu ypoBens sxcnpeccun rena CLE41 Bo dmosme (0.085 yea.
€/l.) 3aHHMaJl MPOMEKYTOUHOE TMOJOXKEHHE MeXay oObuHON Oepesort (0.017 ycn. ed.) u
y30puaToil 4acThIO CTBOJIA Kapenbckoi Oepesbl (0.264 yci. ef.), To B KCWJIEME ero 3Ha4eHUe
ObLIO B 5 pa3 BbIlIE, IO CPABHEHUIO € y30p4aThiM ydyacTkoM (puc. 60). [Ipu s3Tom KonuuecTBo
tpanckpuntoB MPHK rema PXY B kamOuanpnoil 30He ObUIO B 1.2. m 9 pa3 Hmxe, 1O

CpaBHEHHUIO C OOBIYHOM Oepe3oi U y30puaToi 4acThI0 CTBOJIA KapelbCcKoil 6epessl (puc. 60).
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B. pendula var. carelica

Be3y3opuarasi yacThb

OTtHocuTeNbHBIH YpoBeHb dKcnpeccun rena CLE41
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Pucynok 60. Ha ¢otorpadusx — okopeHHast MOBEpXHOCTh ApEBECHHBI |1-1eTHUX pacTeHUit
obwruHOM Oepessl (B. pendula var. pendula) (06.6.) u Ge3y3opuaroii (06€3.4.) U y30puaToi
(y3.4.) wacTeil cTBoJia Kapenbckoit Oepesbl (B. pendula var. carelica). Ha nuarpammax —
OTHOCHUTEIIbHBIA ypOoBeHb JKcmpeccun (oTH.ed.) reHoB CLE41l Bo ¢mosme u PXY B
KamMOuasibHOM 30HE y ABYX dopm Oepesnl. Jlata otd6opa — 07.07.2016. IlpencraBriensl cpeaHue

SHAYCHUA U UX CTAHAAPTHLIC OIITMOKH.
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Takum 00pa3om, pa3Hble CLIEHApUU KCUIIOT€HE3a Yy KapelbCKOM M OOBIYHON Oepessl
OTJIMYAIOTCSl 10 pacHpelelIieHUI0 YPOBHS ASKCIpeccuu reHoB, komupytommx TDIF-nentua
CLE-41 u ero peuentop TDR, xoTopbie UrparOT LEHTPaIbHYIO POJib B CyIb0O€ CTBOJIOBBIX
KIIETOK JIaTepalibHOW MepucteMbl. DopMHUpOBaHME HOPMAJIBHOM MO CTPOCHUIO APEBECHUHBI
0OBbIYHOM Oepe3bl, B COCTaBe KOTOPO MpeobaagatoT COCY/Ibl U BOJIOKHA, MPOUCXOIUT Ha (OHE
skcpeccun Bo (imosme rena CLE4l m B xamOmanmpHOU 30He reHa PXY. dopmmpoBanme
aHOMAJILHOM y30puaToil IpeBECUHBI KapeabCKOM Oepesbl, sl KOTOPOH XapaKTepHbI KPYIHbIE
BKITIOYCHHUS KIETOK TAPEHXWMBI W HApYIICHWE OPHEHTAIMU TPOBOIIIINX DJIEMEHTOB,
npoucxoauT Ha ¢oHe (1) cyliecTBeHHOro yBenuueHusi ypoBHs dkcnpeccun reHa CLE4Ll Bo
¢doome u rena PXY B kamOuanbHO# 30He, U (2) skTommueckoii skcnpeccun CLE4L B kenmeme.
B 0Oe3y3opuaThix yuyacTKax CTBOJIa Yy30pyaThIX pacTEHUN KapelnbCKoM Oepesbl, Te
dbopMupoBaHHEe HOPMAIbHOW IO CTPOCHHIO JPEBECHHBI MPOUCXOIUT Ha (OHE BBICOKOTO
colepkaHusl caxapoB B TkaHsix (pasmen 4.2.1), ¢yHKIHMOHMpPOBAHHE KaMOHAIbHBIX
MIPOU3BOJIHBIX MPOUCXOAUT Ha (poHe (1) MOBBINIEHHOH, IO CPAaBHEHHUIO ¢ OOBIYHOM Oepe30il, HO
HE TaK CYIIECTBEHHO, KaK B Y30puUaThIX yYaCTKaX CTBOJIA KapelabCKOM Oepesbl, IKCIPECCUHU
CLE41 Bo ¢mnosme; (2) 3HAUMTENBbHO YBEIMYCHHOW 3KTOommYeckoi skcmpeccun CLE4Ll B

kcuiieme u (3) moHmkeHHou 3kcrpeccuu PXY B kamOuanbsHo# 30He (prc. 60).
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5.2. Pacnpenesienne 3KCHpPecCHd TeHOB, KOAUPYIOIIUX (PAKTOPbI TPAHCKPHUIIUH
VNDG6, VND7 u APL, B kaM0uaJIbHO# 30HE MPH Pa3HbIX CHEHAPUIX KCUJIOTeHe3a

KakoBa e nanpHeimas cyap0a KIETOK KaMOMAlIbHOM 30HBI, Y KOTOPBIX M3MEHSETCS
pacrmpezielieHre 3Kchpeccuu TeHoB, koaupyromux CLE-mentuasl u ux peuentopsl? Js
OTBETa HAa OSTOT BOMNPOC MBI M3YYWIM YPOBHH DKCIPECCHMM TEHOB, KOJAUPYIOIINX
TPAHCKPUIIIIMOHHBIE (DAKTOPBI, KOTOPBIE OCYLIECTBIISIIOT HEMOCPEICTBEHHBI KOHTPOJIb Ha
muddepeHITUPOBKONM AJIEMEHTOB KCHJIEMbl M (PIIO3MBI. DTO TPAHCKPUIIIMOHHBIE (HAKTOPHI
VND6 u VND7 ¢ NAC-gpomenom (VASCULAR-RELATED NAC-DOMAIN),
KOHTPOJMPYIOUIME CHUHTE3 BTOPUYHOM KIETOYHOM CTEHKH, pa3BUTHE U AU(PHEpEHIIMPOBKY
kinetok kcunemel, 1 APL (ALTERED PHLOEM DEVELOPMENT, MYB-6enku), koTopblit
UTPAET POJib B PA3BUTHH (PIIOAMBI.

UccnenoBanne mnpoBOAMIM Ha  25-JIETHUX  JIEPEBBAX  KapeIbCKOM  Oepessl,
MpOMU3paCTAIONIMX Ha JecoceMeHHOM TuranTanuu (MeaBexberopckuit paiton, Pecmybnuka
Kapenust). XapakrepucTuka TEppUTOpUU U OOBEKTOB HCCIIENOBAHUS TPUBEICHBI B pasjiene
3.4.2. BceM pactenusm Ob11 iprcBOeH 06aiut oT 0 10 3 B 3aBUCUMOCTH OT CTENICHU MPOSIBICHUS
y30p4aToOCTH ApeBecHHBI (puc. 61). J[J1 KOHTPOJIS UCIOIB30BAIM PacTEHUs OOBIYHOM Oepesnl
TOro *e Bo3pacra. OTO0p 00pa3LoB MPOBOAUIU B MEPHO] AKTUBHOTO (POPMUPOBAHUS PAHHEU
TOHKOCTEHHOM JpeBecuHbl (Havyano utois 2017 r.). Jlns aHanu3a oTOMpanu TKaHU KCUIIEMBI,
KyJa BXOJWJIM MATEPUHCKHE KIETKH KCHJIEMbl M HapYKHBIE CIIOM MPUPOCTA KCHUIEMBI
TEKYIIEero roja.

Y pacTeHMi KapelbCKOW Oepe3bl SKTOMMYECKas OJKCIpPeccHs B KCHIEME TcHa,
koaupyroniero nentun CLE-41, Bo3pactana ¢ yBeTudeHUEM CTETICHH y30pUaTOCTH APEBECUHBI
u ObuTa BBINIE, MO CPaBHEHUIO C OOBIUHON Oepe3oil. MHTEpecHO OTMETHTh, YTO CaMBIA
BBICOKUN ypoBeHb dkcmpeccun TeHa CLE41l Owim y OGe3y3opuaThiX pAacTeHU KapelbCKOM
oepesnl (puc. 61). Ilpu stom komuuectBo TpanckpuntoB MPHK rena PXY, xomupyromiero
peuentop mis CLE-nuranga, y Oe3y3opuaTbiX pacTeHHH ObUIO COM3MEPUMO C TAaKOBBIM Y
0oObIYHOM Oepe3bl W BO3PACTAJO C YBEIMYEHHEM CTENEeHHM y30p4yaTOCTU TKaHeW cTBojia (puC.
61). Kaptuna pacmpeneneHust SKCIpeccHd TeHOB, Komupytoumx cucremy TDIF-TDR, y
0e3y30pyUaThiX pacTEHUM, a UMEHHO, — BBICOKHI YPOBEHb dKTONMUYecKoi dKkcripeccun CLE4L B
KCUJIEME TIpH TMOHIKEeHHOW sKkcmpeccun PXY, cxoka ¢ TakoBOM B 0e3y30pdyaThIX y4dacTKax

CTBOJIa Y30pYaThIX pacTeHUM Kapeiabckon Oepesbl (puc. 60). 13 3TOro MoxHO TPEAMOI0XKUTh
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0e3y30pyaThiX pacTeHUN KapelbCKOi Oepessl.

B. pendula var.
pendula

B. pendula var. carelica
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Pucynok 61. Ha dotorpadusx — okopeHHasi MOBEPXHOCTh JIPEBECHHBI 25-JIETHUX PaCTCHUI
obwruHOM Oepesbl (B. pendula var. pendula) (0.6.) u xapensckoit O6epessr (B. pendula var.
carelica) ¢ pasHoii creneHbto y3opuatoctd npeBecunbl (0-3 Oamna). Ha muarpammax —
OTHOCHUTEIIbHBIA ypOoBeHb dKkcmpeccuu (oTH.eid.) reHoB CLE41, PXY, VND6, VND7 u APL B
KCUJIEMHOW 4acTh kKamOuanbHOU 30HBI. J[ata or6opa — 03.07.2017. IIpencraBiieHbl cpenanHue

S3HAYCHUA U UX CTAHAAPTHBIC OIITNOKH.
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VND6 u VND7 — (akTtopsl TpaHCKpUILMH, y4dacTByrouime B JuddepeHuupoBke
KJIETOK KCHJIEMbI, (DOPMHUpPOBAHUU KJIETOYHOM CTEHKH, PEryJsiuu 3amporpaMMUPOBAHHON
kiaerounoit cmeptu (Kubo et al. 2005; Demura, Fukuda 2007; Zhong, Ye 2007; Du, Groover,
2010; Nystedt et al., 2013; Zhang et al., 2014; Kondo et al., 2015). [Ipu oGpa3zoBanuu
HOPMaJIBHOM TI0 CTPOCHHIO JIpeBeCHHBI ypoBeHb dKkcnpeccuu TeHoB VNDG6 u VND7 B kcuneme
OBLT BBINIE, 10 CPABHCHHUIO C Y30pUYaTBIMH PACTCHHUSAMHU Kapelibckoil Oepesnl (puc. 61). Mol
OOHapYKWJIM OTIMYUS MEXIY O0OBIYHOM Oepe3oil u 0e3y30puaTbiMU PACTEHUSIMH KapelbCKOU
oepesnl. Tak, y oObI4HOM Oepe3bl B KCWJIeME Bbillie KoiaudecTBO TpaHckpuntoB MPHK rena
VND7 B 2 pasa, Mo cpaBHEHHIO ¢ O€3y30p4aThIMH pacTeHUsiMU, U B 10 pa3, mo cpaBHEHHIO C
y30pYaThIMH PACTCHUSMHU. Y 0€3y30p4aTbiX pPACTEHHH, HANPOTHB, OOJBIINE KOIHYECTBO
tpanckpuntoB MPHK rema VNDG6 B 4.7 pasa, mo cpaBHeHHIO C OOBIUHOW Oepe3oil u
y30pUYaThIMH PACTEHUSAMH Kapesibckoil 6epesbl. ClielyeT OTMETUTh, UTO PACTEHUS KapesibCKOU
Oepe3bl ¢ pa3HOW CTEIMEHbIO y30p4yaTOCTH ApeBecuHbl (1-3 Oamia) HE OTIMYAIUCH MEXKIY
coboit mo ypoBHo skcnpeccun reHoB VND6 u VND7 (puc. 61). OObryno ¢yHKIMH
TpaHCKpUNIMOHHBIX (hakTopoB VND6 1 VND7 xapakTepu3yloT NPUMEHUTEIBHO K Pa3BUTHIO
nepeuunoii kcmiiembl (Kubo et al. 2005; Demura, Fukuda 2007; Zhong, Ye 2007; Du,
Groover, 2010; Kondo et al., 2015). Tak, ceepxakcnpeccus reaoB VND6 u VND7 unaynmpyer
TpaHcaAu(GepeHITUPOBKY Me30ohuLIa U Apyrux TUMOB kietok y Arabidopsis u y Populus, B
TpaxeaJbHble 3JEMEHThl C BTOPHUYHBIMU KJIETOYHBIMU CTE€HKaMH, THOJOOHBIE CcOCyJam
METaKCHJIEMbl M TPOTOKCHIeMbl cooTBeTcTBeHHO (Kubo et al. 2005; Demura, Fukuda 2007;
Zhong, Ye 2007; Du, Groover, 2010; Kondo et al., 2015). CBeaeHuit 0 TOM, OTINYAIOTCS JIH
MeXIy co0oil mporecchl, KoTopbie perymupyior VND6 u VND7 npu dopmupoBanuu
BTOPUYHOM KCUIJIEMBI, B U3BECTHON HaM JIUTEpaType Mbl HE BCTpETWIN. BeposaTHo, OKa3bIBaIOT
BIMSIHIE HA COCTaB KJIETOYHBIX CTEHOK, PETYIUpYs OHKCIPECCHUI0 TEHOB, KOIUPYIOUINX
(dbepMeHTHI CUHTE3A .

daxtop Tpanckpumnuu APL ydacTByeT B pa3BUTHH (DIOSMBI M 3KCIIPECCUPYETCS yiKe
Ha paHHUX CTaausX pa3BUTUA TKaHU (3MOpuoHanbHas cranus) (Bonke et al., 2003; Truernit et
al., 2008; Truernit, 2014; Heo et al., 2014; Rodriguez-Villalon et al., 2014; Kondo et al.,
2016). Y oObruHOI O6epe3bl B KCHIIeMe NMPaKTUYECKU He 00HapykuBasuch TpaHckpunTsl MPHK
reHa APL, B To BpeMs Kak y y30pyaThIX pacTeHHH YpOBEHb ero akcrpeccuu pocturai 0.10-

0.14 oTH. en., uto B 1.7 paza Bbllle, 10 CPABHEHUIO C O€3y30pUaTHIMU PACTECHUSIMH KapelbCKOU
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oepesbl (puc. 61). Mexny komuuectBoMm TtpaHckpuntoB MPHK remor VND7 u APL
oOHapy>keHa OoTpuIaTeIbHAs 3aBUCUMOCTh: BO3pacTaHue B Kcuieme skcnpeccun APL B psany
"oObuHas Oepe3a — Oe3y3opuaThie PACTCHHUS KapelbCKOW Oepe3bl — y3opdaThie pPacTCHHS
KapenbCcKoil Oepe3bl’ conmpoBOXkaanoch cHkeHneM skcnpeccu VNDY, ypoBeHb 3kcnipeccuu
KOTOPOT'O OBbLI CAMBIM BBICOKHM IPpH (JOPMHUPOBAHUU KCHIIEMBI Y 00bIUHOM Oepesnl (puc. 61).
N3BectHo, uto APL TpeOyercss He Tonbko juist quddepeHnuanuu GiaosMbl, HO TaKXKe IS
uHruoupoBanus auddepennuanun kcuiemsl Ha Mecte Giosmer (Bonke et al., 2003; Truernit
et al., 2008; Truernit, 2014; Heo et al., 2014). ¥V pacrenwnii Arabidopsis co cBepxakcnpeccueit
APL mo Bceit cocymaucroit Tkanu mox mpomotopoM WOL (komctpykimss WOLpro::APL)
KJICTKH B TOJOKEHUH TPOTOKCHIIEMBl OCTaBAIHCh HeAHU(PPEpEeHIIUPOBAHHBIMU IO BCEMY
kopHio. ToT ¢axkt, uto Heau(PepeHTUPOBAaHHBIE KIETKH B MECTE THITMYHOTO PACIIOIIOKECHHUS
MIPOTOKCUIIEMBI COJIEPKAIH SIIPO, yKa3bIBaeT Ha To, uTo APL cam mo cebe HepocTtaToueH aiis
WHUIUUPOBAHUS Pa3BUTHUA (IOOMBI B OKTONWYECKOM TIIOJOKEHUU. bBBUIO BBIIBUHYTO
npenmnonoxenue, uro Qynkaus APL cocrout B TOM, 4TOOBI OpPraHuM3OBaTh MPaBHILHYIO
muddepeHIUanuo (QIOAMBbl, MOJAEPKUBATH 3TO COCTOSHHE AUPHEPEHIUPOBKH KIETOK U
CIOCOOCTBOBATh MPOCTPAHCTBEHHOMY OrpaHMueHui0 objactu kcuiemsl (Bonke et al., 2003;
Truernit et al., 2008; Truernit, 2014; Rodriguez-Villalon et al., 2014; Kondo et al., 2016).
Taxum oOpas3oM, y pacTeHHil Oepe3bl MOBUCION MPH Pa3HBIX CIICHAPHUSIX KCHIIOTEHE3a
U3MEHSIETCS pacrpejiesieHne dkcnpeccun TeHoB, koaupywomux CLAVATA-nonobHyto
cuctemy TDIF-TDR, xotopas ompezaenser AaibHeWIIyi0 CyAp0y CTBOJIOBBIX KieTok. [lpu
TOM CYIIECTBEHHO MEHSAETCS YPOBEHb OJKCIPECCHMH TEeHOB (DaKTOPOB TPAHCKPHIIIIHH,
perynupyronux audepeHIupoBKy KIETOK kamOus. bezy3opuaTeie pacTeHUs KapeiabCKOU
Oepesbl, HECMOTpPsI Ha OTCYTCTBHUE BHU3YaJbHBIX TPU3HAKOB CTPYKTYPHBIX aHOMAJIHA,
OTJIMYAIOTCS OT OOBIYHOM Oepe3bl MO XapaKTepy paclpeaeieHHs] SKCIPECCUH TEHOB,

KOHTPOJIUPYIOIIUX PA3BUTHE KaMOUAbHBIX TPOU3BOIHBIX.
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5.3. U3meHenue ypoBHsi 3kcnpeccuu reHoB CLE41l u PXY y cesiHueB 00bIYHOI
Oepe3bl MOBUCJION U Kape/bCcKoii 6epe3bl HA HAYAJbHBIX ITANAX OHTOreHe3a

MpbI nonbITaNNCh ONPENETUTh dTall OHTOTE€HE3a, HA KOTOPOM HAYMHAIOT MPOSIBISTHCS
paziuuusg 1O pPacHpeiesieHUI0 JKCIPEecCUd TeHOB, Komupywoomux cucremy [DIF-TDR.
UccnenoBanue mnpoBoawnmu Ha 2-, 5-, 6-, 7-, 8-, 10-HemenpHBIX cesHIIAX OOBIYHOW U
KapesnbCKoil Oepessl.

VY 2-HenenbHBIX pacTeHH OOBIUHON Oepe3bl ypoBeHb skcnpeccun reHa CLE41
coctaBui 1.3 OTH. en, Bo3pactan B 2.7 pa3a K 5-TU HEAENSM M OCTaBAJICS MPUMEPHO HA 3TOM
ypoBHe 10 10-HemenpHOro BO3pacta. Y 2-HENENbHBIX pAaCTEHUN KapenbCcKoil Oepesbl
kommdecTBo TpanckpuntoB MPHK renma CLE41 Obuto B 2.6 pa3a MeHbIIE, IO CPAaBHEHHIO C
oObrgHOW Oepe3oil. Y S-HeAeNmbHBIX CESHIIEB KapelbCKou Oepes3wl skcmpeccus rena CLE4L
Bo3pocia B10 pa3, mpeBbicuIa TAKOBYIO y 0ObIuHON Oepessl B 1.3 pasza u ocraBajach Ha 3TOM

ypoBHe 710 10-HemeapHOro Bo3pacta (puc. 62).

2 Henenn 5 nemean 6 Hegean 7 Hemeanb 8 Hemeh 10 nexenn

OTHOCHUTEJIbHBIN YPOoBE€HDb IKCIIPECCUU IT'CHOB

CLE41 PXY
6 r 6 -
4 + 4
2 r 2 |
0 0
2 5 6 7 8 10 2 5 6 7 8 10

B s pendula var. pendula B s pendula var. carelica

Pucynok 62. Ha ¢ororpadusx — BHemHuil BUJ cesHIEeB Oepe3bl MOBUCIONW pPa3HOTO BO3pacTa
(2,5, 6,7, 8, 10 aenenp). Ha nuarpamMMax — OTHOCHUTENIbHBIA YPOBEHb AKCIPECCUH (OTH.E/I.)
renoB CLE41 u PXY B ctebine cestrieB oobrunoi (B. pendula var. pendula) u kapenbsckoii (B.

pendula var. carelica) 6epessi. [To ocu abcumce — Bo3pacT pacTeHuit (HeAeIn).
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YpoBensb skcnpeccun TeHoB penientopa TDR y 2-HenenbHbIX cestHIIEB OOBIUHON Oepe3bl
Ob11 3.7 pasa BhIllIE, IO CPABHEHUIO C 2-HEJENIbHBIMU CESHIIAMU KapelbcKkoi Oepessl. [Iputom,
ecnM y OOBIYHOM Oepe3bl ¢ Bo3pacToM KosmuecTBo TpaHckpuntoB MPHK rema PXY nHe
u3MeHsoch (1.2-1.5 oTH. ex), TO y KapelnbCckoil Oepe3bl yBEIUYMIOCh K 5 HeAesiM B 8 pas (110
2.5 oTH.eA.), MPOAOKAIO BO3pacTaTh y O-HeNeIbHBIX pacTeHuid B 1.6 pasa (10 4 oTH.en),
OCTaBaJIOCh Ha 3TOM YPOBHE 10 8 HENIENb U CHIWXKAIOCH y 10-HenenpHbIX cesHIEB B 1.6 pasa
(mo 2.8 otH. exn) (puc. 62).

VY cesHIIEB KapenbCcKoi Oepesbl, Kak u y 46-leTHUX pactenuid (puc. 59), mosblneHne
IKCIIpeccuu TreHa, konupymoiero jurang CLE41, compoBoxaoch cHmkenueM k 10 Hemenmsm
9KCIPECCUH IeHa, Koaupyroiero ero perentop PXY (puc. 62).

Takum o0Opa3zoM, yke€ Ha HayaJbHBIX 3Talax OHTOTEHEe3a, KOIJa €lle OTCYTCTBYIOT
BUJUMBIC pa3Inyusi MEXKIY JBYMs QopMaMu Oepes3bl, KCIpecCHs T€HOB, KOIUPYIOIIUX
cuctemy TDIF-TDR, y Hux paznmmuuaercs. THTEpECHO OTMETHTH, YTO €CIU y 2-HEICIBHBIX
cesHiieB 3kcnpeccust reHoB CLE41, PXY Oblia BeIlIe y pacTeHUN OOBIYHON Oepe3bl, TO YKE Y
S-HeZeNbHbIX PAaCTEHUN KapTUHA KapJIWHAJIbHO MEHseTcs: KoaudyecTBo TpaHckpuntoB MPHK
reHoB CLE41, PXY cyIiecTBeHHO BHIIIEC Y paCTCHUI KapelbCKOH Oepe3bl, OCTAeTCsl TaKUM [0

10-nenenpHOTO BO3pacTta (puc. 56) U coxpaHseTcs y B3pOoCibIX pacteHuit (puc. 59-61).
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5.4. U3menenue ypoBHs 3kcnpeccun renoB CLE41, PXY, VND6, VND7 u APL B
KaMOHMaJIbHOIl 30He OObIYHOH Oepe3bl NPH HapYIIEHUM HHUCXOASAIIEI0 TPaHCIOPTAa
caxapo3bl M CO3JaHMHU 30H ee M30LITOYHOI0 COAePKAHMSA

Xopouio HM3BECTHO, YTO HKCIPECCUS TE€HOB, PETYIUPYIOIIUX PpPa3BUTUE PACTEHUS,
KOHTPOJIUPYETCS PSIZIOM BHYTPEHHUX M BHEITHUX (aktopoB (I"amaneit, 2004). K BHyTpeHHUM
(dakTopaM, BIMSIOIIMM Ha HUX AKTUBHOCTb, HapsAly C FOPMOHAMH, OTHOCHUTCS U caxapos3a
(Mengenes, 1llaposa, 2010). B cBsi3u ¢ 3TUM MBI HCCNEAOBAIN BIUSHUE U30BITKA YHIOTC€HHON
caxapo3bl Ha YpPOBEHb JKCIpPEeCcCHH TeHOB, komupywommx cuctemy [DIF-TDR, a rtaxxe
TPAHCKPUIIIIMOHHBIE (PAKTOPHI, KOHTpOIHpYIoIIHe TudPepeHIUpPOBKY IEMEHTOB KCUIIEMBI U
doamer (VND6, VND7, APL).

Hucxonsummii TpaHcnopT caxapo3bl Hapyllaidd IyTEM KOJIbLIEBAaHHUSI CTBOJIA JE€PEBBEB
0OBbIYHOM Oepe3bl MOBUCIION, Kak OoMucaHo B pazjaene 4.5.3. YkazaHHbIH METOAUYECKUN TpUEM
HIMPOKO HCIIOJIb3YeTCs Ui M3y4eHHs KaMOuadbHOTO pPOCTAa B YCIOBUAX pa3IUYHOU
o0ecre4yeHHOCTH TKaHed accummisaTamu. J[lisi uccieoBaHUS HWCIONB30BAIA  22-JIETHHE
pacTeHus 0oObIYHOUM Oepesbl, mpouspactaronme Ha buonormyeckoi cranuuu KapHIl PAH.
Yacth naepeBbeB ObUIM TIOMEUEHBI KaK KOHTPOJIbHBIE M OCTaBleHbl 0e€3 KaKux-Iubo
BO3/IeicTBUI. Ha CTBOJIaX OMBITHBIX JIEPEBHEB B MEPUOJ] AKTUBHBIX JIEJICHUN B KaMOUaIbHON
30He (19.06.2017) GbUTO BBITIOIHEHO JABOMHOE KoJblieBaHue 1o Metoauke Daudet et al. (2005).
OT160p TKaHeW CTBOJA MPOBOAWIM C 7 30H, pa3iMYAIONIMXCS MO 00ECHEeYEeHHOCTH caxapamu
(puc. 52).

VY pacrenuil O6epe3bl MpU HAPYIIEHUH KOJIbLIEBAHUEM TpPaHCHOPTa (OTOACCHUMUISTOB
IPOUCXOIUT YBEIMUEHHUE COJIEpPKaHUs caxapo3bl B amoracTte (majaeT ypoBEHb SKCIPECCUU
reroB Cif), koTopoe compoBoOXaaeTcs BO3pacTaHHEM €€ MeTa0OoJM3alMK 10 aroILIaCTHOMY
nyti (Bo3pactaer ypoBeHb dkcrnpeccun reHoB CWIN) (puc. 53). Ilpu 3TOM y ONBITHBIX
pacTeHuil Bo3pacTaeT ypoBeHb dkcmpeccuu reHoB CLE41 Bo ¢dmosme B 2 paza u PXY B
KaMOuanpHOMU 30HE B 1.3 pasa (puc. 63). IHTEepecHO OTMETUTD, YTO MPHU STOM BO3PACTAET B 2
pasa u skronuueckas skcnpeccusi CLE41 B kcuneme (puc. 63), 3HaueHHE €€ COM3MEPUMO C
TAaKOBBIM JIJISi PACTEHUI KapenbCKoil Oepesbl ¢ 1-2 OaimamMu y30p4aToCTH JPEBECHUHBI (pHC.
61). Dxcnpeccusi reHOB (DaKTOPOB TPAHCKPUIIMHU, KOHTPOJUPYIOMIMX AU(PHEpeHIIMPOBKY
¢b105MBI U KCUJIEMBI, Takke u3MeHsercsa. Tak, kommuectBo TpaHnckpuntoB MPHK rena APL Bo

¢db03Me Bo3pacTaeT y OMbITHBIX pacTeHui B 2.6 pasa, a rena VNDG B kcuneme B 1.6 pasa, mpu
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3ToM ypoBeHb dkcmpeccuu reHa VND7 ocraetcs mpakTuuecku 0e3 m3MeHeHus (puc. 63).
Crnegyer OTMETUTBH, YTO y 0e3y30puaThiX pacTEeHUM KapelbCcKoW Oepesbl, (popmupoBaHue
KCUJIEMBI Y KOTOpPO#l uaeT Ha (hOHE MOBBIIICHHOTO COJEpP>KAaHUS CaxapoB, TOKE OBLI BHIIIE

ypoBeHb dkcripeccun rena VNDG, o cpaBHEHHIO ¢ 00bIYHON Oepe3oit (puc. 61).

B Konrpons M OmeIT

CLE41 PXY
0.14 0.14

0.07 0.07
0 0
gnosma  kcwiema KaMOuajbHas 30Ha
KCmiema ¢brosma
042 r 0.35
0.35 T 0.28
028 0.21
0.21
014 0.14
0.07 0.07
0 0
VNDG6 VND7 APL

Pucynok 63. OTHOcHTENbHBIN YpoBeHb dKcmpeccuu (otH.em.) renoB CLE41l, PXY, VNDG,
VND7 u APL B kcuneme, (guodMe u KaMOMaIbHOW 30HE KOHTPOJBHBIX U OMBITHBIX (TOCHE
KOJIbIIEBaHUsI) pacTeHWi oObuHOM Oepe3bl moBuciod. Jlara otbopa — 29.06.2017.

HpeILCTaBJ'ICHBI CpeaAHNC 3HAYCHUA U UX CTAHIAPTHLBIC OIITHOKH.

Takum o0pa3oM, Ha pacTEHHUSX OOBIYHOW Oepe3bl MbI TMOKa3ajdd, YTO JHIAOTCHHOE
MOBBIIIIEHUE COJIEP)KAHUS CaxapoB B TKAaHAX CTBOJIA HE TOJHKO NPHUBOIUT K YBEIUUYEHUIO

YpOBHS dKcnipeccun TeHoB, koaupyromux nentua CLE-41 u ero penenirop PXY, cocoG¢cTBys
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BO3PACTAaHUIO YHWCIIA JEJIEHUH B KaMOWalIbHOM 30HE, HO TaKKe H3MEHSACT JIOKATH3AIHIO
skcnpeccun CLE41, 4to B cBOIO oYepeap MOXET ObITh MPUUYMHON HApPYIIEHHUS IUIOCKOCTH

JCICHUA KaMOMaJIbHBIX IMPOU3BOJHBIX.

Mexanusmel, oObsicHstonne HapymeHue paborsl CLAVATA-momgo0HON cucTeMbl
TDIF-TDR ocTatoTcss 10 CUX HOp HEHU3yYEHHBIMH. OKCIEPUMEHTHI IO KOJbIEBAHUIO
oObIYHOM Oepe3bl, OMHCaHHBIE B padoTe, MO3BOJSIOT MPEANOIOKUTh, YTO HHAOTCHHOE
MIOBBIIIICHHWE CaXapoB HE TOJHKO NPHUBOAWT K YBEIMYCHHIO YPOBHS HKCIPECCHU TEHOB,
komupyromux mnentun CLE-41 u ero pementop PXY, crmocoOcTBysS Bo3pacTaHHIO YHCTIA
JEJICHU B KaMOMaIbHOW 30HE, HO TAaK)KEe M3MEHSCT JIOKanm3aIuio 3kcnpeccun rena CLE4],
YTO B CBOIO OYEpEab MOXKET OBITh MPUIMHON HAPYIICHHS TJIOCKOCTH JIEICHUS KaMOHaIbHBIX
MPOU3BOJHBIX. MOXKHO MPEINON0KUTh, YTO HaJIM4KUe M30bITKA caxapoB B KaMOUaIbHOM 30HE
W3MECHSICT ITyTH Pa3BUTHS TPOU3BOTHBIX KaMOWSI.

Bompoc o cBsasm CLAVATA-cucremsr TDIF-TDR u TpaHCKpHNITMOHHBIX (HaKTOPOB
(VND6, VND7, APL), perymupyromux audQepeHInpoBKY MPOU3BOIHBIX KaMOUs H MyTH
MeTaboIM3aluy caxapo3bl B KaMOMANIbHOW 30HE Yy KapelbCcKoil Oepesbl, ocTaeTcs IMoKa
OTKpHITBIM. C OTHOW CTOPOHBI, BO3PACTaHWE AamNOIUIACTHOW YTHIIM3AIMH Caxapo3bl dYepes
TeKCO3HBIN CHTHAJIMHT MOXKET BIUATH HA MyTH TP (HEPEHIINPOBKH KIETOK, C TPYTON CTOPOHBI,
JaHHBIC, TIOJyYEHHBIE Ha CEesHIaX, CBUCTEILCTBYIOT O TOM, YTO OTKJIOHeHHs B pabote CLE-
NENTUAOB MPEAIIECTBYIOT MeTaboIMueckuM oTiauuusM. JlanbHeillee ucciaea0BaHUe
(GYHKITMOHAILHOTO COCTOSIHMSI KaMOWalbHOW 30HBI M 00ECIIEYEHHOCTH €€ CcyOcTparamMu B
Nepuos  JeATENIbHOCTH KaMmOusi BMecTe C H3YYCHHEM YPOBHS OKCIIPECCHU T'EHOB,
KOHTPOJUPYIOIIMX 3TOT TMPOLECC, BO3MOXKHO, TIO3BOJIUT MOJYYUTh JIOTIOJTHUTEIbHYIO

“H(}pOpMaIIUIO 0O MEXaHU3MaX aHOMAJILHOTO KCHJIOTEHE3a Y JPEBECHBIX PACTCHUIM.
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['JTIABA 6. BJIMAHUE YPOBHS IIJIOAOPOAM A [TOUYBBI HA PEAJIM3ALIUIO
I'EHETUYECKOM ITPOI'PAMMBI V KAPEJIbCKOW BEPE3BI

HecMoTps Ha TO, 4TO mpenpacloiiOKEHHOCTh K HapylIeHHWI0O OOMEHa BEHIECTB Y
KapesnbCKO Oepe3bl — HacleAyeMblil NMPU3HAK, MPOSIBICHHE €ro IMpH IUII0COBOM CENeKLUU
MIPOMCXOIUT HE y Bcex ocobeit motomcTBa (JIrobaBckas, 1978; Epmakos, 1986; Mamikuna u
ap., 2000; Berunnnukosa, 2005; u ap.). BakHO OTMETHTB, UTO Jaxke y AEPEBbEB C Yy30pUaTOil
JIpEeBECHHOM, cocTaBisamux B cpeagHeM 50-70% oT oOmiero uuciaa MOTOMKOB, IIMPOKO
BapbUPYET CTENIEHb Pa3BUTHUS y30pa, a, CICAOBATEIBHO, U XO3SMCTBEHHAs [ICHHOCTh PACTCHUI.

B mnpenenax ecrecTtBeHHOro (MEpBUYHOTO) apeajia Kapejbckas Oepe3a He oOpasyer
YUCTBIX IO COCTaBY JAPEBOCTOEB, & BCTPEUAETCA OAMHOYHO WJIM TPYMNIaMU B CMEIIAHHBIX
HACaXJEHUAX C APYTMMHU JIMCTBEHHBIMU W, WHOTNA, XBOMHBIMU Topomamu (Coxoios, 1950;
EBnokumos, 1989). JInamna3oH 5KOJIOTHYECKUX YCIOBHA, B KOTOPBIX MTPOU3PACTAET KapeabCKast
Oepesa, JOBOJIBHO y30K. BaxkHbiMH (pakTOpamu, onpenensomuMu GopMHUpOBaHUE y30pdaTOn
JPEBECHHBI, ABJIAIOTCSA XOPOIIEE OCBEINEHUE, CPEHECYTOUHas Temneparypa He Hmke 15°C u
yMepeHHas BIaXHOCTh MMo4Bbl (HoBuikas, 2008), uTo B KOMILJIEKCE CIIOCOOCTBYET CUHTE3Y U
WHTEHCUBHOMY OTTOKY Caxapo3bl M3 JHUCThEB B (DOPMHUPYIOUIUECS TKAaHW CTBOJA. AHaIU3
XapaKTepUCTUK TI0OYB BOKPYI apeajla KapelbCKoW Oepe3bl IMOKaszajl, 4YTO OHa He
pacnpocTpaHsieTcsl Kak B 00J1acTU OYeHb O€HBIX (MPUMHUTHUBHBIX U TOPHO-TYHAPOBBIX), TaK U
OTHOCHUTENIBHO 00TaThiX 1OUYB (OypO3eMOB TEMHOIIBETHBIX). BEIIBUHYTO MPEANOI0KEHUE, YTO
dbopMHupOBaHUE Yy30pUaTON IPEBECUHBI KapeIbCKOW Oepe3bl MPOUCXOUT TIPH MOJACPKAaHUH B
KaMOuaabHOU 30HE ompeneieHHoro C/N oTHOIICHHS, a IMEHHO, M30bITKAa caxapoB Ha (oOHE
HekoToporo neduuura azorHoro nutanus (Hosuukas, 2008).

K nHacTosiimiemy BpeMEHU HAKOIUIEHO IOCTATOYHO MHOIO JAHHBIX O BIUSIHUM a30THOTO
NUTAaHUS Ha yriieBoAHbIN oOMeH pactenuii (Gordon et al., 1999, 2002; Coruzzi, Bush, 2001;
Chikov et al., 2003; Chikov and Bakirova, 2004; baramesa, 2006; Jlronenoa, 2007; bpyckosa
u ap., 2009; Hukutun u ap., 2010; Hukurun, U3maiinos, 2016u ap.). Pactenus agcopoupyror
HUTpATHI U3 TTOYBHI B OCHOBHOM B BHJe kKatnoHa ammonus (NH,") u autpar anmona (NO3). B
OTJIMYHE OT KATHOHA AMMOHHUSI HUTPAT aHUOH BBITIOJHSIET B PACTEHUU €III€ ¥ CUTHATBHYIO POJIb
(Forde, 2002). Muaymupyroiiee AeWCTBUE HUTPATHOIO aHHOHA HAa JKCIPECCHIO psija T€HOB
a30THOTO M YTJIEPOJHOTO OOMEHOB HEOIHOKPAaTHO omuchiBaercs B jureparype (Crawford,

1995; Lam et al., 1996; Campbell, 1999; Stitt, 1999). Meraboanueckue MPOIECCHI,
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CTUMYJIMPYIOIIMECS] HUTPATOM, BKIIOYAIOT: TIOCTYIUIGHHE W BOCCTAHOBJICHHWE HUTPATa,
ACCUMWJISIIIMIO aMMOHUS, CUHTE3 OPTaHMYECKUX KHUCIIOT, BOCCTAHOBJICHHE (EeppeloOKCHUHA U
OKHCIIeHHE TIoKo3odocdara B meHTo3odochaTHoM myTH. HuTpaTr Taxke momaBiiseT CHHTE3
Kpaxmaja, ToMoras MOOMIN30BaTh yriepo] B opranmueckue kuciotbl (Wang et al., 2000).
VY4uuTheiBasi BBINIECKa3aHHOE, MBI TOCTABHJIM JKCIICPUMEHT C IICNBI0 WCCIICJOBATh BIIHSHHE
HK30T€HHOT0 HUTpaTa Ha METabOIU3AIMIO caXapo3bl B CTBOJIE OOBIYHOM U KapelbCcKO Oepesbl

B IICpUOI KaMOHaJILHOTO pocTa.

6.1. M30BITOK 3K30reHHBIX HHMTPATOB IMOAABJsAeT (PpopMHpPOBaHHE AHOMAJBHOM
JApeBeCHHBI Y KapeabCKoii 6epe3bl

OObexkTamMu uccieoBaHus ObUIM 6-TIETHUE JepeBbsi OOBIYHON Oepe3bl ¢ HOpMaJlbHbIM
CTpOEHUEM TKaHEW CTBOJIa M KapelbCcKoW Oepe3bl ¢ NPOSBUBIIUMUCA TNpU3HAKAMU
CTPYKTYpHbIX aHOMaiuid. Bce pacTteHuss mnpouspacTaju B OAMHAKOBBIX IOYBEHHO-
KJIMMAaTHYECKUX YCIOBUsAX Ha buonmornueckoil cranuuu Kapenbckoro Hayunoro nentpa PAH.
B »skcnepumeHTe HCMONB30BAIM PACTEHHs] KapelabCKOM Oepe3bl € BBICOKOW CTENEHBIO
y30p4aTOCTU JPEBECUHBI.

DKCHEPUMEHT MPOBOAWIM B MEPUOJ aKTUBHOTO KamOuaibHOro pocra (2-4 urons 2012
rona). Pacrenust pazgenunu Ha aBe rpynnbl: (1) ombITHBIE, MoJBeprinuecs o0paboTke
Hutparom kamust (KNOj), u (2) xoHTponbHBIE, 0€3 BHeceHHs HUTPAToB. [loj ombITHBIC
pactenus BHocwid 1o 20 1 50 MM pactBopa KNOj3 noa koHTposibHbIe fepeBbs 1o 20 1 BOJBI.
Konuenrpaunus KNO; B skcriepumenTe Obula B3STa Ha OCHOBAaHMU JIaHHBIX JIUTEpaTyphl. Tak,
MO/l TPABSHUCTBIE PACTEHMs] BHOCHUJIIM PAaCTBOPbl HUTpaTa Kajnusi B KoHueHTpauuu 10 MM
(Gordon et al., 2002) u 50 MM (Batasheva et al., 2007), mox Bunorpax — 36 MM (Barbier et al.,
2005), o mecTUHEACTBbHBIC cesHIbl Oepe3bl — 10 MM (Friemann,1992); BiusiHue HUTPATOB
Ha T€H HUTpaTpeayKTa3bl, BbIJICICHHBIA U3 Oepe3bl MOBUCION, N3ydyalu Mpu Bo3aeiictBuu 50
MM KNO; (Hachtel, Strater, 2000).

Cxema sKCiepuMEeHTa:

-2 wmronsa — BHeceHne pactBopa KNO; mox ombITHBIE pacTeHHss W BOABI IO
KOHTPOJIbHBIE PACTCHHUS;

-3 uronsg — 0T60p 00pa3OB TKaHEW KOHTPOJIBHBIX PACTCHHIA;

-4 yrons — 0TOOP 00Pa31OB TKAHEH OMBITHBIX PACTEHUM.



219

N3 ctBoma Oepe3bl mpemapupoBaid TKaHU (I03MBI U KCWwiembl. B TkaHw,
o0o3HaueHHbIe Kak "(rooma", BXoauinn kamOuaibHas 30Ha U MpoBojsias (iodma, B TKaHHU,
0003HaYeHHbIE KaK "Kcuiema" — 30HbI JIeleHus], pocTa U 1udPepeHIupPOBKU KIETOK KCUIIEMBI.
OT16op 00pa3lioB KOHTPOJIUPOBAIM TOJ CBETOBBIM MHUKpOCKONoM. TkaHu [Jsi aHaiuza
OTOMpAJH C TATH PacTeHUN Kakaou (hopMbl Oepe3sl.

B utone dhorocuHTE3UpYyIOMINE TUCThS SBISIOTCS JOHOPAMU aCCUMUJIISITOB (Caxapo3bl),
OCHOBHBIM MECTOM HX MOTpeOJeHHs CiIyxaT kamOuanpHas 30HAa U quddepeHupyromasncs
kcunema. TpaHcmopT caxapo3bl KOHTPOJUPYETCS CIIOCOOHOCTBIO —aKIENTOPOB K €€
pacHICTUIEHUIO, YTO TOJEPKUBAET TPAJAUCHT Aucaxapujia. B MOBBIIIEHUN aKIIENTOPHOU CHIIBI
opraHa Ba)XHYIO pOJib MTpArOT anorutactHas uHBeptaza (Koch, 2004; Iraqi et al., 2005; Godt,
Roitsch, 2006; Canam et al., 2008; Barratt et al., 2009 u ap.) u caxapo3ocuntasa (Godt,
Roitsh, 2006; Coleman et al., 2008; Nilsson et al., 2010 u ap.). B 3aBUCHMOCTH OT IyTH
BOBJICUEHHUSI Caxapo3bl B META0O0JIM3M HAMPaBICHHOCTh OOMEHHBIX IMPOIIECCOB MOXKET OBITH
cmeriena (1) B cropony GopMHpOBaHUS KIETOYHBIX 000JI0UEK («Caxapo30CUHTA3HBIA MYThHY),
yTO HaOMIOaeTcs NpH O0Opa30BaHWM HOPMAJIBHOM IO CTPOEHHIO APEBECHHBbI, WU (2) B
CTOPOHY CHHTE€3a 3alacHbIX MeTa0OJUTOB («MHBEPTAa3HBIH NYyTh») M, KaK CIEJICTBHE,
YCWJIEHHON MNapeHXUMaTU3aluyd TKaHW, YTO NPOUCXOAUT Mpu (HOPMHPOBAHUU y30pUaTOU
JIPEBECHHBI.

B kcuieme KOHTPOJIBHBIX pacTeHUN OOBIYHONM Oepe3bl B MepuoJ]l KaMOMaIbLHOTO POCTa
oTMeueHa Bbicokasi akTUBHOCTh CC (9 MKMOJB/T ChIpOM TKaHM), B TO BpeMs KaK aKTHUBHOCTb
AnMHB 31ech He mpeBbimana | MKMOJIB/T chipoit TkaHu (puc. 64). Bo ¢dbmosme, HaoGopoT,
OCHOBHBIM (PEPMEHTOM, PpACUICTUIAIOIIUM caxapo3y, ObUla MHBEpTa3za KJIETOYHOM CTEHKH,
aKTUBHOCTh KOTOpPOHM nocturana ~ 24 MKMOJB/T chipoil TkaHu. [Ipu stom aktuBHOCcTh CC
obuta B 100 pa3 MeHbIne (0kos0 0.2 MKMOJIB/T ChIpO# TKaHu) (puc. 64).

VY KOHTpPOJBHBIX pacTeHHil Kapenbckoil Oepesbl akTuBHOCTH CC B Kcuieme Oblia HUXKE,
10 CpaBHEHHMIO C OOBIYHOWM Oepe3oil, U coctaBmia 6.5 MKMOJB/T chlpoil Tkanu. [Ipu 3TOM
HabJro1anach BbICOKasi akTUBHOCTh AnMHB, 3HaueHus KoTopoi (12 MKMOJIB/T ChIpOM TKaHU)
MIPEBOCXOIMIIN TaKOBBIe y OObIYHON Oepesbl ~ B 12 pa3 (puc. 64). Eme omna ocoGeHHOCTH
KapenbcKkoil Oepesbl — akTUBHOCTH ATMHB B Kcuiieme Oblia ~ B 2 pa3a BbIllIe, YeM aKTUBHOCTb

CC. Bo ¢mnosme KOHTPOJBHBIX PACTEHUH KapelbCKOH Oepesbl, MO0 CPAaBHEHHUIO C OOBIYHOMN
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Oepesoil, Habmoaanacy Bbicokas akTUBHOCTh Kak CC (0.7 MKMOJB/T ChIpOM TKaHM), TaKk W
AnluB (54 MKMOJIB/T CBIpOI TKaHH) (puc. 64).

Y oObyHON Oepe3bl MMEEeT MECTO WHTCHCHBHBIH OTTOK caxapo3bl H3 (JI03MBI B
KCWJIEMYy, TJ€ OHa pacxoayercss Ha (OPMHUPOBAHHE KIETOYHBIX OOOJIOYEK CTPYKTYPHBIX
DIIEMEHTOB JIPEBECHHBI, a y KapeJdbCKOW Oepe3bl TMOTOK caxapo3bl W3 (IOAMBI CHIIBHO
3aMeNJIeH, U €€ MCIOJIb30BaHUE B 3HAYUTEIBHON CTENEHU MPOUCXOAUT BO (hiodme. J[aHHBIN
BBIBOJ] HAXOJUTCSI B COOTBETCTBUH C BEIMYMHOW T'PAJMCHTA KOHIICHTPALUU Caxapo3bl MEXIY
baosmoii u keusieMoi y IByx (opm Gepesbl. Y 00bIuHOM Oepesbl 3TOT nokazatens (113.6 mr/r
— 36.3 mMr/r = 67.3 Mr/r) cymecTBeHHO OOJbIIe, UeM y Kapelbckoi Oepessr (48.6 mr/r — 47.8
mr/t = 1.2 mr/r) (puc. 65).

O0CC OAnMus

B. pendula var. pendula

KCUJeMa daosma

157 04 30 ¢

10 03 - 20 |

02 -

5 F 01 | 10 -
0 T 1 O R B B B 1 0 T 1
KOHTp.  OIIBIT KOHTp. OIIBIT KOHTp. OIIBIT

B. pendula var. carelica

KCcUjieMa daosma

5 2 ¢ 80

10 + 15 + 60 r

1 40 |

° 05 m 20
0 * * 0 ==, 0
KOHTP.  OIIBIT KOHTp. OIIBIT KOHTD. OIIBIT

Pucynox 64. AxtuBHOCTh caxapo3ocuHTazbl (CC) u amorutactHoit uHBepTassl (AnlHB)
(MKMOJIb pacmaBIlieiicsi caxapo3bl / T' ChIpOW TKaHH) B KCHIeMEe M (P109Me KOHTPOJIBHBIX
(KOHTp.) 1 ONMBITHBIX (OMBIT) pacTeHuii oobrunoM (B. pendula var. pendula) u kapensckoii (B.
pendula var. carelica) Oepesbl. Uwciaa Ha auarpaMMax — CpeJHHE 3HAYCHHS H3 5

OMOJIOTMYECKHX OBTOPHOCTEN. bapbl — cTaHIapTHOE OTKIOHEHHE.
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VYBenuyeHne HUTPATHOTO a3oTa B mouse mpumepHo B 100 pa3 (puc. 66) mpuBoamio
BO3pACTaHHUIO €r0 COJIEP)KaHMsI B KOPHSAX ONBITHBIX pacTeHUU B 8§ — 9 pa3, M0 CpaBHEHUIO C
KOHTPOJIbHBIMU JIepeBbsiMU (puc. 66), 4TO CBUAETEIBCTBYET 00 AKTHBHOM IOCTYILUICHHH
HUTPATOB U3 MTOYBHI B KOPHH.

VY o0bIuHO OGepe3bl BHECEHHWE HUTPATOB B MOYBY OKa3aJl0 CTUMYJIMPYIOLIEE BIUSHUE HA
aktuBHOCTE CC B kcmieme u Bo (uoame (puc. 64). Tak, aktmBHOocTh CC B Kcumiieme
yBenuuuiack B 1.5 paza (puc. 1). Bo ¢uosme Takxke mpoucXoAusio BO3pacTaHUe aKTUBHOCTU
CC (puc. 64). AKTHBHOCTbH amoIIaCTHOTO ()EPMEHTA Yy OMBITHBIX M KOHTPOJBHBIX PACTCHUH
00BIYHOM Oepe3bl OblIa MPaKTHUECKH OJUHAKOBOM (puc. 64).

MHoOTIMH aBTOpaMH YCTaHOBJICHO, YTO aCCUMWJISIIIAS HUTPATOB PACTEHHEM CBSI3aHA C
BbicOKOM akTHBHOCTHIO CC (JIronenona, 2007; bpyckosa u np., 2009; Hukutun u ap., 2010;
Gordon et al., 1999, 2002 u np.). JobaBneHue B MUTATENbHYIO Cpely HUTpaTa Kalus
OpUBOAMIO K yBenmueHHro akTuBHOCTH CC B KOpPHAX TOpoXa, 4YTO, OOBSICHSIOT
CTUMYJUPYIOIIUM JAeiicTBueM HUTpaToB Ha cuHTe3 Oenka CC de novo (bpyckosa u ap.,2009;
Hukutun u np., 2010). B pacrenusix apabupomncuca oOHapyxkeHO oxojio 40 TreHOoB,
UHAYLIUPYEMBIX HUTPATOM, CPEIU HUX TEHbI, KOAUPYIOUIEe (HepMEHTHI YIIIEBOJHOTO OOMEHa
(Wang et al., 2000; 2003; 2010). CornacHO HamIUM JaHHBIM, B KCHJIEME OOBIYHON Oepe3bl
yBeIMYCHNE MeETabOoNM3aluy caxapo3bl MO CaXapO30CHHTa3HOMY IIYTH COIMPOBOXKIACTCS
CHIDKEHHEM coJiep kaHus caxapossl Bo ¢uiodsme (1o 102.3 mr/r) u kcuneme (1o 26.3 Mr/r) (puc.
65), Mpu COXpaHEHUU TpaIME€HTa €€ KOHUEHTPALUU MEXIy TKaHSIMH Ha BICOKOM ypoBHe (02.2
Mr/r — 26.3 mr/r = 75.9 mr/r). Ilepeuucnennple U3MEHEHHUS IOKa3bIBAIOT, YTO JIEHCTBUE
HUTPATOB y OOBIYHON Oepe3bl CTUMYIHMPOBAIO BKIIOYEHHE Caxapo3bl B CAXapO30CHHTA3HBIN
nyTh METa0OJM3alliy, HAMpaBICHHBIM Ha (QOPMUPOBAHHE KJIETOUYHBIX oOojouek. Takum
o0pa3oMm, y OObBIYHOM Oepe3bl HUTpAThl BBI3BAJIM YCWJIEHHE NYTH YCBOEHHUS caxapo3bl B

KCUJieMe, KOTOPBIN y Hee Mpeodiiaiai B OTCYTCTBUE SKCIIEPUMEHTAIbHOTO BO3ACHCTBUS.
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OKcwiema B dnosma

B. pendula var. pendula B. pendula var. carelica
150 80 r
100 |
I 40 +
50 F 20 +
0 0
KOHTP, OILIT KOHTpP.  OIBIT

Pucynox 65. Conepkanme caxapo3sl (MI' Ha T CyXOW TKaHH) B KcwieMe u (rodMe B
KOHTPOJIBHBIX (KOHTpP.) M ONBITHBIX (OIBIT) pacTeHusx oObryHoi (B. pendula var. pendula) u
kapenbckoit (B. pendula var. carelica) 6epessr. Uucna Ha guarpaMmax — CpeIHUC 3HAUYCHUS U3

5 Guonornyeckux NOBTOPHOCTEN. bapbl — cTaHapTHOE OTKIIOHEHUE.

Y kapenbckoil Oepe3bl TpPH  BO3JACHCTBUM HHUTPATOB HAOIIONANU  yBEIHMYCHHUE
aktuBHoctd CC u AnlMHB BO ¢nosme (puc. 64) Ha (oHE CHIDKEHHUS AKTUBHOCTH 3TUX
¢depmentoB B kcmiieme (puc. 64). BHeceHwe B MOYBY HUTPATHOTO a30Ta HE IMPHUBEIO K
Bo3pacTanuio akTuBHocTH CC B KcuiieMe KapenbCKoil Oepesbl, Ooiee TOro akTUBHOCTH
depMeHTa CHU3MIACh, IO CPAaBHEHHUIO C KOHTposieM, B 2.2 pa3a. Ilpum 3TOM mpoMCXOAUIIO
camwkenue B 1.7 paza aktuBHocTH AnMuB (puc. 64). Bo ¢moiame, Haobopor, oOpaboTka
AK30T€HHBIM HUTpPATOM mpuBena K yBenudeHuto aktuBHoctd CC u AnlHB B 2 u 1.4 pasas
COOTBETCTBEHHO (puc. 64).

Y KOHTPOJBHBIX PACTEHUH KapeabCKON Oepe3bl KOJIMYECTBO Caxapo3bl B KCUIEME U
¢dosme ObUTO MpPUMEpPHO OaWHAKOBBIM (47-48 Mr/r), a BHECEHHE B IOYBY ASK30I'€HHOTO
HUTpaTa MPHUBEIO K BO3PACTAHUIO COJEp)KaHUs caxapo3bl B kcwieme (mo 61.4 wmr/r) u
cHIbKeHUI0 Bo ¢uioame (10 40.5 mr/r) (puc. 65). To ecTh, TpaJIuEHT KOHIIEHTPAIIUH CaXapOo3bl
Mexay (oMol u Kcuiaemoil mpuobpen oTpuiarenbHoe 3HaueHue (40.5 mr/r — 61.4 mr/r = -
20.9 wmr/r). Takum oOpa3oM, MeTaOONM3alMs Caxapo3bl MOJ JCHCTBHEM HUTPATOB Y
KapesnbCcKoil Oepesbl, Kak U y OObIYHOM Oepe3bl, yCHIIMIAch B TeX TKaHAX (B JaHHOM cllydae

¢dnosMa), rae poCTOBBIE MPOIECCHI MTPE0OIIaIau 10 UX BHECCHHUS.
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B KOHTPOJIb O ombIT

HUTPATHBIA a30T B MOYBeE, HUTPATHBIN a30T B KOPHSIX,
Mr/100r mouBbI mr/100r Tkanu
16 - 6 -
1.2 + [
[ T .l
08 | T
04 27
O T 1 0 T 1
var. pendula var. carelica var. pendula  var. carelica

Pucynok 66. ConepkaHrie HUTPATHOTO a30Ta B MOYBe (M HUTpPATHOTO a30Ta Ha 100 T mOYBHI)
U KOPHAX (MI HUTpaTHOTO a30Ta Ha 100 r TKaHM) B KOHTPOJIE U ONBITE€ y PACTEHUM OOBIYHON
(var. pendula) u xapenmsckoii (var. carelica) Gepe3pl. Uucina Ha aumarpamMmax — CpeIHUC

3HAYCHUS U3 5 OMOJIOTMYECKUX TTOBTOPHOCTEN. baphl — cTaHIapTHOE OTKIOHEHHE.

Bo3znelictBue HUTpPAaTOB y KapelibCKol Oepes3bl MPUBOAUT K CHUXKEHHUIO B KCUJIEME
MeTaboIM3aluu caxapo3bl 10 MHBEPTA3HOMY IYTH, BBI3bIBasi YMEHbIIEHUE B HEM KOJIMYECTBA
MapEHXUMBI, CJIEICTBUEM YeT0 CTAHOBUTCS HOpMalIU3alisl CTpPOeHHs TKaHu. HU3kuii ypoBeHb
MCIIOJIb30BAHMSI caxapo3bl B KcuiieMe Habmroancs Ha OHe YBEIMUYEHUS €€ PACIIEIUIEHUS BO
dbnosme ¢ nmomompto AMIHB, 3HaUEHUST KOTOPOM JOCTUTAIN 73 MKMOJIB/T CHIpOi TKaHH (pHC.
64), 4TO CBUAECTEIHCTBYET O CYIIECTBEHHOM BBIXOJE Caxapo3bl B anoriacT (Gaod3Mbl. ['eKkco3Hl,
oOpasyroluecs B pe3yJibTaTe paclleIuIeHUs caxapo3bl B allOIJIacTe, HE BO3BPALIAIOTCS Ha3al B
CUTOBHJIHBIE DJIEMEHTHI, a BKJIIOYAIOTCS B META0OMU3M B MAPEHXUMHBIX KIETKaX (I0IMBI.
[Tono6ubIi 3¢ dekT HabMoAaIM HA PACTEHUAX JIbHA JOJTYHLA MPU MOBBILIEHHOW MOJAKOPMKE
pactennii Hutpatamu (baramesa, 2006; Chikov et al., 2003; Chikov, Bakirova, 2004).
ABTOpPBI MPEANoNaraT, YTO MPOJYKThl HEMOJIHOTO BOCCTAHOBJICHHS] HUTpATa NpHU YYacCTHH
NO curHajibHOW CHUCTEMBbI CTUMYJIUPYIOT CHHTE3 Ka/jio3bl B CUTOBHJHBIX 3JIEMEHTaX JIMCTa
(baramesa u ap., 2010; Xamugynnuna u Ap., 2011), 94To CHUXKaAET 3arpy3Ky caxaposbl BO
¢b105My W TPUBOJUT K €€ BBIXOAY B aloIUIacT, aKTHBUPYS TEM CaMbIM amoIUIACTHYIO
VUHBEPTAa3y.

[IpyurHa CHUKEHUS y Yy30pyaThIX PACTEHHM KapelbCcKod Oepe3bl MeTabonu3anuu

Caxapo3bl B KCUJIEMC I10J] BJIMAHUCM HUTPATOB HC SACHA. Hamm JaHHBIC 110 TKaHAM OOBIYHOM
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Oepe3sl U 1O (I0dME KapeabCKo Oepe3bl, Kak W JAaHHble autepaTypsl (Jlronenosa, 2007;
bpyckoBa u ap., 2009; Hukutun u ap., 2010; Gordon et al., 1999, 2002 u ap.), moka3sIBaioT,
9YTO HUTPATHl CTUMYIHPYIOT akTUBHOCT, CC. B CBsI3M ¢ 3TUM €CTh OCHOBaHHWE CUUTATh, YTO
cHmwkenne aktuBHOCTH CC B KCHJIEME Yy30pYaThiX PACTCHUH IO BIHMSHUEM HHUTPATOB
00yCIIOBIICHO HE TIOJIaBJICHUEM DKCIPECCUH TeHOB, Koaupyromux CC, a yMEHBIICHHEM ITOTOKA
caxapossl B kcuiemy. [locnennee MoxkeT ObITh BBI3BAHO, HAPUMEP, 3aKYMOPKON Kaio30it
OOKOBBIX IOPOBBIX IOJIEH B CHUTOBHUIHBIX JJIEMEHTaX M, COOTBETCTBEHHO, OTpaHUYCHUEM
CHUMILTACTHOTO TIOTOKa caxapo3bl M3 (uio3Mbl B KcuieMy. CIeACTBHEM 3TOrO CTaHOBHTCS
pasrpy3ka (Io3Mbl 4epe3 anoruiacT U MOBBINIEHUE 3/1eCh aKTUBHOCTH ATIVHB.

TpaHcnopT ¥ BKIIOYCHHE B METAOOJMYCCKUE MYyTH HUTPOTOB MOXKET PETrYJIHPOBATHCS
yepe3 ropMoHanbHbie curHaabHbie TyTH (Krouk et al., 2011). [IUTOKMHHHBI UTPAIOT BAXKHYIO
poiib B peakiuu pacrenuii Ha HuTpatbl (Werner, Schmiilling, 2009; Ruffel et al., 2011), onu
MOTYT peryJMpoBaTh pa3Mep JIHCThEB W pa3BUTHE OO0KOBBIX KopHed (Rahayu et al., 2005;
Walch-Liu et al., 2000; Miller et al. 2015). IIuTOKMHHMHBI TPHBOIAT K YBEIUYCHHUIO
akTUBHOCTH HuUTpaTpeaykrasnl (LU et al., 1992; Suty et al., 1993; Vuylsteker et al., 1997a, b;
Brenner et al., 2005) — mepBoro ¢gepMeHTa, BOBJICKAIOIIET0 HUTPAT-aHUOH B METAOOJIH3M.
CoBceM HeaBHO MOSIBMIIACH paboTa, B KOTOPOH Ha anmukaabHOU Mepucteme Arabidopsis 6su10
MOKa3aHo, YTO PacTeHHWE B TEUCHHE HECKOJbKHX JHEH MOXKET aJanTHpOBAaTh CBOM YpOBEHb
OpraHoreHe3a K M3MEHEHUSIM B MmouBe qoctymnHoro Hutpata (Landrein et al., 2018). Baxnyto
POJIb B peaklii pacCTeHUH HAa HUTPAT MIPAIOT IUTOKUHUHBI, B YaCTHOCTH, OHH CIIOCOOCTBYIOT
pa3BuTHI0O O0KOBOro KOopHs B Mectax, Oorateix NOs, ecnu ob6mras gocrymHocte NOjz  ms
pacTeHuss HU3Kas. PacTeHue amanTUpyeTcss K COJCP)KAHUIO HUTPATOB B IMOYBE Oyarogaps
nepesiaue CUTHAJIOB JTAJIBHErO JICHCTBUS C TOMOINBIO MPEKYPCOPOB ITUTOKUHUHA, KOTOPHIC
NPOXOAAT Yepe3 pacTeHHe, MPEBPAIlalOTCs B aKTHBHBIC TOPMOHBI B MEpHCTEME MOOEroB U
moaynupyroT skcnpeccuto WUSCHEL — kmroueBoro perynstopa roMeocTa3a CTBOJIOBBIX

kierok (Landrein et al., 2018).

PesynbraTel TPOBEAEHHOTO HWCCIENOBAHHUA MOTYT OBITh  HCHOJB30BaHBI IS
OOBSICHEHHs, TOYEMY apeaj KapejlbCKOH Oepe3bl HE paclpoCTpaHAETCs Ha IJIOJOPOJHBIE
nouBbl. Ilox Bo3AeiCTBHEM BBICOKOTO YpPOBHS a30THOIO NMHTaHUS (HUTPATOB) B KCHIIEME

KﬂpCJ’IbCKOﬁ 66[)631)1 CHMIKACTCA MCTa6OJ'H/ISaHI/I$I caxapo3nl IO CaxapO30CHUHTA3HOMY H
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WHBEpTa3HOMY NyTH. llepBoe BeneT K yMEHBIIEHUIO IPUPOCTOB KCUIIEMBI, BTOpPOE — K
CHI)KCHMIO B HEH COJEp)KaHUsA IApeHXHUMBI, T.€. OTCYTCTBHUIO Y30pYaTOM TEKCTYpBI
npesecunbl. Caxapo3a, OCTyHarouast U3 JUCThEB, pacxonyeTcs Bo (iosMe. 31ech ¢ yyacTUEM
alloIUIACTHOM  MHBEPTa3bl OHAa HHTEHCUBHO HCIOJB3YETCS B  PEAKUUAX  3alacHOro
MeTa0oMu3Ma, 4YTO MOJAEPKUBAET IKHU3HEAEATEIbHOCTh CYIIECTBYIOIIMX U 0OOpa3oBaHUe
HOBBIX KJIETOK 3amacarouieil mapeHxumsl. 1103ToMy OTIMYUTENBHONW OCOOEHHOCTBIO Oepes,
IIPOM3PACTAIONIMX Ha IUIOAOPOJAHBIX MOYBAX, CTAHOBUTCS TOJICTAas KOPA, @ MAKCUMaJIbHBIM

BBIpOXXCHUEM ATUX TCHJCHIINHN — MosBIeHUE rpyOokophix Gpopm 6epesnl (Hosurikas, 2008).
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6.2. JlocTymHOCTH MOABHMKHOIO a30Ta B I04YBEe OKa3blBaeT BJIMSIHHE Ha
NposiBJICHHE MPU3HAKA Y30PYaTOCTH [IPeBeCHHBbI Y KapeabcKoil 0epe3bl

B npenpinymem paszaene OblUTM NMpEACTABICHBI JaHHBIC, TOKA3bIBAIOIINE HA IpUMepe 6-
JETHUX PpAaCTEHUM KapelbCKOW M OOBIYHOW Oepe3bl BO3MOYKHOCTh SKCIEPUMEHTATbHOU
perymsiuun  HutpatroM aktuBHocth CC u AnMHB B mepuon kamOuanbHOro pocta. B
€CTECTBEHHBIX YCJOBHMSX IPOM3PACTAHUS PACTEHHI KapelbCKOW Oepe3bl HCCIeI0BaHUE
BJIUSHUSL TIOYBEHHOTO IUIONOPOAMS Ha (EepMEHTHl MeTaboJM3alliid caxapo3bl paHee He
IpPOBOAWIOCh. B CBA3M € 3TMUM MBI NOCTaBWIJIM NEpe]l COOOW II€NIb BBISIBUTH IOYBEHHBIE
YCIIOBUS, B KOTOPBIX HapylleHHe OOMeHa BEIIeCTB, MPOSBISIONICeCS] B W3MEHEHHUH
cootHomieHuss aktuBHoctn CC m AnMHB, a, clIeaoBaTeNbHO, W NPOSBICHHE Y30pYaTOCTH
JIPEBECUHBI OYJIET BHIPAKEHO B OOJIBIIEH CTEICHHU.

B 1nouBax JOCTYMHBIH pacTEHHAM a30T MPEICTaBIEH TIaBHBIM 00pa3oM B Gopme NH,"
u NO;. KaTnoHel aMMOHHS XOpOIIO aJCOPOMPYIOTCS OTPHUIATENBHO 3apsKEHHBIMU
YaCTUIAMU TOYBbI, MEHbBIIIE BHIMBIBAIOTCS OCaJKaMH, U IMO3TOMY B MOYBEHHOM PAacTBOpPE UX
KOHIIEHTpAIUs 3HAUMTENLHO Bhille, ueM HuTpatoB. Conepxanue NH," B mouse 3aBucur ot ee
000TraieHHoCTH TyMycoM, aMMOHHU(uKaius (MepeBOJ OPraHMYecKoro a3oTa Tymyca B
aMMOHMIHYI0O (QOpMYy) KOTOPOTO MPOUCXOAUT 3a CYET JAESITENIbHOCTH TIOYBEHHBIX
reTepoTpoHBIX MHKPOOPTraHU3MOB. MHUKpPOOHBIE COO0OIIEeCTBa MMOYB OEpe30BBIX JIECOB
pa3BHUBAIOTCS B YCJIOBMSX MOCTOSIHHOTO MPUTOKA JOCTYIIHBIX PECYPCOB U3 JINCTBEHHOIO OIaja
(KasumupoB u np., 1978), 4uto AemaeT MHTEHCUBHOW MHUHEpATU3AIMI0 U TpaHCHOPMAIUIO
OpraHM4YecKoro BemiecTsa. [loBpllIEHME aCCUMWIALMM a30Ta JAPEBECHBIMU PACTEHUSIMU
JOCTUTaeTCs 3a cyeT oOpa3oBanus mukopusbl (Suarez et al.,, 2002; Castro-Rodriguez et al.,
2017). ITouBsl Oepe3HsakoB Ooratel OakTepusmMu 1 akTHHOMUIIeTamMu (['epmanoBa, MenBenesa,
2006), B HMX OOHapy)XKeHa BbICOKas HUTpOreHa3Has akTUBHOCTH (Mawmaii, 2014), 4TO0 MOXET
CBUJIETEJILCTBOBATh 00 MHTEHCHUBHBIX MUKOPU3HBIX MpoIeccax.

Hutpar-uonst o0pasyiorcs B mouBe B mporecce HUTpHUPHUKAMH. OHH IUI0XO
(buKCUPYIOTCS B TIOYBE U JIETKO BBIMBIBAIOTCS TTOYBEHHBIMHU BOJIaMU B OoJiee TIyOOKUE CIOU.
[Tornomennsle HUTPATBl MOTYT BKIIOYATHCS B META0OMM3M pPACTEHUH TOJIBKO IMOCIEe
BOCCTaHOBJIEHUSI MX J10 aMMoHus. [lepBbIM (epMEeHTOM Lenu BOCCTAHOBJICHHS HUTPATOB
apisietcst Hutparpeaykraza (HP, EC 1.7.1.2). HP xatanusupyeT nepeHoc IByX 3J1€KTPOHOB OT

BoccTaHoBlieHHOro HAJI(®)H k Hutpaty ¢ 00pa3oBaHreM HUTPUTA, KOTOPBI B CBOIO OUEpEb
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BoccTaHaBinuBaeTcs Hurputpeaykrazon (EC 1.7.1.4) no ammonus. Cuurtaercs, 4TO
HUTpPATPEAYKTa3Has peaklus sIBISIeTCS TUMUTHPYIOIIUM IIaroM B IIETH aCCUMIIIALINU a30Ta B
pactenun (Campbell, 1999), mostomy HP paccmaTtpuBaroT kak Kito4eBo (hepMEHT B a30THOM
merabonu3me (Huber et al., 1996a; Kaiser et al., 1999; Stitt, 1999). [To aktuBnoctrn HP moxHO
CyIuTh, Kakas (opma MOJABMKHOTO a30Ta HCIOJB3YETCS pAacCTEHWEM B TE€X WJIH HWHBIX
ycioBusix. B cBA3u ¢ aTuM, Hapsay ¢ GepMeHTaMu MeTa0OoJIM3alMy Caxapo3bl, Y pacTeHUM
KapeJnbCcKO Oepesbl, MPOU3pacTaloNIMX Ha Pa3HbIX MO IJIOJOPOAMIO YYacTKax, Mbl U3YYWIH
akTuBHOCTH HP — Ki1toueBoro gpepmeHTa acCCUMUIIALIMN HUTPATOB.

HccnenoBanue mMpoBOAUIM HA PACTEHHSIX KapesibCKoM Oepesbl, Mpou3pacTarolux Ha
JecoceMeHHbIX MmuaHTanusx B PecnyOnuke Kapenus. Bputo BblneneHo ueThlpe ydacTka,
Pa3IMYaOIIMXCS IO TOYBEHHBIM YCIOBUSIM.

[lepBeiif yyacTOok 3aHMMaeT 2.6 ra, XapaKTepU3YyeTCS HOPMAJIbHBIMH YCJIOBHUSIMHU
yBlaxHeHus. HamouBeHHBI TOKpoB mpenctasiaeH Vaccinium myrtillus, Rubus saxatilis,
Geranium sylvaticum, Trientalis europaea, Poaceae spp, Solidago virgaurea, Convallaria
majalis, Polypodiophyta, Anthriscus sylvestris. Bo3pact nepeBbeB coctaBui 23 roga (puc.
67A).

Bropoii ydactok 3anumaet 2 ra. OH pacnojaraetcsi B HU3MHHOM 4YacTH IUIAHTAlUHd U
XapaKTepU3yeTcss TOBBIIMICHHBIM yBJIQKHEHHWEM. HamouBeHHBI TMOKPOB B OCHOBHOM
npencraeieH MxoM Polytrichum commune, a Taxke Vaccinium vitis-idaea (rare), Epilobium
angustifolium. Bospacr uccneayemsix pactenuii 25 net (puc. 67b).

Tperuit yuactok 3anumMaer 0.8 ra. Y4acTok MMeEeT BCXOJIMIICHHBIN CIIOKHBIN penbed,
pacnojlaraeTcsi B HHU3MHHOM YacTW IaHTanuu. lmeercs MHOro JMCTOBOrO Omaja.
Hamousennsiii mokpo coctoutr u3 Calluna vulgaris, Vaccinium vitis-idaea, Pleurozium
schreberi, Cladonia. Bospact pacrenwuii 23 rona (puc. 67B).

UeBepThlii ydacTOK 3aHMMaeT |.2 ra. Y4acTOK pacnoJIOK€H Ha BEpIIMHE XOJIMa.
OpraHoreHHbI TOPU30HT MPEACTABICH B OCHOBHOM OIaJIOM MPONLIOro roaa. HamouBeHHbIN
nokpoB cocrouT u3 Calluna vulgaris, Vaccinium vitis-idaea, mxos (Pleurozium, Polytrichum)
u mumaitaukoB (Cladonia). Bospacrt pactenunit 23 rona. PacTeHns HaXOIWIMCh B COCTOSTHHH

yraeteHusi, 6onee 20 % nepeBbeB ociadneHs! (puc. 671).


https://ru.wikipedia.org/wiki/Geranium_sylvaticum
https://ru.wikipedia.org/wiki/Solidago_virgaurea
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Ha kaxmom ydacTke MBI OTOMpanu 1Mo 5 pacTeHUd ¢ y3opyarod u Oe3y3opuaroit
CTPYKTYpOM JApEBECHHBI. Y30pyaThleé PACTCHHsS OTIMYAJIUCh MEXIy CO0OW IO CTENeHH

nposiBiieHus y3opa (puc.4. 11-3).

Vyactok 1 VYyacTok 2 VyacTok 3 VyacTok 4
(44,80, 108) (43,124, 61)

o R "

Pucynox 67. Buemnuii Bua (A-I'), okopenHass moBepxHOCTh cTBoia (/[-3) u momepednbie
cnuibl ctBonia (M-M) nepeBbeB KapenbCkoil Oepesbl, mpouspacTtaromux Ha yyactke 1 (A, 1,
N), yaactke 2 (b, E, K), yuactke 3 (B, XK, JI) u yuactke 4 (I', 3, M). B ckoOkax ais Kaxmaoro
y4acTKa MpeACTaBIeHbI 3amachkl OCHOBHBIX 35ieMeHToB nutaHus (N, P, K) B 25 canTumeTpoBoM
cioe mouB, kr ra”. Haj crimmamu nudpamu ykasaHa MIIoIIa1b TApeHXHMHBIX BKITIOUCHHH (%)

2 .
B IPAMOYTOJIBHUKE 5 cM” B epudepuaeckoii 30He nonepeyHoro cnwia. Bar — 1 cm.
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HacepimeHHOCTh prCYHKA IPEBECUHBI KOHTPOJIUPOBAINA HA IMOMIEPEYHBIX CITHJIAX CTBOJIA.
Crnun numdoBanmu u  dortorpadupoBanu. Co CTOPOHBI TOCHEAHUX TOJAMYHBIX KOJIEIl
JPEBECHHBI Ha CIIWJIE BBIOMpAIU Y4acTOK B BUJE MPsSMOYrojibHUKa 2x3 cMm. HacklleHHOCTh
PUCYHKa JPEBECHHBI OICHUBAIM 110 IUIOMIAJH, KOTOPYIO 3aHMUMAIH TEMHBIE BKIFOUCHHUS
(mapeHxuma) B STOM MpPsIMOYTOJbHUKE. M3MepeHHs MPOBOJWIM C TMOMOIIBI0 MPOrpaMMBbI
Mopdomnorus 5 (Buaeorect, Poccust). [lnomans napeHXUMHBIX BKIIOUEHHI TMpeACTaBiIeHa B
OpOLEHTaX OT IUIOWIAAN BBIAEIECHHOTO MpsAMOyronbHHKa (puc. 67. VMI-M). DTu nanHeie Mbl
paccMaTprBalii KaK MOKa3aTeNb CTEIICHN MapeHXUMATHU3AINH IPEBECUHBI U UCITOJIB30BAIIH IS
OIICHKH CTeNeHu ee y3opyaTtoctu. Kaxaoi rpynne Obut mpucBoen 6amt ot 0 go 3. K nepsoit
rpymme (0 6amioB) OTHOCWIHMCH Oe3y3opuaThie pacTeHus, KO BTopoi (1 Oamn) — y3opuarsie
pactenus yuactka 3 (puc. 67 XK, JI), k Tpetweii (2 Oamia) — y3opyarble pacTeHHs ydacTka 1
(puc. 67 JI, ) u x derBepToii — y3opuarbie pacteHus ydactka 2 (puc. 67 E, K) u yuactka
4(puc. 67 3, M).

OT60p 00pa3IoB MPOBOAMIN B MEPUO aKTUBHOTO KaMOuansHoro pocta 01-03.07.2016.
Ha ananu3 oTOmpanu Kcuiaemy, KyJla BXOAMIIM CIIOM KCHJIEMBI TEKYIIETo Toaa, u (iosMmy,
BKIIIOUAIOIIYI0 KaMOManbHYIO 30HY, TMPOBOIANIYyI0 (JI0SMY UM HEKOTOPYIO  YacTb

HEMPOBOISIICH (PIIOIMBL.

6.2.1. XapakTepucTHKa TIOYBCHHBIX YCIOBHUH U TOTpeOHOCTH Oepe3bl B AJIEMEHTax
MUHEPATBHOTO MTUTAHUS

[TouBbl paiioHa wucciaenoBaHus ObUIM Ha3BaHbl B cooTBeTcTBHM ¢ International
classification system of the World Reference Base (IUSS Working Group WRB 2014).
[TouBeHHBIN MOKPOB UCCIICIOBAHHOM Tepputopuu npeactasieH Entic Podzol u Gleyic Podzol.
HccrnenoBanHble YYacTKA pa3iHYaIdCh IO YPOBHIO €CTECTBEHHOTO IUIOJOPOIHUS, O YeM
CBUJICTEIBCTBYIOT PA3JIMYMs 3a[IaCOB OCHOBHBIX 3JIEMEHTOB MUTAHUS B KOPHEOOUTAEMOM CJI0€
(tabmn. 7).

[TorpeOHOCTE Oepe3bl B AIIEMEHTaX MUHEPAIBHOTO MUTAHHUS 3aBHCHUT OT BO3pacTa U
NPOU3BOAUTEIBHOCTH JIPEBOCTOS W JIMMHUTHUPYETCS TOYBEHHBIMU ycioBusMu. Haumbonee
AKTUBHOE MOTPEOJICHHE SJIEeMEHTOB MHHEPAJIHHOTO MUTAHHS PACTCHUSIMHU Oepe3bl M3 TOYBHI
Habmomaercs 1o 30 yer, 3aTeM OHO pe3Ko cokpamiaercs. B 25-netHem Oepe3Hsike TpaBHOM

€XKETOHBIN BHIHOC OCHOBHBIX 3yieMeHTOB MuHepanbHoro nutanus (N, P, K) cocraBnser 74,
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-1
8.3, 25 xr ra~ (basuneBmu, TutnsnoBa, 2008), a B Oepe3Hske pasHoTpaBHOM | Kiacca

oonwntera 120, 77, 12,6 xr ra’ (PemesoB u nip., 1959).

Tabnmuua 7. 3anmackl OCHOBHBIX OJJIEMEHTOB IUTaHUS (AOCTYNHBIX pacTeHusM) B 25-

-1
CAHTUMCTPOBOM CJIOC ITIOYB, KT I'd

Ne yuactka N P K
1 104 65 146
2 67 34 67
3 44 80 108
4 43 124 61

W3 mpencTaBIeHHBIX TaHHBIX MOKHO 3aKJIIOYHTH 9TO, y4acToK 1 (mouBa JepHOBO-
CpeIHe-TToI30/IMCTas, Cylecyanas, kameHucras, Entic Podzol) otHocuTcst kK HOpMe 1Mo 3amacam
HOABHKHBIX (OPM OCHOBHBIX DJIEMEHTOB IHTaHUS, Yy4acTOK 2 (mouBa TOPHAHHCTO-
HO/I30JIMCTO-TIIeeBaTas cynecuanas, Gleyic Podzol) xapakrepusyercst MOHKEHHBIM YPOBHEM
JOCTYIIHOTO a30Ta M CHIDKCHHEM MHUHEpAIN3allii B YCIIOBHMSAX YBIIQXKHEHHUS, Y4acTOK 3 U
y4yacTok 4 (moyBa MOBEPXHOCTHO-TIOA30JMCTas mecuanas, Entic Podzol) — neduiur asora Ha

¢done noBeIIeHHOTO (ocdhopa, 0OCOOECHHO YIaCTOK 4.

6.2.2. Mopdonoruueckasi XapakTepUCTHKA PACTEHUN

besyzopuatbie pacteHus kapenbckod Oepe3bl Ha ydacTke 1 MMenu camble OOJbIne
JMaMeTp M BBICOTY. Y PAacTeHHUIl Ha y4JacTKe 2, 0 CPAaBHEHHUIO C y4acTKOM 1, yMeHbIIaeTcs
BbicOoTa B 1.2 paza (p=0.007) u nuametp ctBoia B 1.5 paza (p=0.001). Pacrenus yuactka 3 mno
BBICOTE U JMAMETPY CTBOJIa JOCTOBEPHO HE OTIMYAIMCh OT pacTeHui yudacTka 2. Pacrenus,
mpouspacTarone Ha ydactke 4, Obutn B 1.7 pasza Hmwxke (p=0.007) u B 1.4 pa3za ToHbIIE
(p=0.005), mo cpaBHEHHIO C pacTeHUSAMH y4acTka 3 (puc. 68).

VY3opuaThie pacTeHus ydyactka 1 u ydactka 2 6b11u B 1.4 pasza Touiie pacTeHul yyacTka
3 u yuactka 4 (p=0.001) (puc. 68). PacTtenust yuyactka 1 ObUIM BbIllIe pACTCHUN ydyacTka 2
(p=0.003) (puc. 68). HachimeHHOCTh TEKCTYPHI JIPEBECUHBI KapelbCKOW Oepe3bl 3aBUCUT OT
KOJINYECTBA BKJIFOYCHUN MAapeHXUMBI, KOTOPBIC CO3JA0T Ha CHHJIAX XapaKTepHBIA y30p. Y
pacteHuii ywactka 2 u ydactka 4 creneHb mnapenxumaruzamuu (13.3% wu  18.4%
COOTBETCTBEHHO), a, CJICJIOBATEIbHO, M CTENEHb y30pYaTOCTU JIPEBECHHBI, ObLTM BHIIIE, IO

CPaBHEHHIO C pacTeHUsIMH ydacTka | u ywactka 3 (puc. 67). Pactenus yuactka 4, 1o
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CPaBHCHHIO C PACTCHUSMH y9acTKa 2, OBUIM HIDKE M MMENIM MEHbIIHH nuaMeTp (puc. 68). V
pacTeHMi y4yacTka 3 y30p4yaTOCTh APEBECHHBI OblIa camas ciabas (puc. 67 XK, JI). Otm
pacTeHus Mo BBICOTE€ HE OTJIMYAIMCh OT PacTEHUHl ydyacTka 2, HO ObLIM TOHbIIE UX (puc. 5).
Takum o0pa3zoM, Ge3y3opuaTbhle pacTE€HHUs IO BBICOTE W/MIU AUAMETPY ObUIM OOJbIIE, YeM
y30p4aThle PacTeHHUsl ¢ TOro ke ydyacTtka. CHU)KEHHE IJIOJOpPOJUsS MOYBBI KOPPEIUPOBAIO C

YMEHBIIEHUEM MOP(POIOTUYECKUX Pa3MEPOB PACTEHUM.

be3y3opuarbie pacTeHus

16 BBICOTA, M 16 AUaMeTp, cM
12 12
8 8
4 4
0 0
yal yu2 yu3 yud yal yu2 yu3 yu4d
Y3opuarble pacTeHUst
12 BbICOTAa, M 12 JaUaMeTp, CM
8 8
4 4
0 0
yal ya2 yu3 yu4d yal yu2 yu3 yud

Pucynox 68. Mopdonoruueckue xapakTepUCTUKH (JUaMeTp CTBOJIa Ha BbicoTe 1.3 M, cM H
BbICOTa CTBOJIa, M) Oe3y30pyaTblX M Y30p4aTbIX pAcTEHUH KapelbCckoi Oepessl,

MPOU3PACTAIONINX Ha PA3HBIX TI0 YPOBHIO IIOIOPOJIUS TTOYBHI yuacTkax (y4. 1-4).

6.2.3. CHmwkeHHe TUIOJOPOJAWsS  TIOYBHI  YMEHBIIACT  METAa0OJM3AIMI0  Caxapo3bl
caxapo30CHHTAa30i Ipu (OPMUPOBAHUN HOPMATIBHON IO CTPYKTYPE APEBECHHBI Oepe3bl

Y 0e3y3opuaThlX PpACTCHHI, HE WCIBITHIBAIONINX HEJOCTaTKa B JOCTYITHOM a30Te
(yuacrok 1), aktuBHOCTH CC B 30HE pocTa U audhepeHIranuy KCUIeMbl Oblia camast BBICOKAsI
u jocturana 143 wmxmonb/mMr Oenka (puc. 69). Pactenust xapakTepu30BaUCh CaMbIMU

OOJNBIIMMH TUAMETPOM U BBICOTOM cTBOJA (puc. 68). DTO coracyercst ¢ MoIy4YeHHBIMH paHee
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JTAHHBIMHU, KOTOPBIE JIEMOHCTPUPYIOT KioueByto poib CC B meTaboiM3anuu caxapo3bl B
KaMOMaJbHOW 30HE Oepe3bl pu (OPMUPOBAHUU KCHIIEMBI ¢ HOPMAJILHOW CTPYKTypo# (TiaBa
3). V pacrenuii, mpouspacraromux Ha ydactke 1, aktuBHOcTh HP B kcmieme cocraBuma 229
HMOJIB/MI' Oejlka W Oblla HAMHOTO BBIIIE, YeM BO ¢uioame (5 HMoub/Mr Oenka) (puc. 70).
Bricokas aktuBHOCT, HP cBHAETEIBCTBYET O TOM, 4TO O€3y30pUaThie pacTCHHS Ha ydacTke |

HC UCIIBITBIBAJIM HEAOCTATKA B JOCTYITHOM a30T¢C.

AxktuBHOCTL CC

Be3y3zopuarbie pactenust

200 KcUJIeMa 200 daodsma
150 150
100 100
50 50
0 0
yal ya2 ya3 yuéd yal ya2 ya3 yu4

Y3opuarble pacTeHHs

120 KCHjiema 120 dr0dMa
80 80
40 40
0 0
yal ya2 ya3 yuéd yal ya2 ya3 yu4d

Pucynok 69. AxtuBHocTh caxapo3ocuHTasbl (CC) (MKMOIb 00pa30BaBIIEHCS caxapo3bl HA MT
Oenka) B kcuijeme M (uiodme 0e3y30puaThiX U y30pUaThIX PACTEHUM KapelbCKoW Oepesbl,

NPOM3PACTAIONINX HA Pa3HBIX 110 YPOBHIO IDIOAO0POANS MOYBHI yyacTkax (yd4. 1-4).

CHmKeHue ypoBHS a30Ta B NOYBE HAa y4acTKe 2 MPUBEJIO K CHIKEHHUIO aCCUMMIIALINU
HUTPATOB B KcuieMme. Tak, y 0e3y30p4aThiX pacTeHuil akTHBHOCTH HP B kcmieme cHuU3MIIach
1o 30 umone/Mr Genka, Bo (iosme He m3meHmnachk (puc. 70). M3BecTHO, YTO JOCTYNMHOCTD

a30Ta — 00U TUMHUTUPYIOLINH (aKTOp ISl pOCTa M pa3BUTH AepeBbeB. [10UBBI Ha ydacTke
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2 TONYrHIPOMOP(HBIE C MEPHOANYCCKHM H30BITOYHBIM YBIOKHEHHEM, B OTHX YCIOBHUIX
3aTpyqHeHa MuHepammsamus asora (Razgulin, 2012, 2014; Devito et al., 1999) u NH,"
CTaHOBUTCSI OCHOBHBIM MCTOYHHKOM JIOCTYITHOTO a30Ta. B YCIIOBUSIX CHIIKEHHSI TIOJBHYKHBIX
¢GopM a3ora B MOYBE JIPEBECHBIC PACTEHHS AKTUBHO YYAaCTBYIOT B 0Opa30oBaHUH MHUKOPH3HI,
HOBBIIIAs TEM CaMbIM IOCTYIUIeHHE a30Ta B ¢opme ammonus (Suarez et al., 2002; Castro-
Rodriguez et al., 2017). Bo mHorux paGoTax ObLIO HOKa3aHo, uTo npucyrcteue NH, B
UTAaTEIbHOM pacTBOpe MokeT mHruouposaTh mocrymiecaue NOjz (Forde, Clarkson 1999) u
cHmwkath aktuBHocTh HP (Geiger et al., 1999; Matt et al., 2001). Bo3moxHo, Ha y4acTke 2
CHIDKAETCSl TIOCTYIJICHHE HHUTPATHOTO a30Ta, YTO OTPAKACTCS B CHIKCHHHM ACCUMWISIIAU
HUTpaToB B Kcwieme. CHuxeHue aktuBHocth HP B kcuneme Oe3y3opuarhiX pacTeHUN
cornpoBokaaeTcst cHmkenneM B 2.1 pasza aktuBHocTH CC (67 MxMmoiaws/Mr Oenka) (puc. 69).

[Tpu 3TOM yMeHbIIar0TCS MOP(HOIOTUIECKIE TapaMeTpbl pacTeHus (puc. 68).

6.2.4. BospacTtanue HUTPATPEAYKTa3HOW AaKTHBHOCTH MOXET YBEIWYMBATh aKTUBHOCTH
Caxapo30CUHTA3bI

VY Ge3y30opuaThiX pacTEeHUU, MPOU3pacCTAIOUX TpH AePuiuTe azora (ydactku 3 u 4),
HaOroanacy camasi Beicokass aktTuBHOCTh HP B kcuneme (585 u 247 umons/mMr Oenka) u BO
¢doame (26 u 60 umonb/mMr Oenka) (puc. 70). B cBA3M ¢ 3THM BO3HHUKAET BOMPOC: MOYEMY Y
pPaACTEeHHI, pacTyIIUX HA MOYBAX C CHJIBHBIM JeQUIMTOM a3ota (ydactku 3, 4), aktuBHOCTH HP
B KcuiieMe Bo3pactaer? B mouBax ydacTkoB 3 U 4 yBENTMUYHMBAETCS KOJIMYECTBO MOABHXKHOIO
dochopa (taba. 7). Coornomenue P/N B mouse cocraBuio 4.8 u 6.6 misg ydactkoB 3 u 4
COOTBETCTBEHHO. M3BECTHO, UTO BIMSIHME MUKOPH3000pa3oBaHus Ha akTUBHOCTh HP 3aBucur
ot ¢ocharnoro nuranus (Oliver et al., 1983). IIpu BbICOKMX KOHIIEHTpaiusx P B mouse
o0Opa3oBaHHe MHKOPH3BI, Kak mpaBuio, moaasisercss (Johansen et al., 1994). YcraHosnen
orpunatenbHbll  3ddext ¢dochopa B yCHOBUAX TOHMKEHHOH JOCTYMHOCTM a30Ta Ha
oOpa3oBanne MUKOpu3bl. [lokazaHo, 4TO 1T ONTHUMHU3ALNUN CKOPOCTH MHUKOPHU3000pa30BaHuUs
HeoOXxoauMo noepkuBath otHomeHue P: N okoso 3 (Brun et al., 1995).

IToBbimenne aktuBHOCTM HP ykaspiBaeTr Ha BoO3pacTaHuEe IOCTYIUICHUS HUTPATOB,
0COOEHHO y pacTeHui ydacTka 3. HutpaT-aHWOH, SBNSASCH CUTHAJIBHOW MOJIEKYJIOW, MOXKET
HETIOCPE/ICTBEHHO BIUSATH HA DKCIIPECCUIO TEHOB, CBSI3aHHBIX yIiIeBOJIHBIM oOmMeHoM (Kaiser,

Huber, 2001). HutpaTsl MOrIM NpHBECTH K YBeIUYeHUIO B Kcuieme aktuBHocTH CC y
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pacTeHuil yyacTka 3, 1o cpaBHEHHIO ¢ yuacTkoM 2 (puc. 69). B kcuneme pactenuii ¢ yuactka 3

aktuBHOCT, CC Oputa Beime (90 MKMoONb/Mr Oenika), 4eM Yy pacTeHHH ¢ ydacTka 2.

VBenuuenne aktuBHOCTH CC y pacTeHHid, pacTyluX Ha HUTPATHOM IIUTAaHWHU, HE pa3

ormedanioch B jureparype (Raab, Terry, 1995; Hukutun, M3maiinos, 2016). BeposrtHos

no3TomMy Oe3y3opyaThle pacTEeHUsi ydacTKa 3 HE OTIMYAIUCh 10 MOPQOIOTUYECKUM

XapaKkTepUCTUKaM OT pacTeHuid ydactka 2 (puc. 68).

Camas Hm3kas aktuBHOCTH CC (37 MKMOIB/MI Oenka) HaOMroJanach y pacTeHHH C

yaactka 4 (puc. 69). [Ipu 3ToM 3TH pacTeHus ObUIM CYIIECTBEHHO HUKE W MMETH MEHBIIHHA

nuametp (puc. 68). AkruBHocth CC Bo (b109Me B IEpHOJ aKTHBHOIO KaMOHMAaIbHOI'O pOCTa

obuta B 3-10 pa3 MeHblie, yeM B kcuieme (puc. 69).
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Pucynok 70. AktuBHOCTH HUTpaTpeaykrasbl (HP) (MkMoms 00pa3oBaBIerocss HUTpUTa Ha MT

Oenka) B kcujeme M uiosme 0e3y30puaThIX U y30pyaThIX pPACTEHUM KapelbCKol Oepessl,

NPOH3PACTAIONINX HA PAa3HBIX 110 YPOBHIO IDIOAOPOANS MOYBHI yyacTkax (yd4. 1-4).
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6.2.5. CHmWKeHHe TOJBIKHOTO a30Ta B IMOYBE YBEIMYUBACT METAOOJM3AIMIO Caxapo3bl IO
arnoIJIaCTHOMY IYTH Y Y30p4aThIX PaCTCHHM KapelbCKon Oepe3bl

Cambrit nyqmnii y30p Ha (hOHE aKTUBHOTO POCTa KCUJIEMBI (DOPMHUPOBAJICS y paCTEHHI C
yaactka 2 (puc. 67 E, K). ¥ aTtux pactenuit B npeBecuHe ObIJIO OOJIBIIE TEMHOOKPAIICHHBIX
BKIIIOUEHUH, oOOpa3ylommxcs B pe3ylbTare MNapeHXMMaTU3allMd  TKAaHEeW  CTBOJA.
dopMUpOBaHUE y30pUaTOil JPEBECUHBI MPOTEKAET Ha (JOHE MOBBIIIEHHON akTUBHOCTH AnIHB
Bo ¢uiosme (puc. 71). Ecau y 6e3y3opuaThiXx pacTeHui akTHBHOCTh AnMHB Bo dioame (7-8
MKMOJIb/T CBIPOM TKaHM) HE OTIMYAJIaCh Y PaCTEHUMN, IPOU3PACTAIOIIUX HA PA3HBIX 110 YPOBHIO
IUIOJIOPO/IMA Y4acTKaxX, a B KCHJIEME B MEpPHOJl aKTUBHOI'O KaMOMalIbHOTO pocTa Obuta B 5-15
pa3 MeHblie, 4eM BO ¢iioomMe, U kojebanack B Auanazone 0.5-1.5 MKMOJIB/T CBIPOM TKaHU, TO
BO (JI09ME€ y30pUaTHIX PACTEHHM ydacTKa 2 3HAYCHUE €€ JIOCTUTANO0 57 MKMOJB/T CHIpOH
TKaHu (puc. 71).

B3aumocBsa3p Mexay akTUBHOCTBIO ATNMHB W MOYBEHHBIMU YCJIOBHUSIMH MOKET OBITh
cienyromieil. Y y3opuaThix U 0€3y30p4aThlX pacTEHUM ydyacTKa 2 TPOUCXOTUT CHIKEHHE
aktuBHOCTH CC (puc. 69) Ha (QoHE CHWIKEHUS MOJBHKHOTO a3oTa B mouBe (Tabn. 7) u
aktuBHOCTH HP B Tkamsx crtBoma (puc. 70). Y y3opyaTblX pacTeHHil, N0 CPaBHEHHIO C
0e3y30p4aTbiMu, BbIIIE HCIOIb30BAHUE CaXapo3bl B CTBOJIE 3@ CUET YBEJIMUYEHUS aKTUBHOCTH
AnHuB (puc. 71). Hanuume 3TOro KOMIIEHCATOPHOI'O MEXaHH3Ma SBISETCS OCOOCHHOCTBHIO
y30puaThIX PaCTEHH: B IEPHO]] KaMOUATBLHOTO POCTAa MEHbBIIIAsi META0OIU3aIMs CaXxapo3bl 1O
Caxapo30CHHTA3HOMY IYTH COIMpPOBOXKAAETCS YBEJIMYEHHWEM €€ MeTabojau3aluuu 10
WHBEPTA3HOMY ITYTH B KCUJIEME U, 0COOEHHO, BO ()J109Me, UTO BEAET K YCUIICHHOW IeHepalluu B
HUX Tekco3 (rmaBa 3). M3 anoruracta rekco3bl OCTYMAOT B KJIETKY, IJIe MOTYT PAacX0I0BaThCs
Ha momojgHeHne mnyna Y JD-TioroKo3bl, HEOOXOJMMOTro JUIS CHHTE3a IOJHCaxapuioB
KierouHblx cTeHok (Amor et al., 1995; Gerber et al., 2014; Barratt et al., 2009; Koch, 2004;
Coleman et al., 2009; Haigler et al., 2001; Bieniawska et al., 2007). Tak, y3opuaTtsie pacTeHHs
ydacTka 2 He OTIMYATCS 0 MOP(OJIOTUYECKUM IMapaMeTpaM OT Y30pUaThiX PACTCHHI ydacTKa
1 ¥ He OTIMYAIOTCA TO BBICOTE OT Oe3y30puarhiX pacTeHui ydactka 2 (puc. 68). C mpyroit
CTOPOHBI, T€KCO3bI MHIYIIUPYIOT peakiuu 3amacHoro merabonusma (Smeekens, 2000; Koch,
2004; Rolland et al., 2006), 4To BemeT K YBEIMYCHHIO KOJHMYCCTBA 3allaCHBIX BEIICCTB U
COINPOBOKJAETCS YCWICHHEM NapeHXUMaTU3alluy KCUJIEMbI Y pacTeHHuil yyactka 2 (puc. 67 E,

K), o cpaBHeHHt0 ¢ pactenusimu yuactka 1 (puc. 67 11, 1).
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Pucynox 71. AKTHBHOCTH amoruiacTHOW wHBepTa3bl (AnMHB) (MKMOJBL pachaBIICHCs
caxapo3bl Ha I' CHIpOM TKaHH) B Kcujaeme u Quosme 0e3y30pHaThiX U y30pyaThiX pacTEHUN

KapeJnbCKOW Oepe3bl, MPOU3PACTAIONINX HA PA3HBIX 10 YPOBHIO IUIOJOPOJUS MOYBBI Y4acTKaX

(yu. 1-4).

Hcxonast u3 ckazaHHOTO, MOKHO MPEANOI0KUTh, YTO HEKOTOPOE CHUKEHUE TUI0JOPOIUS
MOYBBI U ACCUMUWJISIIMA HUTPATOB B TKAHSAX CTBOJA OJArOMpPUSITHBI JIJIsl TIOJYYEHHUs PACTCHUM
KapenbCKOW Oepe3bl C BBICOKOM CTENEeHbID Y30pYaTOCTH JIPEBECHHBI M BBICOKHMH

TaKCAalMOHHBIMHU IMapaMETpaMU.

6.2.6. BospacTtaHue HHUTpaTpeIyKTa3HOM AaKTUBHOCTH  OTPUIIATENIbHO  BIUSET Ha
dbopMHupoOBaHUE y30pUaTON APEBECUHBI Y PACTEHUM KapelIbCKOM Oepe3nl
VY30puaTele pacTeHUs yyacTKa | HE UCHBITBIBAIOT HEIOCTaTKa B OCHOBHBIX

MHUHEpaIbHbIX d7eMeHTaX. AKTHBHOCT, HP B kcuieme y pactenuii yuactka 1 (81 HmMomb/mMr
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Oenka) B 9 pa3 BbIIIIe, [0 CPABHCHHUIO C pacTeHUSMH ydacTka 2 (9 Hmonb/Mr Oenka) (puc. 70).
dopmupoBaHrue Kcuiembl y HUX uaeT Ha (oHe Bbicokoil aktuBHocTd CC (70 MKMOJIB/MT
oenka) (puc. 69), B pe3ynabrare pacTeHUS MMEIOT BBICOKHE TaKCAIlMOHHBIC MapaMeTphl (pHC.
68). [loBeimenne metabonm3anuu caxapossl Mo CC-IyTH yMEHBIIAeT €e METa0OIU3aInio ¢
ydacTueM MHBepTa3bl. AKTUBHOCT, ATIMHB Bo (hiosme y y3opuaThix pacteHuit yuactka 1 (17
MKMOJIb/T TKaHH) B 3.4 pa3a MEHbILE, YEM Yy pacTeHui ydacTka 2 (57 MKMOJb/T TKaHH) (pHC.
71). B utore y pactenuii yuactka 1, o cpaBHEHHUIO C paCTEHUSIMU y4acTKa 2, MEHbIIIE CTEIEHb
napeHxuMartu3anuu npesecunsl (puc. 67 I, W), u, ciemoBarenbHO, OHA MMEET MEHBIIYIO
HACBIIIEHHOCTD Y30Da.

[Ipu nedunte JOCTYMHOrO a30Ta B MouBe Ha (hoHE yBenuueHus cojaepkanus dochopa
y y30pyaTblXx M 0e3y30puaThlX pacTeHHIl KapenbcKoill Oepe3bl B TKaHSIX CTBOJA BO3PACTacT
accummsanus HutpatoB HP. Hutpat mokeT ObITh OJHUM M3 KITIOYEBBIX META0OIMYECKHX
(GhakTOpOB, KOTOPBIE, MOAYIUPYSI aKTUBHOCTh MPOTEUHKUHA3BI U OEIKOBOM ocdaTasbl, MOTYT
BJIMSITh Ha paclpeleicHue yriiepoja Mexay caxapo3oi u amuHokuciaoramu (Huber, Huber,
1992). Bozpactanue aktuBHoctd HP y y3opuarbix pacTeHuil NpUBOIUT K YCHIIEHHUIO
KOHKYPEHIIMM MEXIY JABYMS IMpPOLIECCAMU, JJIsi KOTOPBIX HEOOXOAMMO OOJNbIIOE KOTUYECTBO
(hOTOACCUMUIISITOB, @ UMEHHO, MEK/Iy POCTOM JIepeBa U (POPMUPOBAHUEM y30pUATOU TEKCTYPHI
JPEBECHHBI 32 CUET yBEJIMUYEHUS B HEM KOJIMYECTBA MapeHXUMbl. B mepBom ciydae (ydactok 3)
y3opuaTbie pacTeHus popmupytorcs Ha (one Bbicokoi akTuBHOCTH CC B Kcuiieme (Kak y
pacTeHuil yuacTtka 2) u Bo ¢iiosMe (B 2 paza Bblllle, yeM y pacTeHul yyactka 2) (puc. 69). [Ipu
3TOM MeTa0oNM3alus caxapo3bl M0 MHBEPTA3HOMY MYTHU Y HUX MOHIKEHA J0 22 MKMOJb/MT
TKaHU (puc. /1). DTO NPUBOAUT K TOMY, YTO PACTEHHS y4yacTKa 3 HE OTJIMYAIOTCA 1O BBICOTE U
TUaMETpPy CTBOJA OT pacTeHuil ydactka 2 (puc. 68), HO y HUX (OpMHpYETCs TpeBECHHa CO
cnabbim y3opom (puc. 67 K, JI). Bo Bropom cnyuae (ydactok 4) y3opuaTble pacTeHUs
dbopmupyroTcs Ha (oHe BbICOKON akTUBHOCTH ANMHB BO ¢iosme (65 MKMOJB/T TKaHH) (puc.
71). B utore y HUX CHIXXKat0TCA MOP(HOJIOTUYECKHE apaMeTpsl (puc. 5), ¥ BO3pacTaeT CTENEeHb

y30p4aTOCTU ApeBecunsl (puc. 67 3, M).

Takum 06pa3om, OoJblIOe BAMSHUE HA MPOSIBICHUE MPU3HAKA Y30pPUaTOCTH JIPEBECUHBI
y KapenbCcKoi Oepe3bl OKa3bIBa€T JOCTYIHOCTh MOJBM)KHOTO a30Ta B MoYBe. B ycrmoBmsix

HOpMasibHOTO oOecmeueHus: azotoMm (~80-100 kr/ra) dopmupoBaHue y3opa uUAeT Ha (oHe
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MHTEHCUBHOIO KaMOHanbHOro pocra (Beicokue aktuBHOcTh CC um AnlMHB B Kcuiaeme H
akTuBHOCTh ANMHB Bo ¢iosme) (puc. 69, 71). HekoTtopoe CHMKEHHE IIOAOPOAUS MOYBBI
(a3oT 10 ~60 kr/ra mpu P/N He Gomnbiie 3) npuBoauT kK cHkeHUIo akTuBHOCTH CC Ha ¢oHe
BO3pacTaHUsl aKTHBHOCTH AmnMHB ¥  CONpPOBOXKAAETCS  yBETUYEHHEM  KOJMYECTBA
TEMHOOKpaIlleHHbIX BKItoueHui B npeBecune (puc. 67 E, K). IIpu stom mopdonoruueckue
MOKa3aTeIN pacTeHuid He m3MeHstorces (puc. 68). [Ipu cunpHOM AeduUIUTE MOABIKHOTO a30Ta
B NouBe Ha (poHe yBenuueHUs cojepxkanus ¢ocdopa Bo3pacTaeT aCCUMIIIALNS HUTPATOB B
TkaHsax crBona (puc. 70). [Ipu 3ToOM ycunmBaeTcss KOHKYPEHIHS 32 (POTOACCUMUIATHI MEKIY
dbopMupoBaHHEeM B JpeBecHHE y30pa (MeTaboJau3alus caxapo3bl MO arnorjacTHOMY MyTH BO
brooMe) U yBENIMYEHHEM €€ TMpupocTa (MCIOJIB30BAHUE Caxapo3bl B KCUJIEME Ha
dbopMHUpOBaHHE KIETOYHBIX CTEHOK). llomydeHHbIE NaHHBIE CBUACTEIHCTBYIOT O TOM, YTO
YBEJIMUEHUE TIOCTYIUICHHS HUTPATHOTO a30Ta B pPACTEHUE, CIIEJCTBUEM YEro CTaHOBUTCS
Bo3pacTanue akTuBHOCTH HP, oka3biBaeT oTpuiarenbHoe BIUsSHUE HA GOPMUPOBAHHUE Y30pa.
[TokazaHo, 4TO PK30T€HHBIH HHUTpAT MO-Pa3HOMY BIHUSET HA aKTUBHOCTh (PEPMEHTOB
meTtabonuzanuu caxapo3bl — CC u AnluB, B kcuieme U (io3Me OOBIYHONW U KapeabCKON
Oepesbl. Y 00bIYHOM Oepesbl eHCTBHE HUTPATOB YCUIIMBAJIO UCIOJIB30BaHUE caxapo3bl yepes
Caxapo30CHHTA3HBINA MyTh €€ MeTa00NIMU3aI1H, PE3YITATOM YEro ObUIO YBEITUYEHHUE MPUPOCTa
NpeBecuHBI. B Kcuneme kapenbckoi Oepe3bl HUTPAThl MPUBETH K CHUYKCHUIO aKTUBHOCTH Kak
CC (yMmeHbllleHHME MOpUpPOCTa JApeBecuHbl), Tak U AnMHB (yMEHbILIEHHE KOJUYECTBA
NapeHXUMBI, T.€. HOpMaJIM3alus CTpOeHUs apeBecuHbl). CHUKeHne MeTaboan3alnn caxapo3bl
B KCHJIEME MPOUCXOAMIIO Ha (poHe yBeIMUYEHHs ee HUCIOJb30BaHus BO (priosme, rie Bo3pocia
aKTUBHOCTh 000MX (epMeHTOB. BBIIBUHYTO NpPENNONIOKEHHE, YTO OrpaHMYEHHE apeala
KapeJibCKOW Oepe3bl CO CTOPOHBI TUIOJOPOJIHBIX MOYB MOXKET ObITh O0YCIIOBICHO CMEIICHHEM
30HBI MHTEHCHBHOTO YCBOEHHSI Caxapo3bl B CTOPOHY (hJI0AMBI MOJ BIUSHHEM BBICOKHX 03
a30THOTO muTaHus. CIeJCTBHEM ITOTO CTAHOBUTCS WHTEHCHUBHBIN POCT M MapEHXMUMATH3AIINS

TKaHEi KOpBI, 4TO BEJIET K MOSABICHHUIO TPYOOKOPHIX (hopM Oepesbl MOBUCIION.
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3AKJIIOYEHUE

[IpoBenenHoe wWcciaeAOBaHWE TIO3BOJIUJIO  BBISIBUTH  MOJIEKYJSIPHO-T€HETHUECKHE
3aKOHOMEPHOCTH TPU Pa3HBIX CIICHApUAX KCWIIOTeHe3a IPEBECHMHHBIX pacTeHuil. M3ydenwue
MEXaHU3MOB KCUJIOT€HE3a MPOBOUIN Ha BYX Gopmax Oepesbl MOBUCIION — OObIYHON Oepese
(Betula pendula var. pendula) u kapensckoii 6epese (B. pendula Roth var. carelica (Mercl.)
Hamet-Ahti), y xoTopoii B mpesienax oHOTO JepeBa Hapsay ¢ GOpMHPOBAHHEM HOPMAaJIbHOM
M0 CTPOCHHUIO MMPOUCXOAUT 00pa30BaHNE aHOMAIBHOM (y30p4aToit) IPEBECUHBI.

VY kapenbckoil Oepe3bl HapyllIeHHuEe KCUJIOTeHEe3a MPOUCXOAUT YK€ Ha CTaIuM JeJICHUs
MHUIMATIe KamMOWsl: W3MEHSAETCS HalpaBieHHE JEJICHUS JTy4YeBbIX HHHULIUATIEH — BMECTO
YIOPSAOYEHHBIX MEPUKIMHAIBHBIX JEICHUH, UMEIOIHUX MECTO B KaMOuU OOBIYHOW Oepe3bl
MOBHUCJION, OHM NPETEPHEeBalOT AaHTUKIMHAIbHBIE U MONEPEYHbIC NEJEHUS, YTO MPHUBOAUT K
YBEJIMUEHHUIO B KaMOMAJIBLHOM CJIO€ YMCIIA JTYYEBbIX MHUIIMANIEH U W3MEHEHHIO COOTHOIICHUS
BEpPETCHOBU/IHbIE/TyueBble MHUIMANU. [lokazaHo, 4YTO pa3Hble CIEHapUU KCUIIOI€He3a Y
KapesibCKOi M OObIYHOM Oepe3bl OTIANYAIOTCS TI0 PACHPEICTICHUIO YPOBHS SKCIIPECCUU TEHOB,
xonupyronmx TDIF-nentun CLE-41 n ero peunenrtop TDR, urparonux neHTpaJbHYIO posib B
cynb0e CTBOJIOBBIX KIIETOK JarepaibHOW MepucteMbl. DopMUpOBaHHE HOPMAIBHOW TIO
CTPOCHUIO JIPEBECUHBI OOBIYHON Oepe3bl, B COCTaBE KOTOPOU MPeodiaiatoT COCYIbI M BOJIOKHA,
NpouCcXonuT Ha (oHe skcrpeccu Bo guoame reHa CLE4] n B kaMOMalbHOM PETHOHE I'eHa
PXY. ®opMupoBaHre aHOMAIbHON y30p4aToil APEBECHHBI KapelbCKOW Oepesbl, sl KOTOPOi
XapaKTepHbl KPYIHbIE BKJIIOYEHHUS KIETOK TMapeHXUMbl W HApylIEHUE OpHEHTAIUU
MPOBOMAIIMX DSJIEMEHTOB, NPOUCXOMUT Ha QoHe (1) CyIIEeCTBEHHOTO YBEIMYEHUS YPOBHS
skcripeccun rena CLE41 Bo prmosme u rena PXY B kaMOualibHOM pPETHOHE, U (2) SKTOMUYECKON

skcripeccun CLE4] B xcuneme.

OcCHOBBIBasICh Ha TOJYYEHHBIX JaHHBIX MOXHO MpPEaNoJIoKUTh, 4To (1), Oombiias
skcripeccust TeHoB CLE4] n PXY, NOoAaBiIsOMMX Pa3BUTHE KCUJIEMBI U PETYIUPYIOIIUX YUCIIO
JICNIEHUI KJIETOK B COCYIUCTBIX MEPUCTEMAaxX, MOXKET ObITh MPUYMHON YBEITHMUEHUS MPUPOCTa
npoBojdmer (GaodMbl U IIUPUHBI KaMOWAIbHOM 30HBI, M MEHBIIEro pa3Mepa 30HbI
dbopMUPOBaHUS KCHUIIEMBI Yy KapelbCKOW Oepe3bl, M0 CPaBHEHUIO ¢ OOBIYHOW Oepesoii; (2)
sKTOmMYecKas IKcrpeccust reHa CLE4] B Kcuieme y30p4yaThlX pacTEeHUN KapelbCKOW Oepe3bl

MOKET OBITh HpH‘-IHHOﬁ HapyYHICHUS OPHUCHTALIUN JCJICHUSA KaMOMaJIbHBIX MMPON3BOAHBIX.
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Pa3BuTne HOpMaibHBIX MO CTPOEHUIO TKaHEH CTBOJIA MPOMCXOAUT HA (POHE BBICOKOIO
YPOBHS DKCIPECCHH TEHOB, KOAUPYIOIMX TpaHCKpuMNIuoHHbIe ¢dakTopel VND6, VND7 ¢
NAC-ngomenom (VASCULAR-RELATED NAC-DOMAIN), KoTOpble KOHTPOIHPYIOT CHHTE3
BTOPUYHOM KJIETOYHOM CTEHKH, pa3BuUTHEe © AU((HEPEeHIUPOBKY KIETOK KCHIIEMBI.
dopMHUpoBaHHE AaHOMAJbHOW JIPEBECHHBI COMPOBOXKIAETCS CHUIXKEHUE B KaMOHAJIbHOM
perunone tpanckpuntoB MPHK renoB VNDG6, VND7 u yBennuennem rena APL, kogupyromiero
dakrop tpanckpumnimu (APL, ALTERED PHLOEM DEVELOPMENT), kotopslit Tpebyercs
HE TOoNbKO Uil nuddepeHunannu (iao3Mbl, HO TaKKe Ui MHIHOUpoBaHus nuddepeHunanuu
KCUJIEMBI Ha MecTe (hJI0IMBI.

UccnenoBanue GpyHKIMOHUPOBaHMS KaMOus Ha mpuMepe AByX ¢popM Oepe3bl HOBUCIION
MO3BOJIMJIO BBISBUTH (PU3MOJIOTO-OMOXMMHYECKHE M MOJIEKYJISPHO-TEHETUUYECKHE MapKEphI
pasHbIX CIleHapueB Kcuiiorenesa. MopMHUpOBaHUE HOPMAIBHOW MO CTPOSHHUIO JIPEBECHUHBI
00BIYHOM Oepe3bl, B COCTaBe KOTOPOH MPeodIIaiatoT COCYAbl U BOJIOKHA, TPOUCXOAUT Ha POHE
Bbicokoi akTUBHOCTH CC moj KOHTposieM TeHoB SUS1 u SUS2 u compoBOXaeTcss aKTUBHBIM
CHHTE30M CTPYKTYPHBIX KOMIIOHEHTOB KJIETOYHBIX CTEHOK. B HOpManbHBIX MO CTPOCHHUIO
TKaHSIX HaOJIOAaId BBICOKHMH ypoBeHb 3kcnpeccun reHoB (Ces8, Ces3, Ces7), Koaupyromux
LEJUTI0JI030CuHTa3y. Bkimtouenue caxapossl yepe3 CC-nmyTh B CHHTE3 LEUTIOI03bI, IPUBOIUT K
HeoOpaTUMOMY BBIBOJlY €€ U3 oOMeHa BeuecTB. Bo (inoame oObIuHOMN Oepesbl B 3TOT NEpUOA
Ha (pOHE BBICOKOTO COAEPIKAHUS Caxapo3bl, AKTUBHOCTh ()EPMEHTOB €€ METa0OIU3alUU HIKE,
10 CPABHEHUIO C KCUJIEMOM.

HuddepeHnmanyss NpoU3BOAHBIX KaMmMOuUs B TApPEHXUMHBIC KIETKH, SBISIONUECS
OCHOBHBIMH aHATOMHUYECKHMH JJIEMEHTAaMH B 30HAaX CTPYKTYPHBIX aHOMAJHUH y30puyaTon
JPEeBECUHBI KapelnbCKoil Oepe3bl, MPOUCXOaUT Ha (oHe Hu3KoM aktuBHOCTH CC B CBSI3M CO
CHM)KEHHEM HKCIIpecCHH T'eHOB SUS1 M SUSZ2 M conpoBOXKIAeTCsl YMEHBIIEHUEM COJEP:KaHUs
LEJUTIONIO3bl HAa EIUHUILY MacChl KCWJIEMBbl. YPOBEHb JKCIPECCUU TE€HOB, KOAUPYIOLIUX
netronozocunTazy (Ces8, Ces3, Ces7), B aHOMalIbHBIX y4acTKaxX CHW)KEH. B aToM ciydae
BBICOKAsl AakKLENTOpHAas CHJa TKaHeW CTBOJAa MOJACPKUBACTCS 3a CcuUeT MeTaboiau3aluuu
npuTeKaronieil caxapossl ¢ yuactueM AnMHB. IHTEHCUBHBIN MMAPOIJIN3 caxapo3bl B alloIUIACTe
MPOUCXOTUT KaK B KcuiieMe, Tak U BO (yosme. C yBelMUEHUEM y30pyYaTOCTHU JIPEBECUHBI HA
(OHE CHMKCHHSI COJCPKaHMsSI IEILTI0I03bI (HEOOpAaTUMOE BBIBEJCHHE OOJIBIIONO KOJUYECTBA

caxapoB M3 OOMEHa BEIIECTB) BO3PACTAeT KOJIMYECTBO Kpaxmana (BpeMEHHOE BBIBEICHUE
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u30bITKa caxapoB). Uepe3 OHOCHHTE3/Ierpalaldio KpaxManaa perylupyercs caxapOo3HBIH
craryc KieTkd. IlomyueHHbIe pe3ynbTaThl MOKa3bIBAIOT, YTO YMEHBIIEHUE OTHOIICHUS
aktuBHOCTH CC/AnMHB KOppeiupyeT CO CTENEHbIO pa3BUTUS CTPYKTYPHBIX aHOMAaluil B
KaMOHaJIbHOM 30HE Oepe3bl MOBUCIION.

VYCTaHOBIEHO, YTO B MEPHOJ KaMOWAlIbHOIO POCTa peryysauus akTUBHOCTH AnlHB
IPOHUCXOJNUT Ha IOCTTPAHCIIIIMOHHOM YpoBHe dYepe3 OenkoBeie wHrHOUTOpH (CIF). V
KapenbCKoi Oepesbl ypoBeHb dKcnpeccuu reHoB, komupyrommx AnluaeB (CWIN1, CWIN1.1,
CWIN4),mpumMepHO TaKoil ke KaK y 0OBIYHOM Oepe3bl, HO CHIKEHO KOJIMYECTBO TPAHCKPHUIITOB
MPHK rena Cif, skcmpeccuss KOTOpOro yMEHBIIACTCS MPH BO3PACTAHUHM KOHIICHTPALIUU
caxapo3bl B amoriacte. BeickazaHo NMpeanoaoKeHre, 4To Bo3pacTaHue akTUBHOCTH ANl HB B
QHOMAJIBHBIX IO CTPOEHHUIO TKaHAX CTBOJIa KapelabCKOM Oepe3bl U B HOPMAIbHBIX TKaHAX
oObryHOM Oepessl npu (1) BBeeHUU 3K30T€HHOM caxaposbl U (2) cHmwkeHnn akTuBHOCTH CC B
KCHUJIEME MOYKHO paccMaTpuBaTh, KaK KOMIIEHCATOPHBI MEXaHW3M i MNOJAJEp:KaHUs
JIOHOPHO-AaKLIETITOPHBIX ~ OTHOIICHWH, HANpaBJIEHHBI Ha  yCTpaHEHHE HM30BITOYHOIO
coJiep KaHMsI Tucaxapua Bo (iiosme.

[TokazaHo, YTO MpH pa3HBIX CLEHAPHUIX KCHJIOreHe3a IPO3EHXMMHbIE KCUJIEMHBIE
NPOM3BOJIHbIE KaMOHMS MOJIy4alOT acCUMMWIATBI B paszHoil ¢opme. Ilpu dopmupoBanuun
HOPMaJIbHOM MO CTPOEHUIO KCHJIEMbI, B KOTOPOM Npeo0siafaloT cOoCyJbl U BOJIOKHA, caxapa
MOCTYNalOT B KIETKH B OCHOBHOM B BHjae caxaposbl. llpum (opmupoBaHMH aHOMalbHBIX
TKaHEW, B KOTOpBIX Mpeo0salaloT MapeHXHWMHbIE KJIETKH, caxapo3a B aroIuiacTe aKTHMBHO
metabonusupyercsi AnlHB, U B KJIETKYy B OCHOBHOM IIOCTYNAalOT 0Opa3yroIluecs: IeKCOo3bl,
KOTOpBIE B CBOIO OUYE€pe/ib 3aMacaloTcs B BUJIE Kpaxmana. B cBs3u ¢ 3TUM, CBSI3b MOBBIIIIEHHON
aKTUBHOCTM AnMHB C TpaHCHOpTEpaMHM CcaxapoB M TE€KCOKMHA3aMH, KaK KIIIOYEBBIMU
KOMIIOHEHTAMH YIJIEBOJHOTO CHUTHAJIMHIa, OCOOCHHO NpPHUBJIEKAaeT BHUMaHUE M TpedyeT
JOTIOTHUTENLHOTO U3YYEHUS.

besy3opuatbie pacTeHHs KapeiabCKoW Oepe3bl, HECMOTPS Ha OTCYTCTBHE BHM3YyalbHBIX
NPU3HAKOB, OTJIMYAIOTCA OT OOBIYHOW Oepesbl MO XapaKTepy paclpeiesieHus 3KCIpeccuu
T€HOB, KOHTPOJHUPYIOUINX Pa3BUTHE KaMOWaJIbHBIX NMPOU3BOAHBIX. KapTuHa pacmpeneneHus
AKCIIPECCUH T'eHOB, Koaupytomux cuctemy TDIF-TDR, y 6e3y30puaThix pacTeHUl, a UMEHHO
— BBICOKMI ypoBeHb JKrommuyeckod skcrpeccuu CLE-41/44 B xcuieme npu TMOHMKCHHOM

skcrpeccun PXY, cxoxa ¢ TakoBOM B 0e3y30pyaThlX ydyacTKax CTBOJA y30p4aThbIX PACTEHUU
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KapenbCckoil Oepe3bl. M3 3TOr0 MOXHO MPEANONIOKUTh, Haduyue oOIIero MexaHu3ma
PEryJsIuy pa3BUTHS CTBOJIOBBIX KJIETOK Y Y30pUaThIX M 0€3y30pyaThiX PACTCHHM KapeibCKOM
Oepesbl. HecoMHeHHO, Oe3y30pyarble pacTeHUs KapeldbCKOM Oepe3bl MPeACTaBIsIOT cOOOU
YHUKAQJIbHBIA OOBEKT JJISI U3YUEHUS MEPEXOTHOTO COCTOSHUSA MEXAY HOPMAJIbHBIM MPOIECCOM
KcuiioreHesa y pacrenuit B. pendula var. pendula u ero anomManbHbIM BapHaHTOM Y y30pUYaThIX
pacrenuii B. pendula var. carelica.

Mexanusmel, oObsicHstonme HapymeHue paborsl CLAVATA-momgo0HO#N cucTeMbl
TDIF-TDR ocraoTcss 10 cHUX @Op HEHU3yYeHHBIMH. Pe3ynbTarbl SKCIIEpUMEHTa 110
KOJIBIICBAHUIO CTBOJA OOBIYHOM Oepe3bl MO3BOJISIIOT MPEANONIOXKUTh, YTO SHIOTEHHOE
MOBBIIICHUE COJEPKAHUS CaXxapoB HE TOJHKO MPHUBOAMUT K YBEIUYCHHUIO YPOBHS SKCIPECCUU
reroB, konupytonmx nentun CLE-41 u ero penentop PXY, ciocoOcTBYs BO3pacTaHHUIO YUCITA
JeJIeHni B KaMOuaabHOM 30HE, HO Takke M3MeHseT moiiokeHue skcrpeccuun CLE4L, uro B
CBOIO O4YEepelIb MOXET OBITh MNPUYUHON HAPYUIEHUS IJIOCKOCTH JCJICHUS KaMOUabHBIX
MIPOU3BOJIHBIX. JTO COTJIACYETCSI ¢ MHEHUEM, YTO HaJMYhe M30bITKAa caxapoB B KaMOUaTbLHOM
PErMoHe U3MEHSET MYTHU PA3BUTHUS KAMOUATBHBIX TPOU3BOTHBIX.

HccnenoBanue cestHIeB IBYX (opm Gepes3bl MOBUCIION MOKa3a10, YTO MEXKIY OOBIYHOM
U KapelbcKol Oepe3oil HaOMIoAAa0TCs OTIMYMS B YPOBHE SKCIIPECCUU T'€HOB, KOJUPYIOIINX
cucremy TDIF-TDR u depments Mmetadboauzaiuu caxapos3sl (CC u AnlHB), mo100HbBIE TEM,
KOTOpBIE XapaKTepHBI JUIsl B3POCIbIX pacTeHui. TakuM oOpa3oM, yke Ha HadaJbHBIX dTamax
OHTOTEHE3a, KOTrJa BHUJIMUMbBIC OTIUYUS MEXAy JByMs ¢dopmamMu Oepe3bl MOBHUCION €Ille
OTCYTCTBYIOT, UMEIOT MECTO U3MEHEHHUSI MMyTel yTUIN3alUU caxapo3bl, KOTOPbIE BO B3POCIOM
COCTOSIHUU SIBJIIFOTCSI MHIUKATOPAMU HapYIICHUH B KaMOMATBHOM JIESITEIIbHOCTH.

Bompoc o cBsisu CLAVATA-cucrembr TDIF-TDR, TpaHckpunimoHHbIX (HaKTOpPOB,
perynupyronmx auddepeHInpoBky kamouaabHbix mpou3Boanbix (VND6, VND7, APL), u
nyTeil MeTa0oNIM3allii caxapo3bl B KaMOMAIbHOW 30HE y KapeiabCKoi Oepe3bl ocTaeTcs Moka
OTKpBITBIM. C OJIHOM CTOpPOHBI, BO3pacTaHME aloIUIACTHOM YTHJIM3allUM caxaposbl, 4depes
TeKCO3HBI CUTHAJIMHT MOKET BIUATH Ha MyTH AU(HEepEeHIIUPOBKH KIETOK, C IPYroil CTOPOHHI,
JaHHBIC, TIOJyYEeHHBIC HA CEsHIaX, CBUACTEILCTBYIOT O TOM, YTO OTKJIOHEeHHs B pabote CLE-
NEeNTUAOB, NPEIUIECTBYIOT MeTa0onuueckuMm oTiuuyusaM. JlanbHellee wHccleoBaHHe
(YHKIIMOHATBHOTO COCTOSHUSI KamMOWanbHOM 30HBI, €€ CyOCTpaTHOM 00eCre4eHHOCTH B

Hepruosi KaMOMaJIbHOTO POCTa U YPOBHS AKCIPECCUHU M€HOB, KOHTPOJIUPYIOIIUX 3TOT MpoLece,
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BO3MO>XHO, MO3BOJIUT IOJYYHUTh JONOJHUTENbHYIO MH(QOPMALMIO O MEXaHHW3MaxX aHOJIBHOIO
KCUJIOT'€HE3a Y IPEBECHBIX PACTEHUI.

bonbiioe BiAMsiHME Ha MPOSBIEHHE MPHU3HAKA Y30p4YaTOCTH JIPEBECHHBI Yy KapenbCKON
Oepe3bl OKa3bIBa€T JOCTYNHOCTh MOJBMXKHOIO a30Ta B IOYBE. B yCIOBHAX HOPMaJbHOTO
obecnieuenus azotom (~80-100 kxr/ra) popmupoBanue y3opa uaeT Ha (POHE WHTEHCUBHOTO
pocta (Bbicokne aktuBHOCTM CC u AnlMHB B kcwieme U akTUBHOCTh AnMHB Bo ¢iosme).
Hekotopoe cHmxkeHue miuogopoausi mousbl (a3or ao ~60 kr/ra mpu P/N He Oosbuie 3)
OpUBOJIUT K cHIKeHHIO akThuBHOcTH CC Ha QoHe Bo3pacTtaHus akTUBHOCTH AnMHB u
COIIPOBOXKJIAETCSI YBEJIIMYEHUEM KOJUYECTBA TEMHOOKPAIICHHBIX BKJIIOYEHUN MAapEeHXHUMBI B
npeBecuHe. B 3TuX ycnoBusx Mop@ojaornyeckue nokasaTesd pacTeHuid He umenstores. [lpu
CUJILHOM Je(UIIUTE MOJABMKHOTO a30Ta B MOYBE Ha (poHe yBenmuueHus cojepxkanus docdopa
BO3PACTACT aCCUMWIALIMSA HUTPATOB B TKAHAX CTBOJA. [Ipu 3TOM ycunmBaeTcs KOHKYpEHIUS 3a
doTtoaccuMUIATEL MeXAY (OPMHPOBAHUEM Yy30p4YaTOM JApPEBECHHBI (IPOLECC CBS3aH C
YCUJICHHOM MeTabonu3aluei caxapo3bl IO arnoIuIacTHOMY MYTH BO (UIO3ME) U paJualibHBIM
POCTOM CTBOJIA (MCTIOIB30BAHUE Caxapo3bl B KCUJIEME Ha (POPMUPOBAHUE KIETOYHBIX CTEHOK).
[TomyyeHHbIE NaHHBIE CBUAETEIBCTBYIOT O TOM, YTO YBEIMUYEHHE IMOCTYIUIEHUS HUTPATHOIO
a3oTa B pacTeHue, CIEJCTBUEM YEro CTAaHOBHUTCS Bo3pacTaHue akTuBHOcTH HP, okasbpiBaeT
OTpULIATENIbHOE BIMSIHUE Ha (popMHUpOBaHUE y30pa. Pe3ynbTarhl McclieOBaHUS MOTYT OBITh
UCMOJIb30BaHbI U1 OOBSICHEHHUS, TIOUEMY apeall KapelbCcKoi Oepes3bl He paclpoCTpaHsIeTCs Ha
IJI0JJ0pOiHbIE MOYBHL. [1o/ BO3A€HCTBHEM BBICOKOTO YPOBHS Q30THOTO MUTaHUs (HUTPATOB) B
KCUJIEME KapeslbCKOM Oepe3bl CHUXKaeTcs MeTaboiIM3anus caxapo3bl 10 Caxapo30CHHTA3HOMY
U UHBepTasHoMy nyTH. [lepBoe BeneT K yMEHBUIEHUIO NPHUPOCTOB KCHIIEMBI, BTOPOE — K
CHIDKEHUIO B HEW COJEp)KaHUS MapeHXHMBI, T.€. IMOJABICHHUIO (OPMHPOBAHMS Yy30puaTOu
TEKCTYpbI APEBECUHBI. B 3THX yClIOBUAX caxapo3a, NOCTyHaroas u3 JUCThEB, PACXOLYETCS BO
¢dnosme. 31ech € ydacTHEM aloIUIaCTHOM HMHBEPTa3bl OHA MHTEHCHBHO HCIIONB3YeTCs B
peaxkuusax 3alacHoro MeTabonn3Ma, 4To MOAAEPKUBAET KUZHEAEATEIBHOCTh CYIECTBYIOLINX
U 00pa3oBaHHME HOBBIX KJIETOK 3amacamolneid mapeHxumbl. [lodToMy OTIMYUTENBHON
0COOEHHOCTHIO Oepe3, MPOU3PACTAIOIINX Ha TIOIOPOJHBIX MTOYBAX, CTAHOBHUTCS TOJICTasl KOPa,

a MaKCUMaJIbHBIM BBIPAXKCHUEM ITHX TCHJICHIIMH — MOsBJICHHE TPyOOKOPBIX (hopM Oepeskl.
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BbBIBO/IbI
1. Huddepennmauss cocyJoB W BOJOKOH, COCTAaBJISIONIMX CTPYKTYPHYIO OCHOBY
HOPMaJILHOM IO CTPOEHUIO JPEBECHUHBI OEpe3bl MOBHUCIIOHN, MPOUCXOAUT Ha (OHE BHICOKOU
AKTUBHOCTH IIUTOIUIA3MAaTUYECKOW MHBEPTA3bl H CAXapO30CUHTA3bl M KOPPETUPYET C BBICOKUM
YPOBHEM JKCIIPECCUU T€HOB, KOAUPYIOIIKX Heumono3ocunTasy (Ces8, Ces3, Ces7).
2. Juddepennmanus npon3BoAHBIX KaMOUs B MapEHXUMHbIE KIETKU NMPU POPMUPOBAHUU
CTPYKTYPHBIX aHOMAJIMH y30puaToil JApeBECHHBI KapelbCKON Oepe3bl MPOUCXOTUT Ha (oHe
HU3KOH AaKTHBHOCTH CaxapO30CHHTAa3bl W COIMPOBOXKIACTCS YMEHBIIEHHUEM COJCPIKaHUs
IIEJUTIOJI03bI Ha €MHUILY MacChl KCHIIEMBI. YpoBeHb dKkcnpeccun reHoB Ces8, Ces3, Ces7 B
AHOMAJIbHBIX YUACTKaX CHUKCH.
3. Bricokas akuenrtopHas cuija TKaHedl cTBoja B MecTax ()OpMHUpPOBAHUS y30pyaToOn
JPEBECHHBI KapelbCKOW Oepe3bl MOJJEP)KUBAETCA 3a CUET MEeTa0ONU3alUU MPUTEKAIOIICH
caxapo3bl C y4aCTHUEM aIloIUIaCTHON MHBepTa3bl. CTeneHb HACHIIIEHHOCTH y30pa KOppeIupyeT
C YBEJIMYEHHWEM aKTHBHOCTH aroIIaCTHOW WHBEpPTa3bl B Kcuwieme U Bo (iosMe. B ocHoBe
pa3Hoo0pa3usi TeKCTYphl APEBECUHBI KapeIbCKOW OEpe3bl JIKUT W3MEHEHHE COOTHOIICHHUS
AKTUBHOCTH CaXapO30CHHTA3bl U allOIJIACTHOW MHBEPTA3bl B KaMOUAIbHON 30HE.
4. Perynsmusi  akTUBHOCTM  amlOTUIACTHOW ~ MHBEPTa3bl Yy  KapelbCKOM  Oepesbl
OCYIIECTBIISIETCSI HA YPOBHE 3KCIPECCUU KOJUPYIOIIMX €€ TeHOB. Y 0e3y30puaThiX pacTeHU
Kapenbckoit Oepesnl copepxkanue TpanckpuntoB MPHK renor CWIN1, CWIN1.1, CWIN4 B
KCHJIEME MEHbIIE, M0 CPABHEHUIO C Y30pYaTBIMH pPACTCHUSIMHU. Peryssmus akTHBHOCTH
arnoIUIacTHOW ~ MHBepTa3bl y  OObIYHOW  Oepe3bl  MPOUCXOAMT B  OCHOBHOM  Ha
HOCTTPAHCIISIIIMOHHOM YPOBHE Uepe3 OelTKOBbIe HHIMOUTOPHI anorutactHoi uaBepTasbl (CIF).
d. [Ipu QopmMupoBaHUM CTPYKTYPHBIX aHOMAJHUN JIPEBECHUHBI KapelibcKoW Oepe3bl B
KJIETKM KaMOUaJbHOM 30HBI U3 aroIulacTa MoCTynaeT O0dbIIOe KOJIMYECTBO T'€KCO3, KOTOPhIE
WHAYIHPYIOT B HAX 3allacHBIA MeTa0omu3M. BMecTo rumposimsa coaepKMMOro mpoToIiacTa,
YTO HMMEET MECTO MpH o00pa3oBaHUHM COCYJOB U BOJOKOH, B KIETKaX HWJET CHHTE3
BBICOKOTIOJIMMEPHBIX 3allaCHBIX COCIMHECHWH, B TEPBYIO ouepeqh Kpaxmaia. Pe3ympraTom
W3MCHEHHS HAMPABIEHHOCTH METa0O0JIM3Ma CTAaHOBHUTCS MaccoBas NU(PPEPEHIIMPOBKA KIETOK
3aracaroniei mapeHXMbl, CKOTUICHHS KOTOPBIX 00pa3yIoT B IPEBECHHE XapaKTEPHBIH y30pP.
6. CueHapuu KCUIJIOT€HE3a, CBA3aHHBIC C MPEUMYIIECTBEHHBIM (POPMHPOBAHHEM COCYIOB

¥ BOJIOKOH WJIM KJIETOK IMapEHXUMBI, OTIWYAIOTCS MEXIy COO0OH MO YpPOBHIO IKCIPECCHH
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TeHOB, KOIUPYIONINX OCHOBHBIC perynstopsl kamOus (mentua CLE41 u ero peunentop TDR-
PXY). ®opmupoBaHue y30puaToi IPEBECHHBI KapelbCKOM Oepesbl, Ik KOTOPOH XapaKTepHbBI
KpPyNHbIE BKJIIOYEHUS KJIETOK IMapeHXWMbl M HapylIeHHWE OPHEHTAIMM MPOBOISIINX
AIIEMEHTOB, MPOUCXOAWT Ha (HOHE CYIIECTBEHHOTO YBEIMYEHHUS YPOBHS JKCIPECCHH TeHa
CLEA41 Bo ¢dnosme u rerna PXY B kamOuanbHOM 30HE, U dKkTonmuueckoi skcrpeccun CLE41 B
KCUJIEME.

7. Juddepenimaius KCUIEMHBIX IPOU3BOJAHBIX KaMOUS B 30HAX CTPYKTYPHBIX aHOMAJIUA
CTBOJIa KapelbCKOM Oepe3bl COMPOBOXKIACTCS CHIKEHHEM YpoBHs skcrpeccun reHoB VNDG,
VND7 (koaupylOT TpaHCKPUIIHOHHBIE (DAKTOPhI, PETYIUPYIOIIHE CHHTE3 BTOPHYHOM
KJICTOYHON CTCHKH, pa3BUTHE U HUP(GEPEHIIMPOBKY KICTOK KCUIEMBbI) U YBEIHUCHHEM YPOBHS
skcnipeccun reHa APL (komupyer (akTop TpaHCKpUIIUHM, WIPAIOUIUIl pOJib B Pa3BUTHU
¢b105MBbI).

8. Merabonnueckue OCOOEHHOCTH IMyTeH YTUIIM3AIMU Caxapo3bl Y KapeiabCKoW Oepesbl
MPOSIBIISIIOTCS Y)K€ HA HadaJbHBIX dTalax OHTOreHe3a. B cTebie cesHIeB KapelbCcKkoi Oepesbl
HIDKE aKTUBHOCTH CaxXapO30CHHTA3bl W yPOBEHb SKCIIPECCHU KOAMPYIOIMUX ee TeHOB (Susl,
Sus2), Beime kommuectBo TpaHckpuntoB MPHK renoB CLE41, PXY, mo cpaBHeHHIO C
cesiHaMu 0ObIYHOM Oepes3bl.

9. VYBenn4yeHne MOCTYIJICHUSI HUTPATHOTO a30Ta B PAaCTEHHE OKa3bIBaeT OTPHIIATEIBHOE
BIMsIHME Ha (OPMHUPOBAHUE Y30pa JIPEBECHHBI KapeiabCkoi Oepe3bl. B mgaHHOM ciyuae B
KCUJIEME KapelbCKON Oepe3bl CHIKAEeTCS MeTaboNn3anus caxapo3bl M0 CaxapO30CHHTA3HOMY
U MHBepTazHOMY myTH. [lepBoe BeAeT K YMEHBIICHHIO NPUPOCTOB KCUJIEMBI, BTOpOE — K
CHIDKEHUIO B HEW COJEpKaHUS MapeHXHMBI, T.C. MOJABICHHUIO (OPMHUPOBAHHS Y30pUaTOU

TEKCTYPBI IPEBECUHBI.
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