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BBEJIEHUE
AKTYaJIbHOCTH Pa0dOThbI

B Hacrosimiee BpeMsi OJHOM M3 BaKHBIX 3aja4 B 00JacTH (PU3MOJIOTMH U OMOXHUMHUHU
pacTeHUl SIBIIAETCS W3YyYEHHE MEXaHU3MOB KCUJIOTE€HE3a U MPOAYKTUBHOCTH APEBECHBIX
pacTeHUM.

B ocHoBe kcuiiorenesa JEXKHT Ipoliecc (UKCAMK yTiepoja B COCTaBe MOJUMEPHBIX
KOMIIOHEHTOB KJIETOYHBIX CTEHOK KCHJIEMBbl (L[EJUTI0J03bl, TE€MULEIUII0N03, MEKTUHOBBIX
BEIIECTB, JIMTHUHA). [JIaBHBIM HCTOYHUKOM yriepoja st OMOCHHTE3a IOJIMCAXapHaI0B
aBlgeTcad caxaposa. lcmonp3oBaHue caxapo3sl B METa0OJIM3ME AKIENTOPHBIX TKaHEH
BO3MOXXHO JIMIIb [OCJHE €€ IMPEeABAPUTEIbHOTO  pacUICIUICHUsT HHBEPTa30d WU
caxapo3ocunrazoii (Koch, Zeng, 2002; Sturm, Tang, 1999; Winter, Huber, 2000). V¥
JPEBECHBIX PACTEHUM TPU HMHTEHCUBHOU TuUDPEPEHIIUPOBKE KCHIEMHBIX MPOU3BOIHBIX
KaMOusl caxapo30CHHTa3a SBJISIETCS OCHOBHBIM (PEPMEHTOM, CO3JAIOIINM aKIENTOPHYIO CHUITY
pactymux TkaHe# crBoa (Hauch, Magel, 1998; Hertzberg et al., 2001; Coleman et al., 2009).
Ona KaTanu3upyeT OoOpaTHUMYIO PEaklMI0 MpEeBpalleHus caxapo3bl B npucyrcteuu YD Bo
bpykrozy u Y D-raoko3y, MOCHENHAS CIYXUT CyOCTpaToM Jyuisi OMOCHHTE3a LEJUTIOJIO3bI.
MemMmb6paHnocBs3anHasi ¢GopMa Ccaxapo30CHHTa3bl BXOJUT B COCTaB IEJUIIOJIO30CHHTA3HOTO
KoMmIuiekca, rae YJId-riaroko3a cpa3y BoBIeKaeTcs B CHHTe3 1eintoo3sl (Delmer, Amor,
1995; Brill et al., 2011).

HecMoTpst Ha Oomnbllioe KOJIMYECTBO pPAOOT, MOCBAIMIEHHBIX H3YYCHHIO AKTHBHOCTH
caxaposocunTtasbl (Winter, Huber, 2000; Hertzberg et al., 2001; Koch, Zeng, 2002; Coleman et
al.,, 2008, 2009, 2010 u np.), cymecTByeT O4YeHb Majo MJAaHHBIX O poyd (epMeHTa B
pacnpenelieHun yriepoja B aKUENTOPHBIX OpraHax JAPEBECHBIX pacTeHU. Mamonu3ydeHHbIM
ocTaeTcs BOMPOC 00 aKTHMBHOCTU (PEPMEHTA U IKCIPECCHUU T€HOB CaXapO30CHHTA3HOTO psijia
IIPU PA3HBIX CLIEHAPUAX KCUIIOTEHE3A.

OIHMM W3 OCHOBHBIX IMOJXOJIOB K TMO3HAHUIO 3aKOHOMEPHOCTEW pOCTa M PA3BUTHUA
pacTeHuil ABISETCS W3YYEeHUE OTKIOHEHHH OT HOPMBI. B 3TOM oTHOIIEHHH OONIBIION HHTEpEC
JUIST M3Y4YeHUsT KaMOMaJIbHOTO POCTa JPEBECHBIX PACTCHHMM MpencTaBiseT ¢opma Oepesbl
nosucioi (Betula pendula Roth) — kapensckas 6epesa (B. pendula Roth var. carelica (Mercl.)
Hé&met-Ahti), obnamaroias BEICOKOAEKOPATUBHON aHOMAJIbHOM 0 CTPOEHUIO ApeBecuHom. U3

BCEX JPEBECHBIX MOPOJ CTPYKTYpPHbIE aHOMAJIMM TKAaHEH CTBOJIA BBIPAKEHBI Yy Hee Hauboliee



7

APKO, XapaKTEPU3YIOTCS OOJBIIMM Pa3HOOOpa3uWeM IMpPOSIBICHUS B OHTOIEHE3€ M BBICOKUM
YpPOBHEM SHJOTEHHON W3MEHUMBOCTH; WX IMOSBICHUE, PAa3BUTHUE MU 3aTyXaHUE 3aBUCAT OT
Bo3neiicTBus ¢aktopoB cpenbl (Hosuikas, 2008). M3BecTHO, UTO €CTECTBEHHBIN JUCKPETHBIN
apeas KapeJabCKOM Oepe3bl COBMAAAET C y4acTKaMH OTHOCUTEIHHO HEBBICOKOTO TUIOAOPOUS
nouBsl (Hosuikas, 2008). MccienoBanusi, mpoBeJeHHbIE Ha JEPEBbAX Oepe3bl MOBUCIIOMN,
NPOM3PACTAIONIMX HA pa3HBIX 10 IUIOAOPOAUIO TOYBaxX, I[OKa3ald, YTO YBEJIMYCHHE
COJIEpKaHUsI DK30T€HHBIX HUTPATOB B MMOYBE MPUBOJIUT K HOPMAIIU3AIUU CTPOCHUS IPEBECUHBI
Oepe3bl OBUCIION. B0 BRIIBUHYTO MPEANOJIOKEHNE, UTO OFpaHUYEHUE apeaja KapelbCKon
Oepe3bl CO CTOPOHBI IUIOJOPOJHBIX TIOYB MOXKET OBITH OOYCIOBIEHO CMEIICHHEM 30HBI
WHTEHCUBHOTO aroIJIJaCTHOTO YCBOGHHUSI Caxapo3bl B CTOPOHY (IOAMBI TOJA BIUSHHUEM
BBICOKHX 103 a30THOTO nuTanus (I"anubuna u ap., 2016).

CymiecTByeT TUIOTE3a, YTO OPUTMHAIbHAS TEKCTypa APEBECHUHBI KapelabCKOW Oepe3bl
dbopMupyeTcs B pe3yibTaTe OTKJIOHEHUN B JIEATEIbHOCTA KaMOus, BHI3BAaHHBIX HAKOIICHUEM
M30BITOYHBIX KOJIMYECTB Caxapo3bl B MpoBoasiel (iaosMe n kamOuanbHol 30He (HoBurikas,
1997, 1999, 2008; Novitskaya, Kushnir, 2006). B 30Hax pa3BuTHs CTPYKTYPHBIX aHOMAJIUI HE
3aIycKaeTcsi mporpaMma rudenu KIeToK, MPUBOASIIAs K (GOPMUPOBAHUIO COCY/IOB M TPAXEH]T
KCWJIEMbl W CHUTOBUJHBIX TpyOOK (mosmel; auddepeHuupyromuecss KaMOUalbHbIC
MIPOU3BOJHBIE COXPAHSAIOT MPOTOIUIACT M MPEBpPALIAIOTCS B KIETKHU 3amnacarolleil MapeHXuMbl,
KOTOPbIC HAKaIUTMBAIOT OOJblIKMe KoindyecTBa JnnuaoB u TanHuHOB (Novitskaya, Kushnir,
2006). BusyanpHo HapymicHue Iud(EpeHIMPOBKH TPOBOMISAIIMX 3JIEMEHTOB KCHUJIEMbBI U
(b109MBI BBIpAXKAETCA B MOSBICHUH KPYIMHBIX CKOTUICHUHN MApEeHXUMHBIX KJIETOK, 00pa3yroImx
Ha CTHJIaX JIPEBECUHBI XapaKTEPHBIN y30p.

W3ydyeHre akTUBHOCTH Caxapo30CHUHTAa3bl y GopM Oepe3bl MOBUCION ¢ HOPMAIbHBIM U
AHOMAJIBbHBIM CTPOEHUEM JPEBECHUHBI MOXKET OBbITh TMOJE3HBIM C TOYKHU 3PEHHUS TO3HAHUS
MEXaHU3MOB KCUJIOT€HE3a JpPEeBECHbIX pacTeHuid. Hapsiay ¢ 3TUM, NOpOBEACHHE TaKUX
UCCTIEAOBAaHUN  TIPEACTABISETCS  BAXKHBIM  JUII  BBISBICHUS  NPUYUH  PA3BUTHS

MOp(hOTeHETHUECKUX aHOMAJTUI KapeIbCKOW Oepesbl.
Cocrosinue uccie10BaHmit

B nureparype wmnMeeTcs MHOXKECTBO [JaHHBIX O POJM CAaXapO30CUHTa3bl B
CI)OpMI/IpOBaHI/II/I KOMIIOHEHTOB KJIETOYHOM CTEHKM ¥ HAKOIUIEHHH 3alacHBIX META0OJHUTOB
(Kladnik et al., 2005; Andersson-Gunneras et al., 2006; Barratt, 2009; Nilsson et al., 2010;

Coleman et al., 2010; An, 2014, Gerber et al., 2014). bonbImIMHCTBO PabOT MO M3YYCHHIO
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AKTUBHOCTH CaXxapO30CHHTa3bl W KOAUPYIONIMX €€ TeHOB MPOBOJWIOCH HA TPABSIHUCTHIX
pacrenusx (Echt, Chourey, 1985; Winter et al., 1998; Tanase, Yamaki, 2000; Haigler et al.,
2001; Ruan et al., 2003; Baud et al., 2004; Coleman, 2006; Bieniawska et al., 2007; Barratt et
al., 2009; Patrick et al., 2013 u mp.). Ha pacrenusx ropoxa Mmoka3aHO IMO3HTHBHOC BJIMSHHE
HUTPATHOTO a30Ta Ha aKTUBHOCTH CaXxapO30CHHTA3bI B aKIENTOPHBIX TKaHAX (bpyckosa u mp.,
2009; Hukutun, M3maitnos, 2016).

Ha npeBecHBIX pacTEeHUSAX HCCICAOBAHWE CaXapO30CHHTA3HOW aKTUBHOCTH W
9KCIPECCUU KOJTUPYIOIINX €€ TeHOB MPOBOJAMIKCH B OCHOBHOM Ha pacTeHusx tomous (Zhang.,
2011; Gerber, 2014). IToka3zana crnenuduanocTs 3kcnpeccun reroB SUSL, SUS2 u SUS3 ms

KCUJIeMBI IpeBecHbIX pactenuii (Geisler-Lee et al., 2006; Zhang., 2011; Gerber, 2014).
Learb u 3a1a4M HccJIeI0BAHUS

[lenpto nmaHHOM pabOTBl  SABISETCS CPaBHUTENBHOE U3YYEHHE JI€ATEIbHOCTU
Caxapo30CHHTa3bl, — KJIIOUYEBOrO (epMEeHTa YIIeBOJHOTO OOMEHa, y pacTeHHUd OOBIYHOU
oepesbl moBucioit (Betula pendula Roth var. pendula) ¢ HopmManbHBEIM CTPOCHUEM JAPEBECUHBI
u kapenbckoit Oepesnl (B. pendula Roth var. carelica (Mercl.) Hamet-Ahti), otinuarorieiics
AHOMAJIBHOM CTPYKTYpOH JApEBECHHBI, JUIsl OIpeleNeHuss poiu (epMeHTa B IMPOTEKaHUU
KCUJIOT€HE3a JIPEBECHBIX PACTEHUM.

JUis JOCTHKEHUS yKa3aHHOM 11eNTi ObUTN TOCTABJICHBI CISAYIONINE 3aAa'M:

1. B Tepuoj aKTUBHOIO KaMOMaldbHOTO pOCTa HCCIEAOBaThb AKTHUBHOCTH
Caxapo30CHHTa3bl B TKaHSAX CTBOJIa JIEPEBbEB Oepe3bl IMOBHUCION C HOPMAIbHBIM U
aHOMAaJIbHBIM CTPOEHUEM JIPEBECHHBI;

2. U3YYUTh aKTUBHOCTH CaXxapO30CHHTA3bl Y B3POCIBIX JEPEBbEB OOBIYHON Oepe3nl
MOBUCJION M KapeiabCKOW Oepe3bl ¢ pa3HOM CTENEHBIO Y30pY4aTOCTH APEBECHHBI HAa Pa3HBIX

9Talax BEreTalfliOHHOTO MMepuoaa,

3. UCCIEA0BaTh AKTUBHOCTh CaxapO30CHHTAa3bl B pAaHHEM OHTOreHe3e Oepesbl
IMOBMCJIION;
4, M3YyUYUTh YPOBEHb JKCIPECCUM KOJHMPYIOIIMX CaxapO30CHHTa3y TE€HOB Y

B3POCJIBIX PACTEHUI U CesHIIeB Oepe3bl OBUCIOM.
Hayuynasi HOBM3HA U NIPAKTHYECKasi 3HAYUMOCTb PadoThl

BHCpBLIC BBISABJICHA 06paTHa>1 3aBUCUMOCTDb MCKAY aKTHUBHOCTBIO CaXapO30CHHTA3bI U

CTCIICHBIO ITPOABJICHHUA IIPU3HAKOB dHOMAJIBHOI'O MOp(l)OFCHe?)a Yy ACPCBLCB Gepe31>1 HOBI/ICJ'IOI\/'I;
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NOKa3aHbl Pa3jiMyusl B aKTHUBHOCTH CaxXapO30CHHTA3bl y PACTCHHM, BBIPAIIICHHBIX W3 CEMSH
OOBIYHOM Oepe3bl TOBUCIOW M KapelabCKOW Oepes3bl, Ha paHHUX JTallaX OHTOICHE3a;
oOHapy>KeHBbl paszNu4Hble ypoBHU TpaHckpurmuu TeHoB SUSL, SUS2 SUS3 y nepesbes,
OTJIMYAOIIUXCS 110 CTEIICHU TPOSIBJICHUS IPU3HAKOB Y30PYaTOCTH IPEBECUHBI.

W3yueHne AesTeIbHOCTH OCHOBHBIX CaXxapo30paCHICIUIIONIIX (EPMEHTOB HEOOXOHMO
JUI1  TIOHMMaHUS ~ MEXaHW3MOB  (DOpMHUpOBaHHs  JPEBECHHBI  pacTeHui.  DepMmeHT
caxapo30CHHTa3a OINpeeisieT BKIIOYEHHE caxapo3bl B METa0OIM3M KIETOK KaMOWAIBHOW
30HBI PEBECHBIX PACTCHUM, BIUSSI, TEM CaMbIM, HAa CTPOCHHE U KaueCTBO JIPEBECHHBI.

B nmuccepranuoHHoil paboTe oOmnMcaHbl OHOXMMHYECKHE MEXAHH3MbI PETyIIAIUH
MeTaboM3Ma Ccaxapo3bl B CBSI3M C OOpa30BaHHMEM BBICOKOJICKOPATHBHOW JIPEBECHUHBI
Kapesabckoil Oepesbl. [losyueHHbIC MaHHBIE MOTYT OBITh HCIIOJIb30BaHBI MPU TOUCKE MyTEH

YIPABJICHUS TUM MIPOLIECCOM.
IHon0:xeHusl, BBIHOCMMBIEC HA 3ALLUTY

1. JepeBbst 0ObIYHOM Oepe3bl MOBUCION W KapelbCKOM Oepe3bl pa3iuyaroTcs IIo
aKTUBHOCTH CaxapO30CHHTAa3bl B TKaHAX CTBoJa. HU3KMI ypoBeHb aKTUBHOCTH (hepMeHTa B
KCUJIEME KOPPETUPYET C MPOSBICHUEM IMPHU3HAKOB aHOMAJIBHOIO MOpQOreHesa IApeBECHUHBI
KapesbCcKoil Oepessl.

2. AKTUBHOCTb CaXxapO30CHHTa3bl B TKaHSIX CTBOJIA Oepe3bl MOBUCIION KOPPETUPYET C
WHTCHCUBHOCTBIO KamMOWanbHOro pocrta. Hawmbomee BbICOKas aKTHMBHOCTh HCCIIEIYEMOTO
depMenTa HaOMIOAaETCs B TKAHIX C BBICOKUM COJEPKAHHEM LIEJUTION03bI U MOAIEPKUBACTCS
3a cyeT BhICOKOM 3kcnpeccun reHa SUS1, konupyromero nzogopmy SuSyl.

3. Paznmuuus akTUBHOCTEH caxapo30CUHTAa3bl B TKAHAX CTBOJIA PasHBIX (opm Oepesb
NOBHUCIIOW TPOSABISAIOTCS YK€ B pPAHHEM OHTOTCHE3€ U ONPEACNSAIOTCS HE TOJBKO

9H/IOT€HHBIMHU, HO U SK30Tr€HHBIMU (DaKTOpaMH, B YaCTHOCTH, YPOBHEM JJOCTYITHOTO a30Ta.
Anpobanus padorTsl

Marepuansl  auccepraiu  Obutn  mpenctaBiensl Ha |l (X)  MexaynapoaHoit
borannueckoii Kondepenuun wmomoasix yuensix (Cankr-IlerepOypr, 2012); 18-if
Mexnynapoanoii IlymuHckoit mkone-koHpepenuuu «buonoruss - Hayka XXI Bekay
(ITymmao, 2014); MexayHapoHOH KOH(EPEHINH U IIKOJIE MOJIOJBIX Y4eHBIX «Dusnonorus
pacTeHMii — TeopeTHYecKass OCHOBA WMHHOBALIMOHHBIX arpo- M (QPUTOOMOTEXHOJOTUI»

(Kamununrpan, 2014); Bcepoccuiickoil KoH(pEpEeHIIMH ¢ MEXKIYHapOIHBIM yYacTHEM
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«PacTteHuss B yclOBUSIX TIJ0OANbHBIX M  JIOKAJbHBIX MPUPOJHO-KIUMATUYECKUX U
aHTpororeHHeIX  Bo3aeicTBuii»  (IlerposaBoack, 2015); Hayunoit koHdepeHIHH C
MEXYHAPOIHBIM YYACTHEM U IIIKOJIE MOJIOJBIX YUeHbIX «CUTHAJIBHBIE CUCTEMBI PACTCHUM: OT
perentopa a0 0TBETHOM peakuuu opranusmay (Cankr-IletepOypr, 2016); Fourth International
Symposium «Plant Signaling and Behavior». (Saint Petersburg, 2016); IV Poccuiickom
CHUMIIO3UYME C MEXIYHapOJIHbIM ydacTueM «DUTOMMMYHUTET M KJIETOYHAs] CUTHAJIU3ALUS Y

pacrenuii» (Kasanp, 2016).
JIMuHbBIi BKJIAJ aBTOpPa B MPOBeAeHHbIE UCCJIE0BAHUS

ABTOpPOM TMpOBEJCH aHAIW3 OTEYECTBEHHOW M 3apyOeKHON JIHUTEepaTyphl MO TeMe
IPOBOAMMBIX HCCIIEOBaHUI. ABTOp JIMYHO MpPUHUMAala ydacTue B pa3pabOTKe TEMBbI, B
IUTAHUPOBAHUU U TIOCTAHOBKE DJKCIEPUMEHTOB, B cOOpe SKCIIEPUMEHTAIBHBIX JAHHBIX H
00paboTKe MOJMYUYEHHBIX PE3yJbTaTOB, B MOJArOTOBKE MyOIMKALMi 110 TEME AUCCEPTAMOHHON

paboOTHI M TIPEICTABICHUH PE3YJIHTATOB HA HAYYHBIX KOH(EPEHIIUSIX.
Iy6oaukanun

[To marepuanam auccepranuu omyOnukoBaHo 12 paGoT, B Tom uucie 4 cratbu B

peleH3upyeMbIX KypHanax u3 cnuckoB BAK (2 — Scopus u Web of Science).
CtpykTypa n 00beM padoThl

Jluccepranus COCTOMT W3 BBEACHHs, 0030pa JHUTEpaTyphl, OMUCAHUS OOBEKTOB U
METOJZIOB HUCCJICJIOBAHUS, PE3yIbTaTOB, OOCYKICHHS, 3aKIIOUCHHUS, BBIBOJAOB M CITHCKa
nuTUpyemoii mureparypbl. Crincok nuteparypsl BkitoyaeT 200 HanMeHoBaHu#, u3 HuX 160 Ha
WHOCTPAHHBIX s3bIKax. Jluccepranus uziaoxeHa Ha 108 cTpaHHMIIaX MaIMHOMMCHOTO TEKCTA,

COAEPKUT 2 TaOIuIBl U 39 PUCYHKOB.

baaroxapaocTu

ABTOp BhIpaxkaeT OJaroJJapHOCTh HaydyHOMY pykoBoautento 1.06.H. Hosuukoi JIJI. 3a
NOJCP)KKY M KOHCYJBTAllMM Ha TMPOTSHKEHUH BCEX STAlOB BBHIMOJIHEHHS pPaOOTHI, K.0.H.
[Nanu6unoit H.A. 3a HeolleHMMYIO MOMOIIb B TUIAHUPOBAHUM J1A0OPATOPHBIX MCCIEAOBAHUNA U
00CYyXJeHHE TMOJIyYeHHBIX Pe3yibTaToB. ABTOp XoTen Obl mobmaromaputs Codponory M.H.,
[Togropuyro M.H., KopxkoBy M.A. u HuxepoBy K.M. 3a mnomomps B nOpOBEICHHH

OMOXUMHYECKUX HCCIICIOBAHUN U c60pe OKCIICPUMCHTAJIbHOT'O MaTCpHUaJia.
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I'maa 1. OB30P JIUTEPATYPHI
1.1 KcwioreHe3 y ApeBecHbIX pacTeHHUil

Kcunorenes — mponecc (QpopMuUpOBaHMsS KCWIEMbI (JIpPEBECHHBI), BKIIOYAET B ceOs
o0pa3oBaHuE €€ CTPYKTYpPHBIX 3JEMEHTOB M CHUHTE3 MOJHMMEPHBIX KOMIOHEHTOB KJIETOYHOU
creHku. Ilpogykius kcuioreHeza — JpeBecuHa, coctaBisieT 10 80% Ouomaccel aepesa,
[O3TOMY MOMCK IyTeil 3((EeKTHBHOTO YHpPaBICHHUS 3THUM IPOLIECCOM SBISIETCS BechbMa
aKTyaJbHBIM C TOYKH 3PEHHS MOBBIIICHUS MPOTYKTUBHOCTH JPEBECHBIX pacTennii (Hukumos,
1985).

B cocta  kcuiembl  BXOIAT ~ CTPYKTYpHBIE  3JIE€MEHTBbI,  BBINOJIHSIOLIUE
BOJIOTIPOBOJISITIIYIO, OMOPHO-MEXaHWYECKYI0 W 3amacarolnyro (QyHKOud. M3 mepedncieHHbIX
GyHKUMH clieyeT, YTO U3MEHEHHE KOJMYECTBEHHOI'O COOTHOIIEHUS KCHJIEMHBIX 3JE€MEHTOB
BJIMSIET KaK Ha KauyeCTBO IPEBECHHBI, TaK M HAa POCT, Pa3BUTHE U MPOAYKTUBHOCTH JIEpeBa B
LEJIOM.

dopmupoBaHrEe KCHUIEMBI TMPOMCXOIUT B pe3yibTare AesTeiabHocTH kambus (Larson,
1994; Telewski et al., 1996; Sterky et al., 1998). KamOwuii siBisieTcst 1aTepaibHON MEPUCTEMOM,
NeSITeIbHOCTh KOTOPOI MPUBOAUT K 00pa30BaHUIO BTOPUYHON KCUIIEMbI M BTOPUYHOHN (DII03MBI
(Philipson et al., 1971; Sachs, 1981; Savidge, Wareing, 1981; Fahn, 1982; Larson, 1982). Ou
JlaeT Havyajio KJIETKaM-TIIPEIIIeCTBEHHUKAM BCEX TUIIOB CTPYKTYPHBIX 3JIEMEHTOB IIPOBOISIINX
TKaHEH.

Tepmun «xamMOMil» OOBIYHO HCIONB3YIOT [UJIi OOO3HAYEHHS HEMOCPEACTBEHHO
KaMOHManbHBIX HHULIMANEeH. COBOKYITHOCTh KaMOMATBbHBIX HHUIIMANICH U MAaTEPHHCKHUX KIETOK
KCHJIEMbI M ()JIOOMBI Ha3bIBAIOT «kKamOuanbHO# 30HOM» (Lachaud mp., 1999; Prislan et al.,
2013). Kambuii conepxut qBa MOpP(HOIOTUYECKH PA3TUYHBIX THIA KIETOK: BEPETEHOBHIHBIC
KJICTKH, BBITSHYThIE B aKCHAJIbHOM HANpaBICHWU, U JIyu4eBble KICTKH, WMMECIOIINE
u3zonuameTpudeckyro (opmy. IlepBeie maroT Hayano OCEBBIM, a BTOpPBIE — pagHaIbHBIM
3JIEMEHTaM BTOPUYHOM KcuiieMbl U ¢uioambl (Prislan et al., 2013). TIpuHaiexKHOCTh KIIETOK
KaMOHMsi K TOMY WM HMHOMY THUIy ONpeAensieTcs, B OONblIed CTENeHH, CUTHAJIaMH
HO3UIIMOHHON CUCTEMBI KOHTPOJIS, & HE NMPEEMCTBEHHOCTBIO B Psily KJIETOYHBIX MOKOJIEHHUH,
MOCKOJIBKY JOBOJIBHO YacTO HAOJI0IaeTCsl B3aMMOIPEBPAIICHNE BEPETCHOBUIHBIX U JIy9EBBIX

kietok (Larson, 1994; Mellerowicz et al., 2001).
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B pesymprare Kaxxgoro IMKIA JEN€HHS KIETKH B paJWaIbHOM HaIlpaBIICHUU
00pa3yroTcsi HOBBbIC MaTEpHHCKHUE KJIETKH KcuieMbl uin ¢uiodMbl (Catesson, 1994). Taxkum
obpazoMm, (opMuUpOBaHHME NPOBOJAIIUX TKAHEW OMpPENENseTCS YUCIOM  JIeNSAIIUXCS
KaMOWaJIbHBIX KJIETOK, a TaKXke TeM, KakK OBICTpO HOBBIE KJIETKH TMPOXOIST CTaauu
mubdepeHManMl U BBIXOAAT 3a npenensl kamOuanbHOW 30HBI (Uggla et al.,, 1998;
Mellerowicz et al., 2001; Prislan et al., 2013).

[Tpoueccel  GopmupoBaHus  KCuiaeMbl W (QIO3MBI  HE  SIBJISIIOTCA — 3apaHee
3aMporpaMMHUPOBAHHBIMU. XapaKTep W HaIpaBICHHOCTh AUPGEPEHIIMPOBKHU KIETOK KaMOus
JIETKO HW3MEHSIIOTCS TOJ BIUSHUEM B3aUMOJICUCTBUN TEHOTHIIA W OKPYXKAlOUIEH Cpesl
(Savidge, 2000) u TpeOyIOT YETKON CUCTEMbI KOHTPOJISI, KOTOpasi Obl Onpe/essiia paaAualbHyIO
cTpyktypy 30HbI Aenenus (Uggla et al., 1998; Savidge, 2000). O6bI4HO €ATETFHOCTh KaMOUs
B CTOPOHY KCWJIEMbl HJET Oojiee aKTUBHO, YTO OOBSICHSET 3HAYUTEIBHOE IMPEBOCXOACTBO
JMAHHOW TKAaHM IO MAacCOBOM M OOBEMHOW JoJie, MO cpaBHEHHIO ¢ ¢uiodMoil. OTHOIIEHUE
Kcusema/(paosMa y OONBIIMHCTBA BUAOB JIPEBECHBIX pAacTEHUI BapbupyeT B mpenenax 4:1 u
10:1 (Plomion et al., 2001).

[TpousBonHbie kKamMOusi B mporecce MupPepeHInpPOBKH B KIETKA KCHUIEMBI MPOXOISAT
psAa TOCTEeA0BATENbHBIX CTAAMI: a) pOCT KJIETKH 0) OTJIO)KEHHE MHOIOCIOMHONW BTOPHYHOMN
KJIETOYHOW CTEHKH B) OJ[PEBECHEHHE T') 3alpOrpaMMHpOBaHHAsl KJIETOYHAst cMepTh (Savidge,

2000; Plomion et al., 2001).
1.1.1 Tunwvt cmpykmypHbix 3j1eMeHN 08 KCUIEMbL
Tpaxeanvuvie s1emenmoi

TpaxeanbHbIE 3I€MEHTHI KCHJIEMbI TIOJPa3/IeIsIIOT Ha JBAa OCHOBHBIX TUIA: TPAaXECHJIbI U
COCYZIMCTBIE AJIEMEHTHI (COCYIBl W WIECHHUKH COCYIOB). B 3penoM coOCTOSHMM OHHM HMEIOT
VIUTMHEHHYIO, BBITSHYTYIO BIOJb OCH CTBOJA ()OPMY, JIUIICHBI KIECTOYHOTO COACPKHMOTO U
COCTOSIT HWCKJIIOYUTEIBHO U3 YTONIIEHHBIX JUTHA(DUIUPOBAHHBIX KJIETOYHBIX CTEHOK.
(Myburg, Sederoff, 2001; 3septr, 2015). Tpaxeuasl SBIASAOTCS HeneppOPUPOBAHHBIMU
CTPYKTYPHBIMH 3JIEMEHTaMH, OHH COCAMHAIOTCA MEXIy co0oil mocpeAacTBOM map
OKalMIIEHHBIX TOp. Yepe3 okaliMIIeHHBIE TOPBI MEXy TPaxenIaMH IMPOUCXOAUT OOMEH BOJIbI
M PpAacTBOPEHHBIX B HEH BemecTB. YIEHWKH COCYZOB HMEIOT Ha TOPLEBBIX KOHIAX
nep(opallMOHHHBIE TJIACTHHKH — YYacTKH, Ha KOTOPBIX OTCYTCTBYET KJIETOYHAs CTEHKa

(Wheeler et al., 1989; Dsepr, 2015). Yame BcTpe4aroTcs MOpocThie MepPpopanroHHbIE
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IUIACTUHKHM C OJHOM OoJiblIoNi nepdopanueii, HO TakKe UMEIOT paclpoCTPAaHEHUE CETYaThle
nepdopalMoHHbIC TIJIACTUHKHU ¢ IBYMs U OoJiee mepdoparusamu (OBept, 2015). Y HEKOTOPBIX
CEMEMCTB MOKPHITOCEMEHHBIX BCTPEUYAeTCA JECTHUYHBIN THUN Tep(OpPAIMOHHON TUIACTUHKA
(Ohtani et al., 1992). Ilpocteie nepdopanuu 00Ja1al0T HAMMEHBITHM COMPOTHBICHHEM TOKY

BOJIbI, U, CJI€0BATEIbHO, MAKCUMAIIbHON BoJ0NpoBoAMMOCThIO (Myburg, Sederoff, 2001).
Bonoknucmuie snemenmol

Bonokna mpenctaBiasioT coOOW YAIWHEHHBIE CTPYKTYpPHBIE JJIEMEHTHI KCHUIIEMBI C
YaCTUYHO JIMTHU(DHUIIMPOBAHHBIMH KJICTOYHBIMU CTCHKaMH. KII€TOUHBIE CTEHKH BOJIOKOH, Kak
npaBwio, Toime, 4em y Tpaxeun (Myburg, Sederoff, 2001; Dsept, 2015). B kcuneme
BCTPEYAIOTCSI JIBA THIA BOJIOKOH — BOJIOKHUCTBIC TPAaXEeHIbl U BOJIOKHA JIMOpudopma. BonokHa
muOpudopma, Kak TPaBUIO, UIMHHEE M UMCIOT 00JIee TOJCTYI KJICTOYHYIO CTEHKY, IO
CPaBHCHHWIO C BOJIOKHHCTBIMU Tpaxewaamu. OTIMYUEM 3THX JIBYX THIIOB CTPYKTYPHBIX
DIIEMEHTOB KCHJIEMBI SIBJIICTCS TAK)KEC HATUYHUE Y BOJOKHHCTBIX Tpaxeuj] OKalMJICHHBIX IIOD.
Bonokna nmubpudopma UMEIOT TONIBKO MPOCThIC HEOKAWMIICHHBIC MTOPHI MIEICBUIHON (HOPMBI

(DBepr, 2015).
Kcunemnas napenxuma

KrneTtku, BBITIOJNHSAMOMME B KCWieMe (DYHKIIMIO 3amacaHuisi, HOCAT Ha3BaHUE KIIETOK
napeaxumbl (Myburg, Sederoff, 2001). Jlnsg BTOpUYHON KCHJIEMBl XapaKTEpHBI JBa BUAA
MApPCHXUMHBIX KJICTOK — KIETKH OCEBOW (aKCHAJIBHOW) MAapeHXMMBl M KJICTKU JIY4CBOU
napeaxumbl (OBepT, 2015). Kietku oceBoii mapeHXuMbl (OPMUPYIOTCS U3 BEPETCHOBUIHBIX
uHUIMane kaMous. [TapeHXuMHBIC KICTKU JIydeld oOpa3yroTcsl M3 JyYeBBIX WHUITHAICH, MX
TSKM MOTYT paclonaraTtbCsi KaK BEPTUKAIBHO, TaK M TFOPU30HTAJIbHO OcH mobera (OBepr,
2015).

Y JIpeBeCHBIX pACTECHUN KIETKH KCHJICMHOW TApEHXUMbl HWMEIOT YTOJIIICHHBIC
TUrHUGUITMPOBaHHBIC BTOpHYHbIC Kietounbie cteHku (Mellerowicz et al, 2001, Mellerowicz,
Sundberg, 2008). VY HeKOTOpPBIX MMApPEHXHWMHBIX KJIETOK CTCHKH yTOJIIAIOTCS U
CKIEpUPHUIUPYIOTCS, B JAHHOM CIy4ae, KJICTKH HOCST Ha3BaHUE CKICPEU]I.

3penble MapeHXMMHbIE KIETKH KCWJIEMbl COXPAHSIOT MPOTOIUIACT M HAKaIllJIMBAIOT
3aImacHbIe BEMIECTBA — KpaxMall, TUIUAbI, TAHUHBI, OCJIKU. DTH KIETKU TAKXKE UTPAIOT BAXKHYIO

poip B 0Opa3oBaHMM Kajulyca NP PaHEHUU W MOTYT peaud@epeHuHpoBaTbCS B ApYyTUe
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CTpYKTypHBIE 3meMeHThl kcuiembl (Myburg, Sederoff, 2001; Osept, 2015). Coxmepxanue
3aIllaCHBIX BEIIECTB B KJIETKAX MAapeHXUMbl CUIBHO BAPBUPYET B 3aBHCUMOCTU OT (heHo(]a3bl
pactenust (Kpamep, Koznosckuii, 1983). Tak, y OOnpIIMHCTBAa BUIOB JPEBECHBIX PACTEHUI
oOHapy)X€HO J1Ba INHKa COAEP)KAaHUs Kpaxmaja — BECHOH M oceHblo. Jletom copepxkaHue
Kpaxmajla pe3KO MaJaeT BCIEICTBHE €ro akTUBHOM YTHIM3AallMM HAa POCTOBBIE IPOLIECCHI,
3MMOM CHMKEHHE CO/IEpP KaHUsl KpaxMaja 00yCIOBIEHO €ro mpeodpa3oBaHUEM B caxaposy MOJ
Bo3zeiicTBueM Hu3KuX Temnepatyp (Kpamep, Koznosckwmii, 1983; Kozlowski, Pallardy, 1997;
Oept, 2015). ConepkaHue 3amacHBIX JUMUIOB W OEIKOB TaKkKe HMEET 3HAYUTEIHHYIO

cezonnyro nuHaMmuky (Kozlowski, Pallardy, 1997).
1.1.2 Knemoumnvie cmenKu cmpyKmypHuIX 371€MEHM08 KCUIEMbl

OyHKIMK, BBHITIOTHSEMbIE PA3HBIMU THIIAMH KIETOK KCHUJIEMBI, TECHO CBS3aHBI C
o0Opa3oBaHHEeM BTOpUYHOHU KileTouHOM cTeHku (Myburg, Sederoff, 2001; Escamez, Tuominen,
2014). TINOTHOCTDh KJIETOK KCHJIEMBI — 3TO (PYHKIMS COOTHOIICHHWS TOJIIUHBI KJICTOYHOU
CTCHKH K JHAMETPY IMOJIOCTH KIETKU. Takum o0pa3oM, TUIOTHOCTH M, B 3HAUUTEIBHON Mepe,
IPOYHOCTH JPEBECUHBI 3aBUCAT OT KOJIMYECTBEHHOTO COOTHOIIECHHS KJIIETOK Pa3IMYHbIX THIIOB,
a TaKXKe OT TOJIIMUHBI KIETOYHOW CTEHKH CTPYKTYPHBIX JIJIEMEHTOB, TJIABHBIM 00pa3oM
sostokon (Wheeler, Baas, 1998). Ha pa3nu4HbIX JpeBECHBIX MOPOIaxX MOKa3aHO, YTO JUAra30H
IJIOTHOCTU APEBECUHBI MOXET BapbupoBaTh oT 120 mo 1200 Kr/M° B 3aBHCHMOCTH OT TOTO,
Kakue JJeMeHThl mpeoOiamaor B japeBecuHe (Dinwoodie, 1975). DddexTuBHOCTH
BBITIONTHSEMBIX KCWJIEMOW (YHKIUH TakKe 3aBHCUT OT COOTHOIIEHHUS CTPYKTYPHBIX
aneMeHTOB. Tak, B cocTaBe paHHEW apeBecHHbl, (OPMUPYIONICHCS B Hayae BEreTalMOHHOIO
nepuosia, KOrja HeOoOXOMUM aKTUBHBIM KCHJIEMHBIM TpPAHCHOPT, Npeo0ianaloT COCY/bI
OoNbIIOro JUamMeTpa, B TO BpeMs KaK B MO3JAHEH IPEBECHHE AMAMETP COCYIOB MEHbIIE U
BhIllIe cojepxkanue BosiokoH (Dinwoodie, 1975; Gourlay, 1995; Mattos et al.,, 1999;
Tomazello, Silva Cardoso, 1999; Ogeprt, 2015). Ha npumepe cocHBI OKa3aHO, YTO PaHHSS H
MO3/IHSAS JIPEBECHHA OTJIMYAIOTCS TI0 TOJIIMHE KJIETOYHOW CTEHKH Tpaxeui: TOJIIUHA

KJICTOYHOM CTEHKH TPaxeHJl paHHEH IPeBECHHBI ~2 MKM, mo3aHer ~10mkm (Dinwoodie, 1975).
Cocmas knemournou cmenKu

Knerounble cTeHKH pacTeHUI COCTOAT U3 MUKPO(DUOPUILT HEIUTION036], ITOTPYKEHHBIX B

MaTpUKC W3 TEMHULEIUII0N03 (KCUJIaH, KCHUJIOTJIIOKaH, apaOMHOKCHWIAH, TJIIOKOMaHaH), |
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NICKTUHOB (paMHOTaJIaKTypOHaH, apaOuHaH, rajakTaH, romoraisaktyponan) (Northcote, 1972;
Mellerowicz, Sundberg, 2008; Hobson et al., 2010). IIpeairecTBeHHUKaMU I CHHTE3a
HoJIMCaxapuI0B BBICTyHaroT Hykieosuapocdarsl caxapos (Northcote, 1972; Tutok u ap.,
2007). CunTe3 monmcaxapuioB KICTOYHONH CTEHKH PETYJIHPYETCS YPOBHEM JOCTYITHOCTH
HykineosundocharoB caxapoB, HX JIOKaTU3alWed ¥ BO3MOXHOCTBIO TpaHCIOpPTa B
HarnpasjieHun KiaeTouHoi crenku (Northcote, 1972).

[enmrono3a mpencTaBiasieT coO0M MoMUcaxapHl, MOJEKYJIbl KOTOPOTO MOCTPOSHBI W3
octaTkoB D-riroko3sr (Tutok u ap., 2007).

['eMUIeITIONO03bI  SBJISIFOTCSL OoJiee TIACTUYHBIMU TIOJUCAXapUIHBIMU CTPYKTYpaMH,
KOTOpBIE COOMPAIOT MHUKPOPUOPHILIBI IEUIION03bl B €IUHYIO CETh W MPEJOTBPAIIAlOT HUX
tpeane (Mensenes, 2004). 'emunemuoio3sl B 3aBUCUMOCTH OT TOTO, OCTAaTKHM KaKUX
MOHOCAXapoB BXOJST B WX COCTaB, MOAPA3NCIAIOT HA MaHHAHBI, TAJJAKTaHBI W TICHTO3aHBI
(apaban, kcuian) (KpetoBuu, 1986).

Conepxanne nemmono3bl  coctaBisier  40-50%  cyxoid  Macchl  APEBECHHBI,
remunesnironos — 20-30% (Schuetz et al., 2013).

[lekTUHBI — A3TO KHUCJBIE TMOJIMCAXAPUJIBI, UMEIOIIHNE B CBOEM COCTaBE MOJUMEPHYIO
I[eNb TAJIAKTYPOHOBON KHCIIOTHI, a TaKKe OCTaTKW JUNUAOB. [IeKTHHBI 00pa3yrOT TEIEBYIO
a3y KIETOUHOIN CTEHKU PAaCTeHHS C OTPY>KEHHBIMU B HEE 1EIJUTFOJIO30M U TEMUIIEILTION03aMU
(Mensenes, 2004).

B npornecce dhopmupoBaHusi KIETOYHON CTEHKHM HApSAIy C OOpa3oBaHUEM YTIIEBOJIOB
NPOMCXOIUT OMOCHHTE3 CTPYKTYpHBIX OenkoB u aunuaos (Fukuda, 1996; Mijnsbrugge, 2000;
Myburg, Sederoff, 2001). CtpykTrypHBIC O€IKH KIETOYHBIX CTEHOK ITPEJICTABIICHBI B OCHOBHOM
9KCTCHCUHAMH, CIIOCOOCTBYIONIMMH MEXaHHUYECKOW MPOYHOCTH KJIETOUHBIX cTeHOK (Cassab,
1998). Hapsiny ¢ 3TUM OHHM OCYIIECTBISIOT KOHTPOJIb BHYTPUKJIETOYHOM OpraHu3alu, B
YaCTHOCTH, OpraHu3anuio Mukpotpybouek (Akashi et al., 1990; Fukuda, 1996), xoropsie, B

CBOIO Ouepeflb, OMPENEIAI0T XapakTep OTIOXKeHUs KieTouHoi creHku (Gunning, Hardham,

1982).
Cmpoenue K1emouHou cmeHKu

[lpu neneHnm KIETOK KaMOWsS MEXITy HUMHU (POpMHpYyeTCs KJIETOYHAs IUIACTHHKA, Ha

KOTOPYIO 3aTE€M OTKJIJIBAIOTCS CJIOW MEPBUYHON KIETOYHOW CTEHKHU (KJIETOYHOU 000JIOUKH).
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[lepBuuHast kineTouyHas cTeHKa (OpMHpYETCs JO M BO BpeMs pocTa KiIeTku (DBepT,
2015). ITocne Toro, kak KJCTKa 3aBEpIIAacT POCT, HAYHWHAETCS OOpa3oBaHHE BTOPUYHOMN
kierounoit crenku (MacAdam, Nelson, 2002; Gritsch, Myrphy, 2005). Bo BTOpuYHBIX
KJIETOYHBIX CTEHKaX KCHJIEMBI IPEBECHBIX PACTEHMI YETKO BBIAETSIOTCS TPHU CJIOS: BHEIIHUN
(Sy), camblii TOJCTBIN — cpeaHuil ciaou (S,) U BHyTpeHHU# cioi (S3). BeiieneHue cioeB B
KJIETOYHOM CTEHKE OCHOBAHO Ha Pa3IMYHONW OPHEHTAIIMM B HUX MUKPOPUOPUIII LEITIOI03bI

(Frey-Wyssling, 1976).
OopesecHenue K1emo4HOU CMeHKU

Ha omnpenenennom stane GpopMupoBaHUsl KIETOUHON CTEHKH CTPYKTYPHBIX AJIEMEHTOB
KCHJIEMBI IPOUCXOIUT ee opeBecHenue — muraudukarus (Fukuda, 1996).

HaubGonee ObicTpo mojaBepraeTcsi OAPEBECHEHUIO CpPEeIMHHASA TUIACTUHKA W TIEPBUYHAS
KJIETOYHAsl CTEHKAa, 3aT€M IOCTENEHHO MPOUCXOAUT JTUTHUDUKAIUSA BTOPUYHOM KIIETOUHOM
crenku (Myburg, Sederoff, 2001).

JlurHuH TpeAcTaBIsSeT COOOW CIOXKHBIM TPEXMEPHBIM TMOJUMEp, COCTOSIIHN U3
apoMaTH4eCKUX (EHONBHBIX MOHOMEPOB, HA3bIBAEMBIX KOPUYHBIMH CIHUPTAMHU WA
monoaurnonamu (Boudet et al., 1995; Myburg, Sederoff, 2001; Vanholme et al., 2008;
Neutelings, 2011). ¥V npeBecHbIX pacTeHHWU [0S JUTHHHA B CYXOM Macce JIPEeBECHHBI
cocraBisieT 25-35% (Mensenes, 2004). Jluraun siBnsietcss TuaApoHOOHON CTPYKTYpOH 3a cUeT
apOMaTHYECKOTO XapaKTepa ero MOHOMEpoB. JIUTHHH obecredynBaeT BOJAOHETPOHUIIAEMOCTh
BHYTPEHHEH TOBEPXHOCTH BTOPUYHOW KJIETOYHOW CTEHKH, YTO CIOCOOCTBYET TPAHCIIOPTY
BOJbI 0e3 moTeph. TpexmepHass mpHUpoja JIUTHUHA OOECTIEYMBAET KECTKOCTh U MPOYHOCTh
KJIIETOYHOM CTEHKH, a €ro XuMHyecKas CTa0WIbHOCTh — 3allUTy OT NaTOT€HHBIX
mukpoopranumsmo (Myburg, Sederoff, 2001). Takum oOpazom, nuUrHUUKAIUS KICTOYHOU
CTEHKH UTpaeT OOJBIIYIO POJib B (DYHKIIMOHATHHOCTH 3pPEJIbIX TpaxeadbHbIX U BOJOKHUCTHIX
ayieMeHTOB KeniieMsl (Schuetz et al., 2013).

OnpeBecHEHHE KIETOYHBIX CTEHOK TpaxeajdbHbIX M BOJOKHUCTBIX JJEMEHTOB
NPOUCXOMUT ¢ ydacTheM kiertok mapenxumbl (Pickett-Heaps,1968; McCann et al., 2001;
Schuetz et al., 2013). B uccrnenoBanusx Pickett-Heaps (1968) moka3aHo, 4To MapeHXHMHBIC
KIETKA KCWJIEMBI CIIOCOOHBI CHHTE3MPOBATH MOHOJHWTHOJNIBI M JKCIOPTUPOBATH HUX B
KJIETOYHYIO CTEHKY COCEJICTBYIOIIMX C HUMH OJIPEBECHEBAIOIIMX KJIETOK. Ha KylnbType KiieTok

Zinnia MMPpOACMOHCTPUPOBAHO HUCITIOJIB30BAHUC KIICTKAMHU KCHIJICMbI 3K30I'CHHBIX MOHOJIMTHOJIOB
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JUIsl CHHTE3a BTOPUYHOW KJIETOYHOW CTEHKH, 4YTO JIeIaeT BO3MOXXHBIM IPOJOJKEHUE
YTOJNIICHHUS KJIETOYHON CTEHKHM aaxke mocie rubemu mpotorwiacta (Hosokawa et al., 2001;
Tokunaga et al., 2005). Takum 00pa3om, MaAPEHXWMHbIEC KJIETKU BBITIOJHSIIOT BaXXHYIO POJIb B
mudQepeHani  BOAONPOBOIANIMX W MEXaHHYECKUX JJIEMEHTOB KCHJIEMBI 3a CYET

obecrieueHus MX 3K30reHHbIMU MoHOJIMTHOTaMu (McCann et al., 2001; Schuetz et al., 2013).
1.1.3 Ipozpammupyemasn Kiemounas cmepmo

[Tocne 3aBepmienust GopMUPOBaHUS BTOPUIHON KIIETOYHOUN CTEHKU U €€ OJJPECBECHECHUSI,
y TpaxeaJlbHbIX U BOJOKHHCTBIX DJIEMEHTOB KCHJIEMBI MPOUCXOJUT aBTOJIM3 MPOTOILIACTA.
MHorue aBTOpBI CYUTAIOT 3TO MpUMEpOM Nporpammupyemoit kierodnou cmeptu (IIKC)
(Fukuda, 1996; Fukuda et al.,1998; Mittler, 1998; Groover, Jones, 1999; Courtois-Moreau et
al., 2009; DBepr, 2015).

[TporpaMmupyemMyr0 KIETOYHYIO CMEPTh JKMBOTHBIX KJIETOK O003HAUYAIOT TEPMHUHOM
«amonto3» (Kerr et al., 1972; Kerr, Harmon, 1991; Bowen, 1993; Durme, Nowack, 2016). B
psane pabot mokazaHo, uto IIKC pacTutenbHBIX KJIETOK HE 00JaJaeT BCEMHU MpHU3HAKAMH,
xapakTepHbiMu s amonto3a (Lai, Srivastava, 1976; O’Brien, 1981; Lee, Chen, 2002;
Watanabe et al., 2002). [Toatromy anst 0603HaueHUs THOENN KIETOK B Xoze Au(PpepeHIInpoBKU
KCHJIEMBl MBI B JajbHEHIIeM OyJeM HCIOIb30BaTh OOIIMK TEPMHUH «IIpOTrpaMMUpyeMast
KJIETOYHAsI CMEPTHY.

Cpasy mociie Hauaja yTOJIICHUS BTOPUYHON KJIETOYHOW CTEHKH B BaKYyOJSX OyIyIIMX
TpaxeajdbHbIX M BOJOKHUCTBIX OJJIEMEHTOB KCUJIEMbl HAKAIUTUBAIOTCS TUAPOJIUTHYECKUE
depmentsl — ruapornasbl (JJHKaze, PHKa3sl u mnporteassl). ABTONMTHYECKHH Mpolecc
HAYMHAETCS TOCTE pa3pbiBa TOHOIUIACTA U BBIXOJAa (PEPMEHTOB W3 BaKyOJIH B IUTOIUIA3MY
(Myburg, Sederoff, 2001, 3Bepr, 2015). T'maponassl pa3pymarOT YYacTKH IEPBHYHON
KJICTOYHOW CTCHKH, HEJIUTHU(DHUIIMPOBAHHBIC YYaCTKH BTOPHUYHOH CTEHKH M 3aMBIKAIOIINC
IUICHKU TIOp MEXIy TpaxeainbHbiMu demeHTamu (Myburg, Sederoff, 2001; 3sept, 2015).
KieTounble CTEHKHM TOPIEBBIX KOHIOB JTUGGEPSHIUPYIOMKUXCS COCYJOB  YaCTUYHO
NETpagupyOT W TpeBpamamTcss B nepdopalMoOHHBIC IUIACTUHKH, dYepe3 KOTOphIC
OCYILECTBIISIETCS MPSMOM TPAHCIIOPT BOJBI U MUHEpalbHBIX BemiecTB (Fukuda, 1996; Myburg,
Sederoff, 2001; 3Bepr, 2015). MemOpaHbl OKaWMJIEHHBIX MOpP Tpaxewja TaKKe YaCTUYHO
MOJABEPrarOTCA JU3UCY. TpaHCHOPT BOABI Yepe3 OKAWMIICHHBIE MOPbI — ATO €IMHCTBEHHBIN

crioco0 nepeaBKeHus BOIbI Yepe3 Tpaxeubl (Myburg, Sederoff, 2001; OBeprt, 2015).
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Yro Kkacaercs KIETOK KCHUJIEMHOM IIapEeHXUMBbI, TO OHHM, HECMOTpPS HAa CWIBHO
YTONIIEHHbIE  JMTHU(QUIUPOBAHHbIE  KIETOYHBIE  CTEHKH, OCTAlOTCA  JKUBBIMU U
(GYHKIMOHMPYIOT B TEUEHUE HECKOJNbKHX JIeT. OTO CBHUJETEIbCTBYET O TOM, 4YTO
3allporpaMMHUpOBaHHasi KJIE€TOYHasi ruOeiab He CBs3aHa HEMOCPEICTBEHHO C OJPEBECHEHHEM

KJIeTouHbIX cTeHOK (Myburg, Sederoff, 2001; DBept, 2015).

1.2  ®opwmpbl 6epe3nl noucJoii (Betula pendula Roth) — nennbie 06beKTHI 1151

U3yYeHHs MEeXaHU3MOB KCHJIOTeHe3a IPeBeCHbIX pacTeHuil

OmHMM W3 OCHOBHBIX ITOJXOJOB K IMO3HAHUIO 3aKOHOMEPHOCTEH POCTa U Pa3BUTHS
pacTeHUil SBISCTCS M3YYCHHUE OTKJIOHEHUH OT HOPMBI. LICHHBIMH OOBEKTAMU JUISI W3Y4CHUS
KaMOuaIbHOTO POCTa SABIAIOTCS ABE (hopMbl Oepe3bl MOBUCION — 0ObIYHAs Oepe3a MoBHUCHA
(B. pendula var. pendula) ¢ TunuyHON A BUAA MPSIMOCIONHOW JPEBECHHON M KapelibCKas
Oepesa (B. pendula var. carelica), oGmamaromias BBICOKOJICKOPATUBHOW, aHOMAJIbHON I10
CTPOCHHIO Yy30p4aToil JapeBecHHON. M3 BCeX NPEBECHBIX IMOPOJ CTPYKTYpPHBIC aHOMAJHU
TKaHEW CTBOJIA BRIPAXKCHBI Y Hee HauboJiee sIpKo, XapaKTepU3YIOTCs OOJIBIIUM pa3HooOpa3ueM
NIPOSIBJICHUS. B OHTOTCHE3¢ M BBICOKUM YPOBHEM SHIOTCHHON W3MEHYHMBOCTH; MX IOSBJICHUC,
pa3BUTHE W 3aTyXaHHE 3aBUCAT OT BozuehcTBusi (akrtopoB cpenbl (Hosumkas, 2008). Ha
NPOTSDKEHWH MHOTHX JIET JIBE TMEepPEUUCICHHBIC (OpMBI Oepe3bl MOBUCION SIBISIOTCS OIHUMU
U3 OCHOBHBIX OOBEKTOB HCCIICIOBaHUS JTa0OpaTOpHH (HPU3HOJIOTMUA M LUTOJOTHH JPEBECHBIX

pactenuii Mucturyra neca KapHII PAH.
1.2.1 T'ucmonozuueckuii cocmae opesecunvl Hepeszvl nOBUCHON

JpeBecrna Oepe3bl COCTOUT U3 BOJIOKHUCTBIX 3JIEMEHTOB, COCY/IOB, KJIETOK aKCHAIBbHOM
U JIy4€BOU ITaPEHXUMBI.

B nwuteparype BcTpeuyaroTCsi NPOTUBOPEUMBBIE CBEICHHUS O THUIIE BOJOKHUCTBIX
AJIIEMEHTOB B ApeBecuHe Oepe3bl. OHU aBTOPHI YKa3bIBAIOT, YTO MPO3CHXUMHBIC SJIEMEHTHI B
€€ JpEBECHHE NPEACTaBICHbl COCYJaMH U BOJIOKHAMH, HO HE YTOYHSIOT THUIl BOJIOKOH
(Luostarinen, Verkasalo, 2000; Hergjarvi, 2004; Koch, Schmitt, 2013). JIpyrue roBopst o
HAJIMYUU COCYZ0B u BoJokoH nmuOpudopma (Kacecay, 1968; Kozpmun, 1969; TexuepsiaHos,
Hanyenko, 1969). TpeTbn CUHMTAIOT, YTO BOJIOKHHCTBIC 3JIEMEHTHI B JIPEBECHHE Oepe3bl
MPENICTABISIOT cO00M mepexoqHyro GopMy MEXIy TpaxeuaamMu W BOJOKHaMH JTuOpudopma,

T.€. SIBJIIIOTCS BOJIOKHUCTBIMU Tpaxeusamu (bapunbckas, 1978a; Atpoxun u ap., 1982; Baum,
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2001; Schwarze, 2007; Price, Macdonald, 2012). M1 pa3aensieM MOCIEIHIO TOYKY 3PEHUS,
MOCKOJIBKY 3TO MHEHHE OCHOBBIBACTCS Ha pe3yJbTaTaxX 3JEKTPOHHO-MUKPOCKOMHYECKOTO
ananu3a (bapuibckas, 1978a) u 1aHHBIX 0 MOHOMEPHOM COCTaBe JINTHUHA KJIETOYHBIX CTEHOK
(Baum, 2001). O ToM, 4YTO 3TH 3JIEMEHTBI SIBIAIOTCSA TpaxeuJaaMH, CBUACTEIBCTBYIOT HX
YMEPEHHO YTOJIIIEHHBIE (10 3 MKM) 000JI0YKH, OKaliMJIEHHBIE MIOPBI B HUX W IPUYPOYEHHOCTh
nmop K paauayibHbeIM cTeHKkaM (bapunbckas, 1978a). O60m0ukn BOJIOKOH JUOpHdopMa 0OBIYHO
TOJILIE, U OHU UMEIOT MEJKHUE ILEJEBUIHBIE MOPbI, KOTOPbIE CIy4YallHO paclpeaesstoTcs 1o
kiaerounoii crenke (llvessalo-Pfaffli, 1995). C apyroii cropoHbl, OKaiiMJIEHHBIE IOpPHI B
000JI0YKaX BOJOKHUCTBIX JIEMEHTOB Oepe3bl MOBUCIION OYEHb pelKue, OOJNBITUHCTBO U3 HHUX
UMEIOT  WICJICBUIHBIE  BHYTPEHHHE  OTBEPCTHA. ITO  yKa3blBa€T Ha  BBICOKYIO
MPUCTIOCOOJIEHHOCTh YKa3aHHBIX 3JIEMEHTOB K BBIMOJIHEHUIO OMOPHO-MEXaHUUECKON (PYHKIIHH
U O 3HAYUTEIBHOM CTPYKTYPHOM CXOJCTBE UX ¢ BoJokHamu auOpudopma (bapuibckas,
1978a).

CornacHo HekotopbiM pAaHHbIM (Kempos, 1965, 1975), nanmuume nubGpudopma B
PEBECHHE TECHO KOPPETUPYeT C THUIOM CTPOCHHUS KaMOMaJIbHOW 30HBI (HaOiromaercs
BBIpQ)KEHHAsI SIPYCHOCTh B PACIOJOKEHUU KIETOK KaMOHWsl) M CBSI3aHO C XapakTepoM
pa3MeleHusl KIETOK aKCHalbHOW MapeHXUMBbI B JipeBecuHe (IpeobiiajaeT naparpaxeaibHbIi
TUN mapeHxumbl). OTCyTCTBHE SPYCHOCTM B KamMOWHM Oepe3bl TIOBHUCIOW, a TaKkKe
anmoTpaxeaJbHbI THUI aKCHAJbHOW TApPEHXWMbI B €€ JIPEBECHHE CIY)KAaT KOCBCHHBIM
MOJTBEPKICHUEM TOro (pakTa, YTO B JAHHOM Cllydae OCHOBHAs Macca JIPEBECHHBI CIOXKEHa
BOJIOKHUCTBIMH Tpaxeuamu (bapunbckas, 1978a).

Y CTaHOBJICHO, YTO JIMTHUH KIJIETOYHBIX CTEHOK TPaXeuJ U COCYIOB COJIEPKUT OOJIbIIE
TBaSIIAIIPONIAHOBBIX CTPYKTYPHBIX €IMHHUII, a KJICTOYHBIX CTCHOK BOJIOKOH JMOpudopma —
cupuHrHianponanoBeix emunun  (Schwarze et al. 2000; Baum, 2001). C momoimbio
yIbTPaduoIETOBOTO MUKPOCKOIIA TPOJEMOHCTPUPOBAHO, UYTO B JIPEBECHHE Oepe3bl TTOBHUCIION
COCY/IbI TAIOT OKPACKY, THITUYHYIO JIJIsl BRICOKOTO YPOBHS «TBAasIUIIOBOrO JUrHHHAY (guaiacil
lignin), a ocHOBHast Macca APEBECUHBI CJIOXKEHA DJIEMEHTAMU C OYCHb HU3KOH KOHIICHTpAIMeH
«cupuHrHioBoro jgurauHa» (siringil lignin) (Baum, 2001). Takum o6pa3om, ocoOEHHOCTHU
MOHOMEPHOTO COCTaBa JIUTHUHA KJIETOYHBIX CTCHOK TAKXKE YKa3bIBAIOT HA TIEPEXOJHBIN THII

BOJIOKHHCTBIX 3JICMCHTOB APCBCCUHDBI 6epe31>1.
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1.2.2 Cmpoenue knemounvix cmeHox opesecunsvl Hepesvl noBUCIol

JlaHHbIE TIO CTPOEHHUIO KIETOYHBIX CTEHOK IPEJICTaBJIE€Hbl HA OCHOBE 3JIEKTPOHHO-
MHUKpPOCKOIMYECKOIO0 aHajh3a JpPEBECHHbl Oepe3bl MOBHUCIOH, BblodHEeHHOro JLLA.

Bapunsckoii (bapunbckas, 1978a, 6).
Bonoknucmoie mpaxeuowi

HapyxHbIli CIONW KJIETOYHBIX CTEHOK 3pEeJbIX BOJOKHHUCTHIX Tpaxew], Ha3bIBaeMbIH
MEPBUYHON KJIETOUYHOM 00O0JOUYKOM, BeChMa TOHOK — TOJIIIMHA €ro He mpeBbimaeT 0,3 MKM.
BHYTpB OT IEpBUYHOM 000IOUKH JISKUT BTOPHUUIHAS 000JI0YKa, COCTOSIIAS U3 TPEX CIOEB — Sy,
S; u S3. Tommmua cinos S; konebdnercs B mpeaenax 0,2-0,4 mxm. Croit S, 3HauUMTENBHO O0JICE

MomrHbIN — 1,6-2,4 MkM. BHyTpeHHH cl10#l S3 BEIpaXeH 04eHb cl1ado.
Cocyoul

Cocyapl COCTOSIT W3 OTHENBHBIX YICHHKOB W HMMEIOT OONBIINIA, MO CPAaBHEHHUIO C
BOJIOKHUCTBIMH Tpaxeuaamu, auameTrp. Kpome Toro, CTeHKHM COCYIOB CIUIOHIb MOKPBITHI
MEJIKUMH TIOPAMH, PACTIONOKCHHBIMH B OYE€PETHOM TIOpsiIKe. B 30HE CIUTONIHOTO BTOPUYHOTO
YTOJIIEHHSI KJIETOUYHBIE CTEHKU COCYAOB IO CBOEH YIBTPACTPYKType HUACHTUYHBI 000JI0YKaM
BOJIOKHUCTBIX Tpaxeua. OIHaKo, CIoi S; BTOPUYHOI 0OOIOUYKH COCYIOB CyIIECTBEHHO ¥ KE
(0,6-1,5 MKM), 1O CpaBHEHHUIO C AHAJIOTHYHBIM CJIOEM BTOPHUYHON OOOJOYKH BOJIOKHHUCTBIX
sanemeHToB. BceneactBue storo crenku cocynoB (0,8-2,0 MKkM) B cpeaHEM YCTYyHarT IO
TOJILIMHE CTEHKaM BOJIOKHUCTHIX Tpaxeun (2,0-4,0 Mxm).

Cocyapl ¥ BOJOKHHUCTBIE Tpaxeuasl y Oepe3bl pa3iHyaroTcsi MO0 KOJIWYECTBEHHOMY
cojepkanuio JjurHuHa. Ha mnpumepe Oepesbl OymakHoi (Betula papyrifera Marsh)
YCTaHOBJIEHO, YTO COCYZABI Oosiee JTMTHU(DUIIMPOBAHBI, HO B CBSI3U C TEM, YTO BOJOKHHCTHIC
AIIEMEHTHI SBISIOTCS MPe0OIaialonMMi KOMIIOHEHTAMU JIPEBECUHBI, HA HUX MPUXOAUTCS 77

% oO1ero KonMuecTBa JUTHUHA, cofepkaiierocs B qpesecune (Fergus, Goring, 1970).
Knemxku napenxumul

KneTounsle cTeHKH BepTUKAIBbHOMN (aKCHAIbHOW) U pagualibHON (JIy4eBOI) MapeHXUMbI
JPEBECHHBI OOBIYHON Oepe3bl MOBUCIION COCTOST U3 TEX JK€ CIOEB, YTO M KJICTOYHBIE CTEHKU

BOJIOKHHUCTBIX J3JICMCHTOB W COCYIOB. O,Z[HaKO, OHHU B CpCIAHCM TOHBIIC, YCM Y JJICMCHTOB
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BOJIONPOBOSIIIEH M MEXaHUYECKOM CUCTEM, UX CpeaHsisi TonmuHa coctasisier 0,6-1,0 Mxm

(bapunbckasi, 1978a, 0).
1.2.3 Ocobennocmu cmpoenus opeeecunsvt Kapeabckoil depe3vl

Creunduuecknii pUCYHOK JIPEBECHHBI KapelbCKOW Oepe3bl 00pazyeTcsi coueTaHueM
TEMHO-KOPDUYHEBBIX BKIIOUEHHI Ha CBETIIOM ()OHE OCHOBHOM MacChl JIPEBECHUHBI.
DNEeKTPOHHO-MUKPOCKOIIMYECKU — aHaNu3 TOKa3ajd, YTO OCHOBY TEMHOOKpAIIEHHBIX
BKJIFOYEHUN COCTaBIAIOT KiIeTKHM mnapeHxumbl (bapunbckas, 19780). Haceimennocts y3opa
3aBHCHT OT TUIOTHOCTH BKJIIOYCHHH, T.€. OT KOJMYECTBA U Pa3MEPOB CKOILJICHUI MapeHXUMHBIX
kinetok. B Tabnuue 1 mpencraBieHbl JaHHBIE O MPOLIEHTHOM COJEPKAHUH aHATOMUYECKUX
SJIEMEHTOB JPEeBECHHBI 00BIYHON Oepe3nl moBucioi (B. pendula var. pendula) u xapenbckoit

oepesnl (B. pendula var. carelica).

Tabmuma 1. CpaBHuUTeNbHAsT XapakTepUCTHKAa JpeBecuHbl 10 jeTHuUx pactenuii B.
pendula var. pendula u B. pendula var. carelica (nanubsie u3 monorpadpun A.5. Jlro6aBcKoid,
1978).

CooTHoOIIEHNE aHATOMHYCSCKHUX 3JIEMEHTOB, %0

®opma Oepesbl TOBUCTOM Bonokna | Cocyabl CepalieBUHHBIE JpeBecHas
ay4uu napeHxnuma

B. pendula var. pendula 62,6 23,7 10,3 3,4
B. pendula var. carelica

48,6 12,8 31,8 6,8
(y3opuaras apeBecHHa)
B. pendula var. carelica

54,5 16,4 24,5 4,6

(HopManbHast pEBECHHA)

Bonbiioe KoIMYECTBO MapeHXUMBbI B JIpEeBECHMHE KapelbCKoWl Oepe3bl yKa3blBaeT Ha
nepeopueHTanuio audGepeHIMpPoBKY MTPOU3BOAHBIX KaMOUs: B 30HaX Pa3BUTHS CTPYKTYPHBIX
aHOMAJIMH HE 3allyCKaeTcsl MporpaMMa THOENTH KJIETOK, NPUBOASAIAS K (POPMHUPOBAHHIO
COCYJIOB M BOJIOKHUCTBIX TPaxeu/ KCUJIEMbI; KJIETKH COXPAaHIIOT IPOTOMJIACT U MpeBpaliatoTcs
B 3amacarollyo napeHxumy. B nudpoBoM BeIpaKEHUHM 3TO BBIMVIAIUT CIEAYIOLIUM 00pazoM:
IO CPAaBHEHUIO C OOBIYHOM Oepe30ii MOBUCIIOHN, B IPEBECHHE KapeabCKOW Oepe3bl KOIMUECTBO
COCYZIOB MeHbIIE B 12 pa3, BOJIOKHHUCTBIX 3JIEMEHTOB MEHBIIE B 3 pa3a, a HapeHXUMbI O0JbIlIe

npuMepHo B 6 pa3 (JIro6aBckas, 1978).
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1.2.4 Hekxomopbsle memaboauyeckue 0co0eHHOCMU MKAHell CME0Nd KapeabCKoll

Oepe3vl

JlepeBbst KapelbCKOM Oepe3bl paszuyaloTcs MO0 XapakTepy pa3BUTUS Yy30p4aTOu
npeBecunbl B Xoze onTorenesa (Hoswumkast, 2008; Kosonen, Markku, 2004; Hagqvist, Mikkola,
2008). Unorga y30p popMupyeTcsi TOJIBKO C OHOU CTOPOHBI cTBOJA. OOpa3zoBaHue y30pUaToit
JIPEBECHHBl MOXET PE3KO TMpephIBaThCsl, IMOCIE Yero KaMOuii o0pa3yeT JpeBEeCUHY
HOpMaJbHOTO cTpoeHms. Mmu, HaoO0OpOoT, MOCie MHOTHX JIET OTHOCHUTEIHHO HOPMAaJIBHOTO
pocTa TOSIBJISIFOTCSL SIPKO BBIPAKEHHBIE CTPYKTYpPHBIE aHOMAJIUU. B HEKOTOpBIX Cilydasx B
TEYCHHE IKU3HU JiepeBa HAOII0JaeTCsl HECKOJIbKO CMEH TMEPHOJ0B aHOMAIbHOTO U
HOpMasibHOTO pocta. lllupoko u3BecTeH ¢akT, 4TO MO MEpe CTapeHHus JepeBa y3opdaTas
JIpEeBECHHA TIOCTETICHHO CMEHSIETCS JPEBECHHOW HOpPMalbHOTO CTpoeHus. Bce 3T0
CBUJICTENILCTBYET O TOM, 4TO (DOPMHUpOBAHHUE Yy30pUaTON JAPEBECHHBI KapelbCKON Oepesbl
CBSI3aHO C UBMEHEHHEM METa0OJIMYECKOT0 cTaTyca TKaHel cTBoJa.

N3BecTtHO, 4TO JneneHue, pocT U aud@epeHIMpoBKa KIETOK B KaMOHAJIbHOW 30HE
JPEBECHBIX PACTEHUN OCYIIECTBISIOTCS 3a CYET MPUTOKa (POTOACCUMWISTOB U3 JIMCTHEB
(Kudlicka, Brown, 1997; Nakai et al. 1999; Turok u ap., 2007). OCHOBHOI TpPaHCIIOPTHOMH
dbopmoii HOTOACCUMUIIATOB SBIISIETCS caxapo3a, KOTopas JOCTABISETCA K 30HaM MOTpeOIeHUs
no cuTOBUAHBIM TpyOkam ¢uosmel (Kypcanos, 1976). Takum oOpa3oM, caxapos3a CIyKHUT
UCXOJHBIM CYOCTPAaTOM B IIENTM OMOXUMHYECKUX PEaKInid, 00€CIIEYNBAIOIINX POCT U PA3BUTHE
MIPOBOJSAIINX TKaHEH cTBOjA. Y 0OBIYHOM Oepe3bl MOBUCIION M KapelnbCKOM Oepe3bl caxaposa
0CTaeTCs MPAKTHUSCKH SAMHCTBCHHBIM caxapoM ()IOAMHOTO DKCCy/IaTa Ha MPOTSKEHUU BCETO
BETETAIIMOHHOTO MEPHO/Ia, U TOJIBKO OCEHBIO 3]1eCh MOSBISIOTCS HE3HAUYNTEIbHBIE KOJTUYECTBA
padduno3sl u ctaxmossl (Konecandyenko, 1985; Hosurkas u ap., 2015).

Jlyist Toro 4To0sI (PII0O3IMHBINA TPAHCIIOPT MOT OCYIIECTBIIATHCS, KOHIICHTPALIHS CaXapo3bl
B 30HE pasrpy3kud (QUIOAMBI JODKHA TMOAJEPKHUBATHCS HA JOCTAaTOYHO HU3KOM YPOBHE.
[ToBbIIeHUE 371€Ch YPOBHS CaXxapo3bl MOXET HAPYIIUTH HOPMAJIbHBIC JIOHOPHO-AKIIEITOPHBIC
OTHOLIEHUS B CHUCTEME <JIMCT-CTBOJDY. YTWIIM3ALHUs <JIMIIHEN» caxapo3bl B IPOBOIALICH
dbo3Me poUCXOAUT MyTeM cuHTe3a 3amnacHbix BemecTB (Kypcanos, 1976; Kypcanos u np.,
1989).

Pe3ynbTaThl 371€KTPOHHO-MUKPOCKOTIMYECKOTO M OMOXMMHUYECKOTO aHAIM30B TTOKAa3aH,
YTO B MEPHUOJ aKTUBHOTO KaMOUaJILHOTO POCTa B MPOBOJAIICH (hji0aMe Kapenbckoi Oepesbl, B

OTJINYHE OT OOBIYHOM 6epe31>1 HOBHCHOﬁ, HaKaIUIMBAaeTCs OO/IBIIOE KOJUYECTBO 3alacHBIX
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COCIMHECHUI — Kpaxmauia, JiunuaoB u tanuHoB (Houikas, 1997, 2008; Novitskaya, Kushnir
2006). b1 cienaH BBIBOA, YTO (iodMa KapeabCKod Oepe3bl (YHKIIMOHHUPYET B YCIOBHSX
U30BITKA Caxapo3bl, KOTOPBIH HWHTCHCHUBHO YTHIM3UPYETCS B XOJE PEaKIUd 3amacHOro

MeTaboIM3Ma.
1.3 ®epmeHTHI MeTA00IU3AMUM CAXAPO3bI

Merabonu3amusi caxapo3bl B aKICNTOPHBIX TKAHAX MPOUCXOAMUT MPU YYaCTHH
(dbepMeHTOB — MHBEpTa3bl U caxapo3ocuHTasbl (Kypcanor, 1976; Koch, Zeng, 2002; Sturm,
Tang, 1999) (Pucynoxk 1).

1.3.1 @yukyuu caxapozopacuienaaouwux pepmenmos ¢ pacmumenbHoM Op2anuzme

NuBepraza (K.®.3.2.1.26) — 510 rumposaza, KOTopas HEOOpaTUMO paCIICIUISET
MOJIEKYJIy caxapo3bl Ha JBE I'eKCO3bl — III0K03y U hpykTo3y (Pucynok 1) (Sauer, 2007; Wind

etal., 2010):
caxaposa + H,O — rmoko3a + ¢ppykrosza

B pactutenbHOM opraHuzMe OOHApPY:KEHO TpU (OPMbI MHBEPTA3bl, OTIMYAOUIUECS IO
Jokanu3anuu U ontumyMmy PH: BakyomnspHas unBepraza (BakluB, kucmas pactBopumas
WHBEpTa3a), MHBEpPTa3a KIETOYHOW CTEHKHU WIM amnoruiacTHas uHBepraza (AnMHB, kucnas
HEpacTBOpUMAasi WHBEpTa3a) U IUTOIUIa3Maruueckas wuHBepraza (LlutMHB, HeiTpanbHas
pactBopuMasi naBepta3a) (Rees, 1984). Kak pacTBopuMble, TaK U HEPACTBOPUMBIC HHBEPTA3bI
MOT'YT MIPUCYTCTBOBATh B PACTUTEILHOM OpraHu3Me B BHJIE Heckonbkux m3odopm (Weil et al.,
1994; Kladnik et al., 2005).

[Tokazano, yto AnlMHB UrpaeT OCHOBHYIO POJib B MOJJEPKaHUN KOHIIEHTPAIMOHHOIO
rpaJueHTa caxapo3bl B MECTE€ pPa3rpy3KH y PACTEHUH C aloOIJIACTHBIM THUIIOM pas3rpy3Ku
(b105MBI, a TaKXKE y PaCTEHHUH, CIIOCOOHBIX K pa3rpy3ke (03Mbl KakK 10 CUMIUIACTY, TaK U IO
anmorutacty (Sturm, Tang, 1999; Koonjul et al., 2005; Iraqi et al., 2005; Godt, Roitisch, 2006;
Jia et al., 2008; Barratt et al., 2009; Welham et al., 2009). [Toka3ana kitoueBast posib AnliHB B
TPAaHCIIOPTE caxapo3bl MPH HApYIICHWH IUia3MoaecMeHHbIXx cBsser (Patrick, 2001; Koch,
Zeng, 2002). Pons uHBEpTa3bl KIETOYHON CTEHKH B IIEPEHOCE CaXxapo3bl Yepe3 aroriacT Oblia

JOKazaHa B pa60TaX M0 M3YUYCHUIO BJIMAHHA OMOTHUYECKMX U aOMOTHYECKHX (baI(TOpOB Ha
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MEXKKIJIeTOUHBIH TpaHcropt yrieBogos (Cheng et al., 1996; Herbers, Sonnewald, 1998; Sturm,
Tang, 1999; Wachter et al., 2003).
Caxapo3ocunTaza (K.®. 2.4.1.13) mpencraBisier co0oil TIIMKO3WITpaHCepasy, B
npucyrctBun  ypuauaaudochara (YD) oHa o00patuMo pacumieruigser caxapoly Ha

ypunuaanpocharrmroxody (YADI) u ppykrosy (Pucynok 1):
caxaposa + YD < YIADI + ppykTo3a

Caxapo3ocuHTaza UMeeT JBa onTtuMyma PH: HauOOJbIIYyI0 aKTUBHOCTH B PEAKIUAX
pacmana caxapo3bl oHa mposiiseT npu PH 6,0 — 8,5, B HampaBiIeHUM CHUHTE3a Caxapo3bl

ontumanbsHelie 3HaueHust PH cocrapisoT 8,5 — 9,5 (Kypcanos, 1976).

Knetka goHopHo#H
TKAHH

\/ﬂ,CD-rrllro + hpy \

cec

+
caxaposqcpoccpaT e —

CoP — caxaposa
G > caxaposa P

\ AnHiHe
T rmio i dpy

= | A

mnt¢w

Lintine
|

caxaposa
ccC

v
caxaposa

caxaposa

Knetka-crmyHHK

mn:¢w

BakliHe

CHTOBMﬂ,Hble ANNemMeHTbl v
YOAd-rnwo +
drnoambl \ BaKyo.Jlh A Cppy

‘ ‘ KJIETKH aKL[eTTTOPHBIX TKaHeH

Pucynok 1. Cxema OMOCHHTE3a M yTHIIM3AIMHA CaXapo3bl B PACTUTENBHBIX TKaHIX. COC
— caxapo3opocdarcunraza, CPD — caxapozodocdardocharaza, AnMune — amommacTHas
uHBepTasa, Bak/He — BakyossipHas MHBepTasa, [[nHne — nuToruiasmarndeckas naseprasa, CC

— Caxapo30CHUHTAa3a.

ABTOpBI MHOTHX pabOT yKa3bIBAlOT HA TO, YTO POJIb CaXapO30CHHTa3bl COCTOMT
NPEeUMYIIECTBEHHO B pacmane caxapo3sl (Cobb, Hannah, 1988), sra nampaBneHHOCTBH
CaxapO30CHHTA3HOW peakiuu sBIsieTcss (u3momornyeckn Ooyiee BaKHOW, YeM CHHTE3

caxapo3sl (Delmer, Albersheim, 1970; Su, Preiss, 1977).
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Caxapo3ocuHTa3za — LMTOIUIA3MAaTHYECKUI (PEPMEHT, KOTOpBIM MOKET HAXOAUTHCS B
CBOOOJHOM WJIM CBSI3aHHOM C IIIa3MaTHUYeCKOi MeMOpanoit cocrosHuu (Amor et al., 1995;
Sturm, Tang, 1999, Koch, 2004; Tutok u np., 2007; Brill et al., 2011). HecmoTpst Ha TO, 4TO
caxapO30CHHTa3a UMEeT HeCTeIU(pHIECKOe CPOJICTBO K KIeTouHbIM MeMOpanam (Hardin et al.,
2004), nexoropeie aBtopwl (Winter et al, 1997; Fukao, 2003) moka3aiu, 4TO CBSI3bIBAHHE
Caxapo30CHHTa3bl C MeMOpaHOW 3aBUCUT OT craryca GochopunupoBanus GepMeHTa.
CBoOognas UTOIIa3MaTHYECKas caxapo30CHHTa3a MpeACTaBIsET coboi
dbochopmnpoBanHyo Gopmy, a cBsizaHHas ¢ MeMOpaHoi — nedochopunupoBanayro (Amor et
al., 1995). MemOpaHocBsi3aHHas (hopMa caxapO30CHHTA3bl MOKET 00Pa30BBIBATh KOMILJICKCHI C
KaJUIO30CMHTa30i M uemnono3ocuHTa3o. Ilomarator, uyTo oOpa3oBaHuE KOMILIEKCOB
Caxapo30CHHTA3bl C KAJUIO30CHMHTA30M W IIEJTIOJI030CUHTA30M /1aeT BO3MOXKHOCTH MPSIMOTO
ucrnonb3oBanus YJ®I', obpasyromelics B peaklMM pacmaaa caxaposbl, s OMOCHHTE3a
IIEJUTION03bI M KaJlIo3bl M Ooyiee ObIcTpoi yTwim3aiuu ypuauaaudocdara (Delmer, Amor,
1995, Fennoy et al., 1998; Tutok u ap., 2007). CoriacHo HEKOTOpbIM AaHHbIM YD B
OMOCUHTE3€ MEJUTIOJIO3bl WCIOJNIb3YeTCs ISl CBSA3BIBAHMS aKTUBHOTO ILIEHTpa (EPMEHTHOTO
KOMIUIEKCa C TiokaHoBeiMH 1ensmu  (Brown, Saxena, 2000), koTopele mpu 3STOM
«TIPOJIaBIIMBAIOTCS» BHYTpPb KieTouHOM cTteHKU (Tutok u ap., 2007).

Takum o6pazom, CC, akTUBHOCTh KOTOPOM, MPUBOIUT K 00pa3oBaHUIO cyOCTpaTa Jyis
CHHTE3a LIEJUTIONO3bI, SIBISIETCSI BAYKHBIM 3BEHOM PETYIISAIIMU KCHUIIOTeHEe3a Ha dTare YTOJIIICHUS
BTOPUYHBIX KJIETOYHBIX CTEHOK JIPEBECHHBI.

Jlokaym3anusi caxapo30CHHTa3bl B CHTOBHUIHBIX TPYOKax M KJIETKaX CIyTHUKax W
o0pa3oBaHME CaxapO30CHHTA3HBIX KOMIUIEKCOB C KaJUIO30CHHTA30H HMMEET Takke OOJIbIIoe
3HaueHue npu mnopaHeHuu. B pganHoM ciywae VY d-rmoko3a, oOpasyromasicsi B XO0j€
pacieruieHns: caxapo3bl, pacxojayercs Ha OuocuHTe3 Kaymiosel (Subbaiah, Sachs, 2001;
Salnikov et al., 2003; Wachter et al., 2003), HeoOxoauMol ISl 3aKyNMOPKH TOpP paHEBOU
npesecunbl (Koch, 2004).

[loMuMO y4yacTusi B CHHTE3€ LEJUIIOIO03bI M Kao3bl, YJIPI' moxkeT nepexoauts B
rII0K030-1-pocdart, 3arem AJ[D-Ti0K03y UM pacxodoBaThCs Ha CHHTE3 kpaxmana (Asano et
al., 2002; Kladnik et al., 2005; Patrick et al., 2013). B HekOTOpbIX reTepoTpO(HBIX TKaHIX
BMecTo YJID, caxapo3ocMHTa3a MOXET HCIIOJb30BaTh B KauecTBe cyoctpara AID. B stom
cilydae IMpH pacrnaze caxaposbl oopasyercsa AJlD-riaroko3a, KOTopas Takke HJET Ha CHUHTE3

kpaxmana (Baroja- Fernandez et al., 2003). Yuactue caxapo3ocuHTa3bl B CHHTE3€ Kpaxmaia



26
Noka3aHo Ha KopHemonHbeix pactenusx (Koch, Zeng, 2002): HaumeHbllee cojiepKaHHe
Kpaxmalia B 3amacaroiiux opraHax HaOJI0JaeTcsl y pacTeHUI, KOTOpbIE UMEIOT 00Jiee HU3KYIO
aKTUBHOCTBH CaXapO30CHHTA3HI.

Hapsiny ¢ cuHTE€30M mONMCaXxapuioB KIETOYHOM CTEHKM M 3allacHOTO Kpaxmaia,
caxapo30CHHTAa3a UTPaeT BAXHYIO POJIb B (PYHKIMOHHUPOBAHUU JBIXATEIBHON IEMH PAaCTCHHUU
(Xu et al., 1989) u yuacTByeT B OTBETHBIX PEaKIUAX Ha aHA3POOHBIE YCIOBHUS M X001 (Sturm,
Tang, 1999). CaxaposocuHTaza MOXeT 3((EKTHBHO JEHCTBOBATh B YCIIOBHSIX HEXBATKH
kuciopoza (Zeng et al., 1999) u naxe cumkaet ero nedurur (Bologa et al., 2003). B Tex ke
YCIIOBUSIX JNIE€ATEILHOCTh WHBEPTA3bl CHIDKAETCA, a €€ aKTHMBHOCTb HA00OPOT yCyryosser
npobieMy HegocTaTka Kuciopoaa (Zeng et al., 1999). Iloanepikanue AbIXaHUS IPOUCXOIUT 32
CYeT COXpaHEHUs B KJIETKe ajeHmIaToB mytem cuHTe3a YDI, BMecTo oOpa3oBaHusi reKco3
(KaKk 3TO TOPOUCXOIUT TNPU pacIlEIUIEHMH caxapo3bl HHBEPTA30il), TpeOyromMx
JIOTIOTHUTENIbHOTO KomuecTBa AT® s BeTymieHus ux B peakmuu rirkoaunsa (Koch, 2004).

JlaHHbIC, TOJyYCHHBIC Ha TPAHCTEHHBIX pacTeHusx kaprodens (Bologa, 2003),
CBUJIETEIILCTBYIOT O TOM, YTO PACTEHMsI, Y KOTOPBIX MpeobiIagaeT caxapo30CHUHTA3HBIA MYTh
pacieryieH!s: caxapo3bl, UMEIOT YIYUIICHHBIN aJleHUIaTHBIN Oananc, OMOCHMHTE3 Kpaxmaia, u
SHJIOTEHHBI YPOBEHb KHCIOPOJIA, TI0 CPABHEHHUIO C PACTEHUSMH, OTIIMYAIOIIUMUCS BBICOKUM
YPOBHEM DJKCIIPECCHU TEHOB, KOIHMPYIOIIMX albTepHATHBHBIE Caxapo30pacIICTUISIONINe
dbepmenTsl  (MHBepTazy, caxapo3odocdopunazy). Bo3MOXKHO, BBICOKas aKTUBHOCTH
Caxapo30CHHTAa3bl y PACTEHUH CBOJUT K MUHUMYMY KOJIMYECTBO I'eKCO3, O0pa3yIOUINXCs IpU
pacIeIuieHuu caxapo3bl MHBEPTa30d W UMEIOMIMX TMaryOHOE BO3JCHCTBHE Ha TPOIIECCHI
nuddepeHmanu Tkaned u pazsutue oprasos (Wobus, 1999).

Ha nokanuzanuio caxapo30CHHTa3bl OKAa3bIBAIOT BIUSHUE MPHUCYTCTBUE Caxapo3bl U
JpyTUe CUTHAJBI, KOTOpBIE 00ECMEYMBAIOT BO3MOXKHOCTH PETYIHPOBAHUS OalaHCa MEXITy
HCIIOJIb30BAHUEM CaXapO30CHHTA3bl B PEAKIIUSAX JBIXaTeIbHOU e M OMOCUHTE3E PA3TUIHBIX
xommouenToB (Winter, Huber, 2000; Hardin et al., 2004).

W3y4ast akTHBHOCTh CaXxapO30CHHTA3bl U MHBEPTA3bl B TPAHCTEHHBIX PACTCHUSX TOMATA,
N’tchobo (1999) oGHapyxui, 4YTO aKTUBHOCTh CaXapO30CHHTA3bl KOPPEIUPYET CO CKOPOCTHIO
pasrpy3ku  (IodMBI, a |y pacTeHWi, WMEIOIUX CXOJHBbIE 3HAYCHUS AKTHBHOCTHU
Caxapo30CHHTAa3bl, HO pa3Hble 3HAYCHHsS] AKTHBHOCTH HHBEPTA3bl, HAOIIONAETCS CXOJHAs

MOJIETb Pa3TPYy3KH.
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OO6o01IeHre MPECTABICHHBIX BBINIE JAHHBIX MO3BOJSIET CHEIaTh BBIBOJ O TOM, YTO
Caxapo30CHHTAa3a UrPAET OYEHBb BAXKHYIO POJIb B pasrpyske (prodmbl, pacrpeesicHuU caxapoB

1 (OpMUPOBAHUU APEBECUHBI.
1.3.2 I'enst, koOupyrouue caxapo3ocunmasy

Y OOJBIIMHCTBA PACTEHUH MPHCYTCTBYET HECKOJIBKO H30(OpM Caxapo30CHHTA3HI,
UMCIOIIUX TOMOJIOTUYHYIO ITOCIICIOBATEIIBHOCTh aMHUHOKHUCIOT U CXOJHBIC OMOXUMHYCCKHE
CBOICTBa, HO KOJUPYEMBIX pa3HbIMH TEHaMH. OKCIPECCUS TEHOB, KOAUPYIOUIUX
caxapo30CHHTa3y, OpraHocrnenu(uvHa, a TAaKKE 3aBUCUT OT CTaJIUU Pa3BUTUS PACTCHUS
(Sturm, Tang, 1999; Kladnik et al., 2005). Hanboiee n3ydeHsl n30OopMbI Caxapo30CHHTA3BI Y
TpaBIHUCTHIX pacTenuil (Ruan et al., 2003; Haigler et al., 2001; Barratt et al., 2009 u ap.).
MHoro paboT 1o U3yUeHUIO TEHOB CaxapO30CHHTa3bl MPOBEJCHO Ha pacteHuu Arabidopsis, y
KOTOPOro BhIACIECHO 6 n3odopm depmenta (SUsl-6), oObeAMHEHHBIX B 3 Mapbl HA OCHOBAHUU
¢wirorenetnueckoro ananmsa (Baud et al.,, 2004; Bieniawska et al., 2007). OcHoBHOE
BHUMAaHHE aBTOPHI YACISIIOT n3odopmMaM GpepMeHTa, KonupyeMbiM reHamu SUS1 u SUS2, u oHn
U3y4aloTCs B KOHTEKCTEC CHHTE3a Kpaxmaya B 3amacaroniux TkaHsx (Echt, Chourey, 1985;
Baroja-Fernandez et al., 2003, 2012). YyacTtne caxap0o30CHHTa3bl B CHHTE3C IICILIFOJIO3BI
NoKa3aHO Ha TpaHCTeHHBIX pacTeHusx xyonka (Ruan et al., 2003): y ocobeii ¢ 3aHMKEHHOU
HKCIIPECCHEN TeHOB CaxapO30CUHTa3bl MPOUCXOAUTIO CHUKEHHE aKTMBHOCTH ()EpPMEHTa U HE
00pa30BBIBANCH IIEIITIOIO3HBIE BOJIOKHA.

B nekoropeix paborax (Chourey et al., 1998; Ruan et al., 2003) moka3zaHo, 4TO
n30pOpMBI  Caxapo3OCHHTa3bl B TMpeaeiax OJHOTO pAacTeHHsl MOTYT HWMETh pa3Hoe
HeTepeKphIBatoleecs: OMOJIOrMYecKoe 3Ha4deHue. Y pacTeHHid KyKypy3sl m3odepment SSI1,
KOJUpYyeMbIid reHoM Sh-1, onpenernser cHHTe3 KOMIIOHEHTOB, HEOOXOUMBIX JIJIsl 00pa30BaHuUs
Kpaxmaja, B TO BpeMs Kak u3odepmeHT SS2, komupyemblid SUS1 reHOM, UrpaeT perIarolryro
poiib B 00pa30BaHMU MPEIIICCTBEHHUKOB OnocuHTe3a 1etrono3bl (Chourey et al., 1998). V
pacrenuii Nicotiana tabacum wusodopmsr caxapo3ocuHTazbl SuSyl u SuSy2, komupyembie
reHaMu SUS1 u SUS2 COOTBETCTBEHHO, MMEIOT CXOJHbIE OMOXMMHUYECKHE CBOMCTBA, OJHAKO
BKITIOYCHHE TOW WIJIM WHOW N30(OPMBI B PeaKIMi MeTab0IM3Ma MPOUCXOINUT B 3aBUCUMOCTH OT
PHEePreTHYecKoro craryca akmentopHou Tkanu (Matic et al., 2004). Tak, B ciydae, Koraa
HeoOxouM cuHTe3 Oonbinoro kommyectBa AT®, noMmuHUpYyeT aKTUBHOCTH m30¢opmbl SuSyl

(BciencTBue BbICOKOTO cpojctBa k YJID), a mpu akTUBHOM pPOCTE KIETOYHON CTEHKU
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YBEJIMUMBACTCS AKTUBHOCTH SUSY2, MMOCKOJIBKY HAKATUTHBAIOTCS U30BITKA (PPYKTO3bI, BHICOKHE
KOHIICHTPAIlUU KOTOPOH CHIIbHO HHTHOUPYIOT SUSY1.

PaboT, MOCBSIIIEHHBIX U3YYCHHIO H30()OPM CaxapO30CHHTA3Hl Y JPEBECHBIX PAaCTEHUM
OYCHb MaJI0, B OCHOBHOM TaKHe MCCIICIOBaHUS IPOBOISTCS Ha pacTeHusx p. Populus.

B wuccrenoBaHuAX MO M3YYSHHIO DKCIPECCHH TEHOB CaxapO30CHHTA3HOTO CEMECTBa
MOKA3aHO, YTO M3MEHEHUE YPOBHS OKCIPECCHUH TE€HOB CaXxapO30CHHTAa3bl BIUSET Ha
CoJlep)KaHME TIEJUTIONO03BI B KCHJIEME JPEBECHBIX PACTCHHUU B OOJBIICH CTEICHH, YeM
tpaBsaucTeix (Coleman, 2006; Coleman et al., 2009), a Takke ompeaenseT CBOKWCTBa
npesecunbl (Hauch and Magel, 1998; Salnikov et al., 2001; Andersson-Gunneras et al., 2006;
Coleman, 2006; Coleman et al., 2009; Nilsson et al., 2010).

VYyacTe caxapo30CHMHTa3bl B OOpa30BaHUM JPEBECHHBI IOKA3aHO HAa THOPUIAHBIX
muausax Torons P. albaxgradidentata (Coleman et al., 2009), P. deltoidesxtrichocarpa (Song
et al., 2010) u P. tremulaxtremuloides (Gerber et al., 2014). BrigBieHO BIHSHHE
Caxapo30CHHTa3bl Ha COJCPYKAHWE IEJUTIOI03bI, TeMHUIEIUTION03bl, JUTHUHA Ha EIUHUILY
o0bema JnpeBecuHbl. CHMIKEHUE SKCIPECCUU CAaXapO30CHHTA3bl MPUBOAUT K H3MEHEHUIO
XEMOTHTIA KJIETOYHOW CTEHKH (B YaCTHOCTH, MTPOUCXOJIUT YBEIMUEHUE 3HAYCHUSI COOTHOIIICHUS
CHPUHTWIIOBBIN TUrHUH/TBasiiioBbii turaul (Gerber et al., 2014).

Pe3ynpTaThl CTPYKTYpHOTO aHaiuW3a I[OKa3aJid, YTO CaXapO30CHHTA3HBIA psf Yy
pacTEHHI TOIOJIS MPEACTABIICH CEMbIO T€HAMU, KOJUPYIOIUMHU pa3HbIe H30(OPMBI, TIPU 3TOM
TeHbI CaxapO30CHHTa3bl pacrnojaratorcs B 4 (u3 19) xpomocomax (Zhang, 2011). Beicokas
UJCHTHYHOCTH 10 aMUHOKHUCJIOTHON M HYKJICOTHUHOW TOCIIEA0BATECILHOCTIM HalIeHA MEXTY
Susl u Sus2, Sus4 u SusS, Sus6 u Sus?. I'en SUS3 BBIIEISAIOT B OTACTBHYIO TPYIIITY.

[Tokazano, 4to m30dopMbl caxapo3ocwHTasbl Tomoyst SUSl um Sus?2 wa 80,9-85,7%
UJCHTHYHBI JJAaHHBIM H30(opmam kaptodens, ToMarta, apaOHJIOINCUCA 10 aMHUHOKHCIOTHOMN
MOCIIE/IOBATENILHOCTH, K, B MEHBIIEH CTeneHu, u3ogopMaM OMHOJOIBHBIX (TIIICHUIIA,
KyKypy3a) (74,1-80,0%) (Zhang et al., 2011).

B paborax mo wu3y4eHHIO caxapo3ocWHTa3bl Ha cesHmax P. tremulaxtremuloides
(Nilsson et al., 2010) u P. trichocarpa (Zhang et al., 2011; Geisler-lee et al., 2006) BbisiBiICHBI
pa3auuus B pacHpelie]ICHUH YPOBHSI JKCIPECCUU TEHOB, KOAUPYIOUIUX pa3Hble H30(OPMBI
Caxapo30CHHTa3bl B OpraHax W TKaHAX, M I[IOKa3aHO, YTO KaK B 3peliol, Tak U B
muddepeHIUpYIoLeics KeuiieMe Hanbosee BhICOKUE 3HAUEHUSI SKCIIPECCUU XapaKTEePHBI IS

reHoB Susl, Sus2 (Geisler-Lee et al., 2006; Zhang et al, 2011) u Sus3 (B 3HAYUTEIBHOM
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crereHn B Kietkax jydeld) (Zhang et al, 2011). Ananu3 SKCHpEcCHH T€HOB Yy TPAaHCTEHHBIX
pacTeHWH TMOKaszaja, YTO HauWOOJBIIUH YPOBEHb KOPPEISIIHH MEXIy aKTUBHOCTBIO
Caxapo30CHHTA3bI U HKCIPECCUEI TEHOB B Pa3BUBAIOIICHCS TPEBECHHE XapaKTepeH i SUsl u
Sus2 (Gerber et al., 2014). ABTOpHI ceaau BBIBOA O TOM, YTO OCHOBHAs POJIb T€HOB SUS1 u
Sus2 cocTouT B MOCTaBKE yriepoja JUisl CHHTE3a KJIETOYHOU cTeHKH. [[s rena SUS3 mokasaH
IMIMPOKHIA JMAINa30H SKCIPECCHH BO BCEX OpraHaxX M TKaHSAX JPEBECHBIX PACTCHHI, M3 YEro
CJIeZIyeT, YTO OH OTHOCHTCS K TpYIIIIe OCHOBHBIX MeTaboandeckux renoB (Geisler-Lee et al.,
2006).

VY npeBecHBIX pacTeHUi T'eHbl SUS 4-7 u3ydeHbl ciabo. OHM UMEIOT HU3KUK YPOBEHB
SKCIPECCUH B KCHJIEME, HO, UCXOJIs U3 BBICOKOH sKkcmpeccuu B 3peiom ymcte (Geisler-Lee et
al., 2006; Zhang et al., 2011), BeposiTHO, 00JaalOT OOJBIIMM CPOJCTBOM K CyOCTparaM B
HaIpaBJICHUH CHHTE3a Caxapo3bl.

B 0a3e maHHBIX HAIMOHAIBHOTO IICHTpa OmoTexHoJormdeckod wHpopmamuu CIIIA
(National Center for Biotechnological Information, NCBI) umeetcs nadopmanus mo 3 renam,
KOAMpYIOIUM caxapo3ocunTa3y (Susl, Sus2, Sus3), mus BumoB p. Betula — B. luminifera, B.

platyphylla. Ceenenus mo renam caxaposzocuHTaswl y Oepesbl mosuciioi (Betula pendula)

OTCYTCTBYIOT.
1.3.3 Pezynayus akmuenocmu u 3xcnpeccuu 2eH08 caxapo3oCuHmasvl

JlesiTenbHOCTh (DEPMEHTOB B KJIETKE OMPEACISAETCS WX MHTEHCUBHOW M OKCTCHCHBHOMN
perymsimueit (Basset, 2007). MHTeHcuBHas peryisius BKIIOYACTCS MPH HEOOXOIUMOCTH
OBICTPOTO pearupoBaHWsl KIETKH Ha MEHSIOMIMECS YCIOBHS W OCYIIECTBISETCS IyTEM
MoOU(UKAIIMU MOJEKYJbl Oenka (pepMeHTa WM Ke U3MEHEHUS KaTaIUTUYeCKOW aKTUBHOCTU
depMenTa. DKCTEHCUBHAS PETYJSAIMS — PETyJSLus 3a CYeT U3MEHEHHUsI KOJM4YecTBa Oenka B
KJIETKE WJIM PEeryNslus Ha TEHETHYEeCKOM YpOBHE. Pemraromee BiusHUE HAa JESTEIHLHOCTD
¢depMeHTa OKa3pIBa€T BTOPOM THI PEryisilMM, BKIIOYAIOMMKA KOHTpOib cuHTe3a MPHK
(MHOYKIMS WK perpeccusi cuHTe3a ¢epMenTa). Kak BHemHue, Tak ¥ BHYTpeHHUE (DaKTOPHI
U3MEHSIOT aKTUBHOCTh (DepMEHTa, TJIaBHBIM 00pa3oM, 4Yepe3 M3MEHEHHE KoaudecTBa Oelka
depMenTa, T.€. yepes peryisiuio sxcnpeccun ero renos (Wu et al., 2009).

®. Kakob u XK. MoHo pa3paboTanu TeopHro peryssiuu cuaTe3a oenka (Jacob, Monod,
1961). CymHOCTh JaHHOM TEOPUM 3AKIIIOYAETCS BO «BKJIIOUCHHUM» U «BBIKIIFOUEHHHN» I'€HOB B

npolecce Mepelayu 3aKoJWPOBAaHHOW B CTPYKTYPHBIX T€Hax T€HETHYeCKOM WHpOopMaluw,
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HEOoOX0IMMOM ITs cuHTe3a crienudruecknx 0enkoB. « BkimtoueHuey reHoB (MHIYKIUS CHHTE3a
Oenka) MPOUCXOAWT TIPU TOSIBJIEHHMM B cpelae cyocrtpata (epMeHTa, «BBIKIIOYCHHE)
(pempeccust cuHTE3a OeTKa) — MPY HAKOTUICHUH KOHEYHBIX IMPOJTYKTOB PEAKIUH.

Pa3znoobpasue u KoIu4uecTBO OEIKOB B KJIETKE OMPENENSIOTCA CTENEHbIO UX y4acTus B
MeTabonM3Me, a WX CHHTE3 OIpPEIeseTCs BHENIHMMH WIM BHYTPCHHHMH (DakTopamu
(I'mnGept, 1994; Ammapun, 1977, Basset, 2007; CrtpyukoBa u ap., 2010). M3 BHemHux
($akTOpOB Ha HKCHPECCHUI0 TEHOB CAaXapO30CHMHTA3HOTO psAga B OONBIICH CTENEHW BIUSIOT
aHa»poOHBIE ycloBus, 3HaueHue PH cpenapl, Temmneparypa (Ammapus, 1977).

Caxapo3zocuHTaza OTHOCUTCS K ¢epMeHTaM, JesTENbHOCTh KOTOPBIX JKECTKO
00yCJIOBJIEHA CTATyCOM YTJIEBOJHOTO OOMEHA PACTeHHUsI, B YACTHOCTH METa0O0IM3Ma caxapo3bl.
[TockonbKy caxapo30CHMHTa3a Y4acTBYET B PEaKIMsIX CHHTE3a M PACIICIUICHHs] caxaposbl, a
TaKXKe TMOCTaBISAET cyOCcTpaT st OMOCHHTE3a KpaxMaia, SKCIIPECCHS KOTUPYIOIINX €€ TCHOB B
3HAYUTENIPHON CTENEHU 3aBUCHUT OT COJEpKAHUS ITUX YIIIEBOJOB B TKAHSX pacTeHHs, NpU
9TOM pasHble W30(OPMBI CaxapO30CHHTA3bl IO-PA3HOMY pPEarupyloT Ha H3MCHECHHE
conepxanus yrieBojoB B kietke (Koch, 1996). IIpu 3tom Ha poHE MHAYKIHUU KCIPECCHU
OJIHOTO U30(epMEHTA, OJHA WM HECKOJIBKO Ipyrux u3odopm depmenta pernpeccupyrorcs (Xu
et al., 1995).

HecmoTpss Ha Oorblioe KOJWYECTBO CTaTed, TOCBSIICHHBIX HCCIIEIOBAHUIO
Caxapo30CHHTA3bl B PACTECHUAX, MX (DYHKIHH B TIporeccax (OpMUPOBAHHS JPEBECHUHBI, a
TaK)K€ MEXaHU3Mbl HHIYKIIUU U PETIPECCUU TMPOIIecca TPAHCKPHUIIIIUU, KOJUPYIOIIUX UX TEHOB

JI0 KOHIIA HE BBISICHEHBI.
1.4 OcHoBHBbIe BHIBOABI 110 0030y JUTEPATYPHI U NEPCNEKTUBBI UCCIEAOBAHNM

VYuuThiBasg YTWIMTApPHOE 3HAYEHHME JIPEBECUHBI, HCCIENOBAaHUA B YKAa3aHHOM
HANpPaBJIICHUH BaXXHbI C TOYKU 3PEHUS TMOJIYUYEHUS JPEBECHBIX MaTepHalOB C 3aJaHHBIMU
CBOMCTBAaMH.

[To3HaHue MeXaHM3MOB KCHJIOT€HEe3a MEPCIEKTUBHO MPOBOJAUTH MpPH CpPAaBHEHUU
IPOIIECCOB, MPOTEKAIOMIMX B Xon€ (HOPMUPOBAHMA HOPMAJIbHOW (TUIMYHOW JUIsl BUAA) U
QHOMAJIbHOM JpeBeCHHBbl. B 1aHHON CBSI3W IIEHHBIMU OIBITHBIMU OOBEKTAMHU SIBISIOTCS
oObryHast Oepe3a MOBHCHAS C MPSIMOCIONHOW JPEBECHHOM, MMEIOMmEH c1abo BBIPAKEHHYIO
TEKCTYpy («HOpMa») M Kapelibckas Oepe3a CO CBWIIEBATOW y30p4aToOi JPEBECHHOM CTBOJIA

(«aHOMamus).
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OCHOBHOW OTJIMYUTEIFHON OCOOEHHOCTBIO Y30P4aTOl JPEBECHHBI KapelIbCKOU Oepe3nl
SBJISIETCSI MU3MEHEHUE MPOLIEHTHOTO COOTHOLICHHSI €€ CTPYKTYPHBIX 3JEMEHTOB B CTOPOHY
3HAYUTENIBHOIO YBEIMYECHHUS 10JIM NAPEHXUMHBIX KJIETOK. TO CBUAETEIbCTBYET O HAPYIICHUN
TU(PPEepEeHIUPOBKY IPOU3BOAHBIX KaMOMs: BMECTO COCYJOB U BOJIOKHUCTBIX TpPaxeun
00pa3yroTCs KJIETKU MapEHXUMBI.

AKTUBHOCTh KaMOusi M (OpPMUPOBAHUE CTPYKTYPHBIX DJIEMEHTOB  KCHUJIEMbI
NOJJIEPKUBAIOTCS 32 CYET NPUTOKA B CTBOJ (POTOACCUMUIISITOB — caxapo3bl. BoBieueHue
caxapo3bl B OOMEH BEIECTB OCYILECTBIISIIOT /1Ba (pepMEeHTa — caXxapO30CHHTa3a U MHBEPTa3a.
Caxapo3ocuHTa3a OO0ecleyuBaeT ydacTHE caxapo3bl B CHHTE3€ KOMIIOHEHTOB KJIETOYHOMN
CTEHKHU, TIJIaBHBIM M3 KOTOPBIX SBISETCA MLe/uItono3a. KieTouHsle 00O0JI0UKM MEPTBBIX
3JIEMEHTOB JPEBECUHBI — BOJIOKOH M COCYJIOB, CO3al0T OCHOBHYIO Maccy JPEBECUHBI OOBIYHON
oepe3bl.  CrenoBaTeiabHO,  Caxapo30oCHMHTa3a  OOeCleYMBaeT  NPUOPUTETHBIM  MYTh
MeTa0OoMU3alMU caxapo3bl B XOJl€ HOPMAJbHOIO KCHIJIOTe€He3a Oepesbl MOBHUCIONW. MoXKHO
OKHUJAaTh, YTO NepeopueHTauusl AUPPEepeHINPOBKU KCHIEMHBIX MPOU3BOAHBIX KaMmOus Ha
(dopMHUpOBaHHE KIETOK NapeHXHMMbI, BaKHOM (QYHKLIHEH KOTOPBIX SBIISIETCS 3aracaHue
BELIECTB, CBSI3aHA C U3MEHEHUEM aKTUBHOCTH CaXxapO30CUHTA3bI.

AKTHBHOCTh (EPMEHTOB B 3HAUUTEIBHOM CTENeHH OOyCIIOBJIEHa JKCIpeccHei
KOAMPYIOIIUX HUX TEHOB. OTO TO3BOJIAET TNPEANOJOXKHUTb, YTO TI€Hbl, KOJIUPYIOIINE
Caxapo30CHHTA3y IMO-pa3HOMY OJKCIPECCUPYIOTCS B KCUJIEME JPEBECHBIX pacTeHHI,
pa3IMYaOIINXCS TI0 CTPYKTYPHOMY COCTaBY JAPEBECHHBI.

Hamm wuccnenoBaHusi HaleleHbl Ha  BBISIBIEHHME OCOOEHHOCTEM  aKTMBHOCTHU
Caxapo30CHHTA3bl U IKCIPECCHM KOJIUPYIOIIHUX €€ I€HOB B XO0JI€ AHOMAJIBHOI'O KCUJIOT€HE3a

KapenbCKoil Oepessl.
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I'nmaBa 2. OBBEKTHI 1 METO/IbI UCCJIEAOBAHUA

2.1 O0BbeKTBI HCCJIeI0BAHUSA

Jlist M3ydeHus: poyid caxapo30CHUHTa3bl B Iporiecce (HopMUpOBaHUS TKaHEW CTBOJIA
JIPEBECHBIX pACTeHU W TpU aHOMAJIbHOM MOpQOreHe3e Kapenbckoil Oepe3bl ObuH
HCII0JIb30BaHbl PA3HOBO3PACTHBIE JIEPEBbs ABYX (PopM Oepesbl MOBUCION: 00ObIUHAsA Oepesa
MOBHCIasl ¢ HOpMajbHBIM CTpoeHuneM apeBecunbl (Betula pendula Roth var. pendula) u
KapelbCcKas Oepesa ¢ y3opuaroit u Ge3y3opuaroit apeBecunoit crBona (B. pendula Roth var.
carelica (Mercl.) Hamet-Ahti).

OT6op TKaHeW OCYIIECTBISUIM B Tpeleiax HUXKHEH TpeTH CTBOJA, IOCKOIBKY
y30p4aTOCTh APEBECUHBI Y KapelbCKOM Oepesbl B 3TOM 00JacTH BBIpakeHa HauOoJsiee SPKO.
Otaensanu kopy oT JpeBecuHbl. C BHYTpPEHHEH CTOPOHBI KOPBI BBIpE3alid CIIOW TKaHEH,
BKJTIOYAIOIIUNA TPOBOSIIYI0 (Pr1osMy U KamOWaibHYyIO 30HY. s ymoOCTBa W3JIOXKEHUS B
JaNbHEHIEM 3TOT CI0W 0003HaYanu Kak «¢osmay. C 0OHaXKEHHON MTOBEPXHOCTH JIPEBECUHBI
BBIpE3JIM CJIOM TKaHEH, BKIIOUYAIONIWN 30HY JAeNeHus, pocta U auddepeHIanim KIeToK
KcwiieMbl. B nanpHeiinem ero o6o3Havanu kak «kcwiemay. OTOop TKaHel KOHTPOIUPOBAIH
1oJI MUKpPOCKOTOM. Bce pacTenusi, B3sThie [UIsl aHamu3a, MPOU3PACTAIH B OJMHAKOBBIX
MOYBEHHO-KJIMMATHYECKUX yclIoBUsAX Ha Arpoouonornyeckoit cranuuu KapHI[ PAH B 2 xm
ot r. Ilerpo3aBoacka (61° 45’ c.u1., 34° 20" B.1.).

Hapsimy co B3pOCIBIMH JIEPEBBSIMH, AKTUBHOCTh CaxXxapO30CHHTA3bl H3ydaad Ha
cestHIaX OOBIYHON Oepesbl MOBUCIION U KapesnbCcKkoil Oepe3bl. B maHHOM citydae, Juisl aHaimu3a
Opanu cTe0u U KOPHU MOJIOJIBIX PACTCHUHN.

PacTeHus BbIpaIlleHbl M3 CEMSIH, TTOJYYCHHBIX OT KOHTpoiupyemoro onbuieHus (Forelia
OY, Ounnsanus). CeMeHa KapelbCKOW Oepe3bl MOTYyUEHBI OT POTUTEIBCKUX JIEPEBHEB C SIPKO
BBIPOKECHHBIMH IPU3HAKAMU y30pYaTOCTH JPEBECHHBI.

OT60p pacTeHuit It aHAIM3a MPOBOIAIN B COOTBETCTBUHU C MOCTABJICHHBIMU B paboTe
3a/la4aMu:

1. 0151 onpeoenenus aKmueHOCMU Caxapo30CUHmMAa3zbl 6 Nepuod KaAMOUANbHO2O
pocma ucnonb308anu’

a. 6-neTHHe AepeBbs Oepe3bl MOBUCIONW M Kapenbckoi Oepesbl. dopmupoBaHue
y30pUaToOil JIPEBECUHBI Y KapelIbCKOW Oepe3bl OOBIYHO HAYMHAETCS B Bo3pacte 6-8 mer. Y

HalllrX OIIBITHBIX JCPCBLBCB 3TOT IIPOUICCC Ha6J'IIO,Z[aIIC$[ YKE B ICCTUIICTHCM BO3pacCTC. OT60p
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TKaHEeW [UIsl aHajlvM3a MPOBOAMIM B IEPUOJ AKTUBHOro kKamoOuanpHoro pocrta (03.07).
AKTHBHOCTb CaxapO30CHMHTa3bl ONpENesUIn B KcuiaemMe u (rosme, a TakkKe MPOBOIUIH
aHaJIN3 COJIEpKaHUsl PACTBOPUMBIX CaxapoB (caxaposa, TIIIOKO3a, (PYKTO3a) B TKaHAX C
Pa3HOM aKTUBHOCTBIO CaXxapO30CUHTA3HI;

0. Kcunemy 10-1eTHUX pacTeHUi, KOTOpPbIE BKIIIOYAIN JAEPEBbs OOBIYHON Oepesbl
MOBUCIJION, JIepeBbs KapelbCKoW Oepe3bl 0e3 Npu3HAKOB (HOPMHUPOBAHUS  y30pUaTOM
JIPEBECUHBI U JACPEBbs KapelbCKOI Oepe3bl ¢ XOPOIIO BRIPAXKEHHON y30pUaToi JpeBECUHON. Y
MOCIIEHUX 00pa3Ibl OTOMpPA Kak B 30HE (POPMUPOBAHUS CTPYKTYPHBIX aHOMAIIUN (HUKHSSA
TPETh CTBOJIA), TAK U B 30HE C OOBIYHBIM CTPOCHUEM IPOBOJSAIINX TKaHEH (y4acTOK CTBOJIA
MO/ KPOHOM). AKTUBHOCTb CaXxapO30CUHTA3bl OMPEACISIA B KCHIIEME. Y JEPEBHEB C Pa3HOM
aKTUBHOCTBIO (pepMEHTa B JIaHHOM TKaHU OMpPENESUIM COAEep)KaHWE HEKOTOPBIX 3alacHBIX U
CTPYKTYPHBIX YTJIEBOJIOB (IIEJUII0JI03a, KpaxMall). B3situe o0pa3ioB OCYIIECTBIISUIN B MEPUO]T
aKTUBHOM JesaTenbHOCTH Kamoust (29.06);

2. 0ns1  onpedeileHus aKMUGHOCMU CAXapO30CUHMA3bl HA  PA3HLIX  dMANAX
8e2emayuOHHO20 Nepuood.

a. 8-neTHHe pacTeHHs KapeabCKOM Oepe3bl yKe MPUCTYMUBIINE K (OPMUPOBAHUIO
CTPYKTYPHBIX aHOMaJHMi CTBOJNA (y30pyaThle NEpeBbS) M €IIe HE HMEIONINEe BUIMMBIX
OTKJIOHEHHH OT HOPMAJILHOTO POCTa M pa3BUTHA (0e3y30pUaThie 1epeBbs);

0. 40-netHue nepeBbs OOBIYHOM Oepe3bl MOBUCIOW M y30puaThle JEepeBbs
KapenbCKoil Oepessl (171 aHaau3a OTOMpaId TKAaHU C y30p4aToil YaCTH CTBOJIA).

Hapsny ¢ n3ydeHneM akTHBHOCTH CaXapO30CHHTAa3bl, B TKAHSAX CTBOJIA TAHHOW TPYIIITEI
pacTeHuil M3ydaiau CoJep)KaHHe PacCTBOPUMBIX CaxapoB (caxaposa, IJIOK03a, (ppykTosa) u
3aImacHOTO MoJucaxapuaa — Kpaxmara.

OT6op pacTUTENbHOTO MaTepuana ajis aHanuza npoBogwin B mae (19.05), uione
(20.06), utone (20.07) u oxtsi6pe (12.10) 2010 roxa (Pucynok 2).

OcCOOCHHOCTBIO  ycloBHd  OTOOpa  PAacTUTENLHOTO  Marepwaja B  TEUCHHE
BeretanronHoro nepuoga 2010 roga ObuI0 OTCYTCTBHE OcanakoB Ooiee 10 mHE B mepuon
NPE/IIECTBYIOINN 0TOOPY PaCTHTEIBHOTO MaTepuaia. MakcuMalibHasi TeMIepaTypa Bo3ryxa

nuem pocruraia 28°C, cpenHecyrounas remreparypa npesbicuia 25°C (PucyHok 2);
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PucyHOK 2. 3Ha4eHHd cpeJHeCYTOYHOH TeMIIepaTypel H KOJIHYeCTEa 0CAIKOB B TeueHHe
BereTallHOHHOIO NepHoda (Maf-okradopes 2010 rozja) B r. IleTposaBoiack. [IaHHEIE B3ATHL C
cepeepa «Iloroma Poccmm» (http://meteo.infospaceru). (BepTHKaZbHEIMH NIYHKTHPHBIMH

IHHHAMH 0003HAYEHE JAaThkI B3ATHA DEPELSLIDB:I. =—CpPeIHECYTOWHAA TeMIIepaTypd,— CyMMa

0CaIKOE.
3. 07151 Onpedenenuss AKMUBHOCMU Caxapo30CUHmMa3vl 8 paHHeM oHmozeHeze bepesvl
NOBUCTIOU:
a. 1,5-mecsunbIe CcesTHITBI OOBIYHON Oepes3bl TMOBHUCIOW W KapeiabCKOW Oepe3bl.

Pactenus BeIpamuBany NpUMEpPHO A0 3-5 CM B BBICOTY;

0. 5-MecsiuHbIe CesTHIIBI OOBIYHOM M KapesbcKkoil Oepesbl. BricoTa Ha/i3eMHOIM YacTu
pacTeHui 1aHHOM rpymnmsl ObuIa ~ 25 M.

Pactenus BhIpaluBaiu B Kamepe npu temmeparype 23°C, 16-uacoBom (oronepuose,
OCBEIIICHHOCTH 8 KIJIK Ha muTaTebHOM rpyHTe Terra Vita cienyromero cocrasa: N — 0,91%, P
—0,2%, K - 0,094%.

B. 5-mecsiuHbBIe pacTeHHsT OOBIYHOW Oepe3bl MOBUCION W Kapenbckon Oepessl,
BBIPAIICHHBIC B YCIIOBUSIX HEJOCTaTKa a30THOTO THTaHUS HA €CTECTBEHHOM ITOYBOTPYHTE
(mouennsblit ropuzoHt Bf), coctaBa N — 0,095%, P — 0,051%, K — 0,065%. danuyto rpymnmy
pacTeHU WCMONB30BANM JJIsl OMpEACNCHUs BIUSHHUS JAeuinTa a30oTa Ha aKTUBHOCTH
Caxapo30CHHTA3bI;

4, O U3y4eHusi YPOBHs  OIKCHPeCcCuu  2eH08,  KOOUPYIOWUX  U30¢hopmol
Caxapo30CuHma3zvl, UCNOIbIOBANU:

a. 10-netHue nepeBbs pa3HBIX GopM Oepe3sl MOBUCION (CM. MyHKT 1-0). B kcuneme

JTAHHOM TPYIIIBI pacTeHUI MccienoBanu skcapeccuto reHoB SUSL, SUS2, SUSS;
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0. 1,5-MecsiuHBIE CesHIIBI OOBIYHON Oepe3bl MOBUCIION U KapelbCKod Oepesbl (cM.

NyHKT 3-a). B cTebiie pacTenuii n3ydanu ypoBeHb dkcnpeccuu renoB SUS1 u SUS2.
2.2 MeToabl Hccie10BaAHUSA

Jlns mpoBeneHusi OMOXMMHUYECKUX HccienoBaHuil u npoBenaeHus [P Tkanu, B3sTHIC

JUI QaHAJIN34, CPa3y 3aMOPakKMBAJIY, a 3aTE€M PACTHUPAIH B KHUIKOM a30Te.
2.2.1 Onpedenenue akmuenocmu caxapo3ocunmasol

Jlitst onpesiesieHusi aKTHBHOCTH CaXapO30CHHTA3bl TKAHU ToMoreHusupoBaiu npu 4°C B
Oydepe crienyromero cocraa: 50 MM Hepes (pH 7,5), IMM D/ITA, 1 MM OI'TA, 3 MM DTT,
5 MM MgCl,, 0,5 MM PMSF. Ilocne 20-MUHYTHOH OKCTPAaKIMd TOMOTEHAT
nentpudyrupopasiu npu 10000 g B teuenne 20 muHyT. OCaoK TPOEKPATHO MPOMBIBAIU
oypepom. Ocamok u 00ObEIUHEHHBIN CynepHaTanT auanuzoBaau npu 4°C B teuenue 18-20
yacoB MpoTUB Oydepa sl roMoreHusamnuu, paszbasieHHoro B 10 pas. Jlns omnpenenenus
AKTUBHOCTH  CaXapO30CHHTAa3bl WCIOJB30BAM  CylepHATaHT. AKTHBHOCTH (epMeHTa
ONpEJIEIISUTA TIOCIIe HHKyOanuu morydensoro npenapara npu 30°C B reuenne 30 MUHYT.

WukybanvionHass cpefa s ONPENENICHHUs aKTUBHOCTH — CaXapoO30CHHTa3bl B
HaIlpaBJIEHUU pacnaja caxapossl coaepskana: 200 MM Hepes (pH 7,8), 65 MM Y@, 50 MM
HAJL®, 50 MM PP, 210 mM MgCl,, 1 M caxaposy, 8U docdormrokomyrtassl, 4U Tirok030-6-
dbocharneruaporenassr, Uisi ONpe/eleHUs] aKTUBHOCTH CaxapO30CHHTa3bl B HAIpaBIICHUU
cuHTesa caxapossl: 73 MM tpuc-HCI (pH 7,5), 2,5 MM VY ]I®-rmoko3a, 20 MM dpykTosa, 5
MM MgCl,, 3 MM DTT.

AKTHUBHOCTBh (pepMEHTa OMPEIEISLTN CHEKTPOPOTOMETPUICCKH, BBIPAKATH B MKMOIb
caxapo3sl Ha Mr Oenka 3a 30 MuH (MKMOJIb caxapo3bl/Mr Oenka-30muH).Conepkanne Oeika
JUIsL TIepecdeTa akTHBHOCTH (pepMeHTa ornpenessuin 1mo Metoay bpendopaa (Bradford, 1976) c

ucrnonb3oBanreM kpacurenss Coomassie G250.
2.2.2 Onpeoenenue cooeprcanus pacmeopumslx y2ie60008

Jlist onpeniesicHUsT caxapoB BECh PACTUTEIbHBIM MaTepHall JUOMPHIBHO BBICYITHBAIIH.
VrieBoasl aBax bl dkcTparuposain 80% s>TuaoBsiM criproM mpu 50°C B Teyenue 30 MUHYT
(Famubuna u np., 2012). CiupToBBIE 3KCTPAKTHI OOBEAUHSIN U YIIapUBaJId Ha BOASHON OaHe
npu temneparype 35-40°C. IlomydeHHBIH CyXOM OCTATOK, COAEPIKAIIM MOHO-, JH- H

0JINTOCaXapuibl pacTBOpsUid B 3—5 Mil (B 3aBUCHMOCTH OT MPEIINOIaraéMoro KOJIMYeCTBa



36

YIIEBOIOB) OWIUCTWUTMPOBAHHOW BOJBI W (DUIBTPOBAIM depe3 OyMakHbIE (UIBTPHI.
[TomyueHHbI#t UIBTPAT MOJBEpPrail OYUCTKE METOJAO0M TBepaodazHoi 3kcTpakiuu (TDDI),
JUISL OCBOOOKIIEHUSI OT MEMIAIOIIUX KOMIIOHEHTOB, TaKUX KaK MUTMEHTBHI, MOJUCAXapHIbl,
pa3IUYHbIE COJU ¥ OPTaHUYECKUE KUCIOTHI. J{J1 3TOr0 pacTBOPHI 00Pa3I0B MPOMYCKAIN Yepe3
MeMOpanubie QuibTpel (d=25 mMm, 0,45 mxm, Nylon) (ProFill, I'epmanus), a morom uepes
kaptpumxu s TA®D (NH, 500mg/6ml, 55um, 70A) (Phenomemex Strata, CIIIA).
ConepkaHue pacTBOPUMBIX  YIJIEBOJOB B  OKCTpPaKTe€ aHAJIM3MPOBAIM Ha CHCTEME
BBICOKO?(D(PEeKTUBHOI KUAKOCTHON XpomaTorpaduu cepun «Craitep» (AkBuioH, Poccus) npu
CIeyroImX ycioBusax: kononka — Rezex RCM-Monosccharide (Phenomenex, CIIIA), amtoeHT
— OMIMCTWIMPOBaHHAs BOJA, CKOPOCTh NOTOKa 3moeHTa — 0,6 MJI/MUH, JIETEKTOp —
pedpaktomerp. Kpurepuem wuneHTU(UKAIIUNM THUKOB CIYXKWUJIO BpeMs YIACp>KUBaHUS
CTaHJAPTHBIX BEIIECTB: Caxapo3bl, TNIOKO3bI, GpykTo3bl (Panreac, Mcnanus). Conepxanue
YTIIEBOJ/IOB BBIPAXKAJIU B MT' Ha T CBHIPOM TKaHU (MI/T CBIPOU TKaHM).

2.2.3 Onpeoenenue cooeprcanusn Kpaxmania

Kpaxman skcTparupoBajy U3 PacTUTENIBHBIX TKAHEW XJIOPHOM KHUCJIOTOW IO METOAY
[Terouepa (Pucher et al., 1948). Conepxanue Kpaxmaja ONPEACISUIH TIFOKO300KCHIA3HBIM
METOJIOM MO KOJIMYECTBY TJIHOKO3bl, 00pa30BaBIIECHCS B pe3yibTaTe KUCIOTHOTO THUIPOJIU3A

(ILmemkoB, 1985) u BeIpaXkasiu B MI/T CyXOTO TKaHHU.
2.2.4 Onpeoenenue cooeprcanusn uennro103vl

[enmono3y Beiaensnu no metony Kropmaepa-Xoddepa cMechio KOHIIEHTPUPOBAHHON
a30THOM KHUCHOTHI U 3THIOBOrO cnupra (OOoneHckas u Ap., 1991) B cootHomenun 1:4 (mo

00bvemy). ConeprkaHue LEITI0I03bl ONPEAEISUIA TPABUMETPUYECKUM METOJIOM.
2.2.5 Onpeoenenue ypoeHs IKCRPECcCUU 2eHO8

HakomneHre TpaHCKPUIITOB TEHOB AaHAJIM3WUPOBAIM TPH TOMOIIY TOJIMMEpa3HOM
nenHoi peakuuu (I1L[P) B pexxume peansHoro Bpemenu. J{ns aHanm3a OblIM BBIOpaHb! 3 reHa,
KOAMpYIOUIME pa3zHble H30popMbl caxapo3zocuHTazel — SUS1, SUS2, SUS3, kotopsie 1o

JUTEPATYPHBIM JaHHBIM SIBJISIFOTCS TKaHecnenuuaHbIMA J1s kersiemsl (Zhang et al., 2015).

Buvioenenue momanvnou PHK u cunmes komnaemenmapnou JJTHK
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[pouenypy Bbimenenus toranpHoii PHK (TPHK) mpoBomwmimm ¢ momompio peareHTa
Extract RNA (EBporen, Poccust) coriacHo mpoTokosry mpousBoAuTens. KoMieMeHTapHyo
JHK (xIHK) cunTe3npoBaiu, UCmosib3yss HA0Op peakKTHUBOB AJisi OOpPATHON TPaHCKPHUILIMU
MMLV RT kit (EBporen, Poccus), comepxamuii obparayro tpanckpuntazy (MMLV
peBeprtasa), ciaydaitabie paiimepbl (Randoom (dN)o-primer) u 5x 6ydep a1 CuHTE3a MepBoi
nenu kJIHK (280 MM Tpuc-HCI, pH 8,7; 375 MM KCI; 30 MM MgCl,). KonudyectBo u
kauecTBO BblaeneHHo PHK u cunresupoannoil k/IHK npoBepsinu cnexkrpodoromerpuyecku

¢ momorisio mpubopa SmartSpecPlus («Bio-Rady, CIIIA).
1IL]P 6 pestcume peanbHo2o epemenu

Amvmndukanuio o06pas3ioB npoBoawin B npudope iCycler ¢ ontuueckoil mpucTaBKon
iIQ5 («Bio-Rady», CIIA), ucmons3yss HaOOphl IS aMIUTM(DUKAIMA C HHTEPKATUPYIOIIIM
kpacurenem SYBR Green. Cmech ms TP oobemom 25 min comepxana 100 mr x/IHK (2
MKJ), 5 Mk peakuuonHoi cmecu (PCRmIix-HS SYBR («EBporen», Poccus), mpsmoit u
oOpatHbIi TpaiiMepsl (koHeuHast KoHeHTpanus 0,4 MkM) u 16 MKII 1€eMOHU30BaHHOW BOJBI,
cBOOOAHOM OT Hykieas. IIporokon ITLP: 5 mun npu 95°C, nanee 45 nukios 15¢ npu 95 °C,
15¢ npu 48-60°C. CrienuuuHOCTH NPOAYKTOB aMIUTM(DUKAIIMKY TIPOBEPSIIH T1aBieHreM TP
¢parmenros: 30 ¢ npu 72 °C, 1 mun npu 95 °C, 1 mun mpu 50 °C.

Januble, monydyeHHble B pe3yabrate [IIIP, aHamu3upoBamu mnpu MnoOMoOIIU
nporpamMmmHoro uHcrpymenra Relative Expression Software Tool 2009 V.2.0.13 (REST 2009).
Crenuduueckue mpaitmMepsl U1 aMIuiiuKanmm yqacTkoB uccineayembix reaoB SUSL, SUS2,
SUS3 (Ta6muua 2) (EBporen, Poccus) KOHCTpyupoBajid C MOMOUIBIO MPOrpaMMHOIO
obecnieuenus Primer Express Software (Applied Biosystems).

B kauectBe pedepeHcHOro reHa sl pacdeTa OTHOCHTEIbHOW oskcmpeccuu SUS
UCTIOIB30BaM TeH a-TyOynuHa (Tabmuua 2). J{st oreHKH MPUTOAHOCTH JAaHHOTO TPAHCKPHUIITA
B KayecTBe pe(EepeHCHOro OIpeNessid CTaOMIBHOCTh 3KCIPECCHH TeHa TMpPU MOMOIIU
npukiagHoi nporpammel s Microsoft Excel — BestKeeper (Pfaffl et al., 2004; Pe6pukos u
ap., 2011).

OddextuBnocts I[P nnsa mpaiiMmepoB miis pedepeHCHOr0 U I1EJIEBBIX T'E€HOB
onpenesuii myteM npoeaenus [1LP ¢ mocnenoBaTenbHbIME pa30aBIeHUSIMU UCCIEAYEMOTO

obpasna k/IHK (Pucynox 3) (Pebpukos u ap., 2011).
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Tabnuma 2. HykneotuaHast mocieqoBaTeaIbHOCTh paitMepoB [yt nposeneHus [1LIP B pexxume

PCAIIBHOTO BPCMCHU.

I'en HOMeNp g;TTyHa [Ipsimoii paiimep (5'—3") OO6partHslii mpaiimep (5'—3')
a-TUBULIN FJ228477.1 CTACCCCAGAATCCACTT | TAGGCACAACATCACCAC
SUS1 KC204973.1 GTTCCTCAACCGTCACCT | GCATCAACCCCTGTCCCT
SUS2 KC204974.1 | CTGCTAACCGCAACGAAAT | ACCGCCAAGGCAACCCAC
SUS3 KC204975.1 CAGTGGGTTTCTCGTTTC | AGCGTGAGCAATAGTTCC
36
34 | y = -3,63x + 37,95
32 R>=10,99
~ 30 |
O 28 -
26
24
22 - - - - -
0 1 2 3 4 3)

Log(KoHnir)

Pucynox 3. I'padux 3aBucumoctu moporosoro mukina (C;) pedepercHoro rena (o-

TUBULIN) ot norapudma rcxoauoit kourenrpanuu JJHK-marpur (log Koair.).

AddexrurocTs [P (E) Bbruncsuu mo popmyie (1):
E=10"?, (1)
rjae a — k03P PUIUEHT ypaBHEHHUS 3aBUCUMOCTH moporosoro 1ukia (C;) ot porapudma
ucxonnoit xonuentpaumu JHK — marpun. ITHP ans pedepeHCHOro M IeNeBBIX T'€HOB
poTeKala co CXOHOU 3(pPeKTUBHOCTHIO, IPUMEPHO PABHOM 2.
OTHOCHTENbHBIN YPOBEHb TPaHCKpHIITOB TeHOB (RQ) Berauncisim o gopmyse (2):
RQ =2, )
rae AC; — pa3Huna 3Ha4€HUH MOPOTOBBIX IIUKJIOB I peepeHCHOTO U 1IEJIEBOTO I'eHOB,
2 — »s¢pdextuBnocts IIIP. VYpoBenb nsKkchpeccuu crneuuPUUHBIX TE€HOB BbIpAKaIUd B
OTHOCHUTENBHBIX €AUHHUIAX (OTH. €7.), HOPMaJW30BaHHBIX K YPOBHIO OKCIIPECCHU

pedepeHCHOTO TeHa.
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HccnenoBanust BeimonHeHsl Ha obopynoBanun LIKIT «Ananmutudeckas maboparopus»

WJI KapHI{ PAH.

2.2.6 Cmamucmuueckas 00padomka OaHHbIX

CTaTHCTHYECKYIO 00pabOTKy pe3yIbTaToOB MCCIIEAOBAHUS TIPOBOIMIN OOIIETTPUHATHIMA
METOJaMH C HCIIOJIb30BaHHWeM TmakeToB mporpamm Microsoft Excel u StatGraphics s
Windows.

JlaHHble TPEACTaBICHBI B BHAC CPEOHMX apH(PMETHUYECKHUX 3HAYEHHH 10
OMOJIOTHYECKON MTOBTOPHOCTH B KOJHUecTBe 5-10 nepeBbeB KaXKI0W IPyIIbl. AHaTATHYECKAS
HOBTOPHOCTh TPEXKpaTHas. Paszauuus B paclpeieleHHH I[OKa3aTelel MEKIy TpyIiamMu
pacTEHHMI OMPENC/UIM METOAOM OICHKH 3HAYUMOCTH pPa3luunii cpeaHux BeawuuH (t-
kputepuiit CthroieHTa). CTaTHCTHYECKH 3HAYUMBIME CUMTAINCH pasiuyus npu p<0,05.

B3anmocBs3b MOKa3aTeNeil aKTHBHOCTH Caxap030CHHTAa3bl U SKCIPECCHH KOIHPYIOIHX

€C I'CHOB OLICHUBAJIHU IIPpHU ITIOMOIIIKU PEIPECCHOHHOI0 U KOPPLCILIONOHHOI'O aHaJIn3a.



40

I'naBa 3. PE3VJIbTATDI

3.1 AKTHBHOCTH CaXap030CHHTA3bI B MEPHO] KAMOMAIBLHOT0 POCTa

3.1.1 Kcunema u ghpnoama cmeona 00v61unoil Gepe3vt NOGUCTOU U KAPENbCKOUl Hepe3bl ¢

RPUHAKAMU PA3BUMUA CIMPYKMYPHBIX AHOMAIUTL

UccnenoBanusi mMpoBOAWIM Ha TKAHSIX CTBOJIA 6-TIETHUX JIEPEBbEB OOBIYHONU Oepe3bl

noBucioit (Pucynok 4A) u kapenbckoit 6epessl (Pucynok 4b) B mepuor kaMmOMaIbHOTO pOCTA.

N

Pucynok 4. OxopeHHass MOBEPXHOCTh CTBOJA O-JIETHUX JIEPEBHEB OOBIYHON Oepe3bl
nosucoi (Betula pendula var. pendula) (A) u kapenbsckoii 6epessr (B. pendula var. carelica)
(b).

VY 00buHOM Oepe3bl aKTUBHOCTH (epMmeHTa mnpeobdnanana B kcuneme (151,7 MxMomnb

caxapo3sl/mr 6enka-30 muH) (Pucynok 5). Ee 3HaueHus npeBbiiail akTUBHOCTh BO (JIodME B

40 pas.

200

151,7
160

—
2
()

MKMOIIb CaXapO3bL/MT
Oenka-30 MHH
[ela]
[an]

3,9

Kcmmema  iosma

PucyHok 5. AKTHBHOCTh CaxapO30CHHTa3bl B TKaHAX CTBOJA 6-JIETHUX JEpPEBHEB

00BIYHOM Oepe3bl MOBUCIION. bapsl — cTaHmapTHOE OTKIOHEHHE.
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Takoe pa3nuure aKTUBHOCTH CaXapO30CHUHTA3bl B KCWJIEME U (PII03Me COOTBETCTBOBAJIO
BBICOKOMY TPaJUEHTy KOHILEHTpAIMH caxapo3bl Mexay (imoomoi u kcuimemoit — 79,9 mr

caxapo3bl/T ceIpoii Tkanu (PucyHok 6).

160

[a—y
KR o2
() o)

iy
o

MI/T CEIPOH TKaHH

KCHIIeMa dmosma

Pucynox 6. ConepikaHue caxapo3bl B TKaHSX CTBOJIa 6-JIETHUX JI€PEBHEB OOBIYHOM
Oepes3sl moBucON. CBepXy yKa3zaH TPAIUEHT KOHIIEHTpAIMU caxapo3bl MEXIy (oMol u

KCWJIEMOU. bapbl — cTaHAapTHOE OTKIOHEHHE.

[IpencraBnenHbie JaHHBIC MPEINONATAIOT MHTEHCUBHBIN OTTOK caxapo3bl U3 (JI0MBI B
KCHUJIEMy, TJIe OHAa pacxXoayeTcs Ha pPOCTOBBIE TMpolecchl. B kcuimeme 0OBIYHON Oepess
MOBUCJION 3HAYEHUE OTHOIICHHS COJEp:KaHUsl (PYKTO3bl U TIIIOKO3bI (Ppy/Tit0) COCTaBUIIO

3,3, a Bo guoame — 1,1 (Pucynok 7).

80 r O rmrokoza
3,3  Odpykrosa
T

=]
()
T

o O
T T
—

[em)
T

1,1

02 W s L O
()
T

[em)
T

MT/T CEIPOH TKHAH

[a—y
[em)
T

()

kcunmema  ¢uosma

Pucynox 7. ConmepskaHue TeKco3 B TKaHSIX CTBOJIA 6-IETHUX JePEBbEB OOBIYHOMN Oepe3bl
nosuciaoi. CBepxy yKa3zaHbl 3Ha4yeHMs OTHOIIEHUs @py/rmo. bapbl — craHgapTHOe

OTKJIOHCHHUC.
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VY 6-nmeTHUX JepeBbEB KapelbCKOW Oepe3bl aKTHBHOCTHh CaxapO30CHHTA3bl B KCHIIEME
(PucyHok 8) 3HaYMMO He OTJIHYAIach OT AepEBbEB 00BIUHOM Oepe3nl moBucioit (139,4 u 151,7
MKMOJb caxapo3pl/mr Oenka:30 MUH COOTBETCTBEHHO). B TO ke BpeMs aKTUBHOCTb
caxapo30CHHTa3bl BO (hj103Me JepeBbeB Kapeiabckoi Oepessl (PucyHnok 8) npesbliana 1aHHBINA
nokaszaTenb y 00bI9HO# Oepesbl moBucioi B 5 pa3 (20,8 u 3,9 mxmons caxapo3sl/mr Genka-30

MHH COOTBGTCTBCHHO).

160 1394

120

iy
o

MKMOIIb CAXapO3hL/MT
Oenka 30 MHH
[e}a]
[em)

KCHIIeMa ¢dmosma

PrucyHoxk 8. AKTMBHOCTH €axapO30CHMHTa3bl B TKaHAX CTBOJIA 6-JIETHUX JEPEBBHEB

KapenbcKkoit Oepe3nl. bapbl — cTaHAapTHOE OTKIIOHEHUE.

['pagueHT KOHIEHTpAIMU caxapo3bl MeXAy GJI0dMONW M KCHIEMOW Yy KapelbCKON
Oepe3bl ObUT OYEHb HU3KMM M cocTaBwi 2,9 Mr caxaposbl/rT cbipod TkaHu (Pucynox 9).
OtHomienue (py/Tmo0 B Kcuieme Kapenbckoi Oepesbl Obiio paBHo 2,8 (Pucynox 10) (y
o0bryHOM Oepesbt — 3,3), Bo ¢uooame — 1 (Pucynok 10) (y oObrunod Oepe3st — 1,1).
[IpencraBneHHbIC JaHHBIE YKAa3bIBAIOT HA HEKOTOpPOE OCIablIeHHWE POCTOBBIX IPOIIECCOB B
KCUJIEME KapelnbCKOW Oepe3bl, YTO KOPPEIUPYET C 3aMEIJICHHEM OTTOKa caxapo3bl U3 (II0IMBI
B KcmwieMy. Kpome TOro, oHM MO3BOJSIOT MPEAINONIOKUTh Oojiee cinaboe HCMOIb30BAHHE
caxapo3bl B JOPMHPOBAHUH KJIIETOUYHBIX CTCHOK KCHJIEMBI KapeIbCKOW Oepe3bl, M0 CpaBHEHUIO

¢ 00OBIYHOM Oepe30i MOBHUCIION, M AKTUBHU3AIMIO 3TUX MIPOIECCOB BO (II0IME.
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MI/ T CBIPOH TKaHH
= N [ee]
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KCHIIeMa ¢dmosnma

PI/ICYHOK 9. Co,uepxcaHI/Ie Ccaxapo3bl B TKaHAX CTBOJIA 6-JeTHUX JACPCBLCB Kapenbcxoﬁ
6epe3LI. CBCpXY YKa3aH I'paduCHT KOHICHTPAIUH CaXapO3bl MCIKIAY (i)JIOBMOfI U KCHJIEMOI.

bape! — craHIapTHOE OTKIIOHEHHE.

0 r 28 U rrokoza
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60 L T dpykroza
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Pucynok 10. CogepxkaHue rexkco3 B TKaHSAX CTBOJA O-JETHUX JEPEBHEB KapelbCKOM

Oepe3bl. CBepXy yKa3aHbl 3HAUEHUS OTHOLICHUS (ppy/Timo. bapel — crangapTHOE OTKIIOHEHUE.

3.1.2 Kcunema cmeona oepesves 00bI4HOI Hepe3bl NOBUCTON U 0ePeBbes KAPeabCKoul

Oepe3vl C pa3HOIl CHEnenbI0 pa3sumus CMPYKMYPHbIX AHOMATUTL

UccnenoBanus mnpoBoauau Ha 10-lIeTHUX JepeBbIX B NEPUOJ HHTEHCHUBHOIO
KaMmOuanapbHOro pocrta. Marepuan A aHainu3a OTOMpaad CO CTBOJIOB OOBIYHON Oepe3bl
MOBUCJION, CTBOJIOB KapeibCKOW Oepesbl 06e3 MpHU3HAKOB aHOMAaJbHOT'O CTPOCHMsI TKaHEH M C

"y30puaThix" EPEBHEB KAPEIHCKOM Oepe3bl B y30pUaThIX U O€3y30pUaThiX 30HaX CTBOJIA.
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Axmusrnocmu caxapo3ocurmassl

VY o0brunoit 6epesbl noBucioit (Pucynok 11A-1) B KoHIle UIOHA HAOIIOAANN BBICOKYIO
aKTHBHOCTH caxapo3ocuHTa3bl B kcwieme (Pucynok 11B-1). Ee 3nauenust mocturamm 128,8

MKMOJIb caxapo3sl/mr 6enka-30 MuH.

150

100

MKMOJTb caXaposbl/ M
oenka 30 Mmu

Pucynok 11. OkopeHHast MOBEPXHOCTh APEBECUHBI (A) M aKTUBHOCTh CaXapO30CHHTA3BI
B kcuieme (b) y 10-netHux nepeBbeB Oepesbl moBucioit: 1 — oobruHas Oepesa moBucnias; 2-4 —
Kapenbckas Oepesa (2 — 6e3y3opuarbie JAepeBbs; 3,4 — y3opyarbic aepeBbs: 3 — Oe3y3opuaras

4acTb CTBOJA, 4 — y30p4aTas 4aCThb CTBOJIA). bapbl — cCTaHgapTHOE OTKIIOHEHHUE.

VY kapenbckoi 0epe3bl B BApHaHTax ¢ OOBIYHBIM CTPOSHUEM JPEBECUHBI (0e3y30pUaThie
JepeBbsi W Oe3y3opyarasi 4acTh CTBOJA y3opdaThix JepeBbeB) (Pucynok 11A-2, 11A-3)
aKTUBHOCTh ()epMEHTa Takke ObLTa BBICOKOW. B kcuimeme Oe3y3opyaThiX AEPEBHEB STOT

nokasareinb ObuT B 1,3 pasza Huxe (102,8 mxmonb caxapo3sr/mr 6enka-30 mun) (Pucynok 11b-
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2), a B 6e3y30puaToil 4acTH CTBOJIA y30p4YaThIX jaepeBbeB B 1,3 pasa Boime (167,4 MKMOIb
caxapossl/mr Oenka-30 muH) (Pucynok 11Bb-3), wem y oObluHO# Oepe3bl. B y3opyaThix
ydacTKax CTBoOJIa Kapenbckoil Oepesbl (PucynHokx 11A-4) akTHBHOCTH CaxXxapO30CHHTAa3bl B

KcuiieMe Oblila HU3KOW M cocTaBuia Bcero 30,4 Mkmoib caxaposbl/Mr Oenka-30 mun (PucyHox

11b-4).
Cooepoicanue kpaxmana

Opnum n3 HamOosee JaOUIBHBIX CHOCOOOB PEryssiuU KOHLEHTPALMHU Caxapo3bl B
KJIeTKaX pacTeHWH sBIseTcss oOpa3zoBaHMe KpaxMmana. B mepuoj kamOuanbHOro pocra y
oObIyHON Oepe3bl M 0e3y30pyaThiX pacTeHUM KapelbCKOoM Oepes3bl 3amacaHue Kpaxmajia B
KCHJIEME TIPOUCXOTUT ciiabo (mo 0,3 Mr/r cyxoi TkaHu cooTBeTcTBeHHO) (Pucynok 12-1, 12-
2). Hu3kue 3HaYeHHs COlEpKaHMS KpaxMana B KCHJIEME paCTeHUI ¢ HOPMaIbHBIM CTPOCHHUEM

JPEBECHHBI CTBOJIA HAOIIOAAI0TCS Ha (POHE BBICOKOW aKTMBHOCTH caxapo3ocuHTa3bl (PucyHok

11B-1, 115-2).

-

[N

MI/T CyXOH TKaHH
— 2

o

Pucynok 12. Copmepkanue Kpaxmajia B 30HE (OPMUPOBAHUS KCHJIEMBI B CTBOJIAX

JIepeBbEB OOBIYHON Oepe3bl MOBHUCIION U KapeiabcKoil 6epe3bl. O003HAUCHHsI KaK Ha PUCYHKE

11.

B kcuimeme y30p4aThIX JEpPEBHEB KapelIbCKOW Oepe3bl HAKaITUBAJIOCh OOJIBINOE
KosnmdyecTBo Kpaxmana (3,1 u 2,3 Mr/r cyxoil TkaHu B 0e3y30p4aroil M y30puaToil 4acTAX
cTBOJIa COOTBETCTBEHHO) (Pucynok 12-3, 12-4). Hakomienune kpaxmaia B 6e3y30p4yaToil 4acTu

CTBOJIa y30pYaThIX JIEPEBHEB KAPEIhCKON Oepe3bl MPOUCXOAWT Ha (HOHE BBHICOKUX 3HAUCHHM
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AKTUBHOCTHU CaXapO30CUHTA3bl; B Yy30pUaTOW YacTH, HANIPOTUB, HA (JOHE HU3KOH aKTHUBHOCTHU

dbepmeHTa.
Cooeparcanue yennonosvl

CopepraHue LEJUTI0NI03bl B KCHIIEME HCCIIEyeMbIX pacTeHHil BappupoBaiio ot 38% o

42% (Pucynok 13).

Pucynok 13. CopepkaHue LEIIOI036I B 30HE (DOPMUPOBAHUS KCHIIEMBI B CTBOJIAX
JIepeBbEB OOBIYHON Oepe3bl MOBHUCIION U KapeiabcKoil 6epe3bl. O003HAUEHHUST KaK HAa PUCYHKE

11.

B kcuneme paepeBbeB OOBIUHOW Oepe3bl coaepaHUE MLEJI0N03bl cocTaBuio 41%
(Pucynok 13-1). ¥V kapenbckodl Oepe3bl B BapuaHTaX C OOBIYHOW TEKCTYPOH JPCBECHHBI
(Oe3y3opuatbie pacTeHus U 6e3y30puaTasi 4aCcTh CTBOJIA Y30pUAThIX PACTEHUI) 3HAUYCHHSI 3TOTO
MoKazaTeNsl OTIMYAIUCh OT OOBIUHOM Oepe3bl He3HauuTeNnbHO M coctaBwm 40% u 42%
(Pucynoxk 13-2, 12-3). Cambie Hu3kue 3HaueHus (38%) ObuH y KapenbCKoil 6epesbl B KCHIIeMe
y3opuaroii dactu ctBoia (Pucynok 13-4). Cinegyer OTMETHTh, YTO XapaKTep H3MEHEHUU
COZep)KaHUsl LEIUTIOJIO3Bl B KCHJIEME HCCIICAOBaHHBIX rpymnm pacteHuit (PucyHok 13)
TIOJTHOCTBIO TIOBTOPSIET XapaKTep HM3MEHEHWH aKTHBHOCTH CaxapO30CHHTAa3bl B ITOH TKaHU
(Pucynok 11B), 4ro mnoaTBep)kgaeT BaXHYIO pOJb YKa3aHHOTO (EepMEeHTa B CHHTE3E

OCIIKOI036I.
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3.2 AKTHBHOCTD CaXap030CHHTA3bI HA PA3HBIX ITANAX BereTallMOHHOI0 Nepuoaa

3.2.1 Kcunema u ¢proama cmeona de3y3zopuamoix u y30puamoix 0epeeves KapeabcKoll

oepe3ul

Ha pa3HbIXx JTamax BereTalMoHHOIO Iepuoja ObUIa HCCIIC0BaHA aKTHBHOCTD
Caxapo30CHHTa3bl B TKaHAX CTBOJIA 8-JIETHHX JIEPEBHEB KapeIbCKOH Oepe3bl HE HMMEIONIUX
NIPU3HAKOB y30p4aToCcTH apeBecuHbl (PucyHnok 14) u y30p4aThix AepeBbEB KapelbCKOil Oepe3sl
(Pucynok 15). Ot6op 00pa3iioB MPOBOAMIN JIO Hayalla KaMOMaJIbHOrO pocta (Maid, mepuon
paciycKaHus JUCTHEB), BO BPEMsI aKTHBHOM JEATEIILHOCTH KaMOus (HIOHb, MIOJb) H BO BpEMs

3aTyXaHH BCCX POCTOBLIX ITPOICCCOB (OKTH6pB, IIOATrOTOBKA paCTeHI/Iﬁ K COCTOAHHIO HOKO}I).

FI

Pucynok 14. (A) OxopeHHasi MOBEPXHOCTh APEBECHHBI («KCHJIEMa») W BHYTPEHHSS

A

MOBEPXHOCTH KOPHI («diodamay) (b) 8-meTHrX 6e3y30puaThiX IePEBbEB KapelbCKOW Oepe3bl.

A

Pucynok 15. (A) OxopeHHass MOBEPXHOCTh APEBECHHBI («KCHJIEMa») W BHYTPEHHSS

MOBEPXHOCTH KOPHI («diodmMay) (b) 8-neTHux y3opuaThiX IepeBbeB KapeabCKoOi Oepesbl.
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bezyzopuameie depegus

B Mae akTHBHOCTH caxapo30CHHTa3bl B KcuiemMe U (pirosMme CTBoJia 0Oe3y30puaThix
JIEPEBhEB  KApEIbCKOW Oepe3bl MpakTUYeCKh OTCYTCTBYyeT. OUeHb HU3KHE 3HAYCHHUS
aKTUBHOCTH (hepMeHTa OBLIM OTMEUYCHBI B OKTAOpe. MaKCHMaJIbHbIC 3HAUCHUS MPUXOIMINCH
Ha NepUoJi KaMOHAIBHOTO POCTA: B KCUJIEME OHU HAOIIOJAINCh B HIOJIE, BO (DJI0AME — B HUIOHE.

B wuroHe B kcmieme aOCOMIOTHBIC 3HAYCHUS AKTHBHOCTH CaXapO30CHHTAa3bl ObLIN
HU3KUMH # coctaBmin 2,0 MKkMoIb caxapo3bl/mMr Oenka-30 mun (Pucynok 16A). Coxepxanue

Kpaxmalia B KcuiieMe B 3ToT nepuo] 6buto 0,2 Mr/t cyxoit Tkanu (Pucynok 17A).
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Pucynok 16. AKTUBHOCTBH caxapo3ocuHTa3bl B kcuiieme (A) u dnosme (b) 8-metHux
Oe3y30puUaThiX JEPEeBbEB KapenbCKoil Oepe3bl Ha pasHbIX ITalax BEreTallOHHOIO IepHOoa.

BapI)I — CTAHAAPTHOC OTKJIOHCHUC.
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B urone Bo ¢rosme akTuBHOCTH pepmeHTa Obl1a B 3,4 pa3a HUXKE, YEM B KCHUIIEME, B TO
ke Bpems s (QIIOSMBI OTO 3HAYCHHWE AaKTHBHOCTH OBLIO CaMbIM BBICOKMM 3a BeEChb
uccienyembid iepuoy (0,6 Mkmonb caxapossl/mr Oenka-30 muH) (Puc 166). CpaBHUTENHHO
BBICOKAss aKTHBHOCTh CaxapO30CHHTa3bl BO (JI03ME KOppenupoBaja € HHTEHCHBHBIM

HAKOIUICHUEM Kpaxmalia, CoJIepKaHue KoToporo pocturano 97,1 mr/r cyxoii Tkanu (Pucynox

17B).
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Pucynok 17. Copepxkanue kpaxmana B kcwieme (A) u ¢uosme (b) 8-metHux
0e3y30puUaThIX JEPEeBbEB KapenbCKoil Oepe3bl Ha pasHbIX ITalax BEreTaliOHHOIO IEepHOoa.

BapH — CTAHAAPTHOC OTKJIIOHCHHUC.



50

B utone akTHBHOCTB caxapO30CUHTA3bl B KCUJIEME BO3pOCia B 5 pa3 U JOCTUIIIA CBOETO
MaKCUMaJIbHOTO 3HAa4EHUs 32 Bech uccieayemsblii nepuoa (10,0 Mmxmounb caxapossl/mr 6enka-30
muH) (Pucynok 16A). VYBenuueHue aKTUBHOCTH CaxapoO30CHUHTA3bl COIMPOBOXKIAIOCH
CHIDKEHHEM cojepkanus kpaxmana jgo 0,1 mr/r cyxoit Tkanm (Pucynok 17A). CunbHoe
YBEJIUYCHUE B HIOJIE B KCWJIEME aKTUBHOCTH (PEPMEHTA COMPOBONKIAIOCH CHIKEHHEM €ro
akTUBHOCTH BO (urosme (0,3 MrMoub caxapo3bl/Mr Oenka-30 muH) (PucyHok 16B) u pe3kum
najJieHueM 371ech cojepxanus kpaxmana (Pucynok 176).

B okTsa0pe akTUBHOCTH caxapo30CHMHTa3bl B KcuiemMe U (uosme 0e3y30puaThix
pacTeHHii Kapenbckoil Oepe3bl Obuta oueHb Hu3Kasg — 0,3 Mmonws/Mr Oenka-30 mun u 0,1
MKMoOJIb/MT Oenka-30 MuH cooTBeTcTBeHHO (PucyHnok 16). B kcuneme B 3TOT mepuoj Kpaxmai
MOJIHOCTBIO OTCyTcTBOBaN (Pucynok 17A), ero comepxanue Bo ¢uiosme coctaBuio 1,4 Mr/t

cyxoit Tkanu (Pucynok 17b).
V3opuamuie oepesvs

B Mae aKkTHBHOCTH Caxapo30CHMHTa3bl B KCWieMe H (podMe y30pyaThiX JEPEBHEB
npakTuiecku orcyrcrBoBasia (Pucynok 18). B wuioHe akTHMBHOCTH (pepMEHTa B KCHIIEME
y3opuaThix pacteHuil (Pucynok 18A) Obuia Takod ke, Kak y 0e3y30p4aroil KapeiabCKOH
oepesnl (Pucynok 16A) (2,1 u 2,0 Mmxmonb caxaposbl/Mr 6enka-30 MUH COOTBETCTBEHHO). Bo
¢b105Me aKTUBHOCTH Caxapo30CHUHTa3bl y y3op4areix pacteHuil (Pucynok 18b) 6puta B 2 paza
HUKe Mo cpaBHeHHUIO ¢ Oe3y3opuartbiMu (Pucynok 16B) (0,3 u 0,6 MKMoOJb caxapo3bl/Mr
oenka-30 MUH COOTBETCTBEHHO).

B utone akTHBHOCTH caxapO30CHHTA3bI B TKAHIX CTBOJIA Y30pPUaThIX JepeBbeB (PucyHoK
18) Obua HIKE, yeM y O0e3y3opuaThix (Pucynok 16): B kcuneme B 10 pa3 (10,0 u 1,0 mxmounb
caxapo3sl/mMr Oenka-30 MUH COOTBETCTBEHHO), BO ¢uioame B 5 pa3 (0,3 u 0,05 mMxmoinb
caxapo3bl/mMr 6enka-30 MUH COOTBETCTBEHHO). B kcuiieme y3opyaThix pacTeHH aKTHUBHOCTH
Caxapo30CHHTa3bl B HIOJE, MO CPAaBHEHUIO ¢ HIOHEM, Obina Hike B 2 pasza (1,0 mxmoinb
caxapossl/mr 6enka-30 muH) (PucyHok 18A), 4To COMpPOBOXAAIOCH CHUKEHUEM KOJIUYECTBA
kpaxmana B 3 pasza (0,2 mr/r cyxoii Tkanu) (Pucynok 19A). Bo ¢nosme y nanHO#i rpynmsi
pacTeHu# nmajJieHne aKTUBHOCTH caxapo30cuHTa3bl ¢ 0,3 MKMOb caxaposbl/mMr Oenka-30 MUH B
utone 10 0,05 mkmonb caxapo3sl/mr Oenka-30 muH B utone (Pucynok 18b) compoBoxkmanoch
CHIDKEHHEM COJIepKAHMsI Kpaxmalia B MapeHXUMHBIX KiIeTkax ¢osmsl B 7,6 pasa (¢ 6,1 mo 0,8

Mr/t cyxoit Tkanu) (Pucynok 19b).
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B oxTs0pe B Kcuieme y30p4aThiX AEpEBbEB aKTUBHOCTH CAXapO30CHHTA3bl IOTHOCTHIO

otcytcTBoBana (Pucynok 18A), kpaxman 31ech Takke He oOHapyxuBaics (Pucynok 19A). Bo

¢105Me B 3TOT MEPHOJ AKTUBHOCTH (PepMEHTa, KaKk M B Hroye, Obula odeHb Huzkou (0,05

MKMOJIb caxapo3bl/mMr Oenka-30 muH) (Pucynox 18B), m comepxkanue Kpaxmaia TOXe

ocTaBajoch Ha HU3koM ypoBHe (1,8 Mr/r cyxoit Tkaun) (Pucynok 19b).
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Pucynok 18. AKTUBHOCTH caxapo3ocuHTa3bl B kcuieme (A) u ¢paosme (b) crBona 8-

JICTHUX Y30p4YaThbIX JOCPCBLEB KapeHbCKOﬁ 66[)631)1 Ha pa3HbIX IJ3Talmax BETCTAIMOHHOI'O

nepuoza. bapbl — cTaHAapTHOE OTKIIOHEHHE.
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Pucynok 19. Cogepxanue kpaxmana B kcuiieme (A) u ¢nosme (b) ctBona 8-netHux

y30pUaThIX JIEPEBHEB KapEIbCKOW Oepe3bl Ha Pa3HbIX ATAlax BEreTallMOHHOTO nepuoja. bapbl

— CTaHAapTHOC OTKIIOHCHUC.

3.2.2 Kcunema u pnoama cmeona oepesbes 00b14HOIL Oepe3bl NOBUCION U Y3OPUAMBIX

depesves KapebCeKoil bepesnl

AKTHBHOCTb CaxapO30CHHTa3bl UCCIEI0BAIN B KcuiieMe U (prioame 40-1eTHUX JepeBbeB

oObraHOM Oepesnl moBucioir (Pucynox 20) u y30puaThiX NE€peBbEB KapelbCKOW Oepe3s

(Pucynok 21) B Te jxe CpPOKH, 4TO U Y 8-JIETHUX pacTeHU# (Maii, HFOHb, UFOJIb, OKTSIOPH).
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B
Pucynox 20. BayTpenHsis moBepxHOCTH KOpbl («dimodma») (A) W OKOpCHHas

MOBEPXHOCTH JIpeBecUHBI («kcuinemay) (b) 40-netHux nepeBbeB 0OBIYHON Oepe3bl TOBUCIIOHN.

B

Pucynok 21. BHyTpeHHsIE TMOBEpXHOCTh KOpBI («diodoma») (A) W OKOpeHHas
MOBEPXHOCTh JApeBecuHbl («kcunema») (b) 40-meTHUX y30pyaThIX AEPEBHEB KapeIbCKOU

Oepe3sl.
Obvlunas bepeza nosuciast

B Mae y gepeBbeB 0OBIYHOW Oepe3bl aKTHMBHOCTh CaXapO30CHHTa3bl B KCHIIEME
MOJIHOCTBhIO OTCYTCTBYET (PucyHok 22A), Bo ¢mosme ee 3Hauenuss cocraBuiau 0,1 MKMoIb
caxapo3sl/mr 6enka 30 mus (Pucynox 225).

ITo cpaBHEeHMIO ¢ 8-TeTHUMH O€3y30pYaThIMH PACTCHUSMU Kapeiabckou Oepessnl, y 40-
JIETHHUX JIePEBbEB OOBIYHON Oepe3bl MOBUCIION B KOHIIE UIOHS aKTUBHOCTh CaXapO30CHHTA3hI B

KCHJIEME CYIIIECTBEHHO BbIlIe. 3HaueHUs ee gocturanu 11,3 MxMoib caxapo3bl/mMr Oenka-30
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muH (Pucynok 22A). Ha ¢one 60ee BICOKOI aKTUBHOCTH B KCHJIEME, BO (pJI09Me aKTUBHOCTh
dbepmenTa Obuta B 19 pas amke (0,03 Mxmonb caxapossl/mr 6enka-30 muH) (Pucynok 225), o

CpaBHEHHIO C 8-JeTHUMH Oe3y3opyaTbiMu AepeBbsiMu (0,6 MKMoOIb caxapo3sl/mr Oenka-30

MuH) (Pucynoxk 16b).
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Pucynok 22. AKTUBHOCTH caxapo3ocuHTa3bl B kcuiieme (A) u ¢unosme (b) 40-netHux

JiepeBbeB OOBIYHOM Oepe3bl MOBHUCIONW Ha pa3HBIX ATalax BEreTallMOHHOTO mepuoja. bapsr —
CTaH/JapTHOE OTKJIOHEHHUE.

B urone akTMBHOCTH CaXxapO30CUHTA3bl B KCUJIEME HE TOJBKO HE YBEJIMYWIACH, KAK TO
HaOmomanu y 8-JIeTHUX pacTeHuil, HO pe3ko, B 21 pa3, cuHusmnack (mo 0,6 MKMOIIB
caxapo3ssl/mr 6enka-30 muH) (Pucynok 22A). Bo ¢diosMe ee akTHBHOCTH BO3pociia B 5 pa3 (110

0,15 mxmonb caxapo3bl/mr 6enka-30 muH) (Pucynok 225).
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B  okmsa0Opeckmii  cpox  (uUKcAMM  pAaCTUTENBHOTO  MaTepuania  aKTUBHOCTH
caxapo30CHHTa3bl B KcuiieMe He HabOmronanach (Pucynok 22A), Bo ¢uiosMe 3TOT mokazareib

cymectBeHHO He m3meHmics (0,1 Mkmomb caxapo3sr/mr Oenka-30 muH) (Pucynok 225).
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Pucynok 23. Coneprxanue kpaxmana B kcuiieme (A) u ¢paosme (b) 40-netHux nepeBbes
OoObIyHOW Oepe3bl MOBHUCIOW HAa pa3HBIX JTalax BereTalMOHHOro mnepuoaa. baper —

CTAaHAAPTHOC OTKJIOHCHHUC.

ConmepkaHue Kpaxmalla B HMIOHE, TPU BBICOKOW AKTHBHOCTH CaxXxapoO30CHHTa3bl B
KCUJIEME M HHU3KOW BO (uiosme, ObIJI0O HU3KUM B 00enx TKaHsAxX (kcwiema — 0,06 mr/r cyxoi
TkaHu, (rmoama — 3,1 mr/r cyxoi Tkanu) (Pucynok 23), uto B 2,8 m 31 pa3 HmKke mo

CPaBHEHHUIO C 8-JIETHUMH 0€3y30pYaThbIMH JEPEBbSIMH.
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B wurone B kcuneme Ha (OHE HU3KOW AKTUBHOCTH CaxapO30CHHTAa3bl HAONIOATOCh
MOBBINIICHUE colepxkaHus Kpaxmana B 8 pa3 (0,5 mr/r cyxoir Tkanu) (Pucynok 23A), BO
(bo3Me Tpu BO3pAcCTaHUU aKTUBHOCTU (pepMEHTa COJep KaHUEe Kpaxmalia yBEJIHMYMIOCh B 16
pa3 (50,3 mr/r cyxoit Tkanu) (Pucynox 23B). Takum o0pa3om, BO ¢j0o3Me HAKOTUICHHE

KpaxMmaja IpOrucCXoanji0 HaMHOT'O MHTCHCUBHCC.
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Pucynok 24. Conepxxanue rekco3 B kcuiieme (A) u ¢aosme (b) 40-netHux nepeBbeB
0OBbIYHOM Oepe3bl MOBUCIIONW Ha pa3HbIX ATalax BEreTallMoHHOro nepuona. CBepxXy yKa3aHbI

3HauEHUs1 OTHOUIEHUs Gpy/Tii0. bapbl — cTaHAapTHOE OTKIIOHEHHE.

AHnanu3 coiepkaHMS TEKCO3 B TKaHIX CTBOJIA OOBIYHOM Oepe3pl MOKaszaj, dTo
MaKCUMaJbHOE 3HA4YeHUE OTHOIIeHUs ¢py/rao HaOmogaeTcs B HioHe B kcwieme (1,3)
(Pucynok 24A). Yrto kacaercst (p109MBbl, TO 37€Ch B HIOHE OBUIO OTMEUEHO MUHHMAIBHOE IS
aTol TkaHu oTHomeHue ¢py/rmo (0,9) (Pucynoxk 24b). B memom, 3To JaeT ocHOBaHUE

IMPCAIIOJIOKUTL KOHICHTPAOUIO POCTOBLIX IMPOHCCCOB B KCUIICMC B JIAaHHBIN nepuoa n ux
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OTCYTCTBHE WJIM OYEHb HU3KUI YpOBeHBb BO (hrosme. J[aHHOE MpeanooKeHne CorjacyeTcs ¢
BBICOKMM TPaJMEHTOM KOHIICHTPAIUU caxapo3bl MeXIy (1o3Moit u kcunemoii B utone (74,5
Mr/T cblpoii TkaHu) (PucyHok 25), KOTOpBIN CBHUAETENBCTBYET 00 AKTHBHOM PaCIICTUICHHU
caxapo3bl B KCHIIEME.
B utone B kcuiieme HaOIOAaeTCsl CYIIECTBEHHOE CHUXKEHUE OTHomeHus ¢py/rmo (1,3
— 0,9) (Pucynok 24A). Bo ¢moame 3TOT mokasaresnb, 0 CPAaBHEHHUIO C HIOHEM, ITPaKTUYECKH

He mensercs (0,9 — 1,0) (Pucynoxk 24b).
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Pucynok 25. Copepxkanue caxapo3bl B TKaHsiX cTBoja 40-IeTHHX JEepeBbEB Oepe3bl
MOBHUCJION B TEPHOJ] aKTUBHOTO KamMOManbHOTO pocta (MioHB). CBEpXy yKazaH TpPagueHT

KOHIEHTPALIUU caxapo3bl MeXly (uioaMoi u keuiaemoil. bapel — cTangapTHOE OTKIIOHEHHE.

B mae n oxTsa0pe 3HaueHHs OTHOIICHUs (PY/TIII0O B KCHJIEME caMble HU3KHE 3a BCE
cpoku B3saTusi obpasnoB (0,7 u 0,3 coorBeTcTBeHHO) (PucyHok 24A). D10 HabmrogaeTcs Ha
¢boHEe MOTHOrO OTCYTCTBUS AKTHBHOCTH caxapo3ocuHTasbl (Pucynok 23A), BBICOKOTO
conepkanust kpaxmana (Pucynok 23A) u Huzkoro ypoBHs rekcos (Pucynok 24A) B Tkanu. Bo

¢dnosme 3HaueHune otTHoueHus ppy/rito B Mmae paBHo 1,0 u B okTsa6pe 1,3 (PucyHnok 24b).
Kapenvckas 6epesza

B kcuneme 40-nmeTHHX JepeBbeB KapelbCKoW Oepe3bl B Mae aKTUBHOCTh

Caxapo30CHHTA3bI, TAK )K€ KaK U Yy OOBIYHON Oepesbl, MOIHOCThIO OTCYTCTBYET (Pucynok 26A).
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Bo ¢uioame B 3TOT mepuoj; akTUBHOCTH (pepmeHTa ena oOHapyxuBaetcs (0,005 MKMOIb
caxaposbl/mr 6enka-30 mun) (Pucynok 265).
B nrone B kcuiemMe akTUBHOCTh CaxapO30CHHTA3bI COCTaBmiIa 3,8 MKMOJIb caxapO3bl/MT
6enka-30 MuH, 4TO B 3 pasa HIKE, YeM y OObIYHOM Oepe3bl MOBHCIION. B Hione ee akTUBHOCTD

cHU3MIach B 2,4 pasa (mo 1,6 Mkmois caxapo3sl/mr O6enka-30 muH) (PucyHok 26A).
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Pucynok 26. AKTUBHOCTH caxapo3ocuHTa3bl B kcuiieme (A) u ¢unosme (b) 40-netnux
y30pYaThIX JIEPEBHEB KAPEIbCKON Oepe3bl Ha pa3HbIX 3Tanax BEreTalMoHHOro nepuona. baper

— CTaHAAPTHOC OTKIIOHCHHUC.

Takxe Kak y 8-IeTHUX JIepeBbhEB Kapelbckol Oepesnl U 40-IeTHUX JepeBbEB OOBIYHOM
oepesbl, y 40-neTHel y30puaToil KapeiabCKoi Oepesbl B MIOHE aKTUBHOCTh CaXap0O30CHUHTA3bl BO

dosme OblTa HAMHOTO HIDKE, 4yeM B Kcwieme. [lo cpaBHEHUIO ¢ 0OBIYHON Oepe3oid, B UIOHE
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aKTUBHOCTBH (pepMeHTa BO (1o3Me KapeabCKoil Oepe3sl Obuia B 2 pa3za Huxe U coctaBuia 0,01
MKMOJb caxapo3sl/Mr Oenka-30 mMuH. B umione Bo (osme aKTHBHOCTH CaxapO30CHHTA3bI

Bo3pocia g0 0,06 Mkmoib caxapo3bl/mMr 6enka-30 muH (Pucynok 26b6).
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Pucynok 27. Conepxanne kpaxmana B kcuiieme (A) u pmosme (b) 40-neTHux nepeBbeB
KapenbCKoM Oepe3bl Ha pa3HBIX JTamax BETEeTAllMOHHOTO Mepuoja. bapel — cTranmapTHOE

OTKJIOHCHHC.

B okTs10pe akTHBHOCTb CaxapO30CHHTa3bl B KCUJIEME KapelbCKON Oepe3bl OTCYTCTBYET
(Pucynok 26A), Tak e, Kak 3T0 HaOI01a10Ch Y 00bIHON Oepesbl moBucioi (Pucynok 22A).
Bo ¢nosme B 3TOT nepuos y y30p4aThiX pacTeHUH aKTUBHOCTh CaXapO30CHHTa3bl ObLIa B JIBA
pa3a Bblllle, IO CPaBHEHHIO C OOBIYHOM Oepe3oil moBuciod, u cocraBwia 0,2 MKMOJb

caxapo3sl/mr 6enka-30 muH (Pucynok 265).
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B mae y kapenbckoi Oepe3sl Tak ke, Kak y 0OBIYHOI Oepe3bl MOBUCIIOH, ObIII0 HU3KOE
coJiepKaHue Kpaxmaia: Bo (bjiosMe U KCuiieMe ero 3HaueHue coctasuiio 0,4 Mr/r cyxoi TKaHu

(Pucynok 27).
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Pucynok 28. Conepxxanue rexco3 B kcuiieme (A) u ¢aosme (b) 40-neTHrX nepeBbeB
KapenbCKOM Oepe3bl Ha pa3HbBIX dTalax BereTallmoHHOTO nepuoja. CBepXy yKa3aHbl 3HAUCHUS

oTHouIeHus Qpy/rito. bapel — cTaHAapTHOE OTKIOHEHHUE.

B uione mpu CcHIWKEHHMH MeTa0OIM3alMM Caxapo3bl CaXapO30CHHTA30M CoAep)KaHue
KpaxMajna B KCHJIEMe KapelbCKOH Oepe3bl HEe yBEIWYMIIOCh, KaKk y OObIYHOW Oepessl, a,
Hao0opoT, cHu3WIOCh (MoHL — 0,1 Mr/r cyxoi Tkauu, uwiab — 0,06 MI/T cyxoil TKaHH)
(Pucynok 27A). Bo ¢nosme coxmepkaHue Kpaxmalia B MIOHE ObLJIO HIDKE, IO CPAaBHEHUIO C

00b1yHOM Oepe3oit moBucioi (0,8 Mr/r cyxoit Tkanu u 3,1 MI/T CyXol TKaHU COOTBETCTBEHHO).
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B wurone moBbIIEHHWE AKTUBHOCTH CaxapoO30CHHTa3bl BO  (PI03ME  COMPOBOXKIAIOCH
HAKOIUICHHEM Kpaxmalla, ero CoJiep>KaHHue B 3TOT Mepuoj yBeiauuuioch 10 10,3 Mmr/r cyxoit
TkaHu (Pucynokx 27B). OpgHako y KapenbCKoW Oepe3bl HaKOIJIEHHE Kpaxmaia Bo (iosme
MPOUCXOJUIO MEHEE WHTEHCUBHO, YeM 3TO HAOII0OJANIOCh y pacTeHuM OoObIYHOU Oepeswl (y
MOCIIETHUX COJIep KaHme KpaxMaia B urose qocturano 50,3 mr/r cyxoit Tkann) (Pucynok 23B).

AHanu3 colep)KaHusi paCTBOPUMBIX YTJIEBOJOB B TKAHSIX CTBOJIa KapeIbCKOW Oepe3bl
MoKa3aJl HU3KWE 3HaueHus oTHouieHus ¢py/rmo B kcuwieme (< 1,1). Haubonee BbicOKue
3Ha4YeHHUs OTHOouIeHUus (py/rio HabmomaroTes Bo ¢aoame B mae (1,2) u B utone (1,4)
(Pucynok 28b). YV o6br4HO# Oepesbl MOBUCION OTHOIIEHHE (DPY/TI0 B HIOHE OBLIO OOJIBIIE B
kcmiieme (PucyHok 24). BennunHa rpajiieHTa KOHIICHTPAIMU Caxapo3bl MEXay (iIodMoit u
KCUJIEMOM y Kapenbckoi Oepessl B utoHe (23,1 mr/r ceipoit Tkanu) (Pucynox 29) B 3 pasa

HUKeE, YeM y 0ObIYHOM Oepesbl MoBUCIOH (74,5 MI/T chIpoil TKaHM).

135

231

90

45

MT/T CBIPOH TKaHH

KcHllema ¢uosma

Pucynoxk 29. Conepskanue caxapo3sl B TKaHSAX cTBoJa 40-TeTHUX JePEBbEB KapeabCKOM
Oepesbl B mroHe. CBepxy yKa3aH TPaJUMEHT KOHIEHTPAIMH Caxapo3bl MEeXay (iodMoi u

KcuiieMoi. bapel — ctangapTHOE OTKIOHEHHE.
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3.3 AKTMBHOCTh CaXap030CHHTA3bl B PAHHEM OHTOreHe3e 00bIYHOI Oepe3bl MOBUCJION U

KapeJbCKoM Oepe3sbl
3.3.1 Ceanuuwt 6 eo3pacme 1,5 mecauyes

Jlnst ananuza Opanu cTe0IM U KOPHU MOJIOJBIX PAacTeHU OOBIYHOM Oepe3bl MOBHUCIIOM

(Pucynoxk 30A) u xapenbckoii 6epessl (Pucynok 30b).

Pucynok 30. Buemnnwuii Bujg 1,5-MecsuHBIX CesTHIIEB OOBIYHON Oepe3bl MoBUCIION (A) u

kapenbckoii 06epessl (b).

OO6parmraer Ha ceOs BHUMaHUE TO, 4TO B 1,5-Mecss9HOM BO3pacTe, Kak B CTeOJIe, TaK U B
KOpHE aKTUBHOCTh CaxXapO30CHUHTAa3bl BBIIIE y CESHIIEB KapelbCckoil Oepeswl: B crebne B 1,5
pa3a, B kopHe B 2 pa3a (Pucynok 31). BaxubeiMm siBisieTcst To, 4T0 'y 00eux ¢dopm Oepesbl
aKTUBHOCTh (pepMeHTa B KOpHE BbIlIe, YeM B cTebne. Y oOblYHON Oepes3bl 3Ta paszHUIIA
coctaBuna 1,8 paza (12,3 mxMonb caxapo3bl/mMr Oenka-30 muH 1 22,1 MKMOJb caxapo3bl/Mr
Oenka-30 MUH COOTBETCTBEHHO), Y Kapenbckon Oepessl — 2,4 paza (17,6 MKMOIIb caxapo3bl/Mr
oenka-30 muH u 41,6 MKMosb caxapo3bl/Mr 6enka-30 MUH cOOTBETCTBEHHO). M3 3TOr0 MOXXKHO
3aKJIIOYUTh, 4TO y 1,5-MECSUHBIX CEsSHIIEB KOpHU 00JamatoT 0oJjiee BBICOKON aKIENTOPHOU
CWJIOM, TI0 CpaBHEHHWIO CO CTeOJeM, YTO TpeArnonaraeT Oojee HHTEHCUBHBIC POCTOBBIC
nporeccel. [Ipudyem, pa3BuTHE KOPHEBOM CHUCTEMBI KapelIbCKOM Oepes3bl MpoTeKaeT Oosee

AKTHUBHO.
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Pucynok 31. AKTHBHOCTH CaxapO30CHHTAa3bl B aKIENTOPHBIX OpraHax 1,5-MecsdIHBIX
cesiHIIeB ABYX (GopMm Oepe3bl moBucioi: 1 — oObiuHas Oepe3a moBucinasi, 2 — KapeiabCKas

Oepesa. bapel — cTaHgapTHOE OTKIIOHEHHUE.
3.3.2 Ceanuunt 6 so3pacme 5 mecaues

Kak un y Ooiee MOJIOABIX CCAHILCB, AJId aHaJIH3a 6pam/1 cTednu u KOPHH OIIBITHBIX

pacrenwii (Pucynoxk 32).

B

Pucynok 32. BuemmHu#i B 5-MECSYHBIX CESHIIEB OOBIYHOM Oepe3bl moBUCoi (A) u
Kapenbckoit 0epessl (b).

VY 5-mMecsYHBIX cesHIIeB 0OBIYHON Oepe3bl MOBUCIION, 0 CPABHEHHIO C 1,5-MECSIIHBIMU

CesIHIIAMH, METa0OIH3alus caxapo3bl M0 Caxapo30CUHTA3HOMY ITYTH YCHUJIMBAETCS, 0COOCHHO
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B Haj3eMHoM yactu (Pucynok 33). Tak, B cTe0iie akTUBHOCTh caxapo30CHHTa3bl (78,0 MKMOJIb
caxapo3sl/mr Oenka-30 MuH) BbIpocia B 6,3 pa3za. B kopHe akTUBHOCTH (¢epMeHTa
yBenuumiack B 2,9 pasza, ee 3Hau€HHE 371eCh NOCTUTIO 63,4 MKMOIb caxapo3sl/mr Oemnka-30
muH (Pucynok 33). ComocraBicHHE KOPHS W CTeOIsT IEMOHCTPHpPYeT Oojiee MHTEHCHBHOE

paclIeIUIeHUe caXxapo3bl ¢ y9acTHEM CaXapo30CHHTA3bI B CTEOIIE.
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PucyHok 33. AKTHBHOCTh CaxapO30CHMHTa3bl B AaKUENTOPHBIX OpraHax S-MeCAYHBIX
cessHIIeB OOBIUHOM Oepes3bl moBucioil (1) u kapenbckoit 6epessl (2). bapel — cTanmapTHoe

OTKJIOHCHUC.

[Ipeobnaganue aKTUBHOCTH Caxapo30CHMHTa3bl B cTeOJE, MO CPABHEHHUIO C KOPHEM,
HAOIFOJIACTCS U Y 5-MECSIUHBIX CESHIICB Kapeiabckoi 0epessl (Pucynok 33). OnHako B JaHHOM
CJIydae 3TO BBI3BAHO HE CTOJIBKO YBEIMUEHHEM aKTUBHOCTH (hepMeHTa B cTebiie (OHa BBIpOCIIa
Bcero B 1,3 pasza), CKOJBKO €€ CHJIbHBIM CHIM)KEHHEM B KopHe (B 2,7 pa3a) — 1o 15,5 MKkMoub
caxapo3sbl/mMr 6enka-30 muH (Pucynok 33).

CpaBHeHHE MeEXay co0oil 0OBIYHOW Oepe3bl TMOBUCION U KapeiabCKoW Oepesbl
MIOKA3bIBACT, YTO Y S5-MECSYHBIX CESHIIEB OOBIYHOW Oepe3bl aKTUBHOCTH CaxapO30CHHTAa3bl B
crebrme HamHOrOo BbIme (B 3,5 pasza). Takum o0pazoM, yke B CTOJb MOJIOJIOM BO3pacTe
uccieayembie Gopmbl Oepe3bl JEMOHCTPUPYIOT pa3iuyusl B aKTHBHOCTH CaxXapO30CHHTA3HI,

KOTOPBIC paHEC OBUIM HaMU MOKa3aHbI Ha B3POCJIBIX ICPCBHAX.
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3.3.3 IInmumecaunvie ceanywl, svipaujeHHble npu deduyume azoma

HccnenoBanu  BAMAHHWE  HU3KOM  OOECIIEYEHHOCTH  a30TOM Ha  aKTHBHOCTD
Caxapo30CHHTa3bl M MOPPOMETPUUYECKUE I[IOKa3aTelu y CesHIEB JBYX (opm Oepesbl
noBucioil. KoHTponeM CIyXWiHu cesHIbI, pacTyllde B YCIOBHSIX HOPMaJbHOTO a30THOTO
nutanus (Pucynok 32, 34A, B). B mpeapiaymem mnoapasnene (m. 3.3.2) MBI paccCMOTpEH

AKTHUBHOCTDB €CaXapO30CHUHTA3bI B OpraHax KOHTPOJIbHBIX paCTCHHﬁ.
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Pucynox 34. A — I' — BHemHuiéi Buj 5-MecsyHbIX cestHIIEB 0ObuHON (A, B) wm
kapenbckoii (b, I') 6epesbl, BhIpalieHHBIX TP HOpMAJIBHOM YpoBHE a3ota (A, b) u HegocTaTke
azotHoro mutanus (B, T'); JI — mnuHa mobGera W TIABHOTO KOPHS S5-MECSYHBIX CESHIICB
06b1yHOM (1,3) 1 Kapenbckoit (2, 4) 6epesbl, BRIPAIICHHBIX MTPH HOPMaJILHOM ypoBHE azota (1,

2) u HeocTaTKe a30THOro nuTaHus (3, 4). bapel — cTaHgapTHOE OTKJIOHEHHUE.
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[lo cpaBHEHHIO C KOHTPOJEM, y pPAaCTEHUH, BBIPAIIEHHBIX 0pHU AepuuuTe aszora
(Pucynok 34B, I), cymecTBeHHO CHU3WIACH JUTMHA MT0Oera: y 0ObIYHOM Oepe3sl — B 4 pa3a U 'y
KapenbCcKkoil 6epesbl — B 6 pa3. [Ipu 3TOM AsMHA IIaBHOTO KOPHSA, U B TOM U B JIpYTOM CIIyYae,
yMEHBIIINUIIAch Bcero B 2 pasza (Pucynok 34/1).

VY cesHIeB 00BIYHOM Oepe3bl, BBIPALIEHHBIX HAa CyOcTpaTe ¢ HU3KHM COJAEpKAHUEM
JOCTYITHOTO a30Ta, MeTabOIM3aIusl caxapo3bl C y4aCcTHUEM CaXapO30CHHTA3bl, [0 CPABHEHUIO C
KOHTpPOJIEM, CHU3UJIACh KaK B cTe0Jie, TaK U B KOpHAX: B cTebsie — B 20 pa3, B KopHe — B 4 pa3za
(Pucynok 35-1, 35-3). [lo cpaBHEHHIO C OOBIYHON Oepe30i, y CesHIIEB KapeabCKOW Oepe3bl
AaKTUBHOCTh CaXxapo30CHHTa3bl B CTeONe CHHM3WIAcCh He3HauuTenabHO (B 1,7 pasa), B KOpHE
W3MEHEHHS ATOTO ToKa3aTess npakTudecku He HaOmomanu (Pucynok 35-2, 35-4). B urore, y
pacTeHMil KapenbCKOW Oepesbl, BBIPAIIEHHBIX TpH JedUIUTE a30Ta, AaKTUBHOCTh

caxapo30CHHTa3bl B cTebse Obuta B 3,3 pa3a Bblllle, YEM y aHAJOTUYHBIX PACTEHUN OOBIYHON

Oepessl.
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PucyHok 35. AKTHMBHOCTH CaxapO30CHHTa3bl B AKUENTOPHBIX OPraHax S-MECSYHBIX
cesiHeB 00bIuHOM (1,3) 1 Kapenbckoit (2, 4) Gepesbl, BhIPALLICHHBIX PU HOPMAJILHOM YPOBHE

azota (1, 2) u HeoctaTtke a30THOrO nuTanus (3, 4). bapsl — cTanHapTHOE OTKIOHEHUE.
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3.4 Jkcnpeccusi reHOB, KOAUPYIOINX H30(OPMbI caXap030CHHTA3bI, B X0/1€¢ KCHUJIOTeHe3a

00bIYHOI Oepe3bl MOBUCI0I U KapeJbCKOi 0epe3bl

3.4.1 Kcunema cmeona 10-nemuux oepesvee 006b14H0Il Hepe3bl NOBUCTON U 0ePeBbes
KapenvcKoil 6epe3vl ¢ pazHoll CHEeNneHbl0 Pa3eUmus CIMPYKMYyPHbIX AHOMAIUTL
HccnenoBanust MpoOBOJWIM B IEPUO]T aKTUBHOT'O KaMOUATILHOTO POCTA.

B kcuneme nepeBbeB 00bI4HOM Oepesbl moBucion (cMm. Pucynok 11A-1) comepxanue
tpanckpunta reHa SUS1 cocraBunmo 0,6 otH. en., uro Oomee wem B 10 pa3 BeImmie, 1O
CpaBHEGHHMIO C ypoBHeM TpaHckpunToB TeHoB SUS2 m SUS3 (0,06 m 0,04 otH. en.
cootBeTcTBeHHO) (Pucynok 36-1). Otnmumst B skcrnpeccun renoB SUS2 m SUS3 y nmanHOM

dbopMbI Oepe3bl He TOCTOBEPHBI.

1,2 ¢ B SUS!
0,8 B SUS2
% T e BSUS3
A
= 06 | 0.3
(o} 0,3
0,2
wiz & 0,2
0.06 0,1 005 0,06
0,04 0,004
0.0 . mim [N

Pucynok 36. OTHOCHUTENbHBII YpPOBEHb OKCIIPECCMM TE€HOB, KOIUPYIOIIMX
caxapo30CcHHTa3y, B kcuieme 10-JIeTHHX nepeBbeB Oepesbl MOBHUCIONW B MEPHUOJ] aKTHUBHOTO
KaMOHabHOTO pocTa. 1 — nmepeBbst 0OBIYHONM Oepe3bl TMOBUCION; 2 — IepeBbsl 0e3y30puaToit
Kapenbckoil Oepe3bl; 3 — Oe3y3opyaTas 4acTh CTBOJIAa Y30puaThIX JEPEBbHEB KapesbCKOU

Oepessl; 4 — y3opuaTasi 4aCTh CTBOJIa KapelbCKoi Oepe3bl. bapbl — cTaHmapTHOE OTKIOHEHHE.

VY nepeBbeB Oe3y30puaTo Kapenbckoi 6epesbl (cM. Pucynok 11A-2), mo cpaBHEHHUIO ¢
o0ObIuHOM Oepe3oit, Habmoganu 6ojee Huszkuii ypoBenb MPHK renma SUS1 (0,5 otH. en.) u

oonee Boicokmit — reHoB SUS2 u SUS3 (0,2 u 0,3 oTH. e1. COOTBETCTBEHHO). Y 0e3y30pUarhix
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pacTeHMil, Kak M y OObIYHON Oepe3bl, B IudepeHuupyromencs KCUIeMe COJepKaHHUe
tpanckpunta SUS1 6s110 BhItre, ueM SUS2 u SUS3 (Pucynok 36-2).

[TosiBeHue y30p4yaTodl JPEBECHHBI Y Kapeibckod Oepesbl (cMm. PucyHok 11A-4)
COTIPOBOXKIAIOCH PE3KUM CHHKEHHEM KoJmdecTBa TpaHCKpuiToB reHoB SUS1 u SUS2 1o 0,05
u 0,004 otH. en. coorBercTBeHHO (Prcynok 36-4). IIpu sToM conepkaHue TpaHCKPUNITAa TeHA
SUS3 (0,06 oTH. e11.) TOCTOBEPHO HE OTIMYAIOCH OT TAKOBOT'O Y OOBIYHOM Oepesbl.

Cumwkenune ypoBHs okcrpeccun reHoB SUS1 m SUS2 y  kapenmbckoit  Oepesb
HaA0JI0/1aJI0OCh TOJBKO B YacTH CTBOJIa C y30puaToil apeBecuHoil. B Gesy3zopuaroil dactu
ctBona (cM. Pucynok 11A-3) tpanckpuntoB renoB SUS1, SUS2 u SUS3 Obl10 3HAYUTEITBHO
OoJsbIie, Kak OTHOCUTEIBHO Y30pYaTOW YacTH TOTO K€ JEepeBa, TaK M 10 CPABHEHHIO C
oObruHoM Oepesoit. Ypoenb MPHK rena SUS1 (0,8 oTH. en.) Obut B 17 pa3 Beille, 4eM B
y30p4aroi yact u B 1,3 pasa Bbiiie, yeM y oObruHON Oepesbl. Yposenb MPHK rena SUS2 (0,2
OTH. e11.) — B 90 pa3 BbIllIe, YeM B Y30pUaTOil 4acTu, U B 3 pasa BhIIIE, YeM y OOBIYHON Oepe3sbl.
KomgectBo MPHK rena SUS3 (0,1 oTtH. ex.) — B 2 pa3a BbIIe, 4eM B y30p4yaTOil 4acTH U B 3
pasa BblIlIe, 4eM y o0bIuHOM Oepe3bl (PucyHnok 36-3).

B nonpaznene 3.1.2 Mbl paccMaTpuBail akKTUBHOCTh CaXxapO30CHUHTAa3bl B Kcuiieme 10-
JIETHUX JIEPEBBEB UccieayeMbIx (opMm Oepesbl B Mmepuo]i KamMmOuaabHOro pocta (cM. PucyHok
11B). ConocraBneHue 3TUX MOKa3aTelel ¢ KCIPECCHUeld TeHOB CBUJIETEIBCTBYET O TOM, UTO
Han0oJiee BBICOKHE 3HAUeHUs aKTHBHOCTH ¢depmeHTa (167,4 MxMonb caxapo3bl/Mr Oenka-30
MHUH) COOTBETCTBYIOT HamOoiee BbICOKOH skcmpeccun SUS1 m SUS2 (0,8 u 0,2 otH. en.)
(Pucynok 36). 13 3TOro MO>KHO 3aKJIIOYHTh, YTO B IIEPUOJI ACATSILHOCTA KaMOUsl aKTHBHOCTh
Caxapo30CHHTA3bl B 30HE (OPMUPOBAHUS KCHIIEMbl 3aBUCUT OT ypoBHs MPHK »Tmx reHos.
JlaHHBIN BBIBOJ MOATBEPAMIN PE3yIbTaThl KOPPEISIIMOHHOTO aHANW3a, COTIACHO KOTOPOMY
aKTUBHOCTh (pepMeHTa B HAMOOJNBIIECH CTENEHW KOPPENIHPYET C YPOBHEM OKCIPECCUU TeHA
SUS1 (R= 0,89) (Pucynok 37A), B MeHbIIICH cTenieHn — ¢ kcnpeccuerd rena SUS2 (R= 0,75)

(Pucynox 37b), B cinyuae rena SUS3 (Pucynok 37B) koppensauuu He HabJIt01aeTcs.
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Pucynok 37. 3aBUCUMOCTh aKTUBHOCTHU CaXapO30CUHTA3bl OT YPOBHS 3KCIPECCUU T€HOB
SUS1 (A), SUS2 (b) m SUS3 (B) B kcuieme Oepessl moBucioil. Ha rpaduke ykazaHo
ypaBHEHHE 3aBUCUMOCTH, KO3PPUIUEHT KOPPEIIIUU (Rz) U ypoBeHb 3HaAUMMOCTH (P). bapsl —

CTaH/IapTHOE OTKJIOHEHHUE.
3.4.2 Cmebens ceanues 00b14HOI Oepe3bl NOBUCTION U KAPEIbCKOU Hepe3bl

VY 1,5-MecauHbIX pacTEHH, BHIPAIICHHBIX M3 CEMSH OOBIYHOU Oepe3bl MOBUCION (CM.
Pucynok 27), sxcnpeccus renoB SUS1 u SUS2 B cTebie 6puta ouens Huszkoi (0,004 u 0,003
OTH. elI. cooTBeTcTBeHHO) (Prucynok 39-1). V cesiHieB kapenbckoit 06epessl (cMm. Pucynok 30)
3HAYEHHs OKCIIpeccud OBUIM BBIIIE, 4YeM Yy OOBIYHOM Oepe3bl TOBHUCION: YpPOBEHb
tpanckpunimu rea SUS1 cocraBun 0,015 otH. en., rera SUS2 0,011 otH. en. (Pucynok 39-2).
BrisiBieHHbIE pa3nuuMs O YPOBHIO 3KCIPECCHHM M3y4aeMbIX T€HOB COTJIACYeTCs C JaHHBIMU
110 aKTUBHOCTH caxapo30CHHTa3bl. bojee BbICOKas akTUBHOCTh ()EPMEHTA Ha paHHUX dTamax

OHTOTeHe3a Oblila MOKa3aHa /sl PaCTeHUH, BRIPALICHHBIX U3 CEMSH Kapeiabckoi Oepesnl (17,6
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MKMOJIb caxapo3sl/Mr Oenka-30 MuH), MO CpaBHEHHIO ¢ OObIUHOW Oepe3oi moBucion (12,3

MKMOJTb caxapo3bl/mMr 0enka-30 mun) (cMm. Pucynok 31).
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Pucynox 39. OTHocuTelbHas SKCIPECCHs T€HOB, KOIUPYIOIIUX Caxapo30CHHTAa3y, B
ctebse 1,5-MecsSYHbIX CesHIIEB OOBIYHOM Oepe3nl moBucioi (1) u kapenbckoit Oepesbl (2).

bapbl — craH1apTHOE OTKJIIOHEHHE.
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I'naBa 4. OBCYXJIEHUE

4.1 AKTUBHOCTDH Caxapo30CUHTa3bl HAa PAa3HbLIX 3TallaX BEr€eTaliliOHHOI0 nmepuoaa

N3ydyeHne aKTHBHOCTU CaxapO30CHMHTAa3bl B TKaHAX CTBOJAa Oepe3bl IMOBHUCIOW Ha
pa3HBIX dTamax BEreTal[MOHHOTO MepHrojia ObLIo MpoBeaeHo Ha 8-neTHux (Pucynku 16, 18) u
40-netux (Pucynku 22, 26) nepeBbsix 0ObIYHON Oepe3bl MOBUCION U y30p4YaToi KapenbCKon
Oepesbl. YCTaHOBJIEHO, YTO B TEUYEHHE BEreTAllMOHHOTO TMepuojJa aKTUBHOCTh (epMeHTa
CUJIBHO U3MEHSIETCS.

VY npeBecHBIX pacTeHH POCT W pa3BUTHE TKaHEW CTBOJA OCYIIECTBISIOTCS 3a CYET
NpUTOKa (POTOACCUMUIISITOB M3 JIUCThEB. Y Oepe3bl MOBHCION OCHOBHOW TPaHCIOPTHOU
dbopmoii poroaccummisToB siBsieTcs caxapo3a (Konecunuenko, 1985; HoBunikas u ap., 2015).
B nanHO# CBSI3M aKTUBHOCTH CaxapO30CHHTAa3bl B TKAHSAX CTBOJIA OEpe3bl, ¢ OAHOW CTOPOHBI,
MOJKET J1aTh MH(OpMAIUI0 O CHa0XKEHUU TKaHEW caxapo3oi, ¢ Ipyro — o0 MHTEHCUBHOCTH
YTHIIM3AIHH TUcaxapu/a.

Uccnenoanusa FO.JI. enpuuxep u U.C. Mankuno#t (1986), BeimosiHeHHBIE Ha Oepese
MIOBHUCJION, MOKa3alM, YTO 3KCIOPT ACCHUMUISATOB U3 €€ JIMCThEB HAUMHAETCS, KOTJA JIMCT
nocturaetr 50% cBOero KOHEYHOro pasmepa. Y Oepesbl MOBHUCIOW B ycnoBusx Kapenuu
JUCTOBOM ammapaT CTAHOBUTCS JOHOPOM AacCCUMWJISITOB CO BTOpPOM IOJIOBUHBI HIOHS
(HukomaeBa, HoBuikas, 2007). B mae ocHOBHasi Macca caxapo3bl pacxoayeTcsi Ha POCT U
pa3BUTHE JHCTHEB, €€ OTTOK B CTBOJI HE MPOMCXOAMT. DTO COIJIACYETCS C MPAKTUUYECKUM
OTCYTCTBHEM AaKTUBHOCTH Caxapo30CHMHTa3bl B Mae, KaKk B KCWiIeMe, Tak U BO (uosme
ucciefgoBaHHbiXx pacteHuit (Pucynku 16, 18, 22, 26). B Tperbeil nekane WIOHS U HIOJE
(oTOCHHTE3UPYIOIINE JIMCThS JEPEBbEB Oepe3bl SBISAINCH JOHOPAMH AaCCUMMISITOB —
caxapo3bl, KOTOpas Mo MpoBojsiield (rosme oTTekala B CTBOJ U obecrneurBaia pocT U
pa3BUTHE KCUIIEMBI U (QJI03MBL. B 3TOT meproa Mbl 0OHapYKUIIM HAUOONbIINE IS KaXKA0H U3
YKa3aHHBIX TKaHEW 3HAaY€HUsI AKTUBHOCTH Caxapo30CHHTa3bl. OKTSIOpbCKUN CpPOK B3SITUS
o0pa3lioB MPUXOAWICS Ha TEpPHOJ TMOATOTOBKM PACTEHUH K COCTOSHHUIO  TOKOS.
CpennecyrouHasi TemmepaTypa BO3AyXa B OTOT J€Hb NpUOIM3WIACE K HYJIIO TPagycoB
(Pucynku 2), mosToMy MeTaboIM4ecKre MPOLECChl B TKaHIX ObUTH CHUIIBHO 3aTOPMOMKEHBL. ITO
COOTBETCTBYET OTCYTCTBHIO MJIM HU3KOW aKTMBHOCTH CaxapO30CHMHTA3bl B KCHiIeMe U (priodme
CTBOJIa JiepeBbeB Oepessl noBucioi (Pucynku 16, 18, 22, 26).

[Tony4yeHHble JaHHBIE CBUJIETEILCTBYIOT O TOM, YTO U3 BCEX CPOKOB B3SITHs 00pa3loB

HauOOoJIbIIasi aKTHBHOCTH Caxapo30CHHTAa3bl B TKaHAX CTBOJIA JICPCBLCB 6epe3m IMOBUCJION
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Ha0III0/1a71ach BO BpeMs KaMOuanbHOTO pocta. M3 3TOro ciemyeT, 9To B CTBOJIE Oepe3nl paboTta
depMeHTa CBsi3aHA C JEATCIBHOCTBIO KaMOWs, a 3HA4YHMT, (OPMUPOBAHUEM TPOBOISIINX

TKaHEe! — KCUJIEMBbI U (PJIIOIMBI.

4.2 Pa3nn4uusi B aKTUBHOCTH CaXap030CHMHTA3BI MeXKAY KCHJIeMoil U (pi103MOH CTBOJIA
nepeBbeB Oepe3bl MOBUCI0M

Mpb1 npoBenu CpaBHUTEIBHBIM aHalnW3 AKTUBHOCTH CAaXapO30CHUHTa3bl B KCHUJIEME U
¢bro3Me cTBOJA JEpeBhEB Oepe3bl MOBHUCIONW B MEPUOM NESITEIBHOCTH KaMOus. Y OOBIYHOM
Oepesbl MOBUCION aKTUBHOCTh (PepPMEHTA B KCUJIEME MPEBOCXOAMIIA JAHHBIN MOKa3aTelb BO
baosme y 6-neTHUX AepeBbeB B 39 pa3, §-neTHuX (UioHB) B 3 pasa, 8-netHux (utoiib) B 40 pas,
40-netHux (vroHb) B 377 pa3. Y y30puaThiX pacTeHU KapeabCKOl Oepe3bl caxapo30CHHTa3HAas
aKTUBHOCTH B KCHJIEME IIPEBBIIIANIa aKTUBHOCTH (hepMeHTa BO (piiodMe y 6-IETHUX JEPEBHEB —
B 7 pa3, 8-neTHUxX (MroHB) — B 8 pa3, 8-netHux (utonw) — B 19 pa3, 40-netuux (utoun) — B 379
pa3 (Pucynku 5, 8, 16, 18, 22, 26).

Takum 00pa3om, BO BCEX HCCIECIOBAHHBIX BapHaHTaX aKTHBHOCTh CaxapO30CHHTA3bI

OblJIa HAMHOTO BBIIIIE B KCHIJIEME, II0 CPAaBHEHHIO ¢ (DIIOAMOIA.

4.3 Pa3iu4nsi B AKTMBHOCTH CaXapo30CHHTA3bI IPH HOPMAJILHOM U AHOMAJIbHOM
KCWJIOreHe3e Yy AepeBbeB Oepe3bl MOBUCIOM

ComnocTaBiieHue aKTUBHOCTH CaxapoO30CHHTa3bl B Xo0j€ (HOPMUPOBAHUS JPEBECHHbI
HOPMAJIbHOTO CTPOEHUS U JPEBECHHBI C XOPOILIO BBIPAKEHHBIMHU CTPYKTYPHBIMU aHOMAJIUSIMHU
BBISIBUJIO CYILIECTBEHHYIO Pa3HUILY MEX]y HUMH.

Cpenn wu3yuyeHHBIX TpPYNI JepeBbeB HauOoyiee HACBILIEHHAs Yy3opuaTas TeKCTypa
npeBecuHbl HabOmonanack y 10-tu u 40-1eTHUX JiepeBbeB Kapelbckon Oepesbl. Y 10-neTHux
JIepeBbeB 00paslibl JAPEBECHHBI HOPMAIBHOTO CTPOCHHSI OBUIM B3ATHI CO CTBOJIOB OOBIYHOM
Oepesbl, 0e3y30puaToil KapeabCckoi Oepe3bl M B 0e3y30pyaThiX y4acTKax CTBOJA Yy30pyaThIX
JiepeBbeB KapenbcKoi Oepe3bl. Bo Bcex 3TMX BapHaHTax aKTHBHOCTh CaXxapO30CHHTA3bI ObLIa B
3,4-5,5 pa3 Bblllle, 4YeM B JPEBECHMHE Y30pYaThIX YYaCTKOB CTBOJIa KapesibCKO Oepesbl
(Pucynku 11B). V 40-neTHux AepeBbEB B HOPMAJIBHOM MO CTPOCHMIO APEBECHHE OOBIYHOU
Oepesbl aKTUBHOCTh CaXapO30CHHTA3bI B IEPUOJ ACSITEILHOCTH KaMOus (Mi0HB) Obuta B 3 pasza
BBIIIIE, UEM B y30pUaTOM IpeBecHHE Kapeabckoil 0epesbl (Pucynku 22A, 26A).

Ha ocHOBe mpencTaBI€HHBIX JAHHBIX MOXHO 3aKIIOYHTh, 4TO Yy Oepe3bl MOBHCION

dbopMupoBaHHEe JAPEBECHHbI HOPMAJIBHOIO CTPOCHMSI TMPOUCXOAUT Ha (OHE BBICOKOM
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AKTUBHOCTH CaxapO30CHUHTAa3bl, & POCT M Pa3BUTHE JIPEBECHUHBI C HACHIIIEHHOW Yy30p4aToi
TEKCTYPOH CBSI3aHO C PE3KUM CHHKEHUEM aKTUBHOCTHU (hepMEHTA.

B cBs3u C BBISIBIEHHBIMH OCOOEHHOCTSMH IPEACTABIIAIOT UHTEPEC MOJOJIBIE JIEPEBbS
KapesnbCcKo Oepe3bl, KOTOpble HAXOAATCS Ha HAadaldbHBIX CTagusiX (HOpMHpPOBAHUS
CTPYKTYPHBIX aHOMaJIMi TKaHel cTBoa (6-TH U 8-IeTHUE pacTeHus1). buoxumuueckuii ananus
MoKasaj, 4YTo Yy O-JeTHHUX Yy30p4aThlX JEpPEeBhEB KapelbCKoW Oepe3bl aKTUBHOCTD
Caxapo30CHHTa3bl B KCHUJIEME, [0 CPAaBHEHHIO C OOBIYHON Oepe30il, TakkKe CHHM)KEHa, HO
He3HaunTelbHO (139,4 u 151,7 Mmkmonb caxaposbl/mMr Oenka-30 MHH y KapelbCKOW U OOBIYHOMN
Oepe3bl cooTBeTcTBeHHO) (Pucynku 5, 8).

OTaenbHOTO BHUMAHUS 3aClyKUBAIOT 8-JIETHHUE JIEPEBBS, IOCKOJIbKY, B JAHHOM CIIy4ae,
MBIl HMMEEM BO3MOXKHOCTh CpPAaBHHUTb pPE3YJNbTAThl, TMOJTYYEHHbIE Ha pa3HBIX dTamax
JEATeTbHOCTH KaMOusi — B MEPBYIO U MOCIEIHIO Jekaabl ero aktuBHoctd (20.06 u 20.07).
Havano kaMOuanbHOrO pocCTa XapakTEpHU30BAIOCH OJNM3KUMHU 3HAYEHUSIMU aKTHUBHOCTHU
Caxapo30CHHTAa3bl B KCHJIEME OOBIYHOM U Kapelbckoit 6epesnl (2,0 u 2,1 MKMOIb caxapo3bl/Mr
oenka 30 MUH y OOBIYHOM M KapeabCKoi Oepe3bl cooTBeTcTBeHHO) (Prcynku 16, 18). B koHIe
UIOJIS. aKTUBHOCTH ()epMEHTa B KCWieMe KapelnbCckoi Oepe3wnl Obuta B 10,4 paza Huxke, 1O
CpaBHEHMIO ¢ OObIYHOM Oepe3oil. JlaHHOE sIBIEHUE MOKHO OOBSICHUTH CIEIYIOIIMM 00pa3oM.
B pabortax aBTOpOB, 3aHMMAIOIIMUXCS HM3YUYEHHEM KapelbCKOW Oepesbl, YKa3bIBaeTCs, YTO
pa3BUTHE CTPYKTYPHBIX AaHOMAJMM KCWJIEMBbl Yy JTOrO JPEBECHOTO pACTeHUS HMeEeT
NyJbCUPYIOIMIUN XapakTep: 0ObIYHO B Havalie BET€TAIlMOHHOIO TMepruoaa KaMOuil OTKJIaAbIBaeT
JPEBECHHY HOPMAaJbHOTO CTPOEHHS, a BO BTOPOM IOJIOBMHE BEreTallMd BO300HOBIISETCS
passuthe aHoManwmii (JIro6aBckas, 1978; Hosumkas, 2008; Novitskaya et al., 2016). C aroi
TOYKH 3pPEHUSI PE3KOE CHIDKEHWE AaKTHMBHOCTH CaxapO30CHHTAa3bl B KCWIEME KapellbCKOU
Oepe3bl BO BTOpPOIl TOJIOBUHE HIONS HAXOJUTCS B COOTBETCTBMM C HAIIUM BBIBOJAOM O
B3aMIMOCBSI3U MEXIy TIaJICHUEM AaKTUBHOCTH (epMeHTa u (popMUpOBaHHEM y30p4aTOn
JIPEBECHUHBI.

CnemyeT OTMETUTh, 4YTO TPEPHIBAHUE PA3BUTHS CTPYKTYPHBIX aHOMAIWA TIpU
bopMUpOBaHUM Y30pUaTOl IpPEBECHHBI KapelabCKOW Oepe3bl MPOUCXOJIUT B Hauaje KakJI0ro
BETETAIIMOHHOTO TIEPUOa, OJHAKO IIUPHHA CIIOS HOPMAJIBHOW JPEBECHHBI, OTKIIAIbIBAEMOU
1I0CJIe BECEHHETro MPOOYXAEeHUs KaMOus, y pa3HBIX JEPEBbEB MOXKET CHIBHO Pa3INYaThCA.
Baxnytio posib B ATOM HWIpalOT MOTOJHBIE YCJIOBHS, MECTONPOU3PACTAHUE JEPEBBEB M HX

¢usnonornueckoe cocrosiaue. B Hamewm ciydae y 10-tu u 40-neTHHX JepeBbEB KapeiabCKOU
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Oepe3bl IO HOPMAJbHOW JIPEBECHHBI ObUT OYEHb y3KMM, U HAa MOMEHT B3STHS 00pa3loB
pPa3BUTHE CTPYKTYPHBIX aHOMAJIMN Yy HUX YK€ BO30OHOBHIIOCH. Y MOJIOJBIX JiepeBbeB (6 U 8
JeT) B Hayaje Ce30Ha IMepuojJ HOPMaJbHOIO KaMOWaabHOTO pocTa ObL1  Oojee
OPOJOJKUTENbHBIM. JTO, 1O HAlleMy MHEHHUIO, SIBUWIOCH NPUYMHON ONM3KUX 3HAUYCHUU
aKTUBHOCTH CaxapO30CHUHTA3bl B KCUJIEME MOJIOJIBIX I€PEBHEB OOBIUHON U KapeabCKOW Oepe3bl
npu ¢ukcaruu 06pasios 20.06 (8-netaue nepebs) u 03.07 (6-nmetHue nepeBbs). Bo BTOpoi
nosioBuHe Bererauuu (20.07) y 8-meTHUX JEpEBBEB PA3BUTUE CTPYKTYPHBIX aHOMAJIUN
JPEBECHHBI BO30OHOBHJIOCH, U 3TO KOppeaupoBano ¢ 10-KpaTHBIM CHUKEHHEM aKTUBHOCTHU

CaxapO30CHUHTA3LI.

4.4 YyacTHe caxapo30CHMHTA3bl B CHHTE3€ HeJIHJ103bI

OO6pa3oBanue KcuieMbl (KCUJIOTEHE3) Y IPEBECHBIX PACTEHUN MPOUCXOIUT MOATAIMHO U
BKIIIOYAET JICJICHWE KCHJIEMHBIX IPOU3BOJHBIX KaMOHWs, WX pocT u auddepeHInanuro,
KOTOPBIE COMPOBOXKIAOTCS OTI0KEHUEM BTOPUYHOU KJIIETOYHOM CTEHKH, €€ TMTHU(pUKauel 1
ormupanueM mpotoruiacta (Savidge, 2000; Plomion et al., 2001; Du, Groover, 2010; Ye,
Zhong, 2015). B xoxe kcuioreHe3a akKTHBHOE BKIIFOUCHHE CaXapO30CHHTa3bl B META0OJIU3M
KJIETOK TPOMCXOJWT Ha CTaJWHM OTJIOXKCHHUS BTOPUYHOW KIETOYHON CTCHKH, JNAHHBIM 3Tall
SBIIICTCA OYEHb BAXKHBIM, ITOCKOJIbKY HMEHHO BTOPWUYHBIC KJIETOYHBIE CTEHKH HMEIOT
HarOOJIBIITYI0 MAaCCOBYIO J0J1i0 B apeBecune (Dinwoodie, 1975).

N3BecTHO, 4YTO B KJIETKE CaxXxapo30CHHTAa3a MOXET HAXOJUThCS B CBOOOJTHOM
(bochopunupoBanHass (opMa) WIM CBS3aHHOM C IHTOINIa3MaTHYCCKOH MeMOpaHOM
COCTOSTHUU. YYacTHe CaXxapO30CHHTA3bl B (DOPMHUPOBAHUYN KIIETOYHOW CTEHKH 00€CIIeuYnBaCTCS
3a c4eT 00pa30BaHUs KOMIUIEKCOB U3 €€ MEMOpPAHOCBS3aHHOW (DOPMBI C MEITIOI030CHHTA30U
(Amor et al.,, 1995; Sturm, Tang, 1999, Koch, 2004). Cumuraercs, uto YJ®-riaroko3a,
oOpasyromiascsi B X0Jle¢ CaxapO30CHHTA3HOTO PACHICTUICHUS Caxapo3bl, CIY)KHT CyOCTpaToM
JUTSI CHHTE3a MHUKPO(DHUOPHILT TIEIITI0N03bI — OCHOBHOTO CTPYKTYPHOT'O KOMITOHEHTA KJICTOYHBIX
crenok (Amor et al, 1995; Coleman, 2006; Coleman et al., 2009; Ruan, 2014). Hamu nanssie
TaK)K€ TOKA3bIBAIOT BAXKHYIO POJb CaXapO30CHMHTAa3bl B CHHTE3E IICJUTIONO3BI KJIETOYHBIX
cTeHOK kcuiiembl. Ha 10-eTHUX epeBbsAx 0OBIYHON Oepe3bl MOBUCION U KapelabCKOM Oepe3bl
BBISIBJICHA YETKas KOPPENSIHS MEXKIy AaKTUBHOCTHIO (epMEHTa W COACPKAHUEM ITOTO
CTPYKTYPHOT'O TMOJIMCAaXapHuaa: 4YeM BbIIIE AaKTUBHOCTh CaXapO30CHHTa3bl, TEM BBIIIE

coJiep KaHMe LEJUTI0NI03b!, 1 HaoOopoT (Pucynku 115, 13).
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B nocnennee Bpemsi mosiBIsieTcs Bce Oonbine  paboT, B KOTOPBIX ydacTHe
Caxapo30CHHTa3bl B CHHTE3€ LIEJUTIOJIO3bl JAEMOHCTPUPYETCS C TOMOIIBIO  JIaHHBIX
MOJIEKYJISIPHO-TEHETHUeCKOTo aHanm3a. Cpeau ApeBEeCHBIX PACTEHUH TaKue WCCIIEOBAaHUS
aKTUBHO BeAyTcs Ha Tomose. Ha TpaHCTeHHBIX pacTeHHsIX TOMOJS MOKAa3aHO, YTO BBICOKUU
YPOBEHb JKCIPECCHU TEHOB CaXapO30CHHTA3HOTO CEMEHCTBA KOPPEIHPYeT C AKTUBHBIM
YTOJIIIEHUEM BTOPUYHBIX KJIIETOYHBIX CTEHOK KCHJIEMbI M IPUBOAUT K YBEIMUYEHUIO TPOYHOCTHU
npesecunbl (Coleman et al.,, 2009). Ha B3pocnbix aepeBbsix Ttomois (Populus tremula)
(Andersson-Gunneras et al., 2006) u cesHiax ero rudpuanbix auauii P. albaxP. gradidentata
(Hertzberg et al., 2001), P. deltoidesxP. trichocarpa (Song et al, 2010), P. tremulaxP.
tremuloides (Gerber et al., 2014) BbIsiBIICHA KOPPEIALUS MEXKIY YPOBHEM 3KCIIPECCUH T'CHOB,
KOAMPYIOUIUX Caxapo30CHHTA3y, U KOJIWYECTBOM COJIEpKAIIEHCs B JPEBECHHE IEJUIIOJIO3bI.
Haubosee BbICOKas Kcmpeccusi B KCWieMe TOmojs ycraHosieHa miust reHa SUSL1. U3BectHo,
gyto reHsl SUSL u SUS2 komupyroT m3odopmel caxapo3ocuHTasbel SUSY1 u SUSY2, KOTOpBIC Y
JPEBECHBIX PACTEHUH WMEIOT MEePeKphIBArOIINecss OMoJorndeckne (PyHKIIUH, OCHOBHOH W3
KOTOPBIX SIBJISIETCSl TOCTaBKa yriepoja K MECTy CHHTe3a KIETOYHBIX CTEHOK KCHJIEMbI
(Geisler-Lee et al., 2006).

Hamm wuccnemoBaHusl PeBECHHBI CTBOJIA JIEPEBHEB OEpe3bl TMOBUCIONH B TEPHOJ
KaMOHaJIbHOTO POCTa, HapsAly C KOppesIuedl MeXJIy aKTHBHOCTBIO CaxapO30CHHTAa3bl U
conepkanueM 1esoa03bl (Pucynku 116, 13), BeIsiBUIM BBICOKHIM KO (UUIHUEHT KOPpEIsLuu
MEX1y aKTUBHOCTBIO Caxapo30CHUHTa3bl U ypoBHeM dkcnpeccuu reHa SUS1 (Pucynku 116, 36,
37A). W3 »3TOro MOXHO 3aKiIlO4YHTh, YTO B XOJAE KCWJIOreHe3a Oepe3bl MMOBUCION
caxapo30CHHTa3a Y4acTBYeT B CHHTE3€ IIEJUIIOJIO3bl, HpUYeM obecreyeHne cyocTpaToM

CHHTE3a LIEJUTIONO3bI SBIISIETCS OJHOM U3 TTIaBHBIX (QYHKIMN (hepMeHTa.

4.5 AKTHBHOCTBH Caxapo30CHMHTA3bl U CTPYKTYPHbIE 0CO0CHHOCTH KCHJIeMbI Oepe3bl
MOBHCJION
[IpencraBneHHbIE BBIIIE JAHHBIE CBUACTEILCTBYIOT O TOM, 4YTO y Oepe3bl MOBUCIOM ()
aKTUBHOCTh CaXapO30CHMHTa3bl HAMHOTO BHINIE B KCHJIEME, MO CpaBHEHHUIO C (uiosmoit, (0)
AKTUBHOCThH CaxapO30CHUHTAa3bl B KCHJIEME TECHO CBSI3aHA C CUHTE30M IIEJUTIOJIO3bI, (B) Cpeau
UCCJIEOBAaHHBIX 00pa3lOB KCUJIEMbl OOJiee BBICOKME 3HAUEHHS AaKTUBHOCTH (epMeHTa
XapaKTePHBI ISl IPEBECUHBI HOPMAJIBHOTO (TUMWYHOTO Jis BUAa) cTpoeHUs. CTPYyKTYpHYIO
OCHOBY HOPMAaJIbHOM JpeBECHUHBI Oepe3bl MOBUCION COCTABIAIOT BOJIOKHA U COCY/IbI, HA JOJIIO

KOTOpBIX, 10 AaHHbIM A.Sl. JlroGaBckoii (1978), npuxoautcs okoso 80% BceX CTPYKTYpPHBIX
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9NIEMEHTOB. 3pelible BOJOKHA W COCYAbl Oepe3bl IMOBUCION JMIICHBI MPOTOIUIacTa U
MPEJICTABIICHbl HCKIIOUUTEIBHO KIETOUYHBIMU OOOJIOUKAMHU, OCHOBHYIO MacCy KOTOPBIX
obpazyoT wmukpoduOpmmiel  1emnono3sl  (bapunsckas, 1978 a, 0). ComnocraBieHue
CTPYKTYPHBIX OCOOCHHOCTEH HOPMAaJIbHOM JpeBeCHHBbI Oepe3bl MOBHUCION W pe3yJbTaToB
HAIIUX WCCIICAOBAHUI TMO3BOJISIET 3aKIIOYUTh, 4YTO (OPMUPOBAHUE IPEBECHHBI Oepesbl
MOBUCJION, B KOTOPOW Mpeo0IafaoT BOJOKHA M COCYHbI, CBSI3aHO C BBICOKOM aKTHBHOCTBIO
Caxapo30CHHTA3HI.

[Io cpaBHeHHMIO C HOpPMaJIbHOW JAPEBECHMHOM, B 30HaX CTPYKTYPHBIX aHOMAalUi
JPEBECHHBI KapelnbCKOil Oepesbl coj/iep:kaHrne BOJOKOH MEHbIE B 3 pas3a, COCY/IOB MEHBIIE B
12 pa3, a kierok napeHxuMbl Oonbiie B 5 pa3 (Jlrob6aBckasa, 1978). HccnenoBanus JLA.
bapunbsckoit (bapmibckas, 19780) mokaszanm, 4To B KCuiemMe Oepe3bl MOBHUCIOW TOJIIIUHA
KJIETOYHBIX CTEHOK Yy KJIETOK MapeHXWMBI B 1,5 pa3a MeHbIIE, YeM Yy COCYIOB UM B 2 pasa
MEHBIIIE, YeM Y BOJIOKHUCTBIX dJeMEeHTOB. M3 9TOoro creayer, uTO MaccoBas
i epeHITMpoBKa KIETOK MAapeHXUMBI B JpeBecHHE Oepesbl JOJDKHA KOPPETHpOoBaTh CO
CHI)KCHHEM B TKaHM aKTUBHOCTH CaxXapO30CHUHTa3bl M COJEPKAHMS 1EJUII0NI03bl. J[aHHBII
BBIBOJI COTJIACYeTCs C pe3ylbTaTaMH HaIIMX HCCleoBaHUi. B3auMocBsizb  MexIy
AHOMaJIBHBIM KCHJIOT€HE30M KapellbCKOM Oepesbl M MaJleHUeM aKTUBHOCTH CaxXxapO30CHHTA3bI
Obuta HamMu paccMoTpeHa B 1. 3 OOcyxnenus. Ha Pucynke 13 MOXHO BUAETH, YTO B
y30p4aToOil JpeBecHHE KapenbCcKOW Oepe3bl COJepKaHHe IIeJUTFOJIO3bI CYIMIECTBEHHO MEHBIIIE,
4YeM B JIPEBECHHE HOPMAJILHOTO cTpoeHus. CieaoBaTeabHO, Pa3BUTHE CTPYKTYPHBIX aHOMAJIUN
JPEBECUHBI KapelIbCKO Oepe3bl COMMPOBOXKIACTCS YMEHBIIIEHUEM COICPIKaHMUS TSIITFOIO3bI.

[Tony4yeHHble NaHHBIE YKa3bIBAIOT HAa TO, YTO TPHU MPOBEJIECHUU CPABHUTEIHLHOTO
aHanmu3a oOpa3IoB JIpeBECHHbI Oepe3bl IMOBUCION, pa3IMYaOUINXCA IO HACHIIIEHHOCTH
TEKCTYPHI APEBECHHBI, 3HAUCHHSI aKTUBHOCTH CaXapO30CHUHTA3bl MOTYT CIY)KUTh MMOKa3aTeIeM

CTCIICHU aHOMAJIbBHOCTHU CTPOCHUA APCBCCUHBI.

4.6 JlesiTe IbHOCTD KAaMOHsI B CTOPOHY KCHJIeMbI U J103MBbI

Y npeBecHbIX pacTEeHU aKTUBHOCTh KaMOWs, Kak IpaBuUiio, B OOJbIIEH CTENEHU
HaIpaBJieHa B CTOPOHY (POPMHUPOBAHUS KCHIIEMBI, YTO OOBICHSET OOJBIIYIO €€ MAacCOBYIO U
00BEMHYIO JI0JTIO, TT0 cpaBHEHHIO ¢ (hosmoii (Plomion et al., 2001).

Mpbl npoBeiar CpaBHUTENbHBIN aHANM3 JESTEIBHOCTH KaMOus B CTOPOHY KCHJIEMbI U

¢oombl y 6-i 1 40-eTHUX JepeBhEB OOBIYHONW Oepe3bl MOBHUCION M KapelnbCKOW Oepesbl ¢
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y30p4aToil IpeBeCHHOM CTBOMA. B KauecTBe moka3aressi HHTEHCUBHOCTH POCTOBBIX MPOIECCOB
HCIIOJIb30BAJIM 3HAUYCHHE OTHOIICHUS (PPyKTO3a/TiIoK03a. JJaHHBIM MOAXO0M OCHOBAaH Ha TOM,
YTO TIIOKO3a OBICTPO BKIIOYAETCS B METAaOOIMUYECKHE pPEaKlWu, B TO BpeMs Kak (ppykTosa
MeJJICHHEE BOBJIEKAeTCSI B METAa0OJIM3M, TOSTOMY B AaKTHUBHO pACTYUIMX TKaHAX MpHU
pacIIeTyieHul caxapo3bl HaOmogaeTcs yBenumueHue KoHmeHTpamuu ¢pykro3sl (Kypcanos,
1976; Codponosa, 1985; Uggla et al., 2001; Magel et al., 2006; Hosunkas, I'aaunbuna, 2011;
HoBuukas u ap., 2015).

VY 6-neTHUX pacTeHUil 0ObIYHOM Oepe3bl MOBUCIION OTHOIIEHUE (QPY/TII0 B KCUIEME B
nepuoj kamOuansHOoro pocra (03.07) coctaBuio 3,3, Bo diosme — 1,1, y 40-neTHUX nepeBbeB
(20.06) — 1,3 B kcuneme u 0,9 Bo ¢moame (Pucynku 7, 24). Takum oOpa3oM, y OOBIYHOI
Oepe3bl TOBHUCION OTHOILIEHUE QPY/TIII0 CBHUIETEIBCTBYET O MPEo0JIaJaHUd POCTOBBIX
MPOLIECCOB CO CTOPOHBI KCHIIEMBI, 110 CPABHEHHIO C (PIIOAIMOM.

Y pacTeHuil KapenabCKOMl Oepe3bl, KOTOpble HAXOAWJIUCh Ha HAYaJbHBIX JTarax
dbopMupOBaHUS y30pUaTON IpEeBECHUHBI (6 JIET), POCTOBBIC MPOIECCHI CO CTOPOHBI KCHUIIEMBI
Tak)Ke MPOTEeKalld WHTEHCHBHEe, 4YeM BO (¢uiodMme (oTHolieHue Qpy/rio B kcuieme 2,8, BO
daosme — 1,0) (cm. Pucynox 10). B 1o e BpeMs, cpaBHEHHE ¢ OJTHOBO3PACTHBIMU PAaCTEHUSIMHU
0oObIYHOM Oepe3bl yKas3blBa€T HAa TO, YTO Yy KapeabCKOH Oepe3bl POCT KCUIEMbl HECKOJIBKO
3aMeITUIICS.

Urto kacaercs 40-JIeTHUX I€PEBHEB KapelIbCKON OEpe3bl C IPKO BBIPAKEHHON y30pUaTon
JPEBECHHOM, B X B KCHJIeMe OoTHOIIeHue ¢py/riro npubiusuiock kK equnuie (1,0). [Ipu stom
clelyeT MOJYEPKHYTh, YTO BO (pJI0AME 3TUX JEPEBBEB OTHOIIEHUE Ppy/Tiito cocTaBmio 1,4,
T.e. OBLJIO CYIIECTBEHHO BBINIE, yeM B KcuieMe. CienoBaTenbHO, y y30p4aThiX IepEeBbEB
KapenbCKOil Oepe3bl pOCTOBBIE MPOIECCH 00Jiee aKTUBHO IUTH CO CTOPOHBI (PIIO3MBI, Ye€M CO
CTOPOHBI KCHUJIEMBI.

B uenom, mpencraBieHHBbIC JaHHBIC YKA3bIBAIOT HAa BAXKHOE OTIMYHE JCATEIHBHOCTH
KaMOMsl y MCCJIEAOBAaHHBIX JIEPEBhEB OOBIUHOW Oepesbl MOBHUCION U KapelbCKOW Oepesbl: y
OoObIyHOW Oepe3bl aKTUBHOCTh KaMmOusi Oblla HampaBieHa, TJaBHBIM 00pa3oMm, Ha
(dbopMHpOBaHKE KCHIIEMBI, TOTAa KaK Y Y30pUaThIX JIEPEBHEB KapelbCKOi Oepe3bl nMena MECTO
nepeopueHTanrs KaMOUalbHOTO POCTa B CTOPOHY (1odMbl. JlaHHBIA BBIBOJ COIJIACYETCs C
U3BECTHBIM (PAaKTOM, UTO JIEPEBbsI KapEIbCKOW Oepe3bl ¢ HACHIIEHHOW TEeKCTYPOH IPEBECHUHBI

HMEIOT MEHBIINN AUaMCTpP CTBOJIA, 110 CPABHCHUIO C OAHOBO3PACTHBIMH ACPCBBAMU OOBIYHOM
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Oepe3bl IOBUCIION, U TONIMHA KOPbI Y HUX B 4-6 u Oosee pa3 Ooubliie, 4eM y 0ObIYHOM Oepesbl

noBucioit (Epmakos, 1986; Novitskaya, Kushnir, 2006; Hosurikasi, 2008).

4.7 Posib caxap030CMHTA3bl B CO3JAHUN AKLHENTOPHON CHJIbI KCHJIEMBbI

OCHOBHYIO Maccy HOpPMaJlbHOM JpeBeCHHbl Oepe3bl IMOBUCIONW  COCTaBIIAIOT
LEJUTIONIO3HBIE KJIETOUHbIE CTEHKH. Caxapo30CHHTa3a pacIICIUIIET MOJIEKYJIy caxapo3bl C
oOpazoBanueM Y JID-rimoko3bl, KOTOpas CIYXHT CyOCTpaToM Jid CHHTE3a MOHOMEpa
LEJUTIONI03bl — IIIOKO3bl. [103TOMy aKTMBHOCTH Caxapo30CHHTa3bl JOJKHA UIPaTh BAKHYIO
pOJIb B CO3JaHUU aAKIENTOPHON CHJIBI KCUJIEMbl. B kauecTBe mokasaTelsst 3TOMl CHJIbI MOKHO
paccMaTpuBaTh TPAJAMCHT KOHIICHTPAIIMU Caxapo3bl MEXay KcuileMod u Quosmoit. Mebl
MIPOBEJIM aHAJIU3 COJIEPKAHUA Caxapo3bl B MPOBOJAAIINX TKAHAX CTBOJA 6-1eTHUX U 40-meTHUX
NepeBbEeB Oepe3bl MOBUCIION B IEPUO AKTUBHOCTH KaMOMSI.

VY 40-netHelt 00bIYHOI Oepe3bl MOBUCION TPAIUEHT Caxapo3bl MEX]Y MPOBOISLIUMU
TKaHSAMH B HMIOHE cocTaBui 74,5 Mr/r ceipoil Tkanu (Pucynok 25), mpu 3TOM aKTUBHOCTh
Caxapo30CHHTa3bl B TKaHU Oblaa BbICOKOM (11,3 MkMonb caxaposbl/mMr Oenka-30 MuH)
(Pucynok 22A). YV y3opuaroil kapeiabCKoi Oepe3bl IpafueHT aucaxapuia MexXIy KCUIEeMOi 1
¢dnosmoit Obu1 23,1 mr/r ceipoil Tkanu (Pucynok 29), T.e. B 3 pa3a MeHblle, 4eM y OOBIYHON
Oepesbl, M aKTUBHOCTh CaXxapO30CHUHTA3bl B KCHIIEME KapeinbCKOil Oepe3bl Obliia MEHBIIE, YeM Y
oObryHOM Oepesbl, Takke B 3 paza (PucyHok 26). OTu naHHblEe yKa3bIBalOT Ha TO, yTo (1) B
nepuoj; pOpMUPOBAHUS KCHUIIEMbl aKTUBHOCTh CaXapO30CHUHTAa3bl B TKAHU SIBJISIETCS OJTHUM U3
OCHOBHBIX (DaKTOPOB, CO3JAIOIIMX €€ aKIENTOPHYI cuilly, (2) majgeHue aKTUBHOCTHU
Caxapo30CHHTAa3bl NMpU (HOPMUPOBAHUHU Y30pUATOM JApPEBECHHBI KapenbCKol Oepe3bl BeleT K
CHJIBHOMY OCJIa0JICHUIO TIOTOKA Caxapo3bl U3 (DJI0IMBI B KCHIIEMY, T.€. OKa3bIBaeT HETaTHBHOE
BJIUSTHUE Ha Pa3rpy3Ky (JIOdMBI.

Pasrpy3ka ¢nosmMbl — mporecc, HCKIIOYUTENBHO BAXHBIM JUIA  TOJAEp)KaHUs
HOpMaJbHOTO (PYHKIIMOHHUPOBAHMUS Bcero pactutenbHoro opranusma (Kypcanos. 1976;
['amane#t, 2004). [ToaToMy ocnabneHue 3ampoca Ha caxapo3y CO CTOPOHBI KCHUJIEMBI Y
KapenbCKoil Oepe3bl JOHKHO KOMIIEHCHPOBATHCS JAPYTUMHU MEXaHU3MaMH TOAEp KaHus
rpaJueHTa KOHIEHTpalMW Jucaxapuja MexXay JTOHOpPHbIMH (Me3oduin nwucra) U
aKUENTOPHBIMU (TKaHU CTBOJIA) TKaHSIMU JAPEBECHOIO pacTeHus. MccinenoBanusi, IpoBEICHHbIE
B JlabopaTopuu (U3MOJOTHM W IMUTOJOTUU JpeBecHbIX pacteHuil Mucturyra neca KapHI]

PAH, moxka3zanu, 4TO y y30p4YaThiX JOEPEBbEB KapeiabCKOW Oepe3bl OciabiieHne aKTUBHOCTH
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Caxapo30CHHTAa3bl B KCHJIEME MPOUCXOANUT Ha (POHE MHOTOKPATHOTO YBEIMYECHUS aKTUBHOCTHU
anoryiacTHoW WHBepTa3bl Bo (iosme (['ammubuna u ap., 2015). HTeHCHBHOE HMHBEpTa3HOE
pacllerieHUe caxapo3bl B JIaHHOM CJIy4yae paccMaTpuBaercs Kak 3(QQEeKTUBHBIA MEXaHU3M
YTUIIM3alUKU U30BITKA Aucaxapuia Bo (iosMe yzopuaThix pacTeHuil. OOpa3syronmecs: B xoe
MHBEPTA3HOM pEaKIUU III0KO3a M (PYKTO3a aKTUBHO HCIIONB3YIOTCS Ha HOBOOOpA3OBaHUE
KJIETOK (DJI0O9MBI M CHHTE3 B HHMX 3amacHbIX MeTabonuToB. Ha mepBoe yka3bIBaeT CUIBHOE
YBEJIMYEHUE TOJILUHBI KOPbI, HA BTOPOE — HAKOIUIEHHE B MAPEHXMMHBIX KJIETKaxX (hJI03MbI
y30puaToil KapeiabCcKoi Oepe3bl OONBIIUX KOJUYECTB Kpaxmana, JHUMHAOB W TAaHUHOB
(HoBwurkas, 1997, 1999, 2008, Novitskaya, Kushnir, 2006).

Hamm nanHble Takke CBHUAETENBCTBYIOT 00 aKTHBHBIX POCTOBBIX IIpoleccax co
CTOpPOHBI (DJIOOMBI y Y30pUaThIX JIEPEeBhEB KapeiabCkoil Oepe3bl. B m. 6 OO6cyxaeHus Mbl
noKasaiy, 4Tto y 40-JeTHUX y30pyYaThIX I€PEBbEB KapeIbCKOW Oepe3bl PpOCTOBbIE MPOLIECCH CO
CTOPOHBI (hJI0IMBI IIJTM HAMHOTO aKTHBHEE, YEM CO CTOPOHBI KCHIIEMBI.

B cBs3u ¢ paccmaTpuBaeMbIM KpPYroM BOIIPOCOB MPEICTaBISIOT MHTEPEC AaHHBIE,
MOJIYUCHHbIE Ha O-JIETHUX pACTEHUSX Kapelibckoil Oepe3bl. B ciayuae oObHON Oepesb
MOBUCIION 6-JIETHUE pPACTEHUS MPOAEMOHCTPUPOBAIN KapTUHY, aHaloruyHyro 40-1eTHuUM
JIEPEBbSIM: BBICOKAsi aKTUBHOCTh caxapo3ocuHTa3bl B kcuieme (151,7 MKMoOnb caxapo3bl/Mr
6enka-30 muH) (PUCyHOK 5) COOTBETCTBOBAJIa BRICOKOMY T'PaIUEHTy KOHIICHTPAIUU CaXapo3bl
MEXKIY KeriieMoi u ¢ioamoit (79,9 mr/r ceipoit Tkanu) (PucyHok 6).

VY 6-1eTHEN KapenbcKoi Oepe3bl HaOIF0AaI0Ch HE3HAYNTEILHOE CHIDKCHHE aKTHBHOCTH
caxapo3zocuHTasel B kcwmieme (139,4 mxmonb caxapos3sl/mr Oenka-30 muH) (Pucynox 8),
KOTOpPOE COMPOBOXKAANOCH HEOONBIINM OCIA0JICHHEM pPOCTOBBIX IIPOLIECCOB B TKAaHU
(otHomenue ¢py/rmo 3,3 u 2,8 B Kcuiueme OOBIYHOW Oepe3bl U KapeslbCKOW Oepessl
cooTBeTcTBeHHO) (Pucynku 7, 10). B T0 ke BpeMs IpaiMeHT KOHIIEHTPALMU CaXapo3bl MEXKIY
NPOBOJSAIIMMH TKaHSIMH cocTaBui Bcero 2,9 mr/r ceipoil Tkanu (Pucynoxk 9). B sroii
CUTyallud oOpaiaeT Ha ce0s BHUMaHHUE S5-KpaTHBIM POCT aKTUBHOCTH (epMeHTa BO (piiodme
Kapenbsckoit 0epessl (3,9 u 20,8 Mxmonb caxaposbl/Mr 6enkas30 MUH y 0OBIYHOM M KapenbCKOn
6epesnl cooTBeTcTBeHHO) (Pucynku 5, 8). M0OXHO NPEANnoI0XKUTh, YTO Y MOJIOJBIX JE€PEBHEB
KapenbCKOi Oepe3bl MBI 3aCTalN MEPECTPOHKY MeTabO0IM3Ma KCHIIEMBI U (DJI0AMBI, CBA3aHHYIO
C caMbIM HA4YajOM CE30HHOTO BO30OHOBJICHHS PA3BUTUS CTPYKTYPHBIX AaHOMAIMHA TKaHEU
cTtBosia. Kak Mbl yKa3blBaJid paHee, aHOMAJIbHBIH POCT COMPOBOXKIAETCS oOclablieHueM

NpUpOCTa KCHUJIEMBbl (CHI)KEHHE OTHOMICHUS (QPY/TII0 B KCUIEME), YMEHBIICHHEM B TKaHU
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JOJIM BOJIOKOH W COCYZOB W YBEIMYCHHEM JIONM TApeHXUMbl (CHU)KCHHE aKTUBHOCTHU
Caxapo30CHHTa3bl B KCHJIEME), aKTUBU3AIMEH POCTOBBIX MPOIECCOB CO CTOPOHBI (HIOIMBI
(pocT aKTHMBHOCTH caxapo30CHHTa3bl BO (Quiosme). [IpakTuueckoe OTCYTCTBHE TpaJUCHTA
KOHIICHTPAIIUU Caxapo3bl MEXKIY KCWIEMOW U (JI0AIMOH, 10 HAIIEeMy MHEHUIO, ITOTYEPKHBACT

«IICPEXOAHOCH COCTOSAHUC TKaHEeH CTBOJA.
4.8 AKTUBHOCTDH Caxapo30CUHTa3bI H COACPIKAHUEC KPpaxMaJa

Hakomenne kpaxmana sBiseTcs OJHUM M3 HauOosiee JIaOWIIBHBIX CIIOCOOOB
YTHIIM3AINK U3JIMIIKA caxapo3bl B TKaHsax pactenus (Kypcanos, 1976).

B Hammx uccienoBaHusX, BRICOKAash aKTUBHOCTh CaXapO30CUHTAa3bl B KCUJIIEME JIEPEBHEB
0oObIYHOM Oepe3bl MOBHCION B mepuoja kamoOuanpHoro pocrta (Pucynku 5, 11, 16A, 22A)
CIOCOOCTBYET aKTUBHOMY PACILIEIUICHUIO Caxapo3bl B KCHIIEME, IPU 3TOM MPOJYKTHI PeaKiuu
pacxXoayroTcs Ha 00pa3oBaHUE KIETOYHBIX CTEHOK COCYAOB M BOJOKHHCTHIX TPAaXeWa, O 4eM
CBUJIETEIILCTBYET BBICOKOE COJIEpPKAHHE IEJUTIOJIO3bI B KCUJIEME OOBIYHOW Oepe3bl MOBUCIION
(Pucynox 13). 3amacanue Kpaxmana B KCUJIEME JEPEBbEB Oepe3bl MOBHUCION B MEPUOA
KaMOWaJIbHOTO POCTAa MTPOUCXOTUT cNabo: y 8-IeTHUX JepeBheB OOBIUHON Oepe3bl 3TO
3HaueHue coctaBuio 0,2 mr/r cyxoif Tkanu (utoHb) u 0,1 Mr/r cyxoil Tkanu (uroib); y 10-
aetHux — 0,3 Mmr/r cyxoil TkaHu (utoHb); y 40-netHux — 0,06 Mr/r cyxod TKaHu (MIOHB).
(Pucynku 12, 17A, 23A).

Obpamaer Ha ce0si BHUMaHKE, YTO HAUOOJBIINE YPOBHH Kpaxmalia B MCCIICJIOBAHHBIX
HamMu oOpa3lax ObuTH OTMEYeHBI BO (hjiodMe OOBIYHON M Kapenbckoi Oepesbl (Pucynku 17b,
23b, 27b). Ilpuuem, y oObIuHOI Oepe3bl ypoBeHb Kpaxmana BO (jio3Me ObUl BhIIIE IO
CPaBHEHUIO C KapeibCKoW Oepe3oil: y 8-nmeTHux pactenuit — B 16 pas, y 40-netnux— B 5 pas.
Ha nmpumepe caxapHO#l CBEKIJIBI MMOKa3aHO, YTO IIOCJI€ TOBBIIMICHUS COJACPKAHHS Caxapo3bl
BBIIIIE HEKOETO YPOBHs, B KJIETKaX BMECTO KpaxMaja HaYMHAETCsl CHHTE3 0oJiee SHEProOeMKHX
coequnennit — nunuaoB (Kypcanos, 1976). Bricokass akTMBHOCTH MHBEpPTas3bl BO (prosme
Kapenbsckoit 0epessbl (["anmmbuna u nip, 2015) CBUACTENBCTBYET O MOSBICHUH B TKAHU OOJIBIIIOTO
KOJINYECTBA Caxapo3bl. B 3TOH CBS3M MOXXHO 0XHMIaTh, YTO CHHTE3 Kpaxmalya 37ech Oynaer
3aMenaTbCs CHHTE30M JIMMUO0B. M NeHCTBUTENHEHO, UMEIONINECS TaHHBIC CBHIIETEILCTBYIOT O
TOM, 4TO BO (PJI0IME KapenbCKOil Oepe3bl, B OTIUYHE OT (JI0AMBI OOBIYHON Oepe3bl OBHUCIION,
HAKAIJTUBAETCsl OOJIBbIIOE KOJMUYeCTBO JmUIHbIX coenuHeHuit (Novitskaya, Kushnir, 2006;

Hosuikas, 2008). Takum o0pa3zom, pe3ysbTaThl HAIIUX UCCIIEI0BAHUMN, TOKA3aBIINE MEHbIIIEE
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KOJIMYECTBO Kpaxmaiia BO (prroaMe KapembCKoil Oepe3bl, 0UeBHIHO, OTPAKAIOT MEPEKII0YCHHE
OOMEHHBIX TPOIECCOB Ha CHHTE3 JUNUAHBIX coenuHeHud. C Opyrod CTOPOHBI, HAIHUYUE
0O0JIBIIOrO KOJIMYECTBA Kpaxmalia BO (iodmMe 0ObIYHOM Oepe3bl MOBUCION CBUAETENBCTBYET O
TOM, YTO COJIEp>KaHUE caxapo3bl B TKAHU, MO-BUJIMMOMY, HE JOCTUIIIO KPUTUYECKOTO YPOBHSI,
U HaxoAWTCS B Mpelenax, MO3BOJSIOMIMX YTUIM3UPOBATh M3JIMILKH JUcaxapuja depes
KpaxMaJIoOHaKOTUICHHUE.

OTnenpHOTO BHMMAaHMS 3acily’)KMBAalOT JITaHHBIE, MOJYYEHHbIE B MEPUOJ TOPMOKECHHS
KaMOMaJIbHOTO POCTa MOTOJHBIMH ycIoBUsIMU. JlaHHOE sBJIeHHWE HaOM0Aanoch B utojie y 40-
netHux aepeBbeB. MccinemoBanus I'.®. AntonoBoil (1999) mokassiBatoT, uTo B Hamboiee
TEIUIOM MECAIlIE BETreTallMOHHOIO Ce30Ha (B HAIIMX YCJIOBUAX — HIOJb) HMMEETCS HEKUUH
MaKCUMYM CPEIHECYTOYHBIX TeMIEepaTyp, BbIIIE KOTOPOTO MHTEHCHUBHOCTH JIEJICHUS KIETOK
kamMOus manmaer. Benymuit orpaHuumBaromuii  GakTop B ITOT MEPUOA — KOJIHYECTBO
aTMOC(epHBIX 0CAJIKOB, SBIISIOIIUXCS OCHOBHBIM UCTOYHUKOM BJIard B MOYBE.

[lepyon IMTENBHOTO OTCYTCTBUS OCagKOB Ha (OHE BBICOKMX TEMIIEpaTyp,
MPEIIECTBOBABIINK B3STHIO HAMU 00pa3ioB B utose (PucyHok 2), cnoco6cTBOBall pa3BUTHUIO
BOJHOIO Je(UIMTa TKAaHEH CTBOJIA, PE3yJbTaTOM YEro CTajlo I0JaBJICHHE AKTUBHOCTU
kamOusi. TopmokeHHe KamMOMaibHOW aKTHUBHOCTH Yy 40-JIeTHUX JEpPEeBbEB OOBIUHOMN Oepesbl
MOBUCIION KOppenupoBano ¢ pe3kuM (B 21 pa3) majgeHMeM aKTUBHOCTU CaxapO30CHHTa3bl B
kcuneme (Pucynok 22A). CrnenctBUeM CHHMKEHHS MCIONb30BAaHUS C€axapo3bl B KCHIIEME
JTOJKHO OBITH TOPMOXKEHUE €€ MPUTOKA U3 (PII0AIMBI U HEOOXOIUMOCTh YTUIU3AIHNH BO (Priodme
00JIBIIOr0 KoJMuyecTBa "nuiHen" caxapo3bl. ITO MOATBEPKAACTCS HAKOIUICHHEM 3allacHOro
noJjiucaxapuaa — Kpaxmaia, 0coOOEHHO OOJIBIIIOE €ro KOJMYeCTBO Mmoka3aHo Bo ¢uiosme (50,3
mr/r cyxoii Tkauu) (Pucynox 23B). C apyroil cTOpoHBI, BBICOKHH YpPOBEHb 3alacHOTO
noJjiucaxapuja CBUACTEIbCTBYET O TOM, UYTO y OOBIYHOW Oepe3bl coiepiaHUEe caxapo3bl BO
¢osmMe He TPEBBICHIIO MpPEEN, COOTBETCTBYIOIIMN YTHIM3ALMU Caxapo3bl Yepe3 CHUHTE3
kpaxmana. CrienyeT Takke MOAYEPKHYThb, YTO JaHHbIe MO 40-JIE€THUM JAEpeBbsIM OOBIYHOM
Oepe3bl B YCIOBHUAX TOPMOXKEHHMS KaMOMalIbHOIO pOCTa MOATBEP)KIAIOT Halll BBIBOJ,
CIEJIaHHBIN JUIsl y30pUaThIX JI€PEBbEB KapeiabCKOM Oepe3bl B MepHO/ AeATeIbHOCTH KaMOus, a
MMEHHO, YTO CHUKEHUE aKTUBHOCTHU CaxapO30CHHTa3bl B KCWIEME KOPPEIMPYET C POCTOM
conmepkanusi caxapo3bl Bo ¢uiosme. Bo ¢dmosme 40-nmeTHHX IepeBbEB OOBIYHON Oepe3s
MOBUCJION, B OTJINYUE OT KCUJIEMbI, YBEJIMUEHUE coepKaHusl Kpaxmaina B utosie (Pucynok 23

b) conpoBoxnanocs yBennuenueMm aktuBHoctd CC (Pucynok 22B). B nurepatype umerorcs
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MHOTOYHCIICHHBIC JIAHHBIE O TOM, YTO TOMUMO (POPMUPOBAHHS BTOPHYHOUN KJIETOYHOW CTECHKU
caxapo30CHHTa3a ydacTByeT B OmocuHTe3e kpaxmaia (Asano et al., 2002; Koch, Zeng, 2002;
Baroja- Fernandez et al., 2003; Kladnik, 2005; Patrick et al., 2013), a Tak ke B peakmusx
neixatenapHon memu (Xu et al., 1989; Sturm, Tang, 1999; Zeng et al., 1999; Bologa et al.,
2003). IlpuopuTeTHBIM MyTEM 00pa30BaHMs KpaxMmala B aKLENTOPHBIX TKAaHSIX ABYIOJBbHBIX
pacTeHU SBJSIOTCS PEaKIMH, KaTalu3upyeMble caxapo30CHHTa30M — oOpaszoBanue Y JD-
[JIFOKO3bI NP paclleryieHuu caxaposbl B npucyrcteun Y ®; VI ®I-nupodocopunazoit —
obpazoBanue ri0K030-1-pochara u3z YIDI'; dhochormokomyTazoii — 00pa3oBaHUE TIIFOKO30-
6-pochaTra m BTOpHUHOE oOpa3oBaHue TIOKO30-1-dochara B amumiomnacrax; AJ[DI-
nupodocopunazoir — oOpazoBanume u3  TIMOK030-1-pochara  AJlD-rmroko3br  —
NpEIIICCTBEHHUKA CHHTE3a Kpaxmana U Kpaxmai-cuHtazoi (Muller-Réber et al. 1992,
Tauberger et al. 2000, Tiessen et al. 2002; Baroja- Fernandez et al., 2003). Hecmotps Ha ToO,
yro YD sBuseTcs NpeuMYyIIECTBEHHBIM CyOCTpaToM MJis CaXxapO30CHHTA3HOM peakinH,
MHOTOYMCJIEHHBIE HCCIIEIOBaHUA TMOKazaid, 4ro AJI® Takke MOXKET BCTylnarh B
KaTaJu3upyeMyl0 Caxapo30CHHTa30M peaklMio, B pe3yibTare KOoTopoil obOpasyercs AJlD-
rimoko3a (Pozueta-Romero et al. 1991, 1999; Naeem et al. 1997, Shannon et al. 1998, Baroja-
Fernandez et al. 2001, 2003).

VY 40-1eTHUX y30pYaThIX JIEPEBHEB KapeIbCKON Oepe3bl aKTUBHOCTh CaXapO30CUHTA3HI B
KCUJIEME B MIoJe ymana B 2,4 pas3a, Ipu 3TOM €€ 3HaueHUus BO (JiodMe 3HaYUMO BO3POCIH, ITO
TaK)K€ COMPOBOXKIANOCH HAKOIUIEHHEeM Kpaxmana Bo ¢uiosme (Pucynok 26, 27). Omnako
COJIep)KaHUEe Kpaxmalia 371eCh ObLJIO CYIIIECTBEHHO HIKE, YeM BO (h109Me OOBIYHON Oepe3Hl.

CTOUT OTMETUTH, YTO y JIEPEBHEB OOBIYHOM Oepe3bl MOBHCION M Oe3y30puaToit
KapeJNbCKOW Oepe3bl B MIOJIE YBEIMUYCHHUE COACPKAHUS KpaxMalia B KCHUJIEMe MPOUCXOIUIIO Ha
¢dboHEe CHIKEHMSI caxapo30CHHTa3HOW akTHUBHOCTH (40 5eT), a ero CHWXeHue — Ha (QoHe
YBENIMYECHHS aKTUBHOCTU (epMmeHTa (8 neT). Y y30puaThiX pacTeHHMHd KapeabCKOW Oepesbl,
HAIlpOTHB, CHUXEHUE COJACP)KaHMS Kpaxmaia COMPOBOXKAAIOCH CHIDKCHHEM aKTUBHOCTH
caxapo3ocuHTa3bl. Takum oOpasoM, y Oe3y30puaThiXx pacTeHUil Oepe3bl MOBUCION
MOJIOXKUTETIbHAS  KOPPEJSIIUS  aKTUBHOCTH CaXapO30CHMHTa3bl W COJEP’KaHUS Kpaxmalna
Ha0II0/1a71ach TOJBKO BO (hI109Me, ¥ y30p4aTOil KapelbCKOl Oepe3bl — KaK B KCHIIEME, TaK U BO
doome.

[Ipencrapnsier MHTEpEC COMOCTABJICHUE AKTUBHOCTH CAXapO30CHHTA3bl M COACPKAHUS

LEJUTI0N03bl M Kpaxmasna B oOpasmax kcuiembl 10-71€THUX JepeBbEeB OOBIYHON Oepesbl,
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0e3y30puaToi KapenbCKoil Oepe3bl U y30pUaThiX U 0€3y30pUaThiX YYaCTKOB CTBOJIA Y30PUAThIX
JepeBbeB Kapenbckoir Oepessl (Pucynok 11, 12). Cpenu mepeduciaeHHBIX BapHaHTOB
HauOosbiiasi akTUBHOCTH (¢epmenta (167,4 wmxmonb caxapos3sl/Mr Oenka-30 MuH) U
HauOOJBIINE YPOBHU Kpaxmaina U 1esmnoiossl (3,1 Mr/r cyxoii Tkanu, 42%) ObUTH XapaKTepHBI
JUIsL KCWJIEMbl 0€3y30puaThlX Y4YacTKOB CTBOJA y3opdaTbix jaepeBbeB (Pucynku 12, 13).
Hakoruienne kpaxmajia B ATHX YCJIOBHUAX YKa3bIBaeT Ha ClENylollee: HECMOTPS Ha TO, YTO
Caxapo30CHHTA3a OUYEHb AKTUBHO BOBJIEKAET CaXapo3y B CUHTE3 LIEJUII0JIO3b], B TKAHU OCTAETCS
U30BITOK JHcCaxapu/ia, KOTOPBIM YTUIU3UPYETCS Yepe3 CUHTE3 Kpaxmala. JTO JaeT OCHOBaHUE
3aKJIIOUUTh, YTO TMOJIepKaHUE HOPMAJIbHOW CTPYKTYpHI JPEBECHHBI B 0€3y30puaToil 4actu
CTBOJIa KapelbCKOM Oepe3bl OCYIIECTBIAETCS Ha TpaHUIE BEPXHETO Ipenesa aKTUBHOCTU
Caxapo30CHHTa3bl. B TONB3y MaHHOTO BBHIBOJIA CBUAETENLCTBYET (PAKT, YTO MEpexo] K
AHOMAJIbHOMY KCHJIOT€HE3y B COCEJHMX Yy4YacTKaX CTBOJIa CBSI3aH C PE3KUM MaJIeHUEM
aKTUBHOCTH CaxapO30CHUHTA3bl U 3aMEHOU ee ApyruM ¢epMeHToM — nHBepTaszol (['anmubuna u

1p., 2015).

4.9 U30popMbl caxapo30CMHTA3bI IPH HOPMAJIBbHOM M AHOMAJILHOM KCHJIOTeHe3e Oepe3bl
MOBHCJION

B kcuneme oO0bIuHOM Oepe3bl TOBHUCION U KapenbCKol Oepe3bl MbI HCCIIeIOBAIN
ypoBeHb o3kcnpeccun reHoB SUS1, SUS2 u SUSS, komupyrommx Tpu HU30(GOPMBI
caxapo3ocuHTa3sl — SUSY1, SuSy2, SuSy3. YcTaHOBIEHO, YTO MO COCTABY IKCIPECCUPYEMBIX
TEHOB pa3nuuyuii Mexay ¢opmamu Oepe3bl TMOBHUCIONW He HaOmomaercs: BO BCex
UCCIICZIOBAaHHBIX 00pa3lax KCHIEMBbl OBUIM OOHapYyXEHBI TPAHCKPHIITHI BCEX TPEX TECHOB
(Pucynok 36). B 10 e BpeMs ypOBEHb SKCIPECCUH T€HOB CYIIECTBEHHO pa3zinyaincs. [ naBHoi
OTJIMYUTENILHON 4YepTOd SBJISETCS BBICOKUU YpoBeHb 3Kcmpeccuu reHa SUS1 B nmpeBecuHe
HOPMAJILHOTO CTpOeHUs (Kcuiema OObIYHON Oepesbl, Oe3y3opuaToil KapeiabCKoil Oepessl,
0e3y30puaThlX y4acTKOB CTBOJA y30puUaTOl KapeiabCKOW Oepe3bl) W ero pe3koe MajcHHe B
y30p4aToi JpeBecHHE KapeiabCcKon Oepesbl. B m.m. 4 1 5 Mbl mokazanu TECHYIO KOPPEISALUIO
Mexay skcrpeccueil reHa SUS1, cuHTe3oM 1Leutono3bl U Iud@epeHunpoBKOil BOJIOKOH U
COCYZIOB KCHJIEMBI. B maHHOW CBSI3M pe3KOe CHMIKCHHE YPOBHS TPAHCKPHUIITOB 3TOTO T'€HA B
y30p4aToOil apeBecHHE, JUIsi KOTOPOW XapaKTepPHO YMEHBIIECHHE JI0JIM BOJIOKOH M COCYIOB U
YBEJIMUEHUE COJIEPKAHMSI KIIETOK MaPEHXUMBI, BIIOJHE 00BSICHUMO.

Heo0xoanMo OTMETHTH CPaBHHUTEIBHO BBICOKMI YPOBEHB 3Kcmpeccu reHoB SUS2 u

SUS3 B HopmasibHOM JpeBecuHE Kapenbckoil Oepesbl. I'en SUS2 moxer ydyacTBOBaTh B
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CUHTE3€ IEJUTFOJIO3BI ITPU HU3KOM ypoBHE Tpanckpuruu SUSL v moHWKEHHOW aKTUBHOCTH
SuSyl, B 4acTHOCTH, Npu HU3OBITOYHOM HAKOIUIEHUHM B TKaHIX (PYKTO3bI, BHICOKHE
KOHIICHTPAIIMK KOTOPO# CHJIbHO MHTHOMPYIOT WK MHAKTUBUPYIOT SUSYL (Matic et al., 2004).
B 6e3y30puaThix ydacTKax CTBOJIa BBICOKUN ypOBEHB DKCIpecCHU OBLI MOKa3aH Kak JJis TeHa
SUS1, tak u mist rena SUS2. CreyeT OTMETUTD, UYTO 3TH JaHHBIC HAXOJSTCS B COOTBETCTBUU C
HAIIUM TPEANOJI0KEHHEM O TOM, YTO B KcujiemMe Oe3y30p4aToil 4acTh CTBOJIa y30p4aTou
KapenbCKoil Oepe3bl caxapo3oCHHTa3a paboTaeT Ha BEPXHEM IMpe/esie CBOEro pecypca To
NOJIIEP>)KaHNI0 HOPMAIBHOI'O CTPOCHHSI APEBECHUHBI, T.€. MO AepKaHuio 1udepeHnpoBKYU ee
MEXaHUYECKHUX U BOJOMPOBOISIINX JIEMEHTOB (CM. II. 8).

I'ern SUS3 mmeeT mupoKUil Auana3oH TPAHCKPHIIIUK B OpraHax M TKAHSIX JPEBECHBIX
pacTeHMii W paccMaTpUBaeTCs Kak TeH oOmero weradoin3ma, OH MPaKTUYECKH He
sKcHIpeccupyercs B opmupyromuxcs kinerkax kcuiaembl  (Geisler-Lee et al., 2006).
[ToBeimenue sxcnpeccun reHa SUS3 B HOpMallbHOM JpeBeCHHE KapeabCKOW Oepe3bl MOXKHO
OOBSACHUTH €€ CTPYKTYpHbIMH ocoOeHHocTsiMU. Ecaum B japeBecuHe OObIYHOW Oepe3bl
npeodsiajaloT Jy4yd MUPUHOM B 1-3 KIETKH, TO B HOPMAJBHOH MO CTPOEHUIO JPEBECHHE
KapeJibCKOW Oepe3bl MIMpHUHA JTy4dell OOBIYHO COCTaBisieT 3-4 KIETKH, T.e. B HEH HECKOJBKO
BO3pACTaeT NOJIsA Jy4eBOW MapeHXUMbI. KIIeTKH TydeBOi MapeHXWMBI BBITIOTHSIOT BAKHYIO
(GYHKIIMIO TPAHCHOPTUPOBKU BEIIECTB B 30HY pocta W auddepeHnuanud CTpyKTYypHBIX
AIIEMEHTOB KCHJIEMBI, TTO3TOMY JUII HUX XapakTepHa BBICOKas MHTEHCHBHOCTh MeTa0OIM3Ma.
Hcxons M3 cka3aHHOTO, HECKOJILKO TOBBIIIIEHHas dKkcrpeccus reHa SUS3 B HopManbHOM
JpeBECUHE KapeIbCKOW Oepe3bl MOXKET OBITh CBSI3aHA C YBEIMUCHHEM B €€ COCTAaBE KOJMYECTBA
[MAPEHXUMHBIX KJIETOK JIyYEH.

B y3opuaroii npeBecnHe KapenbCKoil Oepe3bl Mbl HAOJIOJAU OYEHb HU3KUE YPOBHU
OKCIPECCUU BCEX HCCIICIOBAHHBIX T'€HOB Caxapo30CHHTa3HOro cemeiictBa (Pucynku 36-4).
DTO XOpOIIO COTIACYETCS C TAaHHBIMU O PE3KOM CHIDKEHUHM aKTHBHOCTH CaxapO30CHHTA3bI IPU

nepexojie K JOPMUPOBAHUIO €€ XapaKTEPHBIX CTPYKTYPHBIX aHOMAJUH.

4.10 AKTMBHOCTH CaXapP030CHMHTA3bl HA PAHHMX 3TANAX OHTOreHe3a 0epe3bl MOBUCIO0M

B xone uccnenoBanusi ObLJIO MOKAa3aHO, YTO aKTUBHOCThH CaXapO30CUHTa3bl B KCHIIEME
0e3y30pUaThlX pacTEHUN KapenbCKOW Oepes3bl OTIMYaeTcs OT aKTUBHOCTH (epMeHTa B
KcusieMe oObryHOM Oepesnl moBucion (Pucynok 116). Mbl BRIIBHHYIN MPEANONIOKEHNE, UYTO

HapymeHus: QyHKIIMOHUPOBAHUS (EPMEHTHBIX CHUCTEM YTJIEBOJHOTO OOMEHa y KapenbCKOU
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Oepe3bl HAUMHAIOTCS €1E B X0JI€ PAHHETO0 OHTOreHe3a, 10 Hayana (pOpMUPOBaHUS aHOMAIbHOU
JpeBecuHbl. B cBsA3M ¢ 3THM OblIa M3y4yeHa aKTUBHOCTH CAXapO30CHHTAa3bl B aKLUEHNTOPHBIX
opraHax CesHIIEB OOBIYHON Oepe3bl MOBUCIOW U KapelabCKOM Oepesbl, €lle HE HMEIIINX
BUJMMBIX OTKJIOHEHUH B CTPYKTYPE JPEBECUHBI.

Ha 1,5-mecsiuHbIXx pacTeHMsIX Oepe3bl MOBHUCIONM IIOKa3aHO, 4YTO OCHOBHBIM
NOTPeOJSIOIMM OpraHOM B JaHHOM BO3pacTe SIBISETCS KOPEHb, O YE€M CBUJIECTEIBCTBYET
npeoOiiajlaHue aKTUBHOCTH CaxapO30CHHTA3bl B KOpPHE, MO CPAaBHEHHUIO CO CTEOJIEM, KaK y
pacTeHHuii 0OBIYHOM Oepe3bl MOBUCION, TaK M Yy KapelbCKOW Oepe3bl. B MOIOABIX pacTymiux
TKaHSAX HMHTEHCUBHO IPOTEKAaeT OMOCHMHTE3 LEJUII0I03bI U OCHOBHOIO IpENIIeCTBEHHUKA
TEMUIIEITI0N03 U NEeKTUHOB — Y J]D-rmokypoHoBoi kucioThl. CyOcTpaToM 3THX IMPOLIECCOB
apnsieTcst Y J®-rimoko3a, HapaboTka, KOTOpoW obecreynBaeTcs 3a CHET JesTeIbHOCTU
caxaposocunTtasbl (Hukutun, U3maiinos, 2016).

VY 1,5-MecsuHBIX CesSHIIEB KapelbCKOM Oepesbl, 0 CPaBHEHUIO ¢ PACTEHUSIMHU OOBIYHOM
Oepesbl, aKTUBHOCTb CaXxapO30CHHTAa3bl BBIIIE, KaK B KOpPHE, TaK U B cTeOJe, YTO MOXET
CBUJICTEIBCTBOBATh O 00JIee MHTEHCUBHOM IPOTEKAaHWU y HE€ HAa PaHHUX JTalax pa3BUTHUS
MIPOIIECCOB CTPYKTYPOOOpa3oBaHus (Ha B3POCIBIX PACTCHHUSAX Oepesbl OBLIO IMOKa3aHO, YTO
HauOO0JIbIIasl aKTUBHOCTh CaXapO30CHHTAa3bl Ha (POHE MHTEHCUBHOTO MPOTEKAaHUS KCUIIOTeHe3a
HaOrogaeTcs B Kcujaeme 0e3y30puaThiX Y4acTKOB CTBOJIA Y30pUaThIX PACTEHUM KapesbCKON
oepesbl (Pucynok 115-3)).

B xome wuccienoBaHus IOKa3aHO, YTO pa3iuuMs B AKTHUBHOCTH CaXapO30CHHTA3bl
cessHIeB OOBIYHOM Oepesbl MOBHMCION M KapeiabCKOMl Oepe3bl, TakkKe KaK M Yy B3pPOCIbIX
pacTteHuii, oOyclOBIeHBI pa3HbIM ypoBHeM skcrpeccuu reHoB SUSL, SUS2 (Pucynok 39).
Bonee BbICOKass aKTHBHOCTh Caxapo30CHHTa3bl B CTeOJE CEsHIIEB KapeiabCKoW Oepesbl
oOycinoBneHa wu3opopmort SuSyl, o dYemM TOBOPUT BBICOKUUA YPOBEHb OSKCIPECCUU
konupyrotero ee reda SUS1 (Pucynok 39-2).

VY 5-MecAuYHBIX PACTeHUH, O CpaBHEHUIO ¢ 1,5-MeCSYHBIMU, OCHOBHBIM aKIENTOPOM
acCUMWJIITOB cTaHOBHUTCA cTeOenb (PucyHok 33). AtTparupyromasi crmocoOHOCTh KCHUIIEMbI
cTebisi BO3pacTaeT Mo Mepe pocTa M Pa3BUTHSA APEBECHBIX PACTEHUN, MPU ITOM KIETOUYHbBIE
CTEHKH KCHJIEMBI CTaHOBSITCS OCHOBHBIMH aKKyMynsiTopamu Ouomaccel (AHTOHOBa, 2011).
[TpenmyniecTBEHHOE pa3BUTHE CTEOJII WM KOpHA (ABYX KOHKYPUPYIOIIMX AaKUENTOPHBIX
OpPraHOB) pEryJupyeTcsi B PAacTeHUMM CHUTHAIbHBIMH IPOLECCAMM, ONOCPEIOBAaHHBIMU

pPacCTUTENLHBIMU TOPMOHAMU (2yKCHHBI, TUTOKMHUHBI). B HelaBHEE BpeMs IOSIBUIIMCH PaOOTHI,
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YKa3bIBAIOIINE TAK)KE HA y4acTHUE CaXapoOB B PEAKIUAX OBICTPOrO OTBETA, HEOOXOIUMBIX IS
NOJJIEP>)KaHusl KOOPJIMHAIIMK Pa3BUTHSL KOPHS U CTEOJsl B YCIOBUSAX JCUCTBUS SHIOTEHHBIX U
sk3oreHHbIX (hakTopoB (Wang, Ruan, 2016). V 5-MecsuHbIX pacTeHUN OOBIYHOU Oepe3bl
MOBUCJION B  aKUENTOPHBIX oOpraHax ObUIO TOKa3aHO TMpeoOjaaHue aKTHUBHOCTU
Caxapo30CHHTA3bl, 10 CPABHEHUIO C KapelbCckoil Oepe3oil. Takum o6pa3oM, pacTeHHI pa3HBIX
dbopM Oepe3bl MOBUCIOW B BO3pacTe S5-TH MECSIEB MMENHM pa3uyus B paclpeaesieHuu
aKTUBHOCTH CaxapO30CUHTAa3bl, XapaKTEePHBIE JJI B3POCIIBIX I€PEBHEB OEPE3bI.

TakuM 00pa3oM, yke Ha paHHUX JTalax Pa3BUTUS MEXIY JIBYMs (Gopmamu Oepesbl

MMOBMCJION 3aKJIaJbIBAIOTCS pas3iniusg B IIYTAX MeTa6OJII/ISaI_II/II/I Jqucaxapuia.

4.11 Oco0eHHOCTH AKTHBHOCTH CaXap030CHHTA3bl HA (poHe neuunTa a30Ta

Hapsny ¢ 9SHIOreHHBIMHM MEXaHHM3MaMM, OIpPEIeSIOIMMU  PEUMYLIECTBEHHOE
UCIIOJIb30BAHME ACCUMWJISITOB B PACTEHHUM, OalaHC MEXKIy pa3BUTUEM PAa3IMYHBIX
aKIENTOPHBIX OPraHOB OIpeNessieTcs BHEIIHUMHU (PaKTOpaMu Cpeibl, IIOJJOPOJIUEM IOYBHI.
BripamuBanue pactenuil 1Byx ¢popmM Oepes3bl MOBUCION Ha cyOcTpaTe ¢ HU3KUM COJEpKaHUEM
JIOCTYITHOTO a30Ta MPHUBEJIO K COKPAIIEHUIO TEMIIOB POCTa HAJ3€MHOM OHOMAacchl, MpU 3TOM
OHH UMEJH TOHKHUE, HO JANMHHbIEe KOpHU (PucyHnok 34).

VY cesiH1IEB 00BIYHOM Oepe3bl, BBIPAIIEHHBIX NMPHU Je()UIINTEe MUHEPATBHBIX 3JIEMEHTOB,
Ha0JII0/1aJI0Ch pe3Koe CHUKeHUE (epMEHTATUBHOW aKTHMBHOCTHU caxapo30CHHTa3bl (PucyHok
35). OcobGeHHO CUITbHO CHU3MIACh AKTUBHOCTh Caxapo30CHHTa3bl B ctede (B 20 pa3) (B KopHE
aKTUBHOCTh (epmeHTa cHu3WiIach B 4 pas3a) bomblnee mageHue caxapo30CHHTa3HON
aKTUBHOCTHU B cTeOJie, 0 CPAaBHEHHUIO C KOpHEM, MPHUBEIO M K OOJbIIeH moTepe Haa3eMHON
ouomaccel. Ha ropoxe moceBHOM IMoOKa3zaHO, yTo Aaxe Huszkue (1 MM) KoHUeHTpauuu
HUTPATOB MOTYT YBEJIWYMBATh AKTMBHOCTb CaXapO30CHHTA3bl U MPHUBOJAUTH K HAKOILJICHUIO
BereraTuBHOW Omomaccel pactenuit (Huxwrtun, W3maitnos, 2016). Takum oOpasom, mpu
HEJOCTAaTKEe a30THOTO MHTAHUS Y CesiHIeB Oepe3bl MOBHMCION MNPOUCXOAMUT IMOAABICHUE
KCUJIOTEHE3a, U BCE PECYPChI TPATATCA Ha MOJJIep:KaHue OMOMAacChl KOPHEH.

VY pacTteHuil KapeiabCKOW Oepe3bl MpH HEJAOCTATOYHOM A30THOM NMHUTAHUU AKTUBHOCTh
Caxapo30CHHTa3bl B cTe0yie CHMXKaeTcs Bcero B 2 pasa. bonee Bbicokass aKTHMBHOCTB
Caxapo30CHHTa3bl B CTeOJie KapeibCKOM Oepe3bl, MO CpPaBHEHUIO C OOBIYHON Oepe3oi
NOBUCIION, Ha (POHE CHMKEHHS MOPPOMETPUUECKUX IOKa3aTejaeil TOBOPUT O TOM, UTO Y

pacTeHUl KapenbCKoM Oepe3bl B YCIOBUAX HEJOCTaTKa a30Ta CHUXKEHUE MeTador3aluu
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caxapo3bl B AKHOCHTOPHBIX TKAHAX 06YCJIOBJ'IGHO MOAAaBJICHUECM AKTUBHOCTU OPYIrux

caxapo30pacuIeIUIIIONKX (epMEHTOB.
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3AKJIIOYEHUE

[IpoBenenHoe  uccienoBaHWe — MOKa3ano,  4YTO  HauOonbliasgs  aKTUBHOCTH
Caxapo30CHHTAa3bl B TKaHSIX CTBOJA Oepe3bl MOBUCIION HAOIIOAAeTCSl B IEPHO]T KaMOHAIbHOTO
pocta u cBsizaHa ¢ (POPMHPOBAHUEM IMPOBOJAIIUX TKaHEH — KcwiieMbl U Quoambl. B mepuon
NEeSITETbHOCTH KaMOHMsl aKTUBHOCTH CaxapO30CHHTa3bl B KCWJIEME 3HAUYMMO IPEBBINIANA
JAHHBINA MOKa3aTelb BO (prosme. M3BecTHO, UTO B X0JIe KCHIJIOT€HE3a CaxapO30CHHTAa3a UTPacT
CYILIECTBEHHYIO POJIb B OTJIOKEHUH BTOPUYHOM KIETOYHOW CTEHKH, MOCTaBiIss cyOcTpar amns
CHHTE3a €€ CTPYKTYpPHBIX 31eMeHTOB. [lomyueHHBIE HAMU JaHHBIC CBHIETEIBLCTBYIOT O TOM,
410 (hopMHUpOBaHHWE HOPMAJIBLHON MO CTPOCHUIO TPEBECHMHBI OOBIYHOI Oepe3bl MOBUCION, B
coCTaBe KOTOPOH MpeoOIagaroT MPOBOMSAIINE SIEMEHTHI KCHJIEMBI — COCYIbl M BOJIOKHA
MPOUCXOTUT Ha (POHE BBICOKOM aKTUBHOCTH CaxapO30CHHTa3bl moj KoHTposieM reHa SUS1 u
COTIPOBOXKIAETCSI AKTUBHBIM CHHTE30M CTPYKTYPHBIX JIEMEHTOB KIETOYHBIX CTEHOK.

YCcTaHOBIIEHO, UYTO y pacTeHHUil Kapelbckoil Oepe3bl nuddepeHnuanus Ipou3BOTHBIX
KaMOusi B MAapEeHXUMHBIC KJIETKH, SBIISIONIMECS OCHOBHBIMH aHATOMUYECKUMHU 3JIEMEHTaMU
CTPYKTYPHBIX aHOMaJHMil JpEeBECHUHBbI KapelabCKOM Oepesbl, MPOUCXOAUT Ha (PoHE HU3KOU
aKTUBHOCTH CaxapO30CHHTAa3bl B CBS3M CO CHIDKeHHEM skcrpeccuu reHoB SUS1 u SUS2 u
COIIPOBOXKJIAETCSI YMEHBIIICHUEM COJIEP)KaHUs IEIUTION03bI Ha €IWHHILY MacChl KCHUIeMbl. B
TOM ciy4ae BBICOKas AakIEeNTOpHAas CHUja KCHJIEMBbl TMOJJIEPKUBAETCS 3a CYET CHHTE3a
3armacHbBIX METa0OJIUTOB, B YACTHOCTH Kpaxmala.

CHmwKeHne 1O CpaBHEHHIO C OOBIYHOW Oepe3oil MOBHUCIOW 3HAYEHUH AaKTUBHOCTHU
caxapo30cHuHTa3bl, 3kcnpeccun reHa SUS1 u comepskaHus IEIUTIONO3bI Yy 0e3y30pyYaThiX
pacTeHuil Kapenbckoi Oepe3bl TOBOPHUT O TOM, YTO YMEHBIIICHUE YTHIU3AIUHU YIiepoia yepes
CHHTE3 KOMIIOHEHTOB KJICTOYHBIX CTEHOK KCHJIEMBI y KapelbCKol Oepe3bl MPOUCXOIUT eIlie J10
Hadaita (OpPMHPOBAHMS aHOMAIBHON MO CTPOEHUIO JpeBecHHBI. B Hamieil pabore BrepBbie
ObUIM TOKa3aHbl Pa3IM4YUsl B AKTUBHOCTH CAaXapO30CHHTA3bl Y PACTEHUH OOBIYHOI Oepesbl
TIOBHCJION M KapelbCKOM Oepe3bl Ha paHHUX dTamax OHTOTeHe3a: 0ojee HU3Kas aKTUBHOCTH
Caxapo30CHHTa3bl y OS-MECSYHBIX CESHIIEB KapenbcKod Oepe3bl 00ycloBIIEHA CHUKCHHEM
ypoBHs dkcnipeccuu renoB SUS1 u SUS2.

CymiecTBeHHOH OCOOEHHOCThIO  0e3y30puyaToil APEBECHHBI KapelbCKOW Oepesbl
SBIISICTCSI 3HAYMMOE YBEIMUYEHHE YpOBHA dKcrpeccun reHa SUS3, KOTOpBIH, COrIacHO

JUTEPATypHbIM JIaHHBIM TPAKTHYECKH HE SKCIpeccupyercs B (HOPMHUPYIOLUIMXCS KIETKax
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KCHJIEMBI JIPEBECHBIX PACTCHUM, a sIBJISeTCs TeHOM obmero merabonusma (Geisler-Lee et al.,
2006).

Takum o0Opa3zom, B XoAe TPOBEACHHON pabOTHl yCTAaHOBIEHA BaXKHAS POJIb
Caxapo30CHHTAa3bl B KCHJIOTEHE3¢ IPEBECHBIX PACTECHHH W BBIABICHA OOpaTHAs KOPPEISIUs
AKTUBHOCTH W3ydyaeMoro ¢epMeHTa W ypOBHS TPAHCKPUIIIMA HEKOTOPHIX TEHOB
caxaposzocuHtasHoro psga (SUSL1, SUS2) ¢ mnposBieHHeM MNPHU3HAKOB aHOMAJILHOTO
KCHJIOT€HE3a KapeIbCKOi Oepessl.

[TomyueHHBIE B X0/1€ IPOBEACHUS PaOOTHI TaHHBIE MOTYT OBITH UCIIOIH30BAHBI B IIOUCKE
NyTeH yIpaBJIeHUs] KCHJIOTCHE30M JPEBECHBIX PACTEHUH W IMOJIYYCHHUS BBICOKOIACKOPATHBHON

JIPEBECHHBI KapeIbCKOM Oepesbl.
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