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BBEJIEHUE

AKTyanbHOCTh padoThl. [Ipornecc GpopmupoBanus ApeBECUHBI, WM KCHUIIOTCHE3,
B JKM3HH JPEBECHOTO PACTCHHS WUMEET OTPOMHOE 3HaueHHWe. B OCHOBe KCWIIOTeHE3a
JSKUT (QUKcaMs yriepola B COCTaBE CTPYKTYPHBIX IOJUMEPOB YIJIEBOJAHON H
(GbeHONMBHON MPUPOABI KIETOYHBIX CTEHOK OJpEeBECHEBArOUIMX TKaHeld pacteHuid. Ilo
AKTUBHOCTH OCHOBHBIX (DEPMEHTOB YIJIEBOJHOTO M (DEHOIBEHOTO OOMEHAa MOXKHO CYAHTh
0 mpeoOIaJaHuy TeX WM HHBIX METa00IMYECKUX MyTeH U, KaK CJICJICTBHAE, O BO3MOKHOM
cuenapun kcumorenesa (Kubler, 1991; Robertson et al., 1995; Sudachkova et al., 2004;
Foucart et al., 2006; Nomura et al., 2013; l'anmubuna u ap., 2015a, 20156; I'anubuna u
ap., 2016a, 20166; Novitskaya et al., 2016, 2020; Moruenckas u ap., 2017; lakimova,
Woltering, 2017). CTpyKTypHBIC 3JIEMEHTBI JPEBECHHBI OTIMYAIOTCS MEXIy COOOH II0
COCTaBy KOMIIOHCHTOB MX KJIETOYHBIX CTCHOK (IIEJUTIOJI03a, TEMHUIIEIUIFOJIO3bI, TICKTHHBI,
murauH, Oenkn). COOTHOIIGHWE CTPYKTYPHBIX JJIEMCHTOB B JIDEBECHHE, COCTaB HX
KJICTOYHBIX CTEHOK OIPEIEIIIOT €€ (PU3UKO-MEXaHUIECKUE, TEXHOJIOTHUECKUE, TOTUTMBHBIC
U JIeKopaTuBHBIE CBOicTBAa. OOpa3oBaHMWE KCHIIEMbI — JAOWMJIBHBIN MPOIECC, KOTOPHIH, C
OJTHOW CTOPOHBI, HAXOJAMUTCS MO/ KOHTPOJIEM TeHOMa, a C IPYroi — 3aBUCHT OT JACHCTBHS
DKOJIOTHYECKUX (PaKTOpOB, KpPOME TOro, B TMpeaeiiaXx OJHOTO JiepeBa CIICHAPUHU
Kcuiiorenesa moryt ommdarbes (Paiva et al., 2008; Taymbuna u ap., 2015a, 20156,
2016a, 201606; 2019a, 20196; Dharanishanthi, Dasgupta, 2016; Novitskaya et al., 2016,
2020; Momenckas u jap., 2017, 2019). B oToii CBS3M, MOUCK IUTOJOTHYECKHX,
OMOXMMHYECKUX M MOJICKYJSIPHBIX MapKepOB, KOTOPHIC MOTJIM OBl OMPEICISITh TOT WU
WHOM MyTh KCUJIOTEHE3a, IPEICTABISETCS aKTyaIbHBIM.

C aTo0if ToukM 3peHHS, IICHHBIM OOBEKTOM SIBIISICTCS Kapenbckas Ocpesa (Betula
pendula Roth var. carelica (Mercl.) Himet-Ahti) — popma 6epesst mosucioii (B. pendula
Roth), B apeBecuHe KOTOPOI HAPYIICHBI COOTHOIICHUE U TPOCTPAHCTBECHHASI OPUCHTAIHSI
cTpykTypHBIX dneMentoB (bapunbsckas, 1978; Koposun u ap., 2003; Novitskaya,
Kushnir, 2006; Hosumxkas, 2008). [epeBbs kapenbckodi Oepesbr (B. pendula var.
carelica) pasnmuuaroTcst Mexay coOOil MO BpeMEHH Hadajla M MOJCISIM Pa3BUTHS
y30puaToil JIPEBECHHBI B OHTOTEHE3e, Y HEKOTOPHIX JIEPEBHEB Yy30pdaras JpPEeBECHHA
dopmupyeTcs TOIBKO B OTACNIBHBIX YacTsax crBona (JlrobaBckas, 1978; Epmakos, 1986;
Marmkuna u ap., 2000; Novitskaya et al., 2016, 2020). Bce BhllienepedncieHHOE AeaacT

B. pendula var. carelica yHuKadbHBIM OOBEKTOM JJISI HM3YYCHUS MEXaHH3MOB
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KCHUJIOT€HE3a, MOCKOJIBbKY B paMKaX OJHOIO CTBOJIA €CThb BO3MOKHOCTh HCCIENOBATh
«HOpMAJIbHBIE W AHOMAJIBHBIE» CLIEHAPUM POCTa U PA3BUTHUS NPOBOIAIIMX TKaHEH,
HUBEIHMPYs, TeM caMbIM, BimsiHue hakropos cpensl (Novitskaya et al., 2016).

UccnenoBanusi, BeinoaHeHHble panee B MuctutyTe neca KapHI PAH, BoisBrin
(U3HONOro-OMOXMMUYECKHE M MOJIEKYJSIPHO-TEHETUYECKHE  3aKOHOMEPHOCTH,
CBSA3aHHBIE CO CTPYKTYPHBIMH OCOOEHHOCTSAMH M JIEKOPATUBHBIMH KayecTBaMU
y3opuaroi apeBecunsl (I"'anubuna u ap., 2016a, 20160, 2018, 2019a, 20196; Momenckas
u ap., 2016, 2017, 2019; Novitskaya et al., 2016, 2020). Ilomumo Hu3MEHEHUN B
yriaeBOgHOM oOMeHe, B TKaHsX crtBosia B. pendula var. carelica, mo cpaBHeHHIO C
oObruHOM Oepe3oit mosucnoi (B. pendula var. pendula), Obuta oTMedeHa BBICOKas
akTuBHOCTh mepokcuaassl (I10) — depmenra antnokcumantHoit cuctemel (AOC)
(Tamubuna u ap., 2013). T1O, Hapsay ¢ apyrumu GepMeHTaMH, CYNEPOKCHIIHNCMYTa30MH
(COH), xaranazoii (KAT), momudenonokcunazoit (I1PO), BXOIUT B EAUHYIO CETh
depmentoB  AOC, cormacoBaHHoe (GYHKIIMOHHMPOBAHHE KOTOPOM  OMpenesnseTcs
JIOKAJIbHBIMU U OOIIEKJIETOYHBIMU KacKagHbiMH B3aumojeiicTBusimu (Ilpagenosa u mp.,
2011). Ha ceromusmHuid A¢HL B JUTEpaType HMMEIOTCS OOIIMpPHBIC M Pa3sHOOOpa3HbBIC
JaHHbIE, ONMCHIBAIOIIME COCTaB, CTpoeHue u (yHkuuu komnoHneHtoB AOC B
pPacCTUTEIBLHOM OPTraHU3Me; CE30HHYI0 TUHAMUKY UX aKTUBHOCTH B Pa3IMYHBIX OpPraHax u
TKaHSAX; META0OJINYECKUE TyTH, B KOTOPHIX OHHU, B TOM WJIM UHOW CTENEHH, MPUHUMAIOT
yuactue (Mittler et al., 2002; Blokhina et al., 2003; Halliwell, 2006; Mittler, 2017 u ap.).
Mexnay tem, poib pepmentoB AOC B mporecce KCHIOT€HE3a y JIPEBECHBIX PACTCHHUM
u3yuyeHa ropasfo xyxe. M3BecTHO, UTO OHM MPUHHUMAIOT HEMOCPEICTBEHHOE Yy4acTHUE B
oOpa3oBanuu JurauHa u popmupoBanuu apesecunnl (Olson, Vagner, 1993; Polle et al.,
1994; Fernandes-Garcia et al., 2004; Passardi et al., 2004; Gapper, Dolan, 2006; Ros-
Barcel¢ et al., 2006; Ros-Barcelo, Gomez Ros, 2009, Gill et al., 2010). Oxnako g0 cux
MOp OCTaeTcs HEBBISICHEHHBIM BOMPOC O TOM, CYHIECTBYIOT JIM OCOOCHHOCTH
dbynkimonnpoBanus ¢epmeHToB AOC y JpeBEeCHBIX pacTeHUH C MpPU3HAKAMU
CTPYKTYPHBIX aHOMAJIUM.

¥Y30p4aTOCTh — 3TO JUIIb YACTHBIM ClIy4Yall HAPYLICHUS KCUIOTEHEe3a y APEBECHBIX
pacternii. Cpeau HapylIeHHH KaMOHAIbHON JESITEIIbHOCTH MOYKHO OTMETUTH JIOBOJIBHO
HIMPOKO PaCpOCTpaHEHHOE SBJIEHHE — (OPMHUPOBAHHE KOCOCIOWHON JpPEBECHUHBI Y

cocubl oObikHOBeHHOM (Pinus sylvestris L.) (Hartig, 1895; Preston, 1949; Jones, 1963;
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Savidge, Farrar, 1984; Philipson et al., 1972; Kubler, 1991; Harris, 2012; Larson, 2012).
Hcxons w3 AaHHBIX JUTEPATypbl 00 OCOOCHHOCTSAX METAa0OJMYECKUX MPOIECCOB IMPHU
dopmupoBanuu kococnost (Harris, 1973; Zagorska-Marek, Little, 1986; Kubler, 1991,
Kozlowski, Pallardy, 1996), MOXHO MPEAMONIOKHTh, YTO PE3YJIbTATHI, MMOJyYECHHBIC B
xone wm3ydenms B. pendula var. carelica, moryr OBITh HCHOJB30BaHBI B Ka4yeCTBE
dbyHIaMEeHTaIbHOM OCHOBBI [IJISl BBISBJICHUS MEXAHM3MOB Pa3BUTHUSL CTPYKTYPHBIX
aHomanwmii u 'y P. sylvestris.

C ueabw BoisiBiIcHHS poiu depmeHToB AOC B (opMupoBaHMM y30pyUaToi
npesecunsl y B. pendula var. carelica u xococnoitnoii npeBecunsl y P. sylvestris Obiiu
MOCTABJICHBI CIEAYIOIINE 3aa4u:

1. u3y4ynTh TOAUYHYIO JUHAMHUKY aKTHBHOCTH NEPEKUCh-YTUIUZUPYIOIINX
¢depmentoB (KAT, I10) B Tkanax ctBosna AByX (opm Oepesbl nosucioit (B.
pendula var. pendula u B. pendula var. carelica), pasnmuuaronxcs I10
CTPYKTYpE JPEBECUHBI;

2. uccnenoBarb akTuBHOCTH ¢epmerntoB AOC (COJ, KAT, IO u IIPO) B
TKaHsax crtBoja y B. pendula var. pendula u B. pendula var. carelica,
Pa3IUYAIOIIUXCSA 110 CTEIIEHH Y30P4YaTOCTH JIPEBECHHBI;

3. u3yuuth akTUBHOCTH hepmerToB AOC B crebiie u ucte y cesHieB B. pendula
var. pendula u B. pendula var. carelica;

4. wuccnenoBath u3MeHeHWe akTuBHOCTH (epmentoB AOC y B. pendula B
JUCTOBOM anmnapare;

5. cpaBHUTH akTUBHOCTh ¢epmeHTOB AOC B TKaHSIX CTBOJNA y JepeBheB P.

sylvestris ¢ mpsMocI0HHOM U KOCOCIIONHOM JIPEBECUHOM.

Hayuynasi HOBH3HA M NpaKTH4YecKasi 3HA4YUMOCTb padorbl. Brepsbie
MPOBEJICHO KOMIUIEKCHOE u3ydeHHe akThuBHOCTH (epMenToB AOC B mpOBOASIIMX
TKaHAX cTBoNA y nBYX (opm B. pendula mpu pasHbix crieHapusx kcuiioreHesa. Briiepsoie
POJEMOHCTPUPOBAHA BO3MOKHOCTh HCIOJIb30BaTh GepmeHTsl AOC Juisi BBISBICHHS
HapymieHus: kcuioreHesa y B. pendula var. carelica, B Tom 4mcne, u Ha HadaJIbHBIX
JTanmax OHTOreHe3a. Brmepseie y cesHieB AByx ¢opm B. pendula msyueHo m3smenenue

AKTHUBHOCTH (bepMeHTOB AOC B 3aBHCUMOCTH OT pasMEpoOB JTHUCTA. BHGpBI)IG BBIAABJICHBI
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pasznmuunsi B aktuBHOCTH (epmentoB AOC y P. sylvestris npu ¢opmupoBanun
MPSAMOCIIOMHON U KOCOCJIOMHOW APEBECUHBI.

BblIsiBIeHHBIE 3aKOHOMEPHOCTH MOTYT JI€4b B OCHOBY JMAarHOCTHKM KayecTBa
npesecunsl B. pendula var. carelica u P. sylvestris na necoceMeHHBIX IIIAHTAIUSAX U B
MECTaX MX €eCTECTBEHHOIO IPOM3PACTAHMS, YTO HEOOXOAMMO Kak Ui Lened
dbyHIaMeHTaIbHOW HAayKH, TaK M B PA3JIMYHBIX OOJIACTAX MPOMBIIIJICHHOCTA MPHU

3aroTOBKC BBICOKOKAa4YCCTBCHHOI'O MaTCpHraJia, 06J1a/:[a101uer0 HanOOIbIIICH OCHHOCTLIO.

OcHOBHbIE M0/10:KeHUS1, BBIHOCHUMbIE HA 3aIIUTY:

1. V B. pendula pasubie crieHapuu KCHIIOT€HE3a, CBSI3aHHbBIC C (POPMUPOBAHHEM
(1) npsmocnoiinoit u (2) y30pyaTod JAPEBECHHBI, OTJIWYAIOTCSA IO
pacnpeneneHuo akTUBHOCTH komiuiekca (epmenToB AOC. IloBbimieHue
aktuBHOCTH [1O u [1PO npu obpazoBaHuU y30p4YaTON APEBECHHBI SBISETCS
CJIEICTBUEM MpeoOiaJaHusl arnoIlIaCTHOIO MyTH METabOIM3aluu caxapo3bl U
BKJIIOUEHHEM  OOpa3ylolIMXCsi  MOHOCAaXapoB  TMPEUMYIIECTBEHHO B
OMOXMMHUYECKHE MyTH BTOPUYHOTO MeTabonusma. DopmupoBaHue y30p4aToit
apesecunsl y B. pendula var. carelica mMoxker OBITh AMAarHOCTHPOBAHO Ha
Pa3HBIX CTAJUAX OHTOTEHE3a MO KOJIWYECTBEHHBIM 3HAYCHHSM AKTHBHOCTHU
dbepmentoB AOC.

2. Pesynbratel, monyueHHbIC B Xo1e u3yudeHus B. pendula var. carelica, moxHo
UCTIONh30BaTh B KadecTBe (DyHIAMEHTATbHOW OCHOBBI JUIS BBISBICHUS
MEXaHU3MOB PAa3BUTUSA CTPYKTYPHBIX aHOMAJIHUNA OCEBBIX OpraHoB y P.
sylvestris. Bo3pacranue aktuBHoctu 10 u [1®O B kamOuanbHO# 30HE y P.
sylvestris mpu o0pa3oBaHUU KOCOCIOWHOW JPEBECHHBI MPOMCXOAMT Ha (hoHE

YBCIUMUCHUA MeTa6OJII/IBaI_[I/II/I caxapo3bl B aIlIOIIIIACTC.

JIuuHoe ydyacTue aBTOpa. ABTOp NMPUHUMAI JIMYHOE y4acTHE B IJIAHUPOBAHUU
paboThl, TMOCTAaHOBKE IeJe W  3amad  HWCCIEJOBaHUS, MOAUPUKAIUU U
COBEPILICHCTBOBAHUM METOJIOB MCCIENOBAaHUA. ABTOp JIMYHO IPUHHMAJ Y4YacTHE B
IUTAHUPOBAHUU W TPOBEJACHUM HKCICIUITMOHHOW M JKCIEPUMEHTAIBHONW padoThI, B
00paboTKe TMOJYYCHHBIX JAaHHBIX, B TOM 4YHCJE, CTAaTUCTUYECKH, U B OOCYXKICHUU

IIOJIyYEHHBIX PE3YyJIbTaTOB. ABTOP JIMYHO Y4aCTBOBAJI B HAIIMCAHUM CTAaTEH U MOATOTOBKE
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YCTHBIX U CTEHJOBBIX JIOKJIAJI0B 110 MaTepuajgaM UccienoBanus. Juccepranys HamucaHa
aBTOPOM CAMOCTOSITEIIBHO.

AnpoGauusa  paGorbl. Pe3ynapTaThl  AguccepTalMOHHONW  pabOTBl  OBLIU
MPEACTaBICHbl B BHJE YCTHBIX M CTEHAOBBIX JOKIANOB Ha MeXIyHApOAHBIX U
Beepoccmiickux ~ HaydHbIX ~KOH(MEpPEHIMSX W CHMIO3MyMax, Takux Kak 18
Mexnynapoanas [lymuHckas mikojga-KoHGEpeHIHsT MOJOABIX Y4eHbIX «buonorus —
Hayka XXI Beka (Ilymmuno, 21-25 ampens 2014 r.); ['oguunoe coOpanue 2014 r.
MexnyHapoaHasi Hay4yHas KOH(EpPEHLHs W IIKOJa MOJOIBIX Y4yeHBIX «Du3noiaorus
pacTeHuil — TeopeTWyecKas OCHOBA HMHHOBAIIMOHHBIX arpo- U (UTOOMOTEXHOIOTHII»
(Kanunaunrpan, 19-25 mas 2014 r.); IX MexnyHapoausiii CumnozuyM «®DeHOJIbHbBIE
coerHEHUs: QyHIaMEHTaIbHbIC U TPHUKIagHbIe actieKTeDy (MockBa, 20-25 anpens 2015
r.); VIII Cse3n OOP Bceepoccuiickas Hay4dHass KOH(QEpPEHLHUS C MEXIyHapOJHBIM
ydactueM «PacTeHus B yCIOBUSX TIO0ANBHBIX U JIOKATBHBIX MPUPOIHO-KIUMATHIECKUX
U aHTPONOreHHbIX Bo3jaehcTBui» (Iletpo3aBoack, 21-26 centssops 2015 r.); Fourth
International Symposium «Plant Signaling and Behavior» (Cankr-Iletepoypr, 19-24
utoHs 2016 r.); 'onuunoe cobpanue 2016 r. Haydnast KoHpEpeHIUs ¢ MK TyHAPOIHBIM
Y4acTHUEM U IIKOJIa MOJIOABIX YUeHbIX «CUTHAJIbHBIE CUCTEMbl PACTEHUI: OT peLenTopa
0 OoTBeTHOHM peaknuu opranm3may (Cankrt-IlerepOypr, 21-24 wurons 2016 r.); IV
Poccuiickuii cuMIo3uym ¢ MeXIyHApOAHbIM ydacTheM «DUTOMMMYHHUTET U KJIETOYHAs
curHanuzanust y pactenui» (Kazanp, 20-23 centsops 2016 r.); [I MexayHapoaHbii
cuMno3uyMm  «MoJeKyJsipHble  acleKTbl  peAOKC-MeTaboiuM3Ma  pacTeHu» U
MEXTyHapoJHasi Hay4Has 1Kkoja «Posib akTUBHBIX (POPM KUCIOPOAA B )KU3HU PACTECHUID)
(Yda, 26 wmions — 1 wumrons 2017 r1.); Bceepoccuiickas HaydHass KOHQEpEHIHS C
MeXIyHapOoJaHbIM yuacTueM «bopeanbHble jeca: cOCTOsSHUE, TMHAMUKA, YKOCUCTEMHbIE
yeayrm»y  (Ilerpo3zaBoack, 11-15 centsiops 2017 r.); VII Bcepoccuiickass HaydHas
KOH(epeHIUs ¢ MeXAYHapoJHbIM yuacTueM «TeopeTnueckne W MPUKIATHBIE aCMEKThI
necHoro nmouyBoBeaeHus» (I[lerpozaBonck, 13—17 centsiops 2017 r.); 'omuuHoe cobpanue
2017 r. Hayunast koH(depeHIUsS U 1IKOJa JUIsl MOJIOJABIX YYEHBIX «DKCIEpUMEHTaIbHas
Ouosiorusi pacTeHWil: (QyHIaMEHTalbHble M TpHKIagHble acnekTe» (Cymak, 18-24
centsiops 2017 r.); MexayHaponHas koHdpepeHnus «Young biologists science Week-
2017» (IlerpozaBoack, 20-25 wnos6ps 2017 r.); X Mexaynapoansiii CuMmnosnym

«DeHoNpHBIC COeTUHEHNS: (PyHIaMEeHTaIbHbIE U TPUKIagHbIe aciekTs» (MockBa, 14-19
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mast 2018 r.); T'ommunoe cobpanme 2018 r. Hayunas xondepeHmms u ImKoma s
MOJIOJBIX YuY€HbIX «MexaHu3Mbl YCTOWYMBOCTH PACTEHUH M MHUKPOOPTaHU3MOB K
HeOaronpusATHBIM ycaoBusM cpenbl» (MpkyTck, 10-15 utons 2018 r.); 10th International
Conference Photosynthesis and Hydrogen Energy Research for Sustainability (Saint
Petersburg, June 23-28 2019); IX Cse3n ODP Beepoccwuiickas HayuHasi KOH(pepeHIHUs ¢
MEXIYyHApOAHbIM ydacTHeM «Du3nonorus pacTeHHil — OCHOBAa CO3JaHUSl PacTEHUU
oynymero» (Kazaus, 18-24 centsabps 2019 1.).

Crenenb  gocTOBepHOCTH.  J[OCTOBEpHOCTH  pE3yJbTaTOB  oOecredyeHa
MIPOBEJACHUEM MCCIEAOBAaHUN C KCIOJb30BAHUEM MHOTOUYHCICHHBIX COBPEMEHHBIX
METOJIMK Ha HayyHOM oOopyaoBaHuu lleHTpa KOJJIEKTHBHOIO  IOJIb30BaHUS
denepaabHOr0 UCCIeA0BaTENIbCKOro eHTpa «Kapenbckuil HayuHbl ieHTp Poccuiickoi
aKaJeMUU HAyK» B MHOTOKPATHOM OMOJIOTMYECKOW M aHaJIUTHYECKOW MHOBTOPHOCTH.
Pe3ynbratsl ucciaeaoBaHUN BOCIIPOU3BOIUMBI.

CBs3p padoThl ¢ HAayYHBIMH NporpamMmamu. lccrenoBanusi mpoBOAMIUCE C
2014 nmo 2019 rr. B coorBerctBuu ¢ muanamu HUP HUucturyra neca KapHIL] PAH mno
temaM «PocT u pa3BuThe Kapenbckoit 0epesnl (Betula pendula Roth var. carelica) npu
pa3HbIX ypoBHAX a3oTHOTO mutanus» (2013-2016 r.r., pyk. Hosunikas JI. JI., PAH, 151,
®AHO Poccun, 0220-2014-0001) u «Pons abuotndeckux GakTopoB cpeibl B pErysiiuu
NPOAYKTUBHOCTH JpeBecHbIX pacteHuit» (2017-2019 r.r., pyk. Hosunxkas JI. JI., DAHO
Poccun, 0220-2017-0002). Bonbiias YacTh WCCICAOBAHWUN Oblja BBIMOJIHEHA MPH
noanepxke rpanToB PODU «MHakTtuBaius GUTOropMOHOB KaK BO3MOXKHBIN MEXaHU3M
aHOMAaJLHOTO KaMOHMAJIBHOTO pocTa Kapenbckon Oepesb» (2016-2018 r.or., pyk.
Hosunkas JI. JI., PODU, 16-04-01191-a); «M3yueHne MeXaHM3MOB SHIOTCHHOM
peryJiliy aHOMAaJIBHOTO KCHJIOT€HE3a y Kapelbckoil Oepessl» (2016-2018 r.r., pyk.
[amuouna H. A., POOU, 16-04-100639-p a); «Pa3zButHe CTPYKTYpPHBIX aHOMAIUU
JPEBECHHbl Ha MpHUMEpPE KapenbCcKol Oepe3bl: 0COOEHHOCTHM CHHTE3a, TpaHCcHopTa Hu
uHakTUBamu aykcuHa» (2019-2021 r.r., pyk. Hosunkas JI. JI., PODU, 19-04-00622 a)
U IpaHTa 3a nobeny B KOHKypce «YYacTHHK MOJIOIC)KHOTO HAay4YHO-MHHOBAIIMOHHOTO
koHKypca» («YMHUK») o teme «Pa3paboTka TEeXHOIOTUM NUArHOCTUKH aHOMAJIbHOUN
(exopaTUBHOMU, Ae(PEKTUBHON) APEBECUHBI y PACTCHUN Pa3IMYHBIX JPEBECHBIX MOPOI»

(2016-2017 r.r., pyk. Hukeposa K. M.).
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My6auxauuu. [lo marepuanam nuccepramuu omyoaukoBano 48 padot, u3 Hux 16
cTaTeil B  PELEH3UPYEMBbIX JKypHajlaX, BXOJSIIMX B IEpe4YeHb  H3JaHUl,
pexomenoBanHbix BAK (7 —~Web of Science u Scopus).

CrpykTrypa M 00beM paGorbl. [[uccepramust COCTOMT U3 BBEACHMs, 0030pa
JUTEPATypbl, ONHCAHMS OOBEKTOB M  METOJOB  MCCIEJOBaHUS, PE3YJIbTaTOB
HKCIEPUMEHTANBHOW pPabOThl M UX OOCYXXIEHMs, 3aKJIIOUEHHs, BBIBOJIOB, CIIHMCKa
HUTUPYEMOM JuTeparypsl W npuioxkeHus. CHHCOK JuTepaTyphsl Bkiarodaer 604
HauMeHoBaHus, U3 HUX 501 Ha uHOCTpaHHOM s3bike. Jluccepranus usnoxena Ha 201

CTpaHUIIE MAITUHOMHUCHOTO TEKCTA, COJAEPKUT 6 TaOIuIl 1 46 PUCYHKOB.

baaromapHocTtu. ABTOp BbIpaKaeT TINIYOOKYIHO OJaroJapHOCTh Hay4YHOMY
PYKOBOJUTENIO, JOKTOpY Ouonormyeckux Hayk H. A. [anubGuHoil 3a HEoLEHHMYIO
HAay4YHYI0 M YEJIOBEYECKYI0 IIOMOIb, HCKPEHHIOK TOAJEPKKY Ha BCEX JTamax
MIPOBEACHHOTO HCCIIEIOBaHMs; 3a JI0OOBb, MPUBUTYI0O K OOBEKTYy HCCIEAOBaHUS U
OMOXMMHH pacTeHH B 11eJI0M; 3a JAoBepue u noHumanue. Ocobas GiaronapHocTh A.0.H.
JI. JI. HoBunkoit m n.6.H. E. ®. MapkoBckoil 3a HEOOXOIUMBIC HWHTEpPECHEHIITHE
KOHCYJIbTAllMd Ha BceX OJTamax palboTel. Teruble cioBa Omnaromapuoctu M. H.
Co(hpoHOBOI 3a IMOMOIIL B OCBOCHHH OOJIBIIIOrO CIIEKTpa OMOXMMHYECKUX METOJIOB H,
comectHo ¢ M. H. bBopoauHoil, WX COBEpIIEHCTBOBAaHUH, IOIYYEHUH OOJIBIIOTO
MacCUBa JKCIIEPUMEHTAIbHBIX JaHHBIX. ABTOp HCKpEeHHE OjarofapeH Hay4YHbIM
corpyaaukam WMJI KapHI[ PAH x.6.1. 1O. JI. Momenckoii, k.6.H. C. M. CuHbKkeBHUY,
k.0.H. E. B. HoBruonok, x.6.H. H. H. Hukonaesoii, k.6.H. T. B. TapenkuHoi, COBMeCTHO
C KOTOPBIMU OBUIH TMOJYYEHBI JaHHBIC JJIsi HACTOSAIIETO MCCIIEOBAHUS TIPU IPOBEICHUU
AKCTICAUIIMOHHBIX M JAa0OpAaTOPHBIX 3TANoOB, a TAaKXKE 3a MX TPAMOTHYIO IOMOIIL B
UHTEpIpeTanuu pe3ynbratoB. OTaenbHas OJarogapHOCTh COTpyAHUKY Kapenbckoit
necoceMenHoil crtannuu M. JI. IllypoBoii 3a mnomours npu noadope 0OBEKTOB
uccienoBanusi. OrpoMHasi IpU3HATEIILHOCTh COTPYTHUKAM JIA0OpaTOPUN aHATUTHYECKON
KapHIl PAH 3a momomis Ha Bcex 3Tamax pabOThHI, IIEHHBIE COBETHI MO METOJAMYECKOM
qactu pabotel. OtnenpHOe cmacubo moerr Mawme, E. FO. HuxkepoBoii, 3a Bepy u

BCECTOPOHHIOIO MOPAJIBbHYIO MOJACPKKY.
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1. OB30P JIUTEPATYPHI

1.1. TIpuyuHbl GOPMHUPOBAHUA CTPYKTYPHBIX AHOMAJIMIA Y IPeBeCHBIX PacTeHHH
Hekoropble npeBecHble pacTeHUs, TaKHME€ KaK OJbXa 4epHas, s0JOHs, KJIEH,

Kapenbckass Oepe3a, cocHa OOBIKHOBEHHAs, OTJIMYAIOTCS HEOOBIYHOM TEKCTYpHOU

JIPEBECUHOM, 4acTO €€ Ha3bIBAIOT AHOMAJIBHOW. AHOMAaJbHAas IPEBECHHA BO3HUKAET I10

OpPUYMHE CTPYKTYPHBIX W3MEHEHUU CTeOns — crnenupuyecKux W HecHelru(PUUIeCKUX.

Krnaccudukaiiusi CTpyKTypHBIX aHOMaJIMM MpeICTaBlIeHa Ha pUCYHKeE 1.

Hecneunduueckue Crneuuduueckue
V3MeHeHNs B allMKaIbHBIX MepucTteMax || M3MeHeHus B KaMOuH [TapasurapHbie TepaThl (TaJUIbI)
Bapeepnblie
«BebMUHbBI METIIBD) dacruanuu Pbeb
HapyieHue 4acToThl U HalpaBJICHHUS] SOHBI
AHTUKJIMHATBHBIX JIeJICHUI
KapsukoBsie u cremsiuecst Gopmal —>|
Perenepanus
AHOMasbHasl yrnopsJ04eHHOCTh Amyarocts cTeOss [Mpuaarounsie
HaIpPaBICHHs AaHTUKIIMHATIBHBIX JeJICHUI OpraHsl
Kococnoii Bonnucras gpesecuna HapocTsl Ha cTBOJIaX U BETBSX

Kapensckas 6epesa «IItuumii rmaszy.
[TapaszuTapHas sMUaToCTh. SIMYaTOCTH CTEOMSA
IPY HECOBMECTUMBIX IIPUBHUBKAX

Kapennckas 6epesa. Kamsl. CyBenu. HapocTsr
[apa3sUTapHOrO MPOUCXOKACHHS

Puc. 1. CtpykrypHble u3MeHeHus cTebns npeBecHbIX pacteHuil (no Koposuny u ap.,

2003).

CHCHI/I(I)I/I‘-ICCKI/IG N3MCHCHHA YaCTO BbI3BAHbI BMCHIATCIILCTBOM ITapa3UTAPHBIX
arcHToB, IMO3TOMY 001aCcThb N3YUYCHHA TaKHX U3MEHEHUM CBOOUTCA K BUAY IIapa3uTa U
XapaKTCpPy BHCITHETO MPOSABIICHUA Ha JCPCBE.

HCCHCHI/I(I)I/I‘-ICCKI/IG HU3MCHCHHA 3aKpPCIUJICHBI TCHCTHUYCCKH, OTPAKAKOTCA B
W3MEHEHHU MeTaboan3Ma pacT€Hud B OHTOICHE3C, W, KpOME TOTO0, MMCIOT BHCIIHC

pasHYIO CTCIICHb MPOABJIICHUA. Takue un3MEHEHUS 3aKJIaJbIBAlOTCA B anyuKaJbHOM M
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narepanbHON (KamOwmii) Mepuctemax. K anmKanbHBIM HApYIICHUSM OTHOCST «BEIbMUHBI
METJIB, (paciuanny, NosBICHNE KapINKOBBIX U cTensmuxcs opm. Cpean aHoMaiuii B
KaMOMAIBHOW JICATEIBHOCTH MOXXHO BBUICTHWTH JBE Tpymmbsl Hapymenuid: (1)
YIOPSAIOYEHHOCTH  HAINpaBJCHUS  AHTUKIWHAJIBHBIX  JCJCHUH, TNPUBOIAMUX K
(OpMHPOBaHHIO KOCOCJIOs, BOJHUCTON IIpEeBECHHBI, y30puaToil apeBecunbl B. pendula
var. carelica wm (2) wdacToThl ¥ HamNpaBiICHHS AHTHKIMHAJIBHBIX  JCIICHUM,
COIIPOBOXKTAIOINXCSI BOZHUKHOBEHHEM MPHUIATOYHBIX OPraHOB, HAPOCTOB HA CTBOJAX U
BETBSX (Kambl M cyBenn). PaccMOTpuM HEKOTOpBIE M3 YIMOMSHYTBHIX SIBICHUI Oonee
MoApoOHO.

BonHucToe pacmonokeHHE BOJIOKOH, €Ile Ha3hIBAEMOE CBWJICBATOCTHIO, daIlle
HaOMrolaeTcsl y JUCTBEHHBIX MOpoJ. CBHIEBATOCTh MOXKET BCTPEYATHCS JIOKAIBHO MO
CTBOJy pacTEHHUs WJIM 3aHUMaTh BeCh ero mepumerp. [IpuunHoil ee BO3HHMKHOBEHHS
MOXET OBITh HaJM4YUe CIMIIMX MOYEeK WIM paH B JepeBe B BUJAE IMOJIOCTEH, a TakKe
CHJIPHOE MEXaHWYECKOe NaBJeHHE Ha ApeBecuHy. CBHIEBATOCTh 3HAYUTEIHHO CHIDKACT
HPOYHOCTH JPEBECHHBI, YCIOXKHIET ee 00padoTky. [Ipu sTom momoOHast qpeBecHHa, B
YaCTHOCTH, BOJHHCTas JpEeBeCHMHA KIEHA, opexa, sSCEHs, OCHHBI, OepE3bl, IICHUTCS B
Ka4yecTBe mojienoyHoro marepuaina (Bakuun u ap., 1980; Camycesa, 2019).

Kambl — 3TO HamibIBbl, pa3BUTHE KOTOPBIX COIMPOBOXKIAETCS 0Opa3zoBaHUEM
OO0JBIIOTO YMCIa CAmuX movYek. Kamel MOryT OBITh OJMHOYHBIMH WIJIM PACcIOaraThCs
rpynrnaMyd Ha pa3HoOM BbicoTe MO cTBONY. CIIOCOOHOCTH K KarmooOpa3oBaHHMIO 4YacTO
BCTpeUYaeTcs y MOKPBITOCEMEHHBIX (MJIbMa, KIIEH, opeX, Ipad, ay0), pexe y XBOMHBIX
pactenuil. B npupoae BcTpeuaroTcsi Kambl, JOCTUTAIONIUE COTEH KUJIOTPaMM 10 Macce U
HECKOJIBKUX METPOB MO JJIMHE OKpYKHOCTU. CUnTaeTcs, YTo HayaJlo Kally JaeT HaIUIbIB,
oOpazyromuiicss B  pe3yiapTare JACNCHWH KIETOK JIMCTOBOTO  MPOpPBIBA,  YTO
COIIPOBOXK/JIAIOTCSI 00OPAa30BaHNEM MHOTOYHMCIICHHBIX 04aroB MEPHCTEMAaTHUECKON TKaHH.
CHavana kietku He JuddepeHIUpOBaHbl, 3aTeM Ha TNOBEPXHOCTU (opmupyeTcs
HETPEphIBHBIA CII0M KaMOusi, KOTOpBId 0oOpa3yeT IpeBecuHy U Jy0, oOecneudnBas
JMaTbHEHIIKA POCT W pa3BUTHE Kama. Ha TMOBEpXHOCTH KamoB 0Opa3yrOTCs TOYKH,
KOTOpBIE MOTYT OBITh Ma3yUIHBIMH WM BETBAIIUMHCS. MHOTOYHCICHHBIE JaHHBIC
YKa3bIBalOT Ha CBA3b Ipoliecca KamooOpa3oBaHUS C MPOLEcCaMH  alUKaIbHOTO
JOMUHUPOBAHUS W HAKOIUICHMEM POCTOBBIX BemlecTB. Kambl W crosimime IMOYKH Ha

JACPCBBIX  MOI'yT O6paSOBBIBaTI>C$I IIpru  TIOBBIIICHUHW  KOHICHTPAIIUN AyKCHHa
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(namommtykcycHast kucinota, MYK), KOTOpBIi BBI3BIBAIOT aKTUBHOCTh KaMOWHS.
OIHOBPEMEHHO HApyLIAeTCs PUTM M 4YacTOTa AHTUKIMHAIBHBIX JIEJICHUW JyYeBBIX
nnunuanen (Koposun, Kypuocos, 2000).

CyBenb mpenacTaBisieT coOOW HAMIBIB Ha CTBOJIE, B OTIMYHME OT Kama, €ero
(opMHpOBaHHUE HE CBSI3aHO C IEATEIbHOCTHIO MToYeK. POPMUPYIOTCS M HA IUCTBEHHBIX, U
Ha XBOMHBIX JiepeBbsix. CyBeau 4acTo pacloiOKEHbl HUKE NIEPBBIX KPYMHBIX BeTBEi. Mx
Ha3bIBAIOT OMYXOJSIMH, COCTOSIIIUMU U3  JUDPEPEHIIMPOBAHHBIX  CTPYKTYPHBIX
AIIEMEHTOB. MaKpOCTPYKTYpHOH OCOOCHHOCTBIO JIDEBECHUHBI CyBEJIed  SIBISIETCS
CBHWJIEBATOE PACIOJIOKEHUE BOJIOKHUCTBIX 3JIEMEHTOB. ['OIMUHBIE MPUPOCTHI B CYBEISAX
3HAYUTENbHO OOJbIlle, YEM B HOPMAJIbHOW YaCTU CTBOJA. B MHKpOCTPYKType MOXKHO
3aMETUTh OOUIME JIy4eBOW mapeHXuMbl. JIydn HempaBWIbHON (OPMBI, MPO3ECHXUMHbBIC
kieTku kopotkue (Koposun u ap., 2003).

IIpouecchl opMupoBanus y3opuaroi apeBecwnbl y B. pendula var. carelica u
KOCOCJIONHHOU peBecHHbl y P. slvestris 0ymyT moapoOHO paccCMOTPEHBI B MOCIEAYIOIIHX
nojapaszenax.

Hanuuue aHomanbHOM JpeBECHHBI MMEET KakK MOJOXHUTENIbHbIE, TaK U
OTpHULIATENbHbIE CTOPOHBIL. TakK, CTOMMOCTb MPOAYKIHH, MOTy4aeMOW M3 aHOMAJIbHOTO
JIPEBECHOIO0  Marepuana,  MOXET  Kak  BO3pacTH, Omarojmapst ~ HaJIMYUIO
BBICOKOJICKOPAaTUBHBIX CBOWCTB, TaK CHHU3UTHCS W3-3a HEMPUTOJHOCTU JIPEBECHHBI IS
MIPOM3BOJICTBA KauyeCTBEHHBIX u3nenuil. [IpobGrema cocToUT B TOM, YTO aHOMAJIbHYIO
JPEBECHHY YacTO CJOKHO OOHAapYyKUTh MO BHEUIHUM Ipu3HakaMm. Tak, y3opuaras
npeecuHa B. pendula var. carelica wiu xococnoiiHocTs P. Sylvestris cranoBsiTCs
BUJTUMBIMH JIUIIh TPU OOHAKEHHUU OOJNBIIOr0 y4acTKa KOpPbI, YTO TPAaBMATUYHO IS
JIepeBa U 3aTpaTHO JIsl MPOU3BOICTBA.

K BO3HHKHOBEHMIO AHOMAJIBHOM JIPEBECHUHBI NPUBOJAWT JCHUCTBUE PaA3HBIX
bakTopoB, Cpelud KOTOPHIX HM3MEHEHHE TEMIEPATypHOro pPEXHUMa, BO3JCICTBUE
XUMHUYECKUX BEIIECTB, paaualius, U30BITOK MM HEIOCTATOK KAKWUX-TMOO AJIIEMEHTOB B
nouse u apyrue ¢akropsl (Kopoun u ap., 2003). CremneHb MpPOSBICHUS aHOMATHH
MOJKET U3MEHSITHCS B 3aBUCUMOCTH OT MHTEHCUBHOCTH BO3JICUCTBUS (haKTOpA.

[Tonnmanue mnpoIreccoB aHOMaIbHOTO MOpdoOreHe3a y APEBECHBIX PpaCTEHUU
HECOMHEHHO TMpeACTaBisieT HHTepec. M3yueHue OTKIOHEHHH OT HOPMBI IO3BOJISET

INIy0’K€ U BCECTOPOHHEE MOCTUTHYTh MEXAHM3MBbl PETrYJISLUU HOPMAJIbHOTO IpOIEecca.
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BrisiBienne (hu3nonoro-OMOXUMHYECKUX W MOJICKYJISIPHO-TEHETHYECKHX OCOOCHHOCTEH
AHOMAJILHOTO  KCHJIOT€HE3a MOXKET JIaTh JIOMOJHUTENbHYI0 HHGpOpMaIUI0 A

NPAaKTHYECKOTO YIPABICHHS MIPOTPaMMON Pa3BUTHS KaMOHMAIbHBIX MTPOU3BOHBIX.

1.1.1. ®@opmuposanue y3opuamoii opesecunst y B. pendula var. carelica

Betula pendula Roth var. carelica (Merckl.) Hamet-Ahti — ¢opma B. pendula, y
KOTOpPO# B pe3ysibTare OTKJIOHCHHU B JEATCILHOCTH KaMOWs (OpMHpYETCs y3opduaras
npesecuna (Hintikka, 1941; Bapunsckas, 1978; Illetunkun, 1988; Velling et al., 2000;
Koposus u ap., 2003; Jlro6asckast, 2006; Novitskaya, Kushnir, 2006) (puc. 2).

\f

|l

Puc. 2. Tlomepeunsie (A, B) u tanrentanpHbie (b, I') cmmuibl, pemoHCTpupylomme

MaKpocTpyKTypy ApeBecunsl B. pendula var. pendula (A, b) u B. pendula var. carelica
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(B, I'). Ha tanrentansubix ([, 7K) u monepeunsix (M, JI) cpe3ax BuUIHO HapylleHHE
COOTHOIIICHUS M TIPOCTPAHCTBEHHOW OPUEHTAIIMU CTPYKTYPHBIX 3jieMeHTOB y B. pendula
var. carelica (K, JI) mo cpasuenwuro ¢ B. pendula var. pendula ([, 1). ¥ B. pendula var.
pendula Bonokua (E) pacnosoxeHsl HmapajuiebHO OCH CTBOJIA, OJiarogapsi 4emy y Hee
dopmupyeTcs TUIIMYHAS U BHJa MPsIMOCIIoiHas apeBecuHa. Y B. pendula var. carelica
B MecCTaXx aHOMaJWil BO3pacTaeT KoOJMYecTBO mapeHxuMHbBIX Kkietok (K), a
oOpazyromiecs: BoJiokHa (3) UMEIOT cBUJieBaTy0 popmy, 61arogaps ueMy GopMupyercs

y30puaTasi IpeBeCHHa.

B 30Hax pa3BHUTHS CTPYKTYPHBIX aHOMAJIWW HE 3aIlyCKaeTcs IMporpamma THOeH
KJICTOK, TPUBOASIIAS K (POPMUPOBAHHIO COCYJIOB M BOJIOKOH KCHJIEMBbI U CHUTOBHUIHBIX
aneMeHTOB (GrodMmel, auddepeHnmmpyromuecs kaMOuanbHbIE TPONU3BOJHBIE COXPAHSIOT
NPOTOIUTACT M TPEBpallaloTCs B KISTKH 3aracaroieil  MapeHXUMbI, KOTOpBIC
HAKaIUTMBAIOT OOJbIIME KOJNWYECTBA 3allacHBIX BeHIecTB. KpymHBIE CKOIUICHUS
NapEeHXMMHBIX KJIETOK 00pa3yloT Ha CIUJIaX JIPEBECHHBI TEMHOOKPAIICHHBIC BKITFOUCHUS
(puc. 2 B, T'). OOpasyrommecss B MecTax aHOMAJMA BOJIOKHA M COCYAbl HUMEIOT
HenpaBuwibHy0 (opmy (puc. 2 XK, 3), Oomarogsps demy apesecuHa B. pendula var.
carelica mpuoGperaer cBuieBatoe crpoeHue (JIrodaBckas, 2006; Novitskaya, Kushnir,
2006; Novitskaya et al., 2016, 2020).

V3opuaras JpeBecHHa HacleAyeTcsl TeHETHYeCKH, OJHaKo, JaXe IMpH
KOHTPOJUPYEMOM OIBUICHUH, HE BCE OCOOM OKa3bIBAIOTCSA y30pdaThiMU. [IpormeHt
MPOSIBJICHUST y30pYaThIX 0C00EH B MOTOMCTBE MOXeT pocturarh 60 % (Epmakos, 1986;
JIrob6aBckas, 2006).

[To cpaBHEHHWIO C JPYTMMH JPEBECHBIMH IOPOJaMH, CTPYKTYpHBIC aHOMaJHH
TkaHe# ctBosia y B. pendula var. carelica Beipaxensl Hanbosee spKo, XapaKTepU3yHOTCS
OOJNBITM pa3HOOOpPa3reM IMPOSBICHHS B OHTOTEHE3€ M BHICOKMM YPOBHEM JHIOTCHHOMN
n3menunBoctH (Hosumkas, 2008; Novitskaya et al.,, 2016), Omaromaps uemy oOHa
NPECTaBIsAET COO0M YHHMKAIBHBIH OOBEKT WCCIICOBAHUS ISl MO3HAHMS MEXaHHU3MOB
Mopdorenesa apeBecHbIX pactenuit (I'anmmbuna, 2018).

UccnenoBanne (GyHKIMOHUPOBAHUS KaMOWAIBHOW [EATEIHLHOCTH Ha TMpUMEpPE
aByx ¢opm B. pendula mo3BoimIO BBISIBUTE  (U3HOJOrO-OMOXUMHYECKHE U

MOJIEKYJISIPHO-TEHETUYECKUE MapKepPhl pa3HbIX CLIEHApUEB KcuiloreHeza. @opmMupoBaHue
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HOpPMaJIbHOHM TO cTpoeHmio npeBecuHbl B. pendula var. pendula, B cocraBe koTopoit
npeo0sialaloT  coCylbl W BOJIOKHA, MPOUCXOTUT Ha (oHE BBICOKON aKTHUBHOCTHU
caxapo3ocuHTasbl (CC) mom KoHTposieM reHoB SUSl um SuS2 u compoBOKIaeTCs
aKTUBHBIM CHUHTE30M CTPYKTYPHBIX KOMIIOHEHTOB KJIETOUHBIX cTeHOK (['anuOuna u mp.,
2015a; Morenckas u ap., 2017).

Bxmrouenne caxapos3sl uepe3 CC-myThb B CHHTE3 MLEJUTIONO3bl, MPHUBOJIUT K
HeoOpaTUMOMY BBbIBOJy €€ M3 oOMeHa BemiecTB. JluddepeHnuanus Tpou3BOIHBIX
KamMOusi B TApPEHXUMHBIE KJIETKH, SIBISIFOIIMECS OCHOBHBIMM aHAaTOMHUYECKUMU
9JIEMEHTAaMH B 30HAaX CTPYKTYPHBIX aHOMAJIMH y3opdyaroil apeBecunbl B. pendula var.
carelica, nmpoucxomut Ha ¢(one Huszkor akTHBHOCTH CC B CBSI3W CO CHIDKEHHEM
IKcIipeccur TeHoB SUS1 u SUS2 u  COMpOBOXKIAETCS YMEHBIICHHEM COACpKaAHUS
[EJUTION03bI Ha eauHuIly Macchl kcuiembl ([Manmmbuna u ap., 2015a; Momenckas u ap.,
2017). B aTom citydae BBICOKasl aKICNITOPHAs CHjla TKaHEW CTBOJIA MOJJCPIKUBACTCS 3a
c4eT MeTaboJM3alMM MPUTEKAIOIIEH caxapo3bl C YYaCTHEM amoIIaCTHOM HHBEpPTa3bl
(AnHuB) (I'amubuna u ap., 20156).

Y cTaHOBIIEHO, UTO B MEPHO]] KaMOUAIBHOTO POCTA PEryJsiius akTUBHOCTU AnHB
IPOUCXOJUT HE TOJIBKO HA YPOBHE JKCIPECCHM KOJIUPYIOIIMX €€ TEeHOB, HO U Ha
MOCTTPaHCIIAIIMOHHOM ypoBHe uepe3 Oenkosbie mHruOuTOpHI (CIF, cell-wall inhibitor of
B-fructosidase). CIF — 1o Hu3KOMOJCKysApHbIe Oeiaku (MeHbmie 20 kJla), kKoTopbIe
CBSI3BIBAIOTCS HEIMOCPEJICTBEHHO C AaKTHUBHBIM CaWTOM WHBEpTa3bl (BaKyoJsipHas
unBeptaza (BakluB) wim AnllHB), KOHKYpHUpys, TeM caMbIM, ¢ caxapo3oi (Rausch,
Greiner, 2004; Bocock et al., 2008; Hothorn et al., 2010; Ruan, 2014; Wang et al., 2014).
VY B. pendula var. carelica yposens skcnpeccuu renoB, kogupytommx Anldas (CWIN),
npuMepHO Takod ke kak y B. pendula var. pendula, HO cHmWKEHO KOJIHYECTBO
tpanckpuntoB MPHK rena Cif, skcripeccuss KOTOPOro YMEHBIIIACTCS TPU BO3PACTAHHUU
KOHIIEHTPALIUU Caxapo3bl B arorJiacTe.

Bbicka3zaHO MpeAnonoKeHue, uTo Bo3pacTaHue akTuBHocTM AnlHB B
aHOMAJIPHBIX [0 CTPOCHHIO TKaHiaxX cTBosia B. pendula var. carelica wmoxHO
paccMaTpuBaTh, KaK KOMIICHCATOPHBIM MEXaHW3M IS TOJJACPKAaHHsS JTOHOPHO-
akuenTopHbix ortHomeHui (JJAO), HampaBieHHBII Ha ycCTpaHEHHE H30BITOYHOTO
comepkanust aucaxapuga Bo (Quosme (Iaymmbuna wu  ap., 2019a, 20196). Ilpu

MeTa6OHI/I3aHI/II/I Caxapo3sbl AnluB CMCIIACTCA COOTHOIICHUC caxap03a/reKco3I>I B
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CTOPOHY TMOCIEIHUX, YTO MOXKET CIIOCOOCTBOBATH WMHIYKIMHM KJIETOUHBIX NIENIEHUU H,
gepe3 OKCIPECCHI0 psjia TeHOB, MNPHUBOJUTh K HM3MEHEHHUIO TPOTPAMMBI Pa3BUTHS
npou3Boaubix kamoOus (Koch, 1996; 2004; Cheng et al., 1999; Sturm, Tang, 1999;
Smeekens, 2000; Roitsch, Gonzalez, 2004). B pe3synbraTe, YCHIMBAE€TCS CHHTE3
3aMacHbBIX METabOJUTOB, CIIOCOOCTBYS MPEBPAIICHUIO KaMOWAIbHBIX MPOU3BOJHBIX B
KJICTKH 3alacHOM MapeHXMMbl. B ocHOBe pasHooOpasust pactenmii B. pendula var.
carelica nexxur m3menenne coornomenus aktuBHocTedl CC m AnluB B KaMOHaILHOMI

3oHe (["anmubuna, 2018).

1.1.2. @opmuposanue kococnoiinoii opesecunwt y P. sylvestris

Kococioiinas npeBecnHa y XBOWHBIX W, B YaCTHOCTH, Y pacTeHuid poma Pinus
XapaKTepHU3yeTCsl HAKIIOHOM BEPETEHOOOPA3HBIX KIETOK, KOTOPBIA MOXKET TOCTUTATh JI0
90° o otHomreHuto k ocu crBosia (Hartig, 1895; Kubler, 1991; Harris, 2012). beictpoe
W3MEHEHHE HAKJIOHAa W PACTOJOXKEHHS KJIETOK BIOJh OCH CTBOJA YacTO CBS3aHO C
YKOPOUEHHEM BEPETCHOOOPA3HBIX KIIETOK, YTO OOBSICHICTCS MpPeoOsaTaHueM KOCHIX
AHTUKJIMHAJIBHBIX JICJICHUWH HaJl WHTEHCHMBHOCTBIO HMHTpY3MBHOTO pocrta (Jones, 1963;
Kubler, 1991) (puc. 3 A).

Bo Bpemst meprojia akTUBHOTO KaMOWAIbHOTO POCTA ATH JIEJCHHSI OYE€Hb YacCThI,
3areM uXx MHTeHCHBHOCTH cHWkaetcs (Philipson et al., 1972; Larson, 2012). Hekoropsie
aBTOPBI TPEIOJNIAraloT, YTO OBICTPhIE U3MEHEHUS B OPUEHTAIMM KaMOHMAJIbHBIX KJIETOK
MOTYT OBITH pE3yJNbTaTOM HWHTPY3UBHO pPACTYIIMX KOHIIOB KIJIETOK, KOTOpBIC
CKpy4yHMBarOTCsI B oOaHOM HampaBieHuu (Preston, 1950), wiu HEMOJHOIICHHBIX
NepUKINHABHBIX aeieHuid (Savidge, Farrar, 1984).

boiBaloT cilydau BBIHYKJIEHHOTO 00pa3OBaHHS KOCOCJIOMHOW JpeBECHHBI,
HampuMep, B ciyyae mnopaHeHus. [Ipu »SToM Bo3pacTaeT WHTEHCUBHOCTH KOCBIX
AHTUKJIMHAIBHBIX  JICJICHUH, OKpPYKAloOUIMX MECTO mopaHeHus. KamOwuanbHbIC
BEPETEHOBHUIHBIE KJIETKM YKOPAuMBAIOTCS, OHHU JEIATCS JOCTATOYHO OBICTPO U
OecropsA0YHO. YKOPOYCHHBIE KJIETKH JIETKO W3MEHSIOT HalpaBJICHHE CBOETO pocCTa
(Savidge, Farrar, 1984; Hejnowicz, 1990). B stux ciy4asx OpHCHTAIUs JCICHUN |
HalnpaBlieHHEe WHTPY3MBHOTO POCTa CONPSDKCHBI ¢ moTokamu aykcuHa (Harris, 1973,

Zagorska-Marek, Little, 1986).
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Puc. 3. BHemHuii BuJ CTBOJA OKOPEHHBIX CyXHMX JIE€PEBBEB, JIEMOHCTPUPYIOLIUN
dbopmupoBanue kocociorHoit (A) u cBuieBatou (y3opuaroit) (b) mpeBecunnt y P.
sylvestris. Ha yBenmuuenHoM (parMeHTe (0OTMEueHO KpyroM Ha b) BHIHO, 9TO y30puaTast
JpeBeCMHa HauyuWHaeT (OPMHUPOBATHCS C BO3pacToM, Oosee paHHUE TOAMYHBIE KOJbIA
UMEIOT TPSAMOCIIOIHYI0 JpeBecuHy. OKOpeHHasl MOBEPXHOCTh cTBOyia y P. sylvestris c
npaBo3akpyueHHo (B), jeBozakpydenHoi (I') KOCOCIIONHON JPEBECHUHOM, CBHJIECBATON

npesecunol () u npsimocnoitHoit npesecunoi (E).

Cpenu mnpuyMH BO3HUKHOBEHHUSI KOCOCIIOMHON JPEBECHHBI YYE€HBbIE Ha3bIBAIOT
JNEUCTBHE TEHETHYECKUX (DAKTOpPOB, TaK KaK KOCOCIIOHW BCTpeUYaeTcs TOJBKO Y
ONpEeNIeNICHHbIX TMOPOJ JEepeBbeB U Hacieayercs B moTomcTBe. Her enuHoi
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pa3paboTaHHOU TeOpuH, KOTOopasi Obl OOBICHsIA MPOUCXOKACHUE KOCOCIOS, TaK KaK B
OHOM M TOM K€ HACAXKJIECHUM MOTYT BCTPEYATHCS JEPEBbA pa3Hble MO yIIy U
HAIpaBJIICHUIO HAKJIOHA BOJIOKOH. JIpeBecMHa MOKET HMMETh HAIpaBJIEHHWE IpU
3aKkpyuuBaHuM JuO0 BopaBo (puc. 3 B), mub6o Baeso (puc 3 I'). Cuwmraercs, 4To
OOJIBIIMHCTBO XBOMHBIX JAPEBECHBIX PACTEHHMH CHadalla pa3BUBAIOT JIEBYIO CIHpAb,
koropas 3ateM K 10-30 rogaM m3MeHsieTCs Ha MPaByI U OCTAETCA TAaKOBOM 0 KOHIA
xu3nu (Mayer-Wegelin, 1956; Vité, Rudinsky, 1959; Northcott, 1965; Kozlowski et al.,
1967).

Kococnoitnass apeBecuHa umeeT (GYHKIMOHAIBHOE 3HAYEHUE IS PaCTEHUM.
['MnoTeTMyeck OHa MOXKET OKa3bIBaTh BIIMSHHE HA IMOCTaBKY BOJbl U MHHEPAIbHBIX
BEILIECTB OT KOPHEH K KpPOHE M, HANpPOTHUB, BIMATH HAa PAaBHOMEPHOCTh OTTOKA
aCCUMMJISITOB OT KpoHBI K TKaHsm ctBosia (Kubler, 1991; Kozlowski, Pallardy, 1996).
Eme B panHux paboTax ymoMHHAJIOCh, YTO BO3HUKHOBEHHE KOCOCJIOWHOM JpPEBECHHBI
WHHIUUPYETCS IOTOKaMHU (POTOACCUMILISITOB B COOTBETCTBYIOIEM HarnpasieHun (Harris,
1967). Brbicka3bIBaeTCsi MPEANOTIOKEHHUE, YTO B HEONArONMPHUSATHBIX YCIOBHSIX, KOTJA
3aTpyJIHEH TIOTOK BEIIECTB, Y IPEBECHBIX PACTEHUN MOKET (hOPMHUPOBATHCS KOCOCTOHAs
npeBecrHa. Ha creneHb NposiBIEHHsS] KOCOCIOS MOTYT BIMSTh IOYBEHHBIE YCIIOBHUS.
OTMe4eHO, YTO YMEHBIICHHE BJIAKHOCTU TOYBBI M YBEIMYEHHUE pa3Mepa ee (dpakuuid
BEIyT K YBEIMYECHHUIO CTEIECHH KOCOCIOMHOCTH. PacTeHus ¢ KOCOCI0eM 4acTo
BCTpPEYAIOTCS] HA KAMEHUCTHIX 1MouyBax. OJHAKO HEJb3s TOBOPUTH O CTPOTOW MPUUYUHHO-
CJIEJICTBEHHOHN CBSI3U MEX]ly YCIOBUSMM MPOU3PACTAHUS M HANPABJICHUSIMH BOJIOKOH,
MOCKOJIBbKY (DOPMUPOBAHUE KOCOCIOWHOM JpeBECHHBI HAXOJIUTCS TMOJ T€HETHYECKUM
koHTposeM (Harris, 2012).

Bonbmioe pacmpocTpaHeHwe MoJy4ywsia TUNOTe3a O BIMSHUM BeTpa Ha
obOpazoBanue kococnosi (Pyszynski, 1980). Ilpu stom oOpa3syromiascs CKpydeHHas
JpeBecHHa JIeJacT IepeBo 00Jice YCTOMYMBBIM K BO3CHCTBHIO CHILHBIX BeTpoB (SKatter,
Kucera, 1998). Eme ognHa mpuymHa — 3TO U3MEHEHHE OCBEIICHHS, KOTOPOE MOXKET
U3MEHSTh HaIlpaBJIeHHE MMOTOKA ACCUMUIISITOB, MPU 3TOM C OAHOW CTOPOHBI CTBOJIA POCT
KJIETOK MPEBOCXOTUT POCT MOcieaHux ¢ npyroit croponsl (Kubler, 1988). Bo3moxHo,
YTO TOSIBJICHUE KOCOCIOMHOM JIPEBECHHBI — 3TO MPOCTO PE3yJbTaT CIy4alHbIX
MPOLECCOB B KaMOHMAJIbHOM 30HE, KOTOpPbIE MPUBOASAT K Pa3BUTHUIO TAaKOTO «CTPECCH-

pocra (Schulgasser, Witztum, 2007).
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N3yuenne npuuvH (OPMHUPOBAHUS KOCOCIOWHOM JPEBECHMHBI Ba)XHO C
NPaKTUYECKOW TOYkM 3peHus. Hammume Kocociaos HM3MEHsIeT CBOMCTBA JApPEBECUHBI:
3HAUUTENIBHO YXY/IIAETCS €€ Ka4eCTBO, 3aTpyaHsieTcs oOpadoTka. Uem Oosbllie BOJIOKHA
OTKJIOHSIFOTCSI OT MPOJIOJIBHOTO HAIPABJIEHUS, TEM MEHBIIYI0 IPOYHOCTh OyJIeT MMETh
npesecnHa. [losBnenus yrma gaxe B 10° MoxeT chenarb APEBECHMHY COBEPIICHHO

HETPUTOAHON IS JajbHelero uemoab3oBanus (Pope et al., 2005).

1.1.3. Poab aykcuna npu gpopmuposanuu y30puamoii u KOCOC10iHOU OpesecuHbl

Baxnyro ponb B nuddepeHmanum CTpyKTypHBIX DJIEMEHTOB JIPEBECHHBI UTPAcT
TOPMOH AayKCHH, KOTOPBIA OKa3bIBACT BIMSHUAE HA TPOIECCH Y/UIMHEHUS KIIETOK
(Sundberg et al., 2000; Sorce et al., 2013). ITonsapusrii TpancnopT aykcuna (IITA) BiausieT
Ha BEPTHKAIBHYIO OpPHEHTAIMIO 3JeMeHTOB B apeecune (Sachs, 2000; Kramer, 2002,
2006). IITA 3aBucuT OT dKcmpeccuu TeHOB cemeiicTBa PIN, xomupyromux OenKoBbIe
TpaHcnoprepbl aykcuHa — PIN-Oenku (Liu et al., 2014).

Cuwnraercs, 9T0 CBOOOIHBIN ((PU3UOIOTHUSCKH aKTUBHBIN) ayKCHH — 3TO CHUTHAI,
HeoOxomuMblit mis muddepenmanuu cocyaos (Junghans et al., 2004; Aloni, 2010,
2015). Y cocyaucTsix pacTeHUN ayKCHH 0Opa3yeT KOHBIOTAT ¢ rioko30i (Sztein et al.,
1995) — MVYK-rmoko3y. DToT nporecc Karaiausupyercs depmentom HMYK-rmokosa
cuntazoit (Y DI -tpanchepaszoit, KO 2.4.1.121) (Michalczuk, Bandurski, 1982). I'ensr,
KOJMPYIOUTUE JaHHBIM (PEPMEHT, HAWJIEHbl Y MHOTUX PACTCHHH U MOTYT PEeryJjIupoBaTh
poct pactenmii (Szerszen et al., 1994) u, B 0COOCHHOCTH, BIMITH Ha pPa3BUTHE
npoBozsimx Tkanei (Jackson et al., 2002; Ludwig-Miiller et al., 2005).

Jliis oOpa3oBaHusl y30p4aToi JIpeBECHUHBI ATOT (aKT UMEET 0co00e 3HAUCHHUE, TaK
kak B. pendula var. carelica comepuT MeHbBIIE COCYIOB IO CpPaBHCHHIO C
npsiMociioitHo# apeBecunor B. pendula var. pendula (Novitskaya et al., 2016). Tak, mo
JAHHBIM JIUTEPATyphl COJEpKaHne CBOOOIHOrO ayKcHHa B Kope cocTtaBiseT 55.0 u 67.5
MI/T cyxoro Beca, a cBsizaHHoro — 104.1 u 23.3 mr/r cyxoro Beca y B. pendula var.
carelica u B. pendula var. pendula coorBerctBenno (Illetunkun, 1988). TlockombKy
cBs3aHHBINM TOpMOH He Boiiekaetcst B [ITA (Bajguz, Piotrowska, 2009; Ludwig-Miiller,
2011), ObIO BBICKAa3aHO MPEAIONOKECHHUE, YTO HAPYIICHHE OPUEHTAIMH CTPYKTYPHBIX
aNeMeHTOB JpeBecuHbl y B. pendula var. carelica mpoucxomutr B pesynbraTe

nHaktuBanyu aykcuHa (Novitskaya et al., 2020). B mecrax popMupoBanus CTPyKTYPHBIX
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aHomanuii HaOmrojmaetrcst  cBepxadkcnpeccuss MYK-rmoko3a cunTtasel.  ['ekcossl,
oOpasylomiecs B anoriacTe B pe3ysibTaTe IPeUMyIIECTBEHHOTO PACUIEIUICHUS caxapo3bl
AnlHB, yepes 1enb OMOXUMHUYECKUX PEAKIUN MOTYT CIY>KUTh CyOCTpaTOM JjIsl CHHTE3a
NYK-riaroko3sr (Novitskaya et al., 2020). B y3opuatsix Tkansx B. pendula var. carelica
TaK)Ke OTMEUYaeTCs MOBBIIICHHBIN ypoBeHb TpaHckpuntoB reHoB PIN 3, xortopsie
BOBJICUCHBI B JIaTepajbHBIN TpaHcnoptT aykcuHa (Novitskaya et al., 2020).

[lokazaHo, 4dYTO BBEACHHWE OK30I'€HHOTO AayKCHHA MOXET CHHU3WUTh WIU
OPEeIOTBPATUTh  MEPEOPUEHTAIIMIO  DJIEMEHTOB  JIDEBECHHBI U CIIOCOOCTBOBATh
00pa3oBaHuIO KOCOCIIOMHOM JIPEBECHHBI. UccnenoBarenu pa3pabaTbIBaloOT
MaTeMaTUYECKHEe MOJEH, KOTOPBIC CBS3BIBAIOT KOHIICHTPAIMW ayKCHHA, HAIPaBIICHHE
€ro MOTOKOB (3a cueT TpaHcropTa ¢ ydactueM PIN-OelkoB) U opHeHTAIMIO DJIEMEHTOB
JpeBECUHBI MpU oOpa3oBaHuK Kococnos (Zagorska-Marek, Little, 1986; Kramer, 2002,
2004, 2006)

1.1.4. Aykcun u anmuoxcudanmuas cucmema

B nocnegHee BpeMs IIHMPOKO paclpOCTpaHEHO MHEHHE, YTO AayKCHUH B
COBOKYIHOCTH C AaKTUBHbIMH ¢opMamu kuciopoga (A®DK) sBisioTCS OCHOBHBIMHU
peryJsiTopaMu pa3BUTHsI pacTeHM TIpu pa3nuuHbIX cTpeccax (Potters et al., 2007, 2009;
Tognetti et al., 2011). KonmenTtpamusi aykcMHa MOXET YMEHBIIAThCA B CBSA3U C
COKpallleHHeM OMOCHMHTe3a TOpMOHa npu yBenuueHuu cozepxkanus ADK, konbroranuu
TOPMOHA, JIM0OO 3a CUET €r0 MPSMOTO OKHCIEHHUS NP BO3ZHUKHOBEHUH OKHCIUTEIHLHOTO
ctpecca (OC) (Normanly, 2010). Ha pacrenmsx Zea mays L., Cucumis sativus L.,
Glycine max (L.) Merr., Helianthus annuus L. 1 P. sylvestris mokazano, 4Tto aykcuH
MOXET ObITh curHasioM s cuHte3a ADK, KoTopele y4yacTBYIOT B MpoIeccax
ocnabaeHHsI KJIIETOYHBIX CTEHOK HJTW, HAlIPOTHUB, B yauinHeHHH KieTok (Schopfer, 2001).

Wunyuupyemoe ctpeccom Hakormienne A®DK y pacrenmii poga Arabidopsis
BIMsIET HAa MeTa0OoJM3M ayKCHMHAa 3a CYET BO3JCHCTBHS Ha TeHBI, OTBETCTBEHHBIE 3a
curnanuuar ropmona u ITTA (Blomster et al., 2011; Peer et al., 2013). Cnenudundeckue
MUTOTEH aKTUBUpyeMble mpoTrenHkuHa3zHble (MAII-kunHa3nble) kackagel (ANPI1-
MPK3/6; MEKK1-MPK4) vy Nicotiana benthamiana Domin, pa6ora KOTOpBIX
onocpenoBanHo Haxoautces nmoja koutpoieM ADK (Yoshioka et al., 2003), yuacTBytoT B

nojaBieHnn curHanunra aykcuna (Kovtun et al., 2000; Nakagami et al., 2006). Kpome
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TOTO, Ha PETYJISIHMI0O TOPMOHA BIUSET U3MEHCHHE TOMEOCTa3a IIIyTaTHOHA — OJHOTO U3
BaXHEHIITNX HU3KOMOJIEKYIpHBIX aHTHokcuaantoB (AQO) (Bashandy et al., 2010), uro
OBLTO TTOKa3aHO Ha pacTeHHsIX pona Arabidopsis. BzauMocBsa3b aykcHHA U KOMIIOHCHTOB

AOC npencraBiieHa Ha PUCYHKE 4.

AOMOTHYECKHUI

/ cTpece \
ADK —

Mertabonusm |—> | ATd-aza
l ITonnepsxanme 1 TPaHCIIOPT —
romMeocrasa ayKCHHA .
TIyTATHOHA BuexneTouHbIit
IToBpexnenue e ATOD
Morexyn (€ KAT, T10 —
ADK

HAJIDH-

\ \ M0, | OKCHIa3bl

Pocr u pasButie | <—— | I[urosonbHslii Ca2*
pacTeHun \L

MAII-kuHa3b1

Puc. 4. Cxema, nemoHcTpupyromas B3auMOJEHCTBUE Mexay aykcnHoM n AOC nmns
KOHTPOJII POCTa, PA3BUTUS M CTPECCOYCTOMYMBOCTHM PACTEHUM. 3€JEHBIC CTPEJIKU
YKa3bIBaIOT HA TMOJIOKHUTENbHBIE 3PPEKThI, KpacHbIE — Ha OTpUlaTeIbHbIC AP EKTHI (TI0
Krishnamurthy, Rathinasabapathi, 2013 ¢ usmenenusimu). A®K — aktuBHBIE (DOpMmMBI
kuciopona, HAJI®H-okcumaa3sl — HUKOTHHAMUAAACHUHINHYKICOTHAPOCHAT-OKCHIA3hI,
KAT - xaranaza, [I0 — mepokcumaza, AT®d-aza — aaenHosuntpudocdaraza, MAII-

KHHa3bl — MUTOI'CH dKTUBHUPYCMaAA NPOTCUHKHWHA3BI.

AykcuH MoxeT cBsi3biBaThcsl ¢ IO KIIETOUHBIX CTEHOK. 3aTeM ATOT KOMILIEKC
MOKeT yuacTBoBaTh B reHepauuun A®K wumu, B cioydae OpUCYTCTBUSL Pas3IMYHBIX
XMMHYECKUX PEryIsATOPOB, B aerpananuu ropmona (Kawano, 2003). Cuuraercs, uro [10

MOTYT OBITH BOBJIEUEHBLI B META00IM3M AyKCHHaA 3a CHCT €ro OKUCIICHUA JIBYMS ITyTAMU:
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(1) myTh, 3aBUCHMBII OT MPHCYTCTBUS MEPEKUCH BOAOpoaa; (2) myTh, 3aBUCHMBIA OT
NPUCYTCTBUS MOJICKYJIIPHOTO Kuciaopoza (Savitsky et al., 1999).

MHoroumcieHHbIC UCCIICA0BaHus, MMPOBEICHHBIC Ha pacTeHHsIX poaa Arabidopsis
YKa3bIBaIOT Ha TECHYIO B3aMMOCBsI3b TOpMOHaNbHBIX myTed aykcuHa u AOC. Tak,
pacTCHHsI-MyTaHTBI ~ C  TIOJABJICHHBIMH  QHTHOKCHJIAHTHBIMH  CIIOCOOHOCTSIMU
TUOPEIOKCMHA M TJIyTaTHOHAa HWMEJIM BBICOKME YpPOBHU ayKCMHAa W MOJAJEPKUBAIIU
cTabmibHBIM ToMeocTtaz ropmona (Bashandy et al., 2010). Ocnabnenue penenuuu
ayKCHHA ¥ €ro CUTHAJIMHTA YCUJIMBAET TOJEPAHTHOCTh K MEPEKUCH BOJIOPOAA — OJHOM U3
ocHoBHBIX ADK (Iglesias et al., 2010). Dxcmpeccuss ayKCHH-3aBUCHUMBIX T'€HOB
nojasisieTcss oOpabOTKOM NepeKUCchlo Boaopoja uepe3 aktupanuio MAII-kuHa3bl
(Kovtun et al., 2000).

OTMe4YaroT, YTO IJTUTEIBHOE BO3JCHCTBHE CTpecca MPUBOAWT K HW3MCHCHUSIM
MEXaHU3MOB POCTA, COKpPAIIECHUSM KJIETOYHBIX NEJICHUN U YCHUJICHHUIO JIaTepPaIbHOTO
pocta (Potters et al., 2007, 2009). DOTu mnporecchl OCYIIECTBISIOTCS 3a CUET
B3aumojieiicTBuil Mexay ADK wu aykcunom (Potters et al.,, 2009). Hamporus,
oOHapy>keHO, 4TO Npu 00pabOTKE ayKCHMHOM YIJIMHEHHE KOJICONTENed MPOUCXOIUT
obicTpee, ueM 0e3 00pabOTKU, IPH STOM 3TO COMPOBOXKAAECTCS 00pa30BaHUEM OOJIBIIIOTO
konudectBa ADK (Rodriguez et al., 2002; Schopfer et al.,, 2002). Kpome TorO,
B3anMoIeicTBUs Mexay 110 v aykCMHOM BJIMSIOT Ha MPOIECChl OMOCHHTE3a JIMTHUHA Y
Picea abies (L.) Karst. (Karkonen, Koutaniemi, 2010).

Taxum 00pazoM, UMErOIIHECs B TUTEpaType CBEICHUS JAI0T OCHOBAHHE I10JIaraTh,
yro ¢epmentet AOC u A®K, dyepe3 B3aUMOCBSI3b C TOPMOHAMHU, CUTHAJIBHBIMU
CUCTEMaMH, TPAHCKPHUMIIMOHHBIMHU (pakTOopaMu, TakkKe MOTYT MpPUHUMATh ydacThe B
dbopMUpOBaHUM pa3HBIX THUIIOB JAPEBECHHBI y pacteHuid. [loaToMy B cleayromumx
pasnenax JHUTepaTypHOTo o0030pa OyIyT TIpeICTaBICHbl OCHOBHBIE CBEICHUS O

depmentax AOC u ADK, ux ponu B )KU3HU pacTEHUS.
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1.2. AxTuBHBIE (popMBbI KHCI0POAA U (PepMEHTHI AHTHOKCHIAHTHOW CHCTEMBI —

AKTHBHbIE YYaCTHUKH MeTa00/1M3Ma pacTeHUs

Bricuive pacteHust )KUBYT B MOCTOSIHHO HM3MEHSIIOLIUXCS YCIOBHUSX CPEIbI, YTO
COTPOBOKIAETCS IBONIOIMEN METa0OJIMYECKUX IPOIIECCOB, HEOOXOAUMBIX Ul POCTa U
pa3BUTHS MPH HEMOJBIKHOM, cuasdem oOpase xu3uu (Chinnusamy et al., 2004; Liu,
Bush, 2006; Pitzschke, Hirt, 2006 u ap.). MeTabonu3m pacTeHHs JTOHKEH OBITH XOPOIIIO
OTPETYJIUPOBAH JUISl JIOCTHXEHUS S(OPEKTUBHON MHTETpAllUM IIUPOKOTO CIEKTpa
OMOCHMHTETHMYECKMX  MyTeW,  KOTOphle, 1O  CBOEH  mpupoae,  SABIAIOTCS
BOCCTaHOBHMTEIbHBIMU MK peaykimonubiMu (Van Breusegem et al., 2001; Delledonne et
al., 2003; Rouhier et al., 2003; Crawford, 2005; Griin et al., 2006 u np.).

Cpea  uaymmx B OHOJIOTHUECKMX  CHUCTEMax  peakiuii  Hauboisee
pacipOCTPaHEHHBIMHU SIBJISIOTCS OKUCIHUTEIbHO-BOCCTaHOBUTENbHBIE peakuuu (OBP).
Tak, MHOTHE Ba)KHbBIE PEaKIIMHU YHEPTEeTHYECKOr0 0OMEeHa U OMOJIOTHYECKOTO OKUCICHUS
ABIIAIOTCS B3auMOCBsi3aHHbIMU oOpatuMbiMu OBP (OKonnun, 2012), B X01€e KOTOpBIX
AIIEKTPOHBI  00paTUMO TMEPEHOCATCS CHEIUATN3UPOBAHHBIMU  PEOKC-TIapaMH  Ha
pa3IMYHbIE COSAMHEHHS U AJIEMEHTHI, CPEAN KOTOPBIX KHCIOpO, a3oT, cepa (Komymaes,
Kapmen, 2010). Penokc-napsl npencraBieHsl KopepMeHTaMU OKCUIOPEIYKTa3, KOTOPhIE
PEryJIUPYIOT CTENEHU OKUCIEHUS OpPraHWYeCKMX M HEOPraHMYEeCKUX COEAMHEHUN
(Kcenxex, IlerpoBa, 1986). Takum o0pa3oMm, peakUuH, KaTalu3UpyeMble
OKCHUJIOpEIyKTa3aMHu, MO>XKHO CUMTaTh peaoKc-TIpoleccami, aKLENTOPOM
BOCCTAaHOBUTEJIbHBIX HKBHMBAJIEHTOB Yallle BCEro BbICTymaeT kuciaopona. O cam u ADK
NPUHUMAIOT aKTHBHOE Yydactue B Owmomormyeckux OBP (Coupe et al., 2005;
Geigenberger et al., 2005; Scheibe et al., 2005; MapTtunosuy, Yeperkerud, 2008).

O6pazoBanne A®K reHeTHYecKHM 3amporpaMMHUpPOBAHO, OHU BO3HUKAIOT B
Ipollecce pocTa M pa3BUTUS OpraHU3Ma B CBSI3M C y4YacTHEM BO MHOTHX
($bu3HONIOrMYecKUX Mpolleccax, KpOMe TOT0, OPTaHU3M MOXKET T€HEepUPOBATh UX B OTBET
Ha M3MEHEHUs YCIOBUN OKpy»karomeil cpenbl. B 00brunbix ycnoBusix ADPK obpasyrores
U B3aUMOINPEBPAIAIOTCS B PEAKUUSAX OCHOBHOIO MeTabojM3Ma, a B YCIOBHUAX HX
HAKOIUICHHSI TMPOWCXOJHWT TEPEOPUCHTAIUSl pPACTeHHUs Ha OoJiee HWHTCHCHUBHBIN
BTOpUuHbIN MeTabomu3sm (Barnes, Mayfield, 2003; Link, 2003; Rouhier et al., 2003;
Schiirmann, 2003; Konynaes, 2007; UepenkeBuy u np., 2014 u ap.). [Ipu stom ADK

MOTYT Iep€aaBaTb CTPECCOBLIC CUTHAJIBI B TCHOM H o0ecreynBaTh aI[aHTI/IBHI:Jﬁ OTBCT
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(Dat et al., 2000; Mittler, 2002). IlosTomMy, B pamMKax CYIIECTBYIOIIEH
cBoOOHOpaANKanbHOU Teopun, ADK MOXKHO paccMaTpuBaTh B KAYECTBE PETYISITOPHBIX
curHanbHBIX Mojekyn (Allen, Balin, 1989; Hitchler, Domann, 2007; MaptunoBuu,
Uepenkeud, 2008) WM CUTHAJIBHBIX MEAMATOPOB, KOTOPbIE HECYT (DYHKIIUIO KOHTPOJIS
BaXHEHUIMX Onosiornyeckux mpoieccos (I"amaieit u np., 1999; Skulachev, 2006).

dusnonorunueckue curHaabHbie (yHknun ADK cromstes k cinemyrommm: (1)
CUTHAJI, OTBCYAIOIIMHA 3a 3allyCK B3allUTHBIX peakiuii; (2) CUrHam, 3amyCKaroui
nporpamMmmupyemyro kietounyro cMepthb (ITKC); (3) curaan HEeKOHTPOIUPYEMBIX KISTKOM
NECTPYKTUBHBIX W3MEHEeHMH. BpiOop THma curHamga ompenensercs OCOOCHHOCTSIMU
¢ynkuunonupoBanus ADK u ux Bzaumoornomenusmu ¢ AOC (Scandalios, 2005; Suzuki,
Mittler, 2006), npencrasnstomieir coBokynmHocTh depmenTtoB 1 AO (Michalak, 2006).
Yacto paznuunbsie KOMIOHEHTHI AOC u ADK He CBA3aHbl HANpsSMylO C MPOLECCAMH
OKHUCJICHHUSI-BOCCTAHOBJICHHSI, TMOATOMY TPH HM3MEHEHUWU aHTHOKCHUJIAHTHOTO CTaryca
BO3HUKAeT MHOTOCTaJMiHAs LEeNb peakuuidl. YIpaBlieHUE aJallTUBHBIMU MPOLIECCAMH C
[ENbIO TOBBIINICHUS YCTOWYMBOCTH PACTUTEIBHBIX OPraHW3MOB TpeOyeT mMmoapoOHOTO
M3YYEHUS dTUX ClOokHBIX peakuit (Komynaes u ap., 2011).

DBoronus NMpeAcTaBleHui o pusnoaorndeckom aeictsun APK Bieuer 3a coboit
MOCTOSIHHBIN MepecMOTp U pacmuperre QyHKIuil kKoMnoHeHToB AOC, GONBIIYIO 00
U3 KOTOPBIX COCTaBJSAIOT curHaibHble Tporiecchl (Foyer, Noctor, 2009). BesycmoBHO
A®DK «BBI3BIBAIOT HE TOJbKO Muioxue usMeHeHus» (['ompamreitn, 2002). Onnaxo,
HEOOXOJIUM MX MOCTOSIHHBIA KOHTPOJIb, KaK Ha YpOBHE 0Opa30OBaHHUs, TaK U HA YpOBHE
norpebnenus (Lamb, Dixon, 1997; Van Breusegem et al., 2001). Kpaitne BaxxHO
MOJIJIEP)KaHNE <JISTUKATHOTO OallaHca MEXJy CHTHAIH3alMedl W yYHHUYTOXKCHHUEM)
(Suzuki, Mittler, 2006). Kak HemocTaTtok, Tak W upe3mepHas renepanus ADK moxer
OpPUBOJIUTh, K THOENH KIeTOK. ['oMeocTtad JOMKEH TMOJIepKUBATHCA 3a CUeT
YCTAHOBJICHUSI PAaBHOBECHUS MEXIY OKHCIUTEIbHBIMH H  BOCCTAaHOBUTEIBHBIMU
npoieccamu (3eHKoB u ap., 2001).

Hapymienne paBHOBecust Mexay oOpazoBaHueM u HeuTpanuzamuendn ADK npu
WU3MEHEHUH BHEIIHUX (hakTopoB npuBoauT K Hakomiennto ADK (Koparom u ap., 2003;
XaBHHCOH U ap., 2003). CnencrBrueM 3TuX U3MeHeHuH sBisiercs passutue OC (Moran et
al., 1994, Prasad, 1996; Torres, Dangl, 2005). Ognako s¢dexruBnas padora AOC 1o

koHTpomo A®DK cnocoOcTByeT HOpManm3anuu pabotel kierok (Apel, Hirt, 2004,
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Konynae, 2007). Ecmu wusbbitok A®K 3amyckaeT CHUTHalIbHYIO (YHKIHIO, TO
aKTUBUPYIOTCS MHOTOUYHCIIEHHBIE OTBETHI Ha moBpexaeHue (Lamb, Dixon, 1997; Desikan
et al., 2001; Knight, Knight, 2001). B cayuae ecnmu AD®K ycyryOnsroT umerommecs
MOBPEXKICHUS, OKUCIISIS BakHeH e 6nonorndeckue monekyisl (JJHK, 6enku, munuisr),
— 3amyckaercs [IKC (Hammond-Kosack, Jones, 1996; Asada, 1999; Mitsuhara et al.,
1999; Dat et al., 2000).

Oobpa3zoBanne A®DK B CTpecCOBBIX YCIOBHSX YacTO BbI3BAHO HapyIIEHUEM
NEeSTENbHOCTH JAblxaTeslibHOM 1ienu. OcHoBHBbIE MecTa oOpazoBanus ADK B kieTke
pacTeHuil mpu aOMOTHYECKOM CTpecce — OpraHeulbl C BBICOKMMH CKOPOCTSAMHU
OKHCJIMTENBHBIX pEeakUuid BBUAY IOCTOSHHOTO TOTOKA 3JEKTPOHOB: XJIOPOILIACTHI,
MHUTOXOHJIPUH, IIEpOKCHCOMBI U Tinokcucomsl (Dat et al., 2000).

B xnopomuiactax OCHOBHOM HMCTOYHHMK OOpa30BaHMsI MEPEKUCH BOAOpPOAA — 3TO
peakuus Menepa, koropas pabGotaer st ocBoOokiaeHus GotocucteMbl | ot
M30BITOYHOIO KOJMYECTBAa 0Opa3oBaBLIMXCS 3JEKTPOHOB. Jloaroe BpeMms XJIOPOILIACThI
CUMTAIIUCh OCHOBHBIM HCTOYHHKOM oOpazoBanus ADK B kinerkax. OmHako u apyrue
OpraHeIlibl MOTYT UMETh He MeHee BaxHyI0 poiib B mpoaykiuu ADK (Karpinska et al.,
2000). ®oroabixaHue B TIIMOKcHcoMax Onarogapst pabore riukonarokcuaassl ('O, KO
1.1.3.15) — npyroit pecypc ob0pazoBaHusi mnepekucu Bomopoaa. ADK mocTosHHO
obpasyrocsi ipu MutoxoHapuaabHoM asixanuu (Meller, 2001; Doudican et al., 2005).
Kpome ToOro, MMeHHO B MHUTOXOHAPHUSX TEPEKUCh BOAOpoAa oOOpasyercss mpu
HacTyruieHuu crpeccoBbix ycimouit (Maxwell et al., 1999; Pellinen et al., 1999).
MuTtoxoHapuu MoryT ObITh perynsropamu mporieccoB [IKC, u moBbIlieHHbIE YpOBHU
A®K 3aecy moryT ObiTh ipuunHOil 3amycka [IKC (Lam et al., 2001). HM3BectHoO, 4TO B
AIpax KJIETOK MOTYT COJAEpXKaTbCsl YYBCTBUTENbHBIE PEIOKC-TPAHCKPUIILIMOHHBIE
¢dakTopsl, BoBieueHHble B aktuBanuio I[IKC, 9TO CBHIAETENBCTBYET O BO3MOXKHOM
oOpazoBanuu 3necb A®K. IIpenmomaraior, YTO MHMTOXOHJPHAJIbHBIE U SICPHBIE
MexaHM3MBI 3ajeiicTBoBanbl B 3amycke [IKC, noatomy yposeHb ADK B MUTOXOHAPHUAX U
spax KJIETOK JOJDKeH cTporo KoHTposmpoBathes (Lam et al., 2001). bnaromaps tomy,
4TO TMepeKkuch Bopopoaa auddynaupyer uepe3 akpanopunbl, ADK, oOpa3oBanHbie B
OJIHOM MECT€, MOTYT IMOBJHUSATh HA JPYTHe€ OpraHeUIbl, yMEHBINAs WX 3alIUTHHIC
cnocoOHocTU. VMIMEeHHO mo3TOMy cTpecc, MPUBOAAIIMN K YBEIWYEHUIO OOpa3oBaHUs

A®K B xn0pomiacTax, MOKET 3aIlyCTUTh HE TOJIBKO XJIOPOIUIACTHBIE, HO U IIUTO30JIbHBIC
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3alIUTHBIE MeXaHU3MBI. [IepOKCHCOMBI — 3TO HE TONBKO opraH Aetokcupukanuu ADPK
noj JeicTBUeM (EepMEHTOB, HO M MECTO 00pa3oBaHUs IMEPEKHUCH BOJOpOJA 3a CUEeT
pabothl 'O u Taxke mporecca S-okucieHus xupHbix kuciaot (Henzler, Steudle, 2000).

[MomudyukuronansHocts AD@K oOycnaBnuBaeT Haluyue JUisi HUX MHOXKECTBa
MOTEHI[MATBHBIX BHYTPHUKJICTOUHBIX MuUlleHerd. Kpome TOro, TUN KJIETOYHOTO OTBETa
A®K moxer pa3znuyarbCcs NpHU pa3HoM KoHUeHTpauuu. Huskum koHueHtpauusm ADK
MPUCYIIH MPOIECCHl CUTHAIMHTA, & BHICOKHE JOJDKHBI IMOJBEPraThCs NETOKCU(PUKAIIIU
npu OC (YepenkeBuu u ap., 2014).

MuorodyukiuonanbHocth ADK oTpakaercs B BBINOJHEHUH PEryJIsSTOPHOM
¢yHKIMU (B paMKax pEIOKC-KOHTPOJs) M (PYHKIMHM BTOPUYHBIX MECCEHIKEPOB (B
pamkax penokc-curaanuura). Kpome toro, A®K oTHocAT Kk 0cOOOMYy THIY pEIOKC-
MECCEH/KEpOB, MepeHocamux 2ekTpoHbl (MaptunoBuu, Yepenkesuu, 2008,
YepenkeBud u ap., 2014).

OC — He eauMHCTBEHHAs yrpo3a pPacTUTEIIbHOMY OpPraHW3My, BO3HHUKAIOIIAS MPH
u30biTke ADK. M30BITOK BOCCTAHOBIEHHBIX (OPM MPUBOAUT K BOCCTAHOBUTEIHHOMY
ctpeccy. [Ipu BOCCTaHOBUTENIBHOM CTpecCe, KaK U MPU OKUCIUTEIBHOM, UMEET MECTO
Merabonnueckuit gucbananc. Ilpuw 3ToM U3OBITOK BOCCTaHOBUTENEH (HampuMep,
MEPEBOCCTAHOBIIEHUE JIEKTPOH-TpaHCIOPTHBIX Henei (DTL)) Takke MoKeT mpUBECTH K
nocnenytomemy OC (Jlymak, 2010). Takum o6pazom, A®DPK MOXHO cUHTaTh
WHJMKATOpaMU KJIETOYHOTO CTpPecca U BTOPUYHBIMU MECCEH)KEpaMH, BOBICUCHHBIMU B
CUTHAJIbHBIC MMYTH.

B kierkax BBICHIMX pacTeHUM  MOJIEKYyJa KHCIOpPOJAa  PaCHICIUISAETCS
MOCIIEZIOBATENILHOCTRIO peakiuii, oOpasys pazinuunbie ADK. I'maBHeiM oOpazom, u3
KHCIIOpO/ia 00pa3yloTCcsl MEPEeKUCh BOAOPOJAAa M CYNEPOKCHAHBIN paauKall, KOTOpbIe
ABJISIIOTCS BTOPUYHBIMU MECEH/)KEpaMU BO MHOTHUX Ipolieccax, aCCOLMMPOBAHHBIX C
pOCTOM W pa3BUTHUEM, 3a CYET ydacTHs B Tepefade BHYTPUKICTOYHBIX CHTHAJIOB H
perynsiun skcnpeccuu reHoB (Chaves et al., 2003; Delledonne et al., 2003; Link, 2003;
Rouhier et al., 2003; Borland et al., 2005; Crawford, 2005; Griin et al., 2006; Shao et al.,
2007).

Nuunmanus nns o6pazoBanust u3 kuciopoaa ADOK HeoOxoauma JUIIs HA IEPBOM
JTane Mnpu o0pa3oBaHUM CYNEPOKCHIHOTO pajiMKalia, TOr/la Kak MOCIeAYIOIne peakuu

OTHOCATCA K OK30TCPMUUCCKUM u MOTYT MMpOUCXOONUTH CIIOHTAaHHO, OBITH
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KaTaJIU3UPOBAHHBIMU WJIK HET. B KOHEUHOM UTOTre, KUCJIOPO HEUTPATU3YETCs 10 BOAbL,
4TO 00ECHeurnBaeT pPACTUTENbHBIA OpraHu3M »HHEprued, HeoOXOAUMON [UIsi Bcex
CJIOKHOOPraHM30BaHHBIX BhicINX opranu3moB (Hippeli et al., 1999).

Mumienbto ADK MoryT ObITh HYKJICOTHABI U HYKJIEHMHOBBIE KHCIOTBI, OCOOCHHO
JHK. T'mapOoKCHUIIBHBIM paguKal aTrakyeT aJieHUuH, TyaHWH, THMHWH, LIWTO3MH,
CYNEepPOKCUAHBIN paaukan — ryanuH. [Ipu sToM moxxeT npousoiitu pa3peiB nenei JJHK u
noBpexaeHue xpomocoMm. CrenoBarenbHo, ADK Morytr sBisSTbCS WHTHOUTOpaAMU
cunre3a JIHK u nenenus kiaerok (Amexuna u ap., 2005). Kpome toro, A®K nsmeHstor
CTPYKTYpY OCJIKOB M UX aKTUBHOCTb, BBI3bIBasi 00pa3oBaHUE AUCYIb(OUIHBIX MOCTHKOB U
cyasdorpymnn (Delaunay et al., 2002; Van Montfort et al., 2003).

O6mee kommuectBo A®DK B opranmsme ompenensercss CKOPOCTIMH UX
00pa3oBaHUsi W pa3pylICHUS U TPOJOJDKUTEIBHOCTHIO CYIIECTBOBaHUS. AKTHBHOCTH
depmentoB AOC u copepxaHue HU3KOMOJEKYJISIPHbIX AQO 3HAYUTENBHO PETYIUPYIOT
ypoBeHb ADK u npoaykroB nepexucHoro okucienus aunuaos (ITOJ1) B knerke (Apel,
Hirt, 2004).

BoiensioT  BBHICOKOMOJIEKYJISpHBIE — (9H3UMAaTHUecKue) —  (EepMEHTHl U
HU3KOMOJICKYJIsIpHBIE (HeaH3uMaTHdeckre) KoMrnoHeHTel AOC. depMeHThl HHTHOUPYIOT
3allyCK LENEN OKUCIEHUs, HEUTpAIM3ys CYNEPOKCUIAHBIM paJuKal W IEPEKHUCHBIE
MpOAYKThl. HU3KOMOJIEKYNISIpHbIE aHTHOKCHUJIAHTHI MOTYT OrpaHUYUBATh pPa3BUTHE
LEenHbIX peakuuii (3arockuna, Hazapenko, 2016). DH3uMaTHYeCKHEe U HEIH3UMATUUECKUE
KOMITOHEHTHI PabOTaIOT KaK dH/IOTEHHBIC 3alIUTHBIE MEXaHU3MbI B KOMITJIEKCHOU CETH T10
YMEHBIICHUIO BIHMSIHUS IUTOTOKCHYecKkuX dpdexkroB ADK B kierkax (Powers, Lennon,
1999; Blokhina et al., 2003; Mpgller et al., 2007). HaubGonaee BakHbIC
HU3KOMOJIEKYyJisipHble AO — ackOpOMHOBasi KUCJIOTA, TUIYTaTUOH, THUOJBI, TOKO(MEPOIbl,
NUTMEHTHI (KapOTHHOUIBI, aHToManbl) u Ap. (Inzé, Van Montagu, 1995; Devi, Prasad,
1998, Tausz et al., 2003) — B3aumonciictBytor ¢ ADK u, TeM caMbIM, MOAACPIKUBAIOT
pa3nuuHble GYHKIIMH B PACTCHUSX, Jelias ero o4eHb ruOkum opranu3moM (Borland et al.,
2005; Shao et al., 2007). OnHako HEIH3UMATUUECKHUE 3aXBATYMKUA HE MOTYT 3allUIIaTh
pacTeHus OT AaKTHUBHBIX BOCCTAHABJIMBAIOIIMX PAJUKATIOB, TAKUX KaK CYNEPOKCHIHBIN
panukan u MetactabmibHbie ruaponepokcuasl (Chaudiere, Ferrari-lliou, 1999).

®epmentet AOC sBisitoTcs OeTKaMu MO TMPUPOJIE W OKCUIOPENYKTa3aMH I10

¢ynkmmsam. Karanus mporekaer 3a cyeT B3aMMOEHCTBUA anodepMeHTa u KodepMmeHra,
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nocjenHui uMeeT KoH(opmanuioo «kapmaHa». OCOOEHHOCTH NepeHoca 3JIEKTPOHOB
OIpENEISIOTCS MPOCTPaHCTBeHHOM opranm3anueii (Saab-Rincon, Valderrama, 2009).
KodepmenTsl  okcuaopemykTas 9TO  peloKC-Taphl, KOTOpblE  TEPEHOCST
BOCCTAaHOBUTEIbHBIE SKBUBAJICHTHI [0 PEAKIIMN 00PATUMOT0 OKUCIIEHUS-BOCCTAHOBIICHUS
(Kcenxek, IlerpoBa, 1986; Kpuiikuii, Teneruna, 2004).

HaubGonee BakHble aHTHOKCUAAHTHBIE (PEPMEHTHI, HEUTpaIU3yIOUIUE OIHH U
obpaszyrome apyrue ADK: cynepokcupaucmyrtaza (CO, K 1.15.1.1); kartana3za
(KAT, K® 1.11.1.6); paznuunsie ¢henonapHble epokcuaasbl (I10) ¢ HecnenupuyeckumMu
cybctparamm, Hampumep, TBaskoanepokcunaza (I'B[IO, Kd 1.11.1.7), cyOctpart-
crienu@UYHbIC MEPOKCHAA3bl, Takue Kak ackopoOarmepokcumasza (AIIO, KO 1.11.1.11),
rnytatuonnepokcunaza (I'TIO, K® 1.11.1.9) u ngp.; moHomerumpoackopbaTpesyKTasa
(MIATAP, K& 1.6.5.4); nerunpoackopOarpenykraza (AI'AP, K&® 1.8.5.1) wu
rnytatuonpenykraza (I'P, Kd 1.6.4.2). AIIO, MIAT'AP, JAI'AP u I'P mnoBbimaror
CIOCOOHOCTh CHUCTEM JIeTOKCU(UKAIMK, 00pa3ys ackopOaT-TIyTaTHOHOBBIA LUK
(Knorzer et al., 1996; Rucinska et al., 1999; Mittova et al., 2000; Morabito, Guerrier,
2000; Noctor et al., 2002). [Tepeuncinennbie GEPMEHTBI KOJUPYIOTCS MHOKECTBOM I'€HOB
(Willekens et al., 1995; Asada, 1999; Wagner et al., 2002; Dietz, 2003; Mittler et al.,
2004; Igbal et al., 2006). HexoTopbie ucCienOBaTENM BKIIOYAOT MOTHU(PEHOIOKCUIAZY
(PO, Kd 1.10.3.1) B cocta pepmento AOC (Vatankhah et al., 2010; Abdalla, 2011).
Hpyrue otHOCcaT [IDO K KItOUeBBIM (hepMeHTaM BTOPUYHOTO MeTabOIM3Ma, BbIAETSS
JTaHHBIA (DEPMEHT B OTICIBHYIO JIMHUIO 3AIIUTHI C BBIIOJHEHUEM OCOOBIX (YHKIIUH B
OKHCIHMTENbHBIX mpomeccax pacrenus (Cakmak, Romheld, 1997; Polovnikova,
Voskresenskaya, 2008; Guo et al., 2014).

Kpome Toro, mentozodocdarueiii muka (IIPL]) cuutaroT OCHOBHBIM PeCypcoM
BOCCTAHOBJIEHHBIX  HHKOTHHAMHJIAJCHUHANHYKIeoTHADOoCchHaT-okcuaas (HAA®DH-
OKCHJ1a3), KOTOpbIE TaK)Ke€ MOTYT y4acTBoBaTh kKak B mpoaykummu (Hammond-Kosack,
Jones, 1996; Cazalé et al., 1999; Orozco-Cardenas, Ryan, 1999; Pei et al., 2000), Tak u B
yctpaneHun A®K (Pandolfi et al.,, 1995; Juhnke et al., 1996). BoccranoBneHHbIN
HukoTuHamuaaneHuHaunykneoruadpocar (HAJIDH) sBusiercss rnaBHBIM KoakTOpom
AOK-HeWTpanu3yonmx myTei, Takux Kak, HalmpuMmep, acKopOaT-riIyTaTHOHOBBIM ITHKIT

(Gaetani et al., 1989; May et al., 1998).
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buoxumnueckass ocobenHocts (epmentoB AOC —

YHHUYTOXCHUC CTPOro

ompejeneHHoro okuciurensHoro cyoctpara (Ilonecckas, 2007; IlpamenoBa u ap.,

20116). Taxxxe oHu 00J1aIaI0T CIEU(UUHOCTHIO KJIETOUHOM M OPraHHOM JIOKAJIM3allUH,

HO HWHOTJAa MOTryT OBITh KOMILIeMeHTapHbl npyr napyry (Apel, Hirt, 2004). Korna

Bo3MOXHOCTH AOC HaxoJsATCS Ha YPOBEHb HIXKE, YEM KOJMYECTBO OOpa3yIOIIMXCS

A®K, npoucxoaut moBpexaenue pacrenuit (Sgherri et al., 2003). O6o0IeHHas cxema

A®PK u AOC B pacTuTenbHOM OpraHHU3ME,

B3aUMO/ICVICTBUH, IPEACTABIECHA HA PUCYHKE .
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Puc. 5. Merabomnueckue motoku ADK B pactenusx u ¢gepmentet AOC (mo Mori,

Schraeder, 2004; Zhao et al., 2016; Wang et al.,, 2018 ¢ wusmenenusmu). DTI[ —

AIEKTPOH-TPAHCIIOPTHAS

LICTIb,

HAJI®H-okcuaasa

HUKOTHHAMUAaIeHUHUHYKIeoTHAdochaT-okcuaaza, COJLl — cymepokcuaaucMmyTasa,

KAT - karamaza, [10 — nepokcupaza, AIIO — ackopbar-nepokcunaza, MAT'AP —

MOHOJIETHIpOoacKopOaTpeyKTasa,

[IyTaTHOHPEAYKTa3a.

JICAP

JeruIpoackopoaTpeyKTasa,

I'P
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Takum o00pazom, pacTHTENbHBIE OPraHU3Mbl MOTYT pPacCMaTPUBATHCS Kak
OKHUCIIUTEIIbHO-BOCCTAHOBUTEIILHBIC  (PEIOKC) CHCTEMBI, B KOTOPBIX MPOUCXOJSAT
KaTabOMYeCKue — OKCHAATUBHBIC MPOIECCHl — HEOOXOAMMBI I TPOU3BOJICTBA
DHEPIrUU, U aHAOOJIMYECKUE — B OCHOBHOM, BOCCTAHOBHTEIBHBIC IMPOIECCHl — 3a CYET
KOTOPBIX pacxoixyercsi paHee ycBoeHHas dHeprus (Shao et al., 2008a, 20086). s
PaCTHTENBHBIX PEIOKC-CHCTEM XapakTepHO cueaytomiee: (1) TOHOPBI 3JIEKTPOHOB
BOCCTAHABIIMBAIOT  PEIOKC-MIApbl  HUKOTHHamMunaiaeHuHauuykineotuga (HAH) wu
HUKOTHHamMuAaaeHuHAuHYKIeoTuaApochaTta (HAJID); (2) TepMHUHATHHBIM aKIEOTOPOM
AIIEKTPOHOB SIBJIACTCST KUCIOpoa, poayiupytommidi ADK; (3) mpoMexyTouHbIe peloKC-
MOJYJIH (COSAMHECHHS C CYIb(OTUAPUIHLHBIMEA TPYIIIIAMHA — ITUCTEWH, METHOHHH) 32 CUET
OKHUCJICHHUSI-BOCCTAHOBJICHHS perynupyoT ¢yukuuu kietok (Uymaxuna, 1997, Jones,
2006).

Paccmorpum Gosiee monpoOHO (YHKIHMH (EPMEHTOB, AKTUBHOCTH KOTOPBIX

omnpeacsIacb B XoA€ UCCIICIOBaHMA.

1.2.1. Cynepoxcuooucmysa

COJ (K® 1.15.1.1) sBnsercs BaxubIM (pepMeHTOM AOC, OCYHIECTBISIOMINM
NEePBBIN 3Tan 3auuThl opranu3mMoB 0T ADK. IToT hepMeHT NMEepeBOAUT CYTIEPOKCHIHBIN
paaukail B MEPEKUCh BOJOPOJAa U MOJEKYJSAPHBIN KHUCIOPOJ COTJIACHO MPUBEIECHHOMY
HUXKE YPABHEHUIO:

O2¢ + Oz + 2H" — H202 + Oa.

B BbICIINX pacTeHHSIX JaHHBIA (EPMEHT UTPAET TJIABHYIO POJIb B IPOTUBOCTOSTHUH
TOKCHUYHBIM CyNepoKcUAHbIM paaukanam. COJl peryaupyroT KJIETOUYHYI KOHIIEHTPAIHUIO
CYNEpPOKCUIHBIX PATUKAIIOB U MEPEKUCH BOJOPO/A.

Paznmuunbie  u3opopmbr  COJl  akTUBHO pabOTalOT BHYTPH KIETOK H
KOHTPOJIUPYIOTCS Ha Pa3IMYHBIX JTamax pa3BUTHSA PACTEHUS, a TAaKXKE CO CTOPOHBI
okpyxatomieit cpenpl (Van Camp et al., 1997). B xone cymnepokcuaaucmyTa3HOU
peakuuu oOpasyercs NEPEeKUCh BOJOPOJA, KOTOpas MEHee aKTHBHA, MO CPaBHEHUIO C
CYMEPOKCUIHBIM PAJNKaIOM, U yTHIH3UpyeTcs npyrumu depmertamu (Koparom u ap.,
2003; Apel, Hirt, 2004; ITonecckas, 2007). OcHoBHOU ee¢ myn HeuTpamusyercs KAT,

torna kak IIO Moryt HeWTpanu3oBbIBaTH MEPEKUCH, HeAoCTynHYI Mid KAT u3-3a ux
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BBICOKOI'O CPOJICTBA K MEPEKUCU BOAOPOA, U, KpoMe TOro, Onarojaps npucyrctsuto 110
B MHOT'OUHCIICHHBIX KJIETOUHBIX opraHemax (Creissen et al., 1994).

HcTouHnKY CYTIEpOKCUIAHBIX PAIUKAIOB B PACTEHUU MOTYT OBITh €CTECTBEHHBIMH,
a UMEHHO MOOOYHBIMH TPOAYKTaMH METaO0IMYECKON IeATeIbHOCTH, TaK U BRI3BAHHBIMU
BHemHUMH BozjaeiicTBusaMu (Raychaudhuri, Deng, 2000). [Tokazano, 4To KieTka OBICTPO
pearupyet Ha OC nosimienuem aktuBHocTH COJl. JlaHHbBIN (epMEHT paccMaTpuBaeTcs
U Kak crpecc-0enok, cuHTesupyembli B orBer Ha OC. bmaromaps ero aeilcTBuio
YCKOpsIeTCs pacmaj] CylepoKCHIHOTO paarkaia Ha 4 opsiaka (loHios u np., 2006).

Boigenstor cnepyromue uzopopmbl COJl coriacHO HaJU4MIO OIpeneIeHHOTO
MIEPEXOTHOTO MeTauia-ko(akTopa B aKTHBHOM IIeHTpe depmeHTa, a mMmeHHo: Cu, Zn,
Mn, Fe, Ni (Bannister et al., 1987; Cannon et al., 1987; Perl-Treves et al., 1988; White,
Scandalios, 1988; Bowler et al., 1989, 1992).

Tak, Cu/Zn-COJ] (umHK HeoOXoauM Ui CcTaOWIM3alMK  KOH()OPMAIIHH;
moJekysipHas macca 30-33 k/la) (Cannon et al., 1987; Perl-Treves et al., 1988; Bowler
et al., 1992) nmokammuzyercs B xioporuactax (Hernandez et al., 1999), mutoxonapusx
(Kuzniak, Sktodowska, 2004), nepokxcucomax (Alscher et al., 2002) u, BeposTHO, 1aKe B
anorutacte (Ogawa et al., 1996). Tak, nanpumep, anoriactasie uzopopmer COJl Ob1TH
oOHapy>XeHbl BO BHEKJICTOYHOM conepkumom xBou P. sylvestris (Strcller, Wingsle,
1994). 3nauntenbroe konmdectBo Cu/Zn-CO/] BoisiBiieno B muto3ose (Perl-Treves et al.,
1988; Scioli, Zilinskas, 1988, Strcller et al., 1994). HMMyHO3JICKTPOHHBIC
MHUKPOCKOITMYECKHUE U3YyUEHHUs MOoKa3aiu, 4To 1uTo30ibHbie Cu/Zn-COJl mpuUCyTCTBYIOT
PSZIOM C BaKyoJISIMU pacTUTENbHBIX KieTok (Ogawa et al., 1996). Untepecno, yto CO/J
moskeT 3ammmats JJHK-guiaMeHTb 0T OKUCIUTENBHBIX MOBPEXKACHUNA B SIPE KIIETKH,
nonagasi B HEro 4epe3 sjepHbie MOpbl. HecMoTps Ha BBICOKYIO CHEUPUUYHOCTH
dbepmenTa, B ompeaeneHHbIX ycnoBusx Cu/Zn-COJ] mnposiBiseT MNpOOKCHIAHTHBIC
GyHKIMHM, B3aUMOJICUCTBYSI C TMEPEKUCHIO BOJOPOJA, W CHOCOOCTBYET 0OOpa30BaHUIO
CYNEPOKCUIHBIX PATUKAIIOB M TUAPOKCUIBHBIX paaukaioB (MeHbIIUKOBa, 3EHKOB,
1993).

[MpucyrcrBue Cu/Zn-COJl B coCyAUCTHIX TKAHAX (KcuiieMa U ¢uiodma), omaromaps
KOTOpPOH 3/1eCh 00pa3yroTCs CYNEPOKCHIHBIM paJuKal W TEPEKUCh BOJOpPOJa, OBLIO
o0OHapy>KEeHO MPH MPOBEICHUH JIEKTPOHHON MHUKPOCKOMHH JHCThEB Spinacia oleracea L.

(Hérouart et al., 1993; Ogawa et al., 1996). Boxee Toro, mpomMoTep reHa, KOJUPYIOLIETO
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nuro3onbHylo  Cu/Zn-COJl, BHEIpEeHHBIW B KOHCTPYKIMIO TeHa [-TIIOKYPOHHIA3HI,
aKTUBCH B KieTkax (aosmbl IuCTheB U crebimeii y Nicotiana plumbaginifolia Viv.
(Hérouart et al., 1993). O6paszyemas 3a cuet nesrenbHocTH COJ] B COCYIUCTBIX TKAHIX
NEPEKUCh BOJOPOJAa MOXET JEWCTBOBAaTh KAaK CHTHAJl K TOPAaHEHUI0 U Pa3BUTHIO
CHCTEMHOI NpHOOpeTeHHON ycToiumBocTH y pacteHuit poxa Arabidopsis (Orozco-
Cardenas, Ryan, 1999). Jlokamm3anus COJl Taxke oOHapy»KeHa B KJIETOYHBIX CTCHKAX
Tpaxeua M OKAHMIIEHHBIX IOpP KCHJIEMBI, KOTOPBIE, KaK H3BECTHO, OOBIYHO BBICOKO
nurHuduimpoBansl. He nurHuduuupoBaHHble KIeTKM B Kcwieme P. sylvestris He
nokassiBatoT Hanmuuus COJI (Karpinska et al., 2001).

Mn-CO/J1 (monekynspHast Macca 75-94 xJla) (White, Scandalios, 1988; Bowler et
al., 1989) nmokammsyercs B marpukce mutoxoHnmpwii (Kuzniak, Sklodowska, 2004) u
nepokcucomax (Palma et al, 1998). HaOmomaercs 3HauuTenbHAs TOMOJIOTHS
TIOCJICIOBATEIILHOCTH aMUHOKHUCIIOT B CTPYKType (hepMmeHTa B 3THX opraneimiax (del Rio
etal., 2003).

Pexe Bctpewarotcst Fe-COJ] (monexynspHas macca 36-48 k/la) (Van Camp et al.,
1990) u Ni-COJ] (monexynspHas macca okomo 80 k/a) (Kim et al., 1996). Fe-CO/]
MpeAcTaBiIsieT coO0 TOMOIUMEpP C aTOMOM jKeje3a B Kaxaou cyowreauHuie. OObIYHO
COJl c »xene3oM B aKTUBHOM IIEHTPE JIOKAJIM30BaHa B CTPOME M Ha MeMOpaHax
THJIAKOUJOB XJIOPOIUIACTOB KJIETOK pacTeHWi. bakrepuanabHbIE KIETKH OTIUYAIOTCS
namareMm COJl ¢ nukenem B aktuBHOM 1ieHTpe (Alscher et al., 2002; Rizhsky et al.,
2003; bapanenko, 2006).

COJl xaranm3upyeT JBE TOCIEAOBATEIbHBIE pEAKIIMH: BOCCTAHOBJICHHE W
OKHUCJICHHE CYNIEPOKCHUIHBIMU pajukanamMu Metaia (Me) akTHBHOTO 1ieHTpa pepMeHTa:

COZl-Me™ + 020~ — COJI-Me™D* + Oy,

COI-Me(™D* + Oz~ + 2H* — COJ-Me™ + H20:..

BaxHoit ocobeHHOCThIO MOJEKyJIapHbIX u3odopm COJl sBiseTcs ux pasHas
YyBCTBUTEILHOCTh K OCHOBHOMY HWHTHOHWTOPY CYNEPOKCHIIMCMYTa3HOM peakiuu —
nepekucu Bogopoaa. Tak, Cu/Zn-COJ] u Fe-CO/I moaBepskeHbl HHTHOMpoBaHuto, a Mn-
CO/1 — ve uyBctBHTenbHA (Alscher et al., 2002; bapanenko, 2006).

YcroiuuBbIlE M BOCIPUMMYHUBBIE BHUIBl PACTEHUHM MOTYT OTJIMYATBCS 110
aktuBHoctu COJl. Hapsiny ¢ nosbitienriem aktuBHocTd CO/Jl, Habmonaercs CHUKEHUE

CKOpOCTEI OKUCIUTENbHBIX MOBpexAeHU. Tak, HabmogaIM yCTOMYUBOCTD K JIEUCTBUIO
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cTpecc-pakTopoB y TpaHCreHHBIX pacteHui Solanum lycopersicum L. ¢ moBbIIEHHOM
aktuBHOCTBIO COJl (Cepenko u ap., 2011).

s uzopopm COJI xapakTepHa pa3Has TEpMOCTA0OMIBLHOCTh. MUTOXOHIpUaTbHAs
COJl TpaBSHUCTBIX PACTCHHWH YyBCTBHTEIbHA K HArpeBy iIN Vitro, u ee akTUBHOCTh
CHWXKaeTcst Oojee dYeM Ha mosioBUHYy depe3 1.5 wmunyTtsl 50°C  BO3nelcTBUS.
XnopomnactHass COJ[ cmocobHa COXpaHUTh aKTMHOBHOCTh Ha TO K€ BpEMS yXKe Mpu
70°C (Christov, Bakardjieva, 1999). CrpomanbHas uzopopma Cu/Zn-COJl He Tepser
KaTaJJUTUYECKUX CBOMCTB Jaxke Npu anuTenbHOM (Oonee 10 MUHYT) KHUIISTYEHUU
(Khanna-Chopra, Sabarinath, 2004).

Ponp CO/] uccnenoBanach O4€Hb MHOTMMHU aBTOPaMHU y pa3HbIX pacTeHUU. bbuio
MOKA3aHO, YTO CYIIECTBYET KOHTPOJIb €€ aKTUBHOCTH BO BpEeMsl Pa3BUTUS PACTCHUS
(White et al., 1990; Perl-Treves, Galun, 1991; Herouart et al., 1993; Zhu, Scandalios,
1993). Taxk, skcnpeccust renoB COJ] y pacrenuii S. lycopersicum perysupyercs Bo BpeMs
pPa3BUTHUS B OTBET HA CBET U cTpecc. Bepxyiiku mo6eros, OyTOHBI, MPOPOCTKU U MOJIOJBIC
mucths S. lycopersicum coneprxanu Beicokue ypoau TpanckpuntoB MPHK COJT (Perl-
Treves, Galun, 1991). Yposens TpanckpuntoB MPHK Mn-CO/Jl y pactenuii cemeiicTa
Lamiaceae Bo3pacran nocje npopactanus. Y pacteHui Zea mays L. o0imas akTHBHOCTb
CO/Jl yBennuuBanach B JIEpHBIX 3KCTpaKTax 1o npocuectBuu 10 1HeH nocie onbuIeHHs
(White et al., 1990). AktuBrocth Mn- u Cu/Zn-CO/J] Bo3pacTaeT B TCUCHHE MPOIIECCOB
passutus sapa. COJl oOHapyxuBaercs y pactenui Plantago major L. in vitro B
MHOTOYHUCIIEHHBIX OTpocTKax moberoB. Kpome toro, COJl ywacTByeT B mpolieccax
nurHudukanuu y apeBecHsix pactenuit (Karpinska et al., 2001).

Nzodopmer COJl mpuHUMAIOT aKTUBHOE ydYacTUE B Pa3BUTHH PACTCHUN, HX
KOJIMYECTBO MOXKET YBEIUYMBATHCS MapajljIesIbHO € MpolleccaMd HOBOOOpa30BaHUS WU
MOXXET MpeTepreBaTb IOCTTPAHCISLUOHHBIE M3MEHEHHS KOJMPYIOIIUX €€ TEHOB.
Hakomnienne tpanckpuntoB COJ] TkanecnenupuyHO 3aBUCUT OT CTAJAWM Pa3BUTHUSA
opranm3ma (Zhu, Scandalios, 1993). CynepokcupaucMyTa3zHas peakiHs 3amyCcKaeT
peakiuu OC, cnemuduuHOoro s KakJAOW opraHeibl. Jlokamuzamuss oOpasyemoit
MEPEKUCH BOAOPOJA, Jake Oosiee ueM ee aOCONIIOTHAsE KOHICHTPAIUS, MOXKET OBITh
oTBeTCTBeHHA 3a npotekanne OC, U KOHTPOJIHMPYEMbIE KOIMYECTBA MEPEKUCH BOAOPOIA
HEOOXOAUMBI Il TOJAJEPKaHUST HOPMAIBHBIX COCTOSHHMM KJIETOYHBIX CTEHOK |

nocjenyroiero aeneHus kierok (de Marco, Roubelakis-Angelakis, 1996).
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1.2.2. Kamanasza

KAT (K® 1.11.1.6) — TeTpamMepHbIii reMM-coepkaiiuii hepMeHT (MOJICKYyIIpHast
Macca okojo 250 k/la). Peaknus 3akitodaercs: B pa3ioKeHUU MEPEKUCH BOJIOPOIA 0
BOJbl U MOJIEKYJISIPHOTO KHcJIopoAa. MoJekyisipHas Macca MOHOMEPOB PACTUTENbHBIX
KAT mpumepno 55 x/la (Regelsberger et al., 2002).

Otmuuaetcst ot npyrux ¢pepmentoB AOC tem, 4To He TpeOyeT BOCCTAaHOBHUTEIS
JUISL TIPOTEeKaHus peakiuu. MIMeeT BBICOKYIO cnelu(pUIHOCTh K MEPEKUCH BOAOpPOAa, HO
HU3KYI0 AaKTMBHOCTh B pEAKUUAX HEWUTpaIu3alli OpPraHUYECKHX MEepPOKCHUJIOB.
Jlokanu3oBaHa MNPEUMYILIECTBEHHO B MEPOKCUCOMAaX H© TIJIMOKCUCOMAaX, KOTOPBIE
MPOIYIUPYIOT TIEPEKUCh BOJOPOJA, MOXKET BCTPEYAThCs U B MHUTOXOHJIPHUAX
(MenbmukoBa, 3enkoB, 1993; Guan, Scandalios, 2000; ITonecckas, 2007). KAT Obuia
OTKpbITAa U OXapaKTepU30BaHa paHee Bcex ocTalbHbIX ¢epmeHToB AOC u BcTpeuaeTcs
MIPAKTHYECKH Y BCEX OPraHM3MOB, JlaXke aHadpoOHbIX. (Zamocky et al., 2008).

Ha axtuBHoCcTh KAT BiMsieT KOHIIEHTpaUHs NEPEKUCH BOJIOPOAA — €€ OCHOBHOTO
cyocrpara (Bakalova et al.,, 2004; Blackman, Hardham, 2008). KAT wumeer oueHb
BBICOKHE CKOPOCTH pEaKlMil, HO HU3KOE CPOJCTBO K MEPEKUCHU BOAOPOJA, MOITOMY
TpeOyeT Gonpmmx kosnmuyecTB cyoctpara (Mittler, Zilinskas, 1991; Konig et al., 2002).
Huskoe cpoactBo Kk MepekuMcd BOJopoja 00O03HAdaeT, YTO IOYTH BCETJa HMMEETCs
JIMHEWHAsA 3aBUCUMOCTh MEkay akTUBHOCTHIO KAT W KOHIIEHTpanuuen mepekucH, axe
Korja e€ KOHIIGHTpaluu cymnpadusuonorudeckue. [lodTomMy dYeTKo oOmpenenuThb
koHCTaHTy Muxasmuca gt KAT ouenp cnoxkHo. CuuTaeTcs, 4TO OHAa HAXOJIMUTCS B
muana3zone 40-600 mmonb/n (Chelikani et al., 2004). DT 3HaYeHUs: HAMHOTO BBIIIE TEX,
4TO OOHApy>KeHbI Il pacTuTenbHbIX 110, nms KOTOphIX KOHCTaHTa MmUXalsnuca HUKE
100 mxmonw/n (Mittler, Zilinskas, 1991; Konig et al., 2002). Takum o6pazom, KAT
paboTaloT 3HAYUTENHHO HUKE CBOCH MaKCHMAJIBHON MOIIIHOCTH.

KAT MoxeT monroe BpeMs COXpaHsSITh CBOKO aKTUBHOCTh. benok ¢epmenta He
HY>K/1a€TCsl B JJOMOJHUTEIbHON SHEPTUH aKTUBAIUU ISl pa0OThI, IOATOMY KHHETUYECKUE
napameTpsl KAT omnpenenstorcsi CKOpOCThIO JIOCTAaBKU CyOCTpaTa K aKTUBHOMY IICHTPY
(HonuoB u gap., 2006). Kpome toro, KAT, He Hyxnasicb B JIONOJHUTEIbHBIX
HKBUBAJICHTAX, HAXOAUTCS B CTAOMJIBHOM COCTOSTHUM TPH HU3MEHEHHH OKHCIIUTEIbHO-
BOCCTAHOBUTEIILHOTO CTaTyca KJIETKH, MOATOMY OoJjiee yCTOWMYMBa K CTpeccy IO

cpaBHeHHIO ¢ Apyrumu komroHeHTaMu AOC. B ¢usnonornueckux ycroBusx KaTana3zHas
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aKTUBHOCTH (pepmenTa npumepro B 10000 pa3 Bbime, uem nepokcuaasHas (3eHKOB U Ip.,
2001; Koparom u ap., 2003).

Paznoxxenne nepokcuna Bogopona KAT ocymectsusiercss B 18e craguu (Wendel,
1988):

KAT-Fe® + H,0, — Oxucnennas KAT;

Oxucnennas KAT + H202 — KAT-Fe3" + 2H20 + O..

[lepexuch Kucinopoja sBISETCS MPEAIIECTBEHHUKOM OYEHb PEaKLIHMOHHOIO
THJIPOKCWIIBHOTO pajukana. Baxkna ¢usuonoruueckas poinb KAT B mpepbiBaHUU 3TOTO
npouecca. B oxucinennom cocrosinun KAT mosxer nefictBoBath kak [10, katanuszupys
OKHUCJIEHHE crnUpTOoB, (eHosnos, ampaerugoB (Kopmiom u ap., 2003), cpeau KOTOpBIX
MOTYT OBITH METaHOJ, 3TaHOJ, (hopMallblIerua U MypaBbuHas kuciora (Van Breusegem
et al., 2001) B cOOTBETCTBUM C YpaBHEHUEM:

Oxucnennas KAT + AH, — KAT-Fe3* + 2H20 + A.

Nuorna KAT MOXeT BBINOJHATh MPOOKCHIAHTHBIE (YHKIMH, YYacTBys B
obOpazoBanuun ADK npu pasnoxeHuH MepeKucu Bojopoaa. VIMerTcst cBeleHUs O TOM,
YTO CYNEepPOKCUAHBIN paaukan MoxeT ocnadisate KAT (Cemunmun, Jlymak, 2004).

Pasznmuuator Tpu Buma KAT: monodynkimonansabie (Chelikani et al., 2004),
oudyukmonansueie (Mutsuda et al., 1996; Regelsberger et al., 2002), koTopbie HailieHbI
y HEKOTOpbIX TpuOOB W mnpokapuor, u wmapraHen-KAT. OTu rpynmsl He3aBUCHUMO
IBOJTIFOIIMOHUPOBANIN B JIByX Pa3JIMYHBIX CEMEUCTBAaxX OENMKOB: reM-cojepkamme (tu )
KAT, obnanatomue xene3o-nopupruHoBbIM KodakTopoM, u HeremoBble (Tun 1) KAT
(U3BECTHBIE KaK «IICEBAOKATAJa3bl»), HMMEIOIIME JABYXbSIACPHBIM AKTUBHBIA LIEHTP,
cojgepxamuii Mmaprasen. llocienHue mnposBIAIOT 0ojee HUBKYIO CHEU(PUUECKYIO
AKTUBHOCTH 10 CpaBHEHUIO ¢ TeM-coaepxkamumu KAT. Kartanazuble CTpyKTYpbl COCTOAT
U3 METJIEBBIX NOJUIENTUIHBIX LIETI€H, paCIIOI0)KEHHBIX B BUAE TUMEPOB WM TETPAMEPOB
C SJIpOM, HECyIIMM HOH >keneza wnu Mmaprasma (Grigoras, 2017). Paznenenue mexmy
MoHO- U Ou¢ynkmonansHeIMUH KAT He aGcomotHoe. budpynkumnonansusie KAT moryt
OCYUIECTBJISITh ~ MEPEKHCh-3aBUCUMOE  OKHUCIIEHHE  OpPraHMYecKHX  CyOCTpaToB.
budyHnkimonanpHbIe TEPOKCHAA3BI-KaTana3bl OOJbIIE MOX0XKU Ha reM-coaepikamue 110,
takue kak AIIO, wuxX CpoACTBO K TEPEeKUCH BOJAOPOJA  BbINIE, YEM Y

mMoHodyHKkIMoHanbHBIX (Regelsberger et al., 2001, Zamocky et al., 2008).

39


http://code-industry.net/

VY pacTeHmii MPHUCYTCTBYIOT pa3indHbie M30Qopmbl depmenTa. beino mokazaHo,
uro pacrutenbhbie KAT wmoxuHO pasgenuts Ha: (1) npucyrcTByromue B
(OTOCMHTETUYECKUX TKaHSIX, OHM YJAISIOT NEPEKUCh BOAOPOJA BO BpeMs IMpoliecca
dortonpixanus; (2) npeAcTaBIEHHbIE B MPOBOMANIMX TKAHAX W YYaCTBYIOIIHE B
nurHudukanum; (3) BCTpeyarommecss B CEMEHAX U MOJIOJBIX PACTEHUSIX, HX aKTUBHOCTb
CBs3aHa C yJaJICHUEM U3JUIIHUX KOJUYECTB MEPEKUCH BOJIOPOAA BO BpeMs pa3pylLICHUS
YKUPHBIX KUCJIOT U TIMOKCHIIATHOTO ITMKJIa B rimokcucoMax (Yang, Poovaiah, 2002).

Tak, y pactennii N. plumbaginifolia reust, kogupyroriue nepsyio nzopopmy KAT,
oOycnaBnuBaoT 80 % Kkarama3HON aKTUBHOCTH JIMCTA W MPEACTABICHBI B MATUCATHBIX
KJIETKaxX MapeHXuMbl. ['eHbl, Koaupyrome BTopyio uzodopmy, o0bsicHa0T 20 % obmieit
aKTUBHOCTH M HalJIeHBI, TJIaBHBIM 00pazoM, Bo ¢uioame (Willekens et al., 1995).

Jns onpeneneHnss akTUBHOCTH KAT HMCHONB3yIOT KOHLEHTpAaUUU IEPEKUCH
Bojioposia okoio 40 MM (mis cpaBuenusi y IIO Bcero nmumb 0.2-0.5 MM mnepekuch
Bozopoaa). [Ipu onpenenennu KAT akTUBHOCTH OTMEYAIOT, YTO OHA OOHAPYKMUBAETCS
BBICOKAasl MPAKTUYECKH BO BcexX TKaHsAX. Ha MomenbHBIX pacTeHusx poxa Arabidopsis
cambie Bbicokue 3HaueHus: KAT Obutn oOHapy»KeHBI B IBETYHIMX OpraHax, JUCThSIX —
okosio 200-500 mMxkMonp Ha Mr Oenka 3a MHH. JTH aKTUBHOCTU mpumepHo B 100 pa3
BoImre, yem it [10. Cambie HeBbicokue 3HaueHus: akTUBHOCTH KAT ObUIM OTMEYEHBI B
CeMEeHaX M KOPHSAX U COCTABWIM JIECATKU MKMOJIb Ha Mr Oenka 3a muH (Mhamdi et al.,

2010).

1.2.3. Ilepokcuoasa

[1O sBnstorcs remocoaepkammumu riaukonpotrengamu (Rizhsky et al., 2003) wu
HEUTpamu3yeT NePEeKUuch BOJOPO/Ia MapaieIbHO C OKUCICHUEM COeTUHEHUN (DEeHONbHON
npupoasl. Cpenu MHOTOUMCICHHBIX (yHKIui I10, OKHCIEHHE MOHOJUTHOJIOB WIIH
JETUAPUPOBAHNE MOHOJIUTHOJIOB — OJIHA U3 cambIxX BakHBIX (Harkin, Obst, 1973).

[TomudyukruonanbHocTh [1O TIPOSABISETCS B TOM, YTO AKTUBHOCTH (DepMeHTa
MOJBEp)KEHA M3MCHCHHMSIM B Kak B XOJI¢ OHTOICHE3a PAaCTCHMIA, TaK MPH BO3JACHCTBHU
pa3nuuHbIX cTpecc-pakropoB (AHapeesa, 1991; Kopmiom u ap., 2003; Passardi et al.,
2005). Do obycnoBieHo koHpopMmaronHsiMu H3MeHeHussMu (Minibayeva et al., 2009),
NOCTTPaHCIANUOHHHBIMU ~ Mogudukamusamu  (Tekchandani,  Guruprasad, 1998),

UHAYIMPOBAHUEM CHHTE3a (EepMEHTa U TMOSBICHHEM HOBBIX MOJIEKYISPHBIX (HopM
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(Asada, 1992; Tazapstn u mp., 2006; Makcumo u 1p., 2011). Kpome Toro, s I10,
HapsiAy C yTuiu3anuei, cBoiictBeHHa u reHepanus ADK, Takux kak CynepoKCUIHBIN U
THIPOKCHIBHBIN paaukanbl (Auapeera, 1991; Christensen et al., 2001; Passardi et al.,
2004). T1O otHocsTcs k 3ammuTHBEIM Ocenkam PR-9 (pathogenesis-related proteins) kiacca
(Kim et al., 2008).

ITO moryT ObITh OTHeceHBI K (1) pacTBOPUMBIM (COAEPIKAIIUMCS B BaKyOJsIX H
uToIuIasmMe), (2) MOHHO-CBS3aHHBIM (JIOKAJM30BAHHBIM B MEMOpaHaX W KJICTOYHOU
creHke) ¥ (3) KOBaJCHTHO-CBSI3aHHBIM (HAXOIAIIMMCS, B OCHOBHOM, B KJICTOYHOM
crenke) (Lee, Lin, 1995).

[IO oTHOCAT K CeKpeTHpyeMbIM (QepMeHTaM, KOTOpPHIE TPH ONPEACTCHHBIX
YCIIOBUSAX MOTYT IMepeMeliaThcsi U3 IUTo30Js B anoruiact. Hampumep, cexperus 110 B
aroIuIacT MOXeET OBITh CIIJICTBHEM OTBETa KJICTOK Ha MaToreHHbie 3mucutopsl y Allium
cepa L. (McLusky et al., 1999) u panesoii ctpecc y Triticum aestivum L. (YacoB u np.,
2005).

CynepcemeiictBo IO pactenunii Ha OCHOBE TOMOJIOTMM aMHHOKHCIOTHBIX
MOCIIEZIOBATENILHOCTE M O0COOEHHOCTEH MOCTTPAHCISIIIMOHHON MOAM(PUKALNUUA JETUTCS
Ha 3 wiacca: (1) mukpoOmanbubie 10, OakrepuanbHble Kataias3bl-iepokcuaasbl (KO
1.11.1.6), npoxckeByto muroxpom C IIO (K® 1.11.1.5) u AIIO pacrennii (KO
1.11.1.11); (2) I1O rpu6oB, BKIFOYAIOIINE JIMTHUHIICPOKCUIA3Y, MapTraHEIIIEPOKCH A3y U
cekperophsie [10 pacrurenshoro tumna; (3) knaccudeckue [10 pacrenuit. [10 2-ro u 3-ro
kinaccoB (K@ 1.11.1.7) rauko3unupoBaHbl, coaepxkar 4 aAucyib(QUIHbIE CBSI3U U 2
KaTHOHa KajbIusi Ha Moiekyny (epmenta (I"azapsu u ap., 2006). Knaccuueckue 1O
pacTeHuil KOIUPYIOTCS MHOXKECTBOM TI'€HOB, Hampumep, 73 rena y Arabidopsis thaliana
L. u 6onee coruu y Oriza sativa L. (Tognolli et al., 2003).

Pacrurenpapie 110  XapakTepu3yroTcs JOCTaTOYHO CTAOMIBHOM CTPYKTypoOu
(Welinder, 1992). OagnHako OHHM MOTYT COJAEP)KAaTh pa3IHYHbIE COCTaBHBIC YACTH
(ToMeHBI) B 3aBHCHUMOCTH OT UCHOJb3yemoro cyoOcrtparta. B ocnoBHOoM, IIO
aCCOLIMMPYIOTCS, KakK amoruiacTHbie (epMeHThl KieTouHbix creHok (Welinder, 1992),
OJIHAKO CYIIECTBYIOT M BakyousspHbie n3odopmsl (Carter et al., 2004). Anorutactaeie 10
UMEIOT OTPOMHOE 3HAYCHHE B CBSI3U C MHTEHCUBHBIM oOpa3oBanneM ADK B ki1eTodHBIX

CTCHKAaxX M HUX POJX BO MHOTHX (bPISI/IOJ'IOFI/I‘lCCKI/IX nmponeccax M mnponeccax pasBUTHUA

(Lariguet et al., 2013).
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Cyoctpartel kinaccuueckux 10 pacrenuit MokHO paszenuTh Ha 3 rpynmbsl: (1)
JBYXAJIEKTPOHHBIE JOHOPBI 3JIEKTPOHOB, KOTOPBIE CBS3BIBAIOTCS BOJIU3M aKTUBHOTO
neHTpa (y IUIOCKOCTH TeMa) WM TMPOHUKAIOT BHYTPh AKTUBHOTO IIEHTpa (MpsSMoin
nepeHoc kuciaopoga ¢ (deppuna rema) (Harris et al., 1993); (2) mnpoctsie
OJTHORJICKTPOHHBIE ~apOMATHUYECKHUE CyOCTpaThl, KOTOpPHIE CBS3BIBAIOTCS  BOIW3U
akTuBHOTO 1eHTpa; (3) cybctpatsl, okucistonecs mo ITL (Rodriguez-Lopez et al.,
2000).

Kaxngas T10 umeer coOCTBeHHBIM Habop cyOCTpaToB, MO3TOMY AaKTHUBHOCTb
dbepMeHTa 1O OTHOILIEHUIO K HOBOMY cyOcTpaTy (IZOHOPY »SJEKTPOHOB) YacTO
Hernpeackasyema (I'azapsan u ap., 2006). Ogna IO MOXKeT OKUCHATH pa3HbIe CyOCTpaThl,
pasubie [1O MOTyT OKHCIATH OJUH M TOT e cyoctpaT, oguHouHble [IO MoryT OBITH
OOHApy)XeHbI B Pa3UYHBIX TKaHAX C pa3IMYHBIMA TMOTEHIMAIBHBIMH CyOcTpaTaMu
nepokcunasubix peakiuii. Ecte [10, obnagatomnue crporoit cydcrparcnenin@uaHOCThIO.
Tak, nanpumep, AIIO wucnonbp3zyeT acKOpOMHOBYIO KHCJIOTY KaK BOCCTAHOBUTEIh Ha
NEpBOM CTYMEHH acKopOaT-TIIyTaTHOHOBOTO IMKIA. JTo Haubosiee BaxHas [1O B
HEHTpalu3aluy EPEeKUCH BOJOPOa B IIMTO30j¢ M xjioporriactax (Mittova et al., 2000;
Smirnoff, 2000). Takum oOpa3om, MHoOrorpanHas posib [1O Moxer ObITh OOBSICHEHA
pazHooOpa3ueM cyOCTpaTOB ¥  MPOCTPAHCTBEHHO-BPEMEHHON  peryisimei  ux
IKCIPECCHH.

Monekynspaas Macca MoHOMepoB n3zodepmentoB 10 — 6-60 k/la (Gaspar et al.,
1982). TepmocTaOuibHOCTh IIENOYHbIX M KucHbIX [IO Bble, yeM y HEHTpaJgbHBIX
nzodopmM, koropsie TepstoT 80 % mpu 65°C (McLellan, Robinson, 1983).

[IO y4acTBylOT B XHMMHUYECKHX PEaKIUsAX, B KOTOPHIX TEPEKHCh BOIOPOIA
BbicTymnaer okuciauteneMm (Casud, 1989; Gaspar, 1991). [1O kieTOUHBIX CTEHOK MOTYT
NPOSIBIIATh OKCHUJA3HYIO aKTHBHOCTb, TIE€pelaBasl dSJEKTPOHBI OT BOCCTAaHOBHUTENEH
(manpumep, HAJIH) Ha MonekynsipHBIA KHUCIOPOJ C MOCIEAYIOIIMM 00pa3oBaHUEM
CYNEpPOKCHIHOTO paauKkaia W mepekucu Bojopona (Bestwick et al., 1997; Chen,
Schopfer, 1999; Munub6aea, ['opaon, 2003).

PactBopumbie  [IO  3-ro  kiacca  XapakTepusylOTCS, B  OCHOBHOM,
aHTHOKCUIaHTHRIMU QyHKImsmu (Ivanov et al., 2001) u nokanu30BaHbl B IIUTOILIA3ME U
BaKyoJIsiX. BoccTaHOBHUTEISIME B peakIiuy MEPOKCUIA3HOTO OKHCIICHHSI, B TAKOM CIIydae,

MOTYT HCIIOJIb30BATLCS PA3JIMIHBIC COCIWHCHUS, B YaCTHOCTH, (I)GHOJ'IBI, TOorga KakK B
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BakyoJsix cyocrpatom Hecrermmduueckux [1O Bwictymaer ackopOat (Mehlhorn et al.,
1996). Hekoropbie HCCIEAOBATEIM BBIACIAIOT OTACIBHYIO BaKyOJSIPHYIO CHCTEMY
ackopOart / ¢penoust / 10 kak BaxkHyto coctapisionryio AOC (Takahama, 2004).

BonpmmaCTBO UCcliefioBaTeNen CBSI3BIBACT AKTUBAITHIO AOC C
¢yuxumonuposanueM I10. Bonee Toro, mpeanaraercst ucnonb3zoBanue 110 B xauecTe
ctpeccoBoro Mapkepa (Roitto et al., 1999). Onnako ¢yukiuu I1O He orpaHHYHBAIOTCS
JWIIG AIIMMUHUPOBAHUEM TEepeKucH Bomoponaa. Hexotopsie anortactasie 110, okucss
MUPUIMHHYKICOTHIBI ¥ TIOTH(EHOIBI, MPOSBIISIOT OKCUAA3HYIO (QYHKIUIO, B 00pa3yroT
IpH 3TOM CYIIEPOKCHIHBIN paaukan u mepekuch Bogopoaa (Ros Barceld, 2000; Bolwell
et al., 2002). IIO wmoryT KaTaJuM3UpoBaTh pPEAKIUU OOpa30BaHUs THIPOKCHIBHBIX
paIuKaaoB, KOTOPBIE YacTO pa3pylIalOT KOBAJICHTHBIC CBSI3U y Pa3IUYHBIX MOJIEKYII
OJIM3KO K 30HaM CBOETo oOpa3oBaHus, B MPUCYTCTBUM BoccTtaHoBuTener tuna HAJIOH
(peakuust ['abepa-Betica) (Chen, Schopfer, 1999).

Xots pactutenbhble [I0 MOryT mposBIATH Pa3iMuHyO CyOCTpaTr-crnenupuyHyo
aKTUBHOCTH IN VItro, 3To He 3HaYMT, 4TO Takoi ke r3hdext Oyzaer in vivo (de Marco et al.,
1999). V Solanum tuberosum L. Bo3HMKHOBEeHHE W HCUe3HOBeHUE akTHBHOCTeH [10 B
TEYEeHNE KOHKPETHBIX OMOJOTHYECKUX MPOIECCOB U B CHEIM(PUIECKAX OpTraHeiax ObLIo
nmokasaso u in vivo, u in vitro (Loukili et al., 1999; Allison, Schultz, 2004).

BrIsBI€HO, YTO DK30TE€HHAs TMEPEKUCh BOJOPOJAa MOXKET MOXKET WHTHOMPOBATH
MOHHO-CBSI3aHHYIO U pacTBopumMyto ¢dopmbl [IO B KomeonTwisx pacTeHUil ceMeicTBa
Poaceae (Illapora, 1999; Konymnaes, Kapmner, 2008). Takxe aktuBHOCT 110 cHIkanach
B MIPUCYTCTBHUU TIEPEKHCH BOAOpoza in Situ m in vitro y runoxorwmiei Lupinus albus L.
(Hernandez-Ruiz et al.,, 2000). Bo3MoxHO, B 3THUX CiIy4asx akTHBHOCTh [1O
nepektouaercss Ha akTuBHOCTH KAT nms Toro, 4TtoObl HE AOMYCTUTH OOpa3oBaHUE
n30biTka ADK. Tak, HexkoTopwie ¢opMmbl anomnacTHeix [1O mposBisIM KaTanazHyro
AKTHUBHOCTH TP BBICOKUX KOHIIEHTpAIUAX nepekucu Bogopoaa (Mika et al., 2004).

Hexoropsie wm3odpopmer 1O cuHTE3HMpyloTCsl B OTBeT Ha crpecc de NOVO
(AnapeeBa, 1991). UccnemoBarenu oTmedaroT, 4to u3odepMeHTHbIH crektp I10 y
KOHTPOJIbHBIX pacTeHWid 1. aestivum u pacTeHui, TMOABEPTHYTHIX Pa3TMYHBIM
CTpeccoBbIM Bo3xaelicTBusAM, omiamuyaetcs (Minibayeva et al.,, 2009). Yacro npu

CTPECCOBLIX YCIOBUAX OH PACIIUPACTCA TPUBJICUHCHUEM OJOIMOJTHUTCIIBHBIX HSO(i)OpM.
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1.2.4. Honugenonoxcuoasa

[MOO (K® 1.10.3.1) — rpynma Mmeas-coiepkamux (HEepMEHTOB, OYCHBb IIMPOKO
pacTpoOCTPaHEHHBIX CpeId MHOTUX Opranm3mMoB. OHH KaTaJU3HUPYIOT OKHCIICHHE
(GeHONOB 0 XMHOHOB, KOTOphIE MMEIOT KOpu4HEBYI0 okpacky (Mayer, 1986; Nufez-
Delicado et al., 2005). I1I®O BoBnedeHsl B 00pa3oBaHue MUTMEHTOB, yiaBiuBanne ADK
U 3alUTHBIC MEXaHU3MbI pacTeHHM OT maroreHoB M HacekoMbix (Trebst, Depka, 1995;
Constabel et al., 2000; Mohammadi, Kazemi, 2002). [Id®O yyacTByIOT B CO3IaHUH
MEXaHMYECKHX  MOJU(PEHONBHBIX  0apbepoB,  3aJEPKUBAIOIIMX  MPOHUKHOBEHUE
natoreHoB. [IMO MokeT MNpUCYyTCTBOBaThH BO MHOTMX OpraHax W TKaHSX, BKIIOYas
KOpHH, JIUCThs, mpoBojsamue Tkanu u apyrue (Constabel et al., 1996). IlpucyrcrBue
depMeHTa B XJIOpOIUIacTaX IMO3BOJSET Tpenmnonaratb, uro [IDO yyacTByer B
MICEBJOIMKINIECKOM  (HOTOHOCHOPIITUPOBAHUN W/WIH KOHTPOJE YPOBHS KHCIOPOJa
(Steffens et al., 1994).

Het noka3atensCTB CyIIeCTBOBAaHHUS MPSIMOTO MEXaHH3Ma, OOBSICHSIOMIETO CBS3b
mexay [IdO u abuornyeckum ctpeccom (Mayer, 2006). B To Bpemsi kak aKTMBHOCTb
[I®O moxer ObITh cBsizana ¢ HakomieaueM A®DK (Thipyapong et al., 2004; Mayer,
2006) 1 U3MEHEHHEM OKHCIHTEIbHO-BOCCTaHOBUTENBHOTO cTatyca (Webb et al., 2014),
(depMeHT MOXeT y4acTBOBaTh B OydepHom pacmnpezaeneHun kucioponaa (Vaughn, Duke,
1984) u cHmwkenuu nHTeHCUBHOCTH (oTtocuuTe3a (Trebst, Depka, 1995).

Korma Ttkane mNOBpEXIeHA, MPOUCXOIUT TMOBPEKICHUE IUIACTHUI, KIETOUYHOMN
opraHesuibl, Tnae, kKak mpaBwio, Haxomutcsa [IDO. Tak d¢epmeHT BcTpewaeTcss ¢
(EHONBHBIMU COEMHEHUSIMU, KOTOPBIE BBIXOAST W3 TOBPEXKIECHHBIX BaKyoJed —
OCHOBHOW opraHesuiel ux 3amnacanus (Mayer, Harel, 1979).

AKTUBHBI TIEHTp (QepMeHTa COCTOMT U3 JBYX aroMoB Meau. OOBIYHO
moustekysipabli Bec I1PO nHaxomautcs B npenenax 54-62 x/la (Constabel et al., 1996; Van
Gelder et al., 1997). Cuuratot, uro [1OO MoryT coaepaTh NPOTEOTUTUYECKUNA YHACTOK
BOm3u C-tepmuHanbHOTO KOHIA nonunentuaa (Marusek et al., 2006). Uacto dpepmenT
MOJKET TIPeTepIieBaTh pa3IMYHbIE W3MEHEHUS W TOJBKO TOCIEC HHUX MEPEeXOIUTh B
aktuBHOE cocrosiHue (Rathjen, Robinson, 1992).

Pacturensapie [IOO wumeroT mmpokyro cyOcTpaT-cnenuuyHOCTh U MOTYT
OKHUCIIATh pa3HooOpaszue MoHo, au- u nonudenonor (Es-Safi et al.,, 2003). depment

oOnamaer MoOHOQeHONa3HOW M nudeHoNa3Hoi akTUBHOCTHIO. [locrmemnsst 3amyckaer
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NOCJEAYIOIIYI0 HE3H3UMATHYECKYI0 IOJMMEPHU3alMi0 XHWHOHOB JIO MEJIAHHUHOB,
IIUTMEHTOB BBICOKOM MOJICKYIIIpHO Maccel TeMHOro 1Beta (Espin et al., 1998; Pednalver
et al., 2005).

[IOO crnocobHa OKHCIATH MHOXKECTBO OpPTO-IU(DEHONOB, TaKUX Kak KodeitHas
KHCIIOTA U ee IIPOU3BO/IHBIE, IPOU3BOJIHBIE NUpPOKaTeXnHa WIH
murnapokcudenmnananuia. Oanako [IDO pas3HbIX pacTeHUIl NPOSBISAIOT Pa3TUYHbIC
npeanoutenus (Constabel et al., 1996). OproaurunpoxcuOGeH30ibl ObBUITM YacTo
BCTpeueHbl cpenu cyoctpatos [1DPO, nanpumep, nupokarexun u mupunetud (Guyot et
al., 1996; Jimenez, Garcia-Carmona, 1999). B HEKOTOpHIX HMCTOYHHKAX OIHCHIBACTCS
OKHCJICHUE TPUTHUAPOKCHOCH30JIOB, TAKUX Kak rajmtoBas kuciota (Shin et al. 1997), Ho
HEMOHSITHO, HACKOJIBKO TaKHWe peakiuu pacrpoctpaHessl. (s Hexotopsix [IDO Obina
onucana MoHodeHoma3zHast akTuBHOCTH (Wuyts et al., 2006).

Crnoxuble >¢upsl KoQEeWHON KHUCIOTHI, TaKWe KaK XJIOPOT€HOBas KHCIIOTA,
CUMTAIOTCS OTIIMYHBIMU cyOcTpatamu s [1DO (Li, Steffens, 2002; Melo et al., 2006).
Onu xe sBnsAwTCS mnpeamectBeHHukamu jurHuHa (Humphreys, Chapple, 2002).
[TupokaTexuH cuyuTaeTcsi OJHUM W3 Hamboyiee yacTo BcTpeuaeMbix cyoctpatoB [1DO.
Tak, wanpumep, y Populus tremuloides Michx. oH BbICBOOOXIaeTCS TpW pacraje
KpynHbIX ¢eHonbHbIX rmko3uaoB (Clausen et al, 1989) u 3arem craHOBUTCS
JIOCTYIIHBIM B KadecTBE CcyOcCTpaTa B MoBpexaeHHbIX TkaHsx (Haruta et al.,, 2001). B
OTJIIMYHKE OT 3TOT0 npumepa, 1t MHOTux [1dDO sHnoreHHbie CyOCTpaThl HEU3BECTHI.

Buyrtpuknerounsii pH — Baxsbli (akTop a8 aKTUBHOCTU (DEPMEHTOB,
pabotaronux ¢ ¢enonamu (Bligny, Douce, 1983; Guyot et al., 1996, Yoruk, Marshall,
2003). Ontumym pH s [1DOO nexut B nuanazone 5-7.5, Oonee Huskue 3HaueHus pH
MOHWKAIOT aKTUBHOCTH (epmenTa (Queiroz et al., 2008). M3menenne pH MoxeT BIUATH
Ha KOH(OpPMAlMIO AaKTHUBHOTO LIEHTpa, Ha B3auMOJEHCTBHE C cyOcrtpatamu. Tak,
OKHMCJICHHE MHUpPOKaTEeXMHa MOXKET JaBaTh pa3Hble MpOoAyKThl npu pasueix pH (Guyot et
al., 1996; Yoruk, Marshall, 2003).

Temneparypa — napyroil BaKHBIM (haKTOp, KOTOPBIM MOMKET CKa3bIBaThCA Ha
aktuBHoCcTH [IPO. WM3meHeHMs TeMmiepaTypsl MOTYT BIMSATH Ha pPacTBOPUMOCTh
KHCJIOPOa, SIBJSIOMIETOCS OJHUM M3 CyOCTpaTtoB, TpeOyembIX Ui KaTaTUuTUYeCKOU

aktuBHoctu [1DO (Whitaker, 1994).
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CymecTBOBaHHE MHOTOYHCICHHBIX MOJEKYJSApHBIX (opMm [IDO obHapyxeHo y
MHOTUX pacTeHUH. OTU H30(QOPMBI OTIMYAIOTCS MO (PUINYECKUM U XUMHUYECKUM
cBoiicTBaM, TeMieparypHoMmy 1 pH ontumymy, cyocrpaTHoit cnenupuynoctu. Hanmnumne
MHOYKECTBEHHBIX M30()OpM MMEET OrpoMHOE (pHu3HoIoTHYecKoe 3HaveHnue in vivo (Harel
et al., 1965; Constantinides, Bedford, 1967; Harel, Mayer, 1968; Shaw et al., 1991). 1x
COCTaB MOXET OTJIMYAThCSl HAa Pa3HbIX CTAJAMUSIX OHTOI'€HETHUYECKOTO PAa3BUTHUS PACTEHUS,
MOJKET 3aBUCETh OT JIOKAJIM3alluu BHYTpH KiteTku u ap. (Harel, Mayer 1968; Lerner et al.,
1972; King, Flurkey 1987; Marques et al., 1995; Shin et al., 1997; Mari et al., 1998; Van
Leeuwen, Wichers, 1999).

Bogneuenne [1PO B okucienne peHONbHBIX COEAMHEHUN Y PAa3UYHBIX PACTEHUN
OTMEUAIOT, KaK camylo BaxkHyIO poib. JlearensHocTh [IDO B OOBIYHBIX YCIOBHSIX, HE
CBSI3aHHBIX C TIOBPEXJECHUEM, 3a4acTyl0 OrpaHMYMBACTCS AUCTAHIIMOHHBIM OTIaJICHUEM
deHombHBIX cyOcTpaToB oT MecTa cuHTe3a (epmenta (Vaughn et al., 1988; Lopez,
Dimick, 1991). Cuuraercs, 4To cTapeHHE TKaHEHd WIM KaKue-IMOO MOBPEXKICHUS
OMOJIOTHUECKUX OaphepoB MEXay (EepMEHTOM M MOJu(EHOJaMU TMPUBOAUT (EepMEHT B
aktuBHOe coctossHre (Vaughn, Duke 1984; Felton et al., 1989; Lopez, Dimick 1991;
Murata et al. 1997).

B ocHocHoMm, neiictBue [IDPO MokHO pazmenuth Ha Tpu coctamisromue: (1)
OKHCITUTENbHAS MTOJIMMEPU3aIis XHHOHOB ¢ 00pa3oBaHMEM HEPACTBOPHMOIO METaHWHA
HaJI TIOPaHCHUSIMH, 3aricuaThiBaHue MHQUIMpOBaHHBIX TKaHeh (Vamos-Vigyazo, 1981;
Vaughn et al., 1988; Zawistowski et al., 1991); (2) GaxrepunuaHblii ¥ (HyHTHIUTHBIH
ahexT THapOKCH(PEHOIIOB W XWHOHOB Ha aTaKd MHUKPOOPTaHW3MOB M TOKCHUECKHE
3¢ deKThl MOIMMEPU30BaHHBIX (EHOJIOB HAa MPOHUKHOBEHHUE BUPYCOB B TMOBPEKICHHbBIC
tkanu (Mayer, Harel, 1979; Vaughn et al., 1988; Scalbert, 1991; Zawistowski et al.,
1991); (3) xoBasieHTHass MOJIU(HUKAIUSI OCTKOB XWHOHAMHU, KaK MEXAHHM3M 3alllUThI OT
ynotpebnenus apyrumu opranuzmamu (Felton et al., 1989). Xunonbl, 00pa3oBaHHBIC
[IOO-peakmueit ¢ (GEHOIBHBIMH COEAMHEHUSMH, MOTYT MOAM(PHUIMPOBATH OEIKH,
UCIIOJIb3YEMbIC OpraHW3MaMH IS TUTaHUs, pearupys ¢ aMUHO, CYJIb(OTHAPUIHLHBIMH,
beHonpHBIME U UMUAA30dbHBIMU Tpyniamu (Matheis, Whitaker, 1984).

Kpome Toro, cwHTE€3 W aKKyMyJsillus HATypadbHBIX TMPUPOIHBIX (DEHOITBHBIX
KOMIIOHEHTOB B CBSI3M C MEXaHUYECKUM WU OMOJOTHYECKUM CTPECCOM MTPAIOT BAXKHYIO

pOJIb B 3allIUTE PACTEHMI, TaK KaK 3TU COEAMHEHUS AEUCTBYIOT Kak cyocTpatsl ais 10 u
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[IOO (Macheix et al., 1990). IO moxeT NeHCTBOBaTH KaK CHTHAJIbHAS MOJIEKYJIA,
KOTOpasi OMOBEIaeT pacTeHue o mpucyTcTBuu (heHoson (Bais et al., 2004).

Oo6cyxnaetcs yuactue [1DO B potocuntese (Mayer, Harel, 1979; Vaughn, Duke,
1984). OOGHapyxuBaeTcs KOpPpEIAlrs MEXKIy aKTUBHOCThIO ()EpMEHTa M BBICOKMMHU
ypOBHSMH KHcopoaa B xioporiactax (Vaughn, Duke, 1984), kpome Toro, cyriecTByer
kostokanu3anus oenka [IPO ¢ 6enkamu porocuctem (Lax, Vaughn, 1991; Sheptovitsky,
Brudvig, 1996).

1.2.5. B3aumooeiicmeue komnonenmog AOC

®epmentsl AOC 06pa3yrotT enunyto ceTh 3a cueT ADK u paznuuabix PeHOTbHBIX
cyOcTpatoB, KOTOphIe B OJHON ()ePMEHTATUBHOW PEAKIIMU MOTYT SIBISTHCSA MPOTYyKTaMU
B3aUMOJICICTBUS, a JJIsl CICAYIONIECH peakiuu yxe ObITh CyOCTpaTamu.

B ocnoBe ¢ynkuumonupoBanus AOC JEXKHUT CIOXHBIA MHOTOCTATUNHBIN
MexaHu3M jaeucTBusa. [lpm 3TOM B3auUMOJEHCTBUS MEXAY aHTHUOKCHUAAHTHBIMHU
KOMIIOHEHTAMH MOTYT OBITh Pa3JIMYHBIMHU: AJIUTUBHBIMU, CHHEPTHUYECKHUMH U
aHTaroHucTHYeckuMH (MeHbIruKoBa, 3eHKoB, 1993), camu AO npu 3TOM pa3zHOOOpa3HbI
o CTPyKType, mpupone, GyHKIHUSAM, MOTYT (PYHKIHOHHUPOBATH COMPSDKEHHO WU
pasnonanpasnenHo (Ilpagenosa u np., 20116).

B nenoMm, dyukmumonupoBanue AOC B KIETKax OMNpeenseTcs JTOKaTbHBIMUA U
OOIIEKJIETOYHBIMA LHUKINYECKUMH M KacKagHbIMu B3anmMmogeiictBuamu AQ. 3a cuer
OJIHOBPEMEHHOW paboThl pa3iauyHbIX KOMIOHEHTOB AOC BO3HUKAIOT CBOEOOpa3HbIE
AHTUOKCUJIAHTHBIE LIETH MepeHoca 31eKTpoHOB (MenbiunkoBa, 3eHkoB, 1993). Tax
MEPEKITIOYCHUE TOTOKA JJIEKTPOHOB MOKET OBITh MPUUYUHOW KOPPENSLUUA MEXKIY
aktuBHOCTBI0O KAT u COJl, xoTtopble MOTyT OBbITh JIOKaJU30BaHbl B Pa3HBIX YaCTAX
kietku (Komnynaes, 2007).

OpnoBpeMeHHasi pabota otaenbHbiXx yacted AOC — ocHoBa 11 (popMupoBaHus
ycrodunuBoctT  opranu3ma Kk  gedctBuro  ADK. AO  10omKkHBI  HENpEepBIBHO
CUHTE3UpOBAaThCSl M  MOCTyNMaTb K MECTy HUX MoTpebieHus, obecneuynBas
AHTHOKCHJIAHTHYIO 3allUTy, KOTOpas OOYCIIOBJICHA OMPEJCICHHBIM COCTOSHHUEM
COMPSIKEHHBIX «aHTHUOKCUJIAHTHBIX CTPYKTYyp» (TuyHnos, 1995).

YpoBenb BHYyTpukieTouHblx AQ ompenenserca TeHeTHUYeckd (MEHBIIMKOBA,

3enkoB, 1993). Otmeuaercs HeoOxomumocTh uccienoBanus AOC, cocTosmux u3
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MHOTHX KOMITOHEHTOB. OJHaKO, TaKkuWe HWCCIEJOBAaHUS HE PACIpPOCTPAHEHBI IMIMPOKO.
OaHUM Y3 HEMHOTHX NPUMEPOB MOKHO Ha3BaTh W3YYEHHE ONPENEICHHBIX PEIOKC-
UKJIOB (Harmpumep, ackopoar-riryrarnonoBoro) (Gechev et al., 2003; TTorecckas, 2007).

B nutepatype BcTpeuaroTcs mpUMeEphl TaKMX KacKaJHbIX B3aumojeicTBuil. Tak,
HampuMep, IMpH 3acyXe y JPEBECHBIX PACTEHHM pAa3JIMYHBIX CEMEMCTB HaOII0Aanu
nonoxutenbHyo koppessinuto aktuBHocTH COJL u aktuBHOCTAMU KAT u I10. KAT, B
CBOIO ouepeib, MoyoxurenbHo koppenupoBana ¢ 1O (Liu et al.,, 2011). Takxe Bo
MHOTUX paboTax omuchiBaeTcs siBieHue Bo3pacTaHusi akTuBHOCTH KAT u IIO kax
pe3yibTaT BBICOKOTO 3alpoca Ha ramieHre oO0pa3oBaBIICHCs MEPEeKUCH BOAOPOJA IO

cynepokcupaucmyTasHoi peakuuu (Tirkan et al., 2005; Chen, Cao, 2008).

1.3.  AKTHBHOCTH ()€pPMEHTOB AHTHOKCHAAHTHOM CHCTEMbI B KM3HHM PACTEHHUS
1.3.1. Yuacmue ¢ npoyeccax pocma, ougppepenyuayuu u cmapenus

PocT pacteHusi cBf3aH ¢ HEMOCPEACTBEHHBIM PACIIUPEHHEM KIIETOK, KOTOpPOE
COIIPOBOK/JIAETCS PA3PhIXJICHUEM UM YIIJIOTHEHHUEM UX KJIETOUHBIX CTeHOK. banmanc mexny
TUMHU JIByMsl IIPOLIECCAMHU KOHTPOJMPYETCS aHTaroHuctuueckuMm neictsuem I10, a
umeHHo: (1) ¢gopmupoBaHHEM KECTKOW KICTOYHOW CTEHKH TOCPEICTBOM OKHCIICHHSI
apOMaTUYECKHUX KOMIIOHEHTOB KJIETOYHBIX CTEHOK (MOHOJHMTHOJIOB, KOPUYHBIX KHCIIOT,
apOMAaTHYCCKUX aMUHOKHCIIOT) B MPUCYTCTBUH TEPEKUCH BOJ0poaa; (2) paspylieHuem
KJICTOYHON CTEHKH MOCPEACTBOM DPETYJIUPOBAHUS KOHIIEHTpAMN MEPEeKHCH BOAOPOAA U
reHepupoBanus Apyrux A®K, Takumx Kak TUAPOKCWIBHBIM paguKall, KOTOpPbIE
pa3pymalT KOBaJEHTHBIE CBSI3M B MOJMMEpax KIETOYHBIX cTeHOK (Schopfer, 2001).
Kpome Ttoro, I1O moryT xoHTpoIMpoBaTh mpolecchl yanuHeHus kietok (Cosio et al.,
2009).

[1O urparot BaxHbIe PYHKIIMU U BO BPEMsI MIPOLIECCOB MPOPACTAHUS Y PACTCHUM.
Ha pacrenusx pona Arabidopsis 6buta mokaszana nokanu3saius ADK B KI€TOYHOH CTEHKE
PHIOCTIEPMA JIO €T0 paspyllieHus, TaMm xe obHapyxkena [10 axkruBnocts (Lariguet et al.,
2013). Kpome toro, ADK, obpasyromuecs npu MpopacTaHUU CEMSH, MOTYT 3alllUTUTh
pas3BuBatommiics sMOopuon ot natoreHoB (Schopfer, 2001).

Ecte pannele, uro A®K HeoOXomumbl uis KIETOYHOH auddepeHmanuu
(Takemoto et al. 2007). A®K u AOC yuactByroT B ¢dopmupoBaHuu 0000BO-

puzobuansHoro cumbuosza (Vasse et al., 1993; Santos et al., 2001; Hérouart et al., 2002;
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Ramu et al., 2002; BacuibeBa u ap., 2004), oTKII09ast IIEMOYKY 3aIMUTHBIX PEAKIIUN MTPH
NPOHUKHOBEHUH PHU300MI WM 3amyckas WX TpH HEOJaronmpHsTHBIX YCIOBHUSX IS
cum6Omnosa (Hérouart et al., 2002). MuTeHcuuUKanys OKCUIUTENbHBIX pEaKUuid Npu
dbopmupoBaHuu 0000BO-pU300HAIBHOTO CHMOMO3a HEOOXOAUMO I JIKCIPECCHH Y
0000BBIX paHHUX TI'€HOB HOAYJIMHOB M CIIOCOOCTBYET BO3PACTAHUIO SKCIPECCUU ITHX
redoB 10 (Ramu et al., 2002).

EcTtb MHOXECTBO (DaKTOB, KOTOPBIE CBUAETEIBCTBYIOT O TOM, YTO MPHU U3MEHEHUU
ycioBuit cpeapl, AOC MOXET UTrpaTh poJib, TAK HA3bIBAEMBIX, MPOIMYCKHBIX MMYHKTOB B
TE€YeHHE KJIETOYHOTO IMKJIa PACTEHMI, IPUBOJS K aIeKBATHOMY OTBETY pacTeHuil. Tak,
HanpuMep, rIIyTaTUOH-3aBUCUMBIN IyTh, IPOTEKaOui npu yyactuu gpepmentoB AOC,
HEeoOXouM, YTOOBl HMHHUIIMMPOBATH U TMOAJEPKUBATH KJIETOYHBIC [IEJICHHS Ha
NPOTSDKEHUH MMOCTIMOPHUOHAILHOTO Pa3BUTH KOPHS y pacteHuii poxa Arabidopsis u
Nicotiana tabacum L. (Vernoux et al., 2000). B To Bpemsi kak MpoTeKaHUE KICTOYHOTO
[MKJIA HAXOAUTCS TOoJ HeratuBHbIM KoHTposiemM AOC, comaTH4ecKuil SMOpPHUOTEHE3
cTUMynupyercs: nepekuchio Bogopoaa (Cui et al., 1999), kpome Toro, ona HeoOXoUMAa
JUTSE IO iep KaHus rpaBuTpornu3ma kopHs (Joo et al., 2000).

B ocHoge cBs3u OC u pocToBBIX IporeccoB JaexuT padbora MAII-kuHa3, koTopbie
o0pa3yloT CeMeWCTBO KHWHA3, WrparolMX HEOOXOAMMYK pOJb B  Tepenaye
HKCTPAKJIETOYHBIX CUTHAJIOB OT MEMOpaHbl K sApY depe3 Kackaa (pocPopuimpoBaHUs
(Boutros et al., 2008). PaznooOpa3Hbie kieToYHbIe (YHKIIMU, OT BEDKUBAHUS KJIETOK 10
[TIKC, perynupytotcss MAII-kuna3ueim curnanuirom (Haagenson, Wu, 2010). ITepexuce
Bojioposa crenupuueckn aktuBupyer MAII-kuHa3pl, 4YTO jganee MpOSBISETCS B
uHAYKIUU crienuduyeckux reHoB crpecca (Kovtun et al., 2000).

Oo6napyxena ponb AD®K B mporeccax crapenus. B 1956 r JI. Xapmanom Obuia
OTKpBbITa CBOOOAHOpaauKanbHas Teopusi crapeHus (Harman, 1955), oGocHoBbIBatomas
cBsA3b Mex 1y oopazoBannem ADK u nporeccamu crapeHus.

Crapenue, B 1I€JIOM, — 3TO 3aBUCSIIAs OT BO3pacTa MeajieHHas: opMa KIETOYHOU
CMEpPTH, B T€UCHHE KOTOPOW MPOUCXOJUT NepepachpesiejieHe BEIIeCTB B PACTEHUU U
HampaBJICHUE UX B TC YaCTH, TJI¢ B JaHHBII MOMEHT mporcxoauT pocT (Lim et al., 2007).
VYBennuenHas npoaykuus AD@K oauH M3 caMbIX paHHUX OTBETOB PACTUTENBHBIX KIETOK
Ha cTapeHue. OTmedaercs, 4YTO, B TMEPBYIO oOuepedb, MPU CTAPEHUU HaAPYIIAETCs

OKHCITUTEIIbHO-BOCCTAHOBUTENbHBIN Oanmanc (Jing et al., 2008). A®K, ssastommecs
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MPOIYKTAMH OKHCIIUTEIBHBIX PEAKIMi, OKa3bIBAIOT Pa3pyIIUTENbHBIN 3(PdekT Ha
monekyisl JIHK, PHK, Genku, Mumnuael, 4To MOKET MPUBECTH K aKTHUBAIMU MPOLIECCOB
cTapeHusi. JTa Teopus MPEKPACHO MOATBEPKIAETCI MHOTOUMCIEHHBIMU MTPAKTUUYECKUMU
daktamu (Beckman, Ames, 1998; Landis et al., 2004; Chen et al., 2007). [To3nnee
Teopusi Obuta Oosiee cyx’eHa 10 MHUTOXOHIPHAIBHON TEOPUU CTAapEeHMs], B CBSI3U C TEM,
YTO MUTOXOHJIPHH SIBIISIOTCSA OJHUM M3 IIaBHBIX pecypcoB ADK (Harman, 1972).
MHorouucineHHbple pabOThl CBUAETENLCTBYIOT O Bkiane ¢epmentoB AOC B
IpoLeCcChl cTapeHus. Tak, HapuMep, MPOIECChl CTAPEHUS JTUCTA BBI3BIBAIOT U3MEHEHUS
B MeTtabonmzMe ADK, xapakTepusyronmecs: AajdbHEHIINM HCUYE3HOBEHHEM KaTaja3HOM
AKTUBHOCTM M HAKOIUJIEHUEM CYINEPOKCHIHOIO pajJuKalla M IEpeKHCH BOJOpoja B
nepokcucomax (del Rio et al., 1998). Kpome Toro, nakoruieHasie B nepokcucomax ADK
MoryT Au(GGYHAUPOBATH MO APYTHMM OpTaHEIIaM, BBIMONHSIS CUTHAIBHBIE (DYHKIIHH.
YactuuHo HEHTpanmu3anus NEPeKUCH BOAOPOJAa MOXKET YPaBHOBEIIMBATHCS 3a CUET
paboThl acKOpOaT-TIyTaTHOHOBOTO IMKJA, HO U €ro pabora MOXeT ObITh ociabliieHa
nporieccamu ctapenus. [Ipoucxoaut camkenne aktuHoctd AITIO u MJIT'AP (Jiménez et
al., 1998). B oCHOBHOM, OKHCIHTENbHbIE PEAKIIMH 3aMyCKAIOTCSd B MUTOXOHAPUAX U
nepokcrcoMax. CrapeHue BbI3biBaeT ociabieHue paborsi AOC B MUTOXOHAPUSAX, TaM
0o0Hapy>KMBAIOTCS BHICOKME KOHIICHTPAILMU Niepekrcu Bogopoa (Jiménez et al., 1998). B
NEPOKCHCOMAaxX CTaperolIMX JIMCThEB HAOJIOAaeTCs pPE3KOe BO3pacTaHUE COAEpKAHUS

nepeKucy Boopoa u riryookas nenpeccus aktuBHocTH KAT (del Rio et al., 1998).

1.3.2. Yuacmue ¢ npouyeccax o0pazoeanua paziuuHLIX NO COCMAGY K1EMOYHbIX

CMEHOK

Jlonroe Bpems CHUMIUIACT CcUHTalcs Oojee (YHKIUMOHAIBHO AaKTUBHBIM U
MHTEPECHBIM [0 CPABHEHHIO C amoOIJIaCTOM — JOCTATOYHO HHEPTHBIM 00pa3oBaHHEM,
KOTOPBIM COCTOUT M3 MEXKJIETOYHOTO MPOCTPAHCTBA, KJIETOYHOM CTEHKHM M BHEIIHEH
MOBEPXHOCTH IUIa3MaJIEMMbl, U TPAHCIIOPTUPYET BOJLY M PAaCTBOPHI COJEM B CHUMILIACT.
Celfyac cunTaeTcs, 4TO anoIiacT sABJISETCS pe3epByapoM UHPOpMAIUU 0 OMOTHYECKOM U
aOMOTUYECKOM OKPY)KEHHU KIJIETKH M MOYKET Y4YacTBOBaThb B IE€HEpALMU M PELENLHU
CTPECCOBBIX CUTHAJIOB M KOHTPOJIE POCTa PaCTHTENBHBIX KiIeToK (Dumas et al., 2008).

OTMeuarT, 4YTO KJIETOYHas MOBEPXHOCTh YYTKO pearupyer Ha aOMOTUYECKUX U

onotnueckux ycanoBui. IIpm CTpeccoBBIX YCIOBHSIX Ha IOBEPXHOCTH KIIETKH
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00HapyKUBarOTCS (DEPMEHTHI, YUaCTBYIONINE B CO3JaHUHM CUCTEMBI (DUTOMMMYHHTETA.
Cuauvana OC conpoBoxaaercs 3amyckoM OBP Ha mOBepXHOCTH KJIETOK, ITPH 3TOM Cpasy
MOXET HacTynuTh rubenb kietku (YacoB, Munubaea, 2014). Cucrema peaokc-
PETYJISTOPOB anoIuIacTa sABJISIETCS OJHUM MX KIF04eBbiX ucTouHnkoB ADK (Minibayeva
et al., 1998; Munub6aesa, ['opaon, 2003).

Ha pacrenusx poma Arabidopsis 0bu10 mokazano, yto 500 pa3audHbIX MPOTEHHOB
KJIETOYHOM CTEHKM pacmupenesieHsl B 9 (yHKuMoHanbHBIX KiaccoB (Jamet et al., 2008;
Albenne et al., 2013). Haubonee oOmmpHON Tpynmnoi ABISIOTCS O€IKU, padOTarOIIHE C
yraeBogamu (25.8 %), cpeau HUX Te, KOTOPBIC MPUBOJIAT K UX CHHTE3Y WM UX pacrany.
Bropas odens Oomblas rpymma — okcumopeaykrasbl (14.6 %), koTopas, mo Oombiien
qactu, mnpencrarieHa ¢epmentamu AOC, — W NpaKTHYECKH TIOJOBMHA W3 HHUX
npuHaexutr Kk [10. depmentet AOC ydacTBylOT B 00pa3oBaHUU HEMOCPEICTBEHHO
KJICTOYHBIX CTEHOK M HX CHIMBOK, oOecreuynBas (U3NKO-XUMUYECKYIO 3alluTy H
BonoHenponutiaemocts (Werker et al., 1979, Halloin, 1982; Egley et al., 1983, Marles et
al., 2003; Pourcel et al., 2005).

Ha ¢ynkmmonupoBanre AOC amoruiacTHOro MPOCTPAHCTBA OKA3bIBAIOT BIIMSHUE
CTpecchl OmoTHMYecKkoro u abuoTtmueckoro xapakrtepa (Luwe, 1996; Dietz, 1997,
Vanacker et al., 1998a, 19986). Kpome Toro, stu crpeccsl HHAyLIUPYIOT cuHTe3 AO u
depmentoB AOC B anoriacte kietok (Luwe, 1996; Ranieri et al., 1996; Blinda et al.,
1997; Thordal-Christensen et al., 1997; Schraudner et al., 1998; VVanacker et al., 1998a,
19986; Piqueras et al., 1999; Hernandez et al., 2001).

Honroe Bpemss wuHbopManus o mnpucyrctBuu  depmentoB  AOC u
HU3BKOMOJEKYJIApHbIX AQ B amnormjacTe pacTUTENbHBIX TKaHEeH ObUla HEJ0CTAaTOYHA,
pabota ackopOaT-TIyTaTHOHOBOTO IMKJIA Tak)Ke CHadala He Oblla HCCle0BaHa
(Castillo, Greppin, 1988; Polle et al., 1990; Luwe, 1996; Dietz, 1997; Vanacker et al.,
1998a). Ognako mo3aHee ObUIO OOHAPY)KEHO MPUCYTCTBHE B aloIUIacTe aKTHUBHOCTEH
CO/, KAT, 110, MJIT'AP u JATU'AP, I'P. Kpome Toro, Ob10 OTMEYEHO, YTO ackopOar,
JETHIPOACKOPOAT M BOCCTAHOBJICHHBIN ITyTATHOH MOTYT IMPUCYTCTBOBATh B AIlOIIACTE B
noctaToyHo Bhicokux konueHTparusax (Polle et al., 1990; Luwe, 1996; Ranieri et al.,
1996; Vanacker et al., 1998a, 19980).

B nenom, ITO HenmocpeaCTBEHHO BOBJICYCHBI B MHOTOYHCIICHHBIC JMHAMHYCCKHEC

TPOIIECChI, TIporCcXoIAIIe B KieTouHol creHke (Fry, 2004a, 20046; Cosgrove, 2005). B
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amnoruiacTe JOKAIU3yeTCs OJIHA U3 CaMbIX BaXKHBIX U (PYHKIHMOHAIbHO akTUBHBIX [1O —
arnorutactHas I1O unm 1O kneTtounoi cteHku. JlestenpbHocTh anomiactHoi 110 — oaun
u3 ocHoBHbIX ucTouHHKOB ADK (Torres et al., 2002; Bindschedler et al., 2006). 3a cuer
nesitenbHocTH [1O U paboThl Apyrux (PEepMEHTOB — PA3IMYHBIX OKCHIa3, B TOM YHUCIE,
takux kak HAJI®H-okcuaasel, B ki1eTouHol cTeHke reHepupyroTcess ADOK, ocHoBHON U3
KOTOpBIX siBIsieTcst mepekuch Bogopoaa (Caliskan, Cuming, 1998; Meller, McPherson,
1998; Ros-Barcelo et al., 2002; Kawano, 2003; Liszkay et al., 2003).

®epmentel AOC, mepekuch BOAOpoaa, Kak HambOojee monroxuBymas ADK, u
npyrue ADK BopiedeHbl B OYEHb BAXKHBIA MPOIECC — JUTHUPUKAIMIO KICTOYHOU
CTEHKH, KOTOpasi OCHOBaHa Ha Mpolleccax MmoauMepusanuu MoHoaurnosnos (Ogawa et al.,
1996). Tak, ot unrencuBHocTH paboThl AOC B KJIETOYHBIX CTEHKaX, HAMPABICHHOW Ha
nurHUUKaIuoo, OyJIeT 3aBUCETh COCTaB KIETOYHBIX CTEHOK: OyAyT JIM B HHX
npeodyiaaTh CTPYKTYpHBIE 3BEHbS YIJIEBOAHOW Wi (eHonbHOUW mpupoasl.. B
nepepacnpeieNeHuy 3TUX MPOLIECCOB HauOOIBIIHKM BKIaa UMEIOT anormiactaeie [10 umu
[IO xnetouyHbix cTeHOK. [IO akTUBHO OKHUCISIOT MOHOJIMTHOJIBI B aroIUIACTHOM
npoctpanctse (Koutaniemi et al., 2005, 2007).

MHorue nccnenoBaHus NOKa3anu Haauuue Koppemsiuui Mmexay 110 akTuBHOCTBIO
u coxepxkanuem nurauHa (Ranocha et al.,, 2002; Blee et al., 2003). CtpykrypHbie
AJIEMEHTHI KJIETOUYHBIX CTEHOK, TaKHUE KaK SKCTEHCHUHBI U OCTaTKU (PEPYJTOBBIX KHUCIOT B
noJjicaxapujaax MoryT MHUIMUpoBaTh [1O akTUBHOCTH, BBI3bIBas 0Opa30BaHUE CIIUBOK,
CIOCOOCTBYSI TOBBIIICHUIO J>KECTKOCTH KJIETOYHOM CTEHKHM W OCTAHOBKE YUIMHEHUS
kietok (Brownleader et al., 2000; Fry, 2004a, 20046). Hanpotus, [1O Takxke cnocoOHbI
r€HEpPUPOBATh OYEHb MOIIHBIM THAPOKCUIBHBIN pajuKall, KOTOPbI MOXET BbI3bIBATh
paspylieHue KJIETOYHBIX CTEHOK M CIOCOOCTBOBAThH yIMHEeHUIO KieTok (Liszkay et al.,
2004).

VYuyactue pacturenbHpix [10 B OnocuHTe3e JUTHMHA OBUIO MOKa3aHO HA MHOTHUX
pacTHTeNnbHBIX 00BEKTax, B TOM 4rciie Ha apeBecHbIX (Polle et al., 1994, 1997; Fagerstedt
et al., 1998; Tsutsumi et al., 1998; Christensen et al., 1998, 2001; McDougall, 2001;
Karkonen et al., 2002; Li et al. 2003; Marjamaa et al. 2006a, 20066; Koutaniemi et al.,
2005, 2007).

3a CYeT MEepPeKUCh-3aBUCUMON OKHUCIUTEIbHOW MOTUMEPHU3ANNN OKCUKOPUIHBIX

CHHPTOB, a TaKXe B pe3yiapTare oOpa3oBaHMs S(QUPHBIX CBA3CH C MOMEpPEUHO-
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CIIMBAIOIIMMH areHTaMu — (EeHONKapOOHOBBIMU KHcioTaMu ¢ ydactuem [IO moryt
dbopMHupoOBaThCS 3alIUTHBIE Oaphephl W3 JUTHMHA W cyOepuHa (AnapeeBa, 1991,
Bernards, Razem, 2001; Mellon, 1991; I'opmikosa, 2007).

N3yyeHne OMOXMMHUYECKHX OCHOB MPOLECCOB JUTHU(PUKALKUUA Ha IPEBECHBIX
pacTeHUsIX TPEICTABISAET OCOOBI MHTEpPEC BBUIY MX SKOHOMHYECKON BaXKHOCTH IS
MOJIyYEHHUS IPEBECUHBI U €€ UCIOJIB30BaHUs KaKk OMOIHEPTeTUYECKOro pecypca. B cBs3u
C 3THM aKTHUBHO M3y4aroTcsl (PEpMEHTHI M IeHbl, uX Koaupytomme (Boerjan et al., 2003;
Marjamaa et al., 2007, 2009). Kpome Toro, ucciemoBaTeiieii HHTEPECYeT aKTHBHOCTH
pasmuunbix u3zohopm I[IO B nuraudumupyromeiics kcuneme (Polle et al., 1997;
Fagerstedt et al., 1998; Tsutsumi et al., 1998; Christensen et al., 1998, 2001; McDougall,
2001; Marjamaa et al., 2006a).

VY pacrenunii Populus trichocarpa Trichobel Bo BTOpHYHBIX KIETOYHBIX CTECHKAX
JUTHAUDUIMPYIONINXCS BOJOKOH ObUIM OOHapykeHbl KaTtuoHHbIe u3odopmbl [1O co
CIOCOOHOCTBIO OKHUCIISITH MoauMepHbie peHonbHbie cyOcTpaThl (Christensen et al., 1998;
Sasaki et al., 2006). B remome P. trichocarpa Torr. & A.Gray ex. Hook. 0buio
UACHTU(PUIIMPOBAHO MHOXKECTBO TEHOB (DEHUIMPONAHOUAHOTO IyTH, MHOTHE W3
koTopbix koaupoBanu 1O (Tuskan et al., 2006). B nuranpunupyromeiica kcuineme P.
abies, P. sylvestris, B. pendula o6napyxuBarotrcs uzopopmsl 110. Kpome Toro, camas
BBICOKAsI DKCIIpeCcCusi TeHOB, koaupytomux [10, oOHapyxuBaeTcs okansHO y P. abies B
pa3BuBaronuxcs tpaxennax (Marjamaa et al., 20060), moka3biBasi X BO3MOKHYIO POJIb B
NOJTMMEPHU3allii MOHOJIMTHOJIOB 1 OMOCHHTE3€ JINTHUHA.

OTMeuaroT, 4TO HW3MEHEHHUE pa3IMYHBIX YCJIOBHI OKpyxawomieil cpeasl, pH
BHYTPU KJIETOYHBIX KOMITAPTMEHTOB, KOHIICHTPAllUM WMEIOIINXCS MOHOJIMTHOJIOB,
KOJIMYECTBA TIEPEKUCH BOAOPOa M, HECCOMHEHHO, YHclia TeHOB, koaupytommux [10, — Bce
B COBOKYITHOCTH BJIMSIOT HAa COCTaB JIMTHUHA M COOTHOIIEHUS KOHEUHBIX CBSI3EH B
noaumepax jguranHa (Brunow et al., 1998; Sipild et al., 2004; Méchin et al., 2007).
[Tokazano, uto y pactenuit N. tabacum mpu cHwkeHun skcnpeccuu KaTHOHHBIX [10
oOHapy>KuBajoch MOHMWXKEeHUE coAepxanus turauHa (Blee et al., 2003), B To BpeMs Kak
cBepxakcnpeccusi annoHHbIX 1O He okaspIBana BIUSHUS HAa COJAEpKAHHWE JUTHUHA B
KOpHsX, JMUCThIX U cTebnsax (Lagrimini et al.,, 1997). CHmkxeHue SKCIPECCUU TEHOB
annoHHbIX [10 B TpancrenHsix nuausx Populus sieboldii Mig. x P. gradidentata Michx.

NPUBOJMIO K CHIDKeHUIo coaepxkanus nurHuHa (Li et al.,, 2003). Ha pactenusix pona
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ArabidopsiS MyTaHTHBIE JHMHUM C TeHamH, Koaupyrommmu aedekruBusie [10,
MOKa3bIBAIM YMEHbBIIICHUE cojiepkaHus jaurauHa (Tsutsumi et al., 1998). Takxke Obu1O
MOKa3aHo, YTO CBEpXdKCHpeccHs reHa, koaupytomero [10, nmpuBoaniaa K 3KTOMAYECKON
aurHuUKaIlid B TPaHCTeHHBIX pacTeHusx Lycopersicon esculentum Mill. cv. Pera (El
Mansouri et al., 1999). KpoMe KOIMYECTBEHHBIX W3MEHEHUW JMTHUHA, TMOBBIIICHHAS
skcnpeccusi [IO MOXeT BBI3BIBATH HM3MCHECHHSI B CTPYKTYpE JIMTHHHA, TaKHe Kak,
HanpuMep, yBEJIMYEHUE KOJIM4YecTBa CUpPUHTWIbHBIX enuHuy (Li et al., 2003) wmm
YBEJIIMYCHHUE YaCTOTHl BCTPEUACMOCTH allbJeTUIHBIX KoJbIeBbIX Tpymm (Elfstrand et al.,
2002). Takum 0Opa3om, BIUsIS HA IKCIPECCUIO TIEPOKCUAA3HBIX TEHOB, MOJKHO BJIHSTH Ha
Ka4eCTBO M KOJMYECTBO JINTHUHA.

Hapsny c 10, takxe u [I®O yacto HAXOASITCS B TUTHUPHUIUPYIONTNXCS TKAHIX U
OKHUCIISIFOT OONBIION CHEeKTp (PEHOJIBHBIX KOMIIOHCHTOB, BKJIFOYAsi MOHOJIMTHOJIBI
(Koutaniemi et al., 2007).

Bonpmoe kommdecTBO pabOT TOCBAIMIEHO pOJIM TEPEKHUCH  BOAOPOAA B
muraudukanuu. OIHO3HAYHO, TEPEKUCh BOJAOPOJA HMMEET OJHO M3 CaMbIX Ba)KHBIX
3HAYCHUA B JIMTHU(QUKAIUU  KIETOK KCWJIEMbl. MHOTOYHCICHHBIC TPUMEPHI
CBUCTENBCTBYIOT 00 9ToM. Tak, CcImOCOOHOCTP TIEPEKHCH BOJOpOAa  OBITH
KOHTPOJHUPYIONUM (aKTOPOM B JHUTHU(UKAIIMM XOPOIIO TOKa3aHa Ha CYCICH3UU
KJICTOYHOH KynbTypsl Zinnia elegans Jacq. (Gabaldon et al., 2005). [Togo6HO 3TOMY, IIpH
U3BSITHH TEPEKUCH BOAOpOJa u3 (GopMupyrolIeicss KyJlbTyphl jJurauHa y P. abies
oOpazoBaHue JHUTHMHA 3aMmemiisioch win mpekpamanock (Kérkonen et al.,, 2002).
Ceepxakcnpeccus koaupytonux I10 rexoB y pacrenuii N. tabacum ysennuuBana
o0Opa3oBaHue TMEPEKUCHU BOJOPO/A, KOTOPOE, B CBOK OYEPE/b, BBI3BIBAIIO yBEIMUCHUE
conepxkanus nurauHa (Kim et al., 2008). Ha rubpunusix nuausx Populus tremula L. x
P. tremuloides Michx. ¢ yBenMueHHBIMH BHEKJICTOUYHBIMH KOHIICHTPAIMSMH MEPCKUCH
BosiopoAa Bcienctue skcnpeccuu COJL Obut 6onee murnuduimponan (Srivastava et al.,
2007).

HakorieHue mepekucu BOJOpPOJa B KICTOYHBIX CTEHKAX KOHTPOJHPYETCS
MHOTMMHU BOCCTAHABIIMBAIOIIMMH areHTaMd, B OCHOBHOM, acKop0aToM, KOJIMYECTBO
KOTOPOTO YMEHBINAETCS 10 MUHHUMYMa B JUTHU(DHUIMPYIOMINXCA KIETOYHBIX CTEHKaX
yepe3 akTUBHOCTh ackopOartokcumassl (AcO, KO 1.10.3.3) (Kérkonen, Fry, 2006; Ros-
Barcel6 et al., 2006).
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1.3.3. Aumuokcuoanmnasn cucmema pacmeHuil u QeHoIbHbLIL MemadoIuUM

Bce pactenuss mpoayuupyloT OOJbIIOE KOJUYECTBO BTOPHUYHBIX METAOOJUTOB.
Omna w3 wHambonmee BaXHBIX Tpynn — (EHOJBHBIE COSAMHEHUS, KOTOpBIC
XapaKTepU3yIOTCs, KAK MUHUMYM, OJHUM KOJIBLIOM C OJHON U Oojiee IMIPOKCUIbHBIMU
rpynmamu. [IpenmecTBeHHUKOM OONBIIMHCTBA W3 HUX SBISETCS KOpPHYHAS KHCIOTA,
KoTOpast oOpasyercss M3 (eHWwIaJaHWHA NpU JeHCTBUM (eHMIIalaHuH-aMMHaK-TIHa3bl
(PAJL, KO 4.3.1.5), — cBA3yIOIIET0 3B€HAa MEKIY IIMKUMATHBIM U (DEHUIIIPONaHOUIHBIM
nytsmu. [lepexiroueHne Ha (DEHWINPONAHOMIHBIM MYTh SBJISETCS HEOOXOJUMBIM
nporieccoM. IlokasaHo, 4YTO mNpu HOpMaIbHBIX ycioBusix pocta 20 % yriaepona
(GuKCcHpyeTCs pacTeHHSIMUA KMEHHO Yepe3 ToT myTh (Dixon, Paiva, 1995).

deHobHbIE COETUHEHMUS PacTUTEIBHOTO OpraHusma —
BBICOKOpPEAKIIMOHHOCTIOCOOHbIE BemiecTBa. OkucieHue (EHOJIOB SBISETCS YacTbiO
HOPMAaJIbHOTO pa3BUTHUSl pacTeHHs. OKUCIUTEIbHBbIE pEakUUud HEOOXOIUMBI BO BpeMs
IPOIIECCOB POCTa, pa3BUTHUs M cTapeHus pactenuid (Buchanan-Wollaston, Morris, 2000,
Munné-Bosch, Alegre, 2004; Treutter, 2006). VYcunenue (HEHUIPOIAHOUIHOTO
MeTabonu3Ma M KOJM4YecTBa (DEHOJBHBIX COEIMHEHHM MOXET HMMETh MECTO MpHU
W3MEHEHHUH YCJIOBHI OKPY’KAIOIIEH Cpeabl 1 BOSHUKHOBEHUH CTPECCOBBIX ISl PACTCHUN
ycioBuii (Dixon, Paiva, 1995, Grace, Logan, 2000, Lavola et al., 2000; Sakihama,
Yamasaki, 2002). AKTUBHOCTb ()E€HOJIbHBIX COEAMHEHHUH peryaupyercs KOJIM4eCTBOM
NPUCYTCTBYIOIIMX B MOJIEKYJIE€ THJIPOKCUIBHBIX TPYII, UX PACIOIOKEHUEM, HATUYUEM
WJIM OTCYTCTBHEM JBOWHBIX cBsi3eit (3ampomeTtos, 1993).

@®enonbl  cocobHbl  nerko okucnatbes I[10 u TIOO ¢ obpa3oBanuem
BBICOKOPEAKIIMOHHBIX MPOMEXYTOUHBIX MPOJYKTOB THIA CEMUXMHOHHBIX PaJMKaJIOB U
XHHOHOB, KOTOpBIE MOTYT CIIOHTAHHO pEarupoBaTh C OCIKOBBEIMH KOMITOHEHTaMH,
o0pa3ys KOMIUIEKChl TeMHOOKparnieHHbIX mpoaykroB (Nicolas et al., 1993; Guyot et al.,
1996; Walker, Ferrar, 1998). M3BecTHO, YTO B CTPECCOBBIX YCIOBHSIX H3 KJICTKH
BBICBOOOX/IAIOTCSA BelIeCTBa (EHOJIBHOW MPHUPOJBI, KOTOPbIE BBINOJHSAIOT 3aIIUTHYIO
byukuuto. E€ cunTaroT 01HON U3 OCHOBHBIX 151 (heHONIbHBIX coequHeHul (JIykbsiHOBa U
ap., 1982; Auapeesa, 1991).

DKCIEePUMEHTHI 10 00pabOTKe PaCTEHUH Pa3TMYHBIMU MOTU(PEHOTAMH TPUBOIIIN
y Pa3HBIX PACTEHHMI K CHUYKEHUIO CTENEeHU UX nopaxeHus nndexuueit (Bonsinen, 2013);

WU3MEHEHUSIM POCTOBOM aKTUBHOCTH TPOPOCTKOB 1. aestivum ¥ HakOIUICHUU
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HU3KOMOJIEKYJIIpHBIX AO B nucThsix (3arockuHa u np., 2015). Kpome Toro, dheHoNbHBIE
COEJIMHEHUS MOJIOKHUTENILHO BIUSIOT Ha MPOJIYKTUBHOCTh BBICHIMX pacTeHui (Zhao, Zou,
2002; Bartwal et al., 2013). Ouu y4acTByOT B 00pa30BaHUH CIIMBOK KJIETOYHBIX CTCHOK,
9T00BI 00eceunTh (PU3MKO-XMMHUYCCKYIO 3alMTy U BomoHenponumaemocts (Werker et
al., 1979; Halloin, 1982; Egley et al., 1983; Marles et al., 2003; Pourcel et al., 2005).

Hesn3zumatuueckoe okucieHne ¢GIaBOHOMIOB MOXKET TakKe MPHUBECTH K
o0Opa3oBaHHI0 XMHOMIHBIX KoMioHeHToB (Guyot et al., 1996; Mochizuki et al., 2002).
Uepe3 1EMOYKy peakluii XWHOHBI MOTYT OKHCIATH Apyrue moiaudeHobl, GopMupys
BTOPUYHbIE XMHOHBI, OTBETCTBEHHBIE 3a peakuuu nmotemuenus (Cheynier et al., 1994).
Hanwuwne peakiuii TOTEMHEHUS — OJTWH U3 TJIABHBIX MPU3HAKOB TIOTEPH KAYeCTBA.

deHoNbHBIE COoenuHEHUs, ABISsICh AQO, MHAKTUBUPYIOT CBOOOJHBIC paUKaIbl
arn00 MyTeM WX TPSIMOTOo IepexBara M, 00pasys HMpHU 3TOM HEpPaTUKaIbHBIE MPOIYKTHI,
(BeposITHO, TaKH€ MPOLIECCHI MTPOUCXOAT MPH 00pA30BAHUU JIMTHUHA U TOJMMEPU3AINH
($b1aBOHOB), TMOO MYTEM CBSI3BIBAHMSI MOHOB METANIOB C MEPEMEHHON BaJE€HTHOCTBIO C
MOCJICYIOMUM OKHCIICHHEM OPTaHWMYEeCKHUX coeluHeHHi (MeHbImUKoBa, 3eHKOB, 1993;
Li, Xie, 2000). ®enonpubie AO 3(h(HEKTHBHO CBSA3BIBAIOT KHCIOPOIHBIC CYNCPOKCHUTHBIH
U TUAPOKCUIIBHBIA paJuKalibl 1 MHruOupytoT uHaynupyemoe umu I1OJI (ABepbsHOB,
JlanmukoBa, 1988; MenbiiukoBa, 3eHKOB, 1993).

Kpome Toro, HekoTopbie eHOJIbHBIC COSAUHEHUS U CaMU MOTYT MPOIYIUPOBAThH
A®K. B HelTpanbHON cpene MHOTHE MOTUGEHONIBHBIE COSAMHEHHUS PACTUTEIBHOTO
MIPOUCXOKACHUS, ABTOOKHUCIISISICh, OOpa3ylT CYNEepOKCHAHBbIC pagukaibl. [Ipudyem
HaumOoJee MHTEHCHUBHO 3TOT MPOIECC MPOUCXOIUT TPHU OKHUCICHUU TPUOKCHU(PEHOIOB
(Mep3msk, 1999). Ilpu yugactuu [1O KIETOYHBIX CTEHOK OHU CIOCOOHBI CHHTE3MPOBATh
nepekuch Bogopoaa (Pedreno et al., 1989; Takahama, 1989).

3a cuer paborei MJII'AP ackopOaT-TIyTaTMOHOBOTO IMKJIA OKUCIUTEIIbHBIN
cTaTyc (PeHOJIOB MOXKET OBITh pereHepupoBaH. PerenepupoBaHHbIe (BOCCTAaHOBIICHHBIC)
dbopmbr mMoryT nanee nerictBoBaTh kak AO (Yamasaki, Grace, 1998; Sakihama et al.,
2000). Oxkwucnennble xe ((peHOKCUIbHBIE) (OPMBI B HOPMAJBHBIX (PU3MOIOTHUYECKUX
YCIIOBUSX HE HMMEIOT BpeJa, TaK KaK OHM HECTAaOWIBHBI U OBICTPO TMPEBPAIIAIOTCS B
HEpaJIMKAIbHBIE MPOIYKTHI, HHOT/IA OHH JICUCTBYIOT Kak MPOOKcHUIaHThl. Ho, B 1memom,

KOHEYHO, (beHOKCI/IJH)Hble paduKajdbl TOKCHYHBI JJIA JKHBBIX OpPraHu3MOB H3-3ad
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CHIOCOOHOCTM HMHULIMHUPOBATh CBOOOJHOpAJMKalIbHbIE peakuMu B MeMOpaHax U

CKJIOHHOCTH CIIHUBATKLCS ¢ pa3anuubsiMu Mojiekynamu (Sakihama et al., 2000).

1.3.4. Anmuokcuoanmnan cucmema pacmeHuil u y2nee00Hblil MemMadoauIm

YrneBoasl (caxapa) U (pepMEHTHI, y4acTBYIOIIME B HUX METa0OJIM3alMH, TECHO
ces3anbl ¢ OC u curHanmuarom A®K (Couée et al., 2006, Sulmon et al., 2006; Suzuki,
Mittler, 2006; Takahashi, Murata, 2008).

Caxapa uMeroT aBoiicTBeHHbIe oTHOMICHUsT ¢ ADK B pactenusx: (1) yuacTByroT B
peakuusX AbIXaTeIbHBIX MPOIECCOB, MO ATOMY NyTH O00Opa3yloTCs MHOTOUYHCIICHHBIC
A®K; (2) yuactByror B peakimsx okcumatuBHoro I[IDIL], ceszanHOro ¢ paboToii
HAJI®H-okcuaas, kotopbie yuacTByioT B yruiusanuu ADPK (Couée et al., 2006).

[TorTomy 3amutHbIE 2PHEKTH caxapoB 3aBUCAT OT aKTUBHOCTU (epMeHTOB [1DI]
(Barra et al.,, 2003). C omHnoii croponsl, peakmuu [IDI] cHaGxkarwTCs HSHIOTCHHO
noctynHbiMu caxapamu (Debnam et al., 2004; Couée et al., 2006), koTOpbIe CO37aIOT
BOCCTAaHOBUTEIFHBIE CIIOCOOHOCTH JII HEUTpanu3allii MEpeKUCH BOAOPOJA U APYTHX
A®K. C apyro#i cTopoHbI, U30BITOK caxapoB, 00pa3yrIMUXCs B (HOTOCHHTEIUPYIOIINX
JUCTBHAX, MOXKET PE3yJIbTUPOBATh B M30BITOYHBIX KOJIMUYECTBAX IIUTO30JHHON MEPEKUCU
BOJIOPOJIa, 0OCOOEHHO KOTJ]a AKCIIOPT ITUX CaxapoB 3aTPyJHEH BOZMOXKHOCTSAMH TKaHEH U
OpraHoB-aKIENTOPOB Mpu cTpeccoBbIX ycinoBusax (Van den Ende, Valluru, 2008).

Caxapa, O0OCOOCHHO JTMHHOIICTIOYEYHBIE  BOJOPACTBOPHMBIC  OJUTO- |
MOJINCaxXapubl, TaKue Kak GpyKTaHbl, MOTYT OBITh KaHIUAATaMU 1S yiaaBiauBanus ADK
B TKaHSX, pEarupyroIIuX Ha LIUPOKHUM CIIEKTP U3MEHEHUS YCIOBUU cpeabl. BakyoisipHbie
caxapa, CyIIeCTBYIOIIHE BOJIM3M TOHOIUIACTA WJIM B3aUMOJICHCTBYIONIME C MEMOpPaHOM,
MOTYT WrpaTh pelawinyo poiab B HeWrpanuzauuu ADK wu, Takum o0pazom,
npenotpamas [10JI nepekucsio Bogopoaa (Van den Ende, Valluru, 2008).

Ha MonenpHBIX cucTemMax, COCOOHBIX T'€HEepUPOBATh THAPOKCHIBHBIN paJuKal,
MOKa3aHO, YTO caxapa HEMOCPEACTBEHHO MOTYT MEpeXBaThbIBaTh CBOOOJHBIE PaIUKAIIBI
(ABepnsnoB, Jlanukosa, 1988; Morelli et al., 2003). B pacrenusix poma Arabidopsis,
00paboOTaHHBIX TJIFOKO30M WJIM Caxapo30il, 00pa30BHIBAJIOCH MEHBINE CHHIJTIETHOTO
KHCIIOPO/Ia U TIEPEKUCH BOJIOPOA, YTO CIIOCOOCTBOBAIO MOBBIIMIEHUIO UX YCTOMYUBOCTH

K AeiicTButo atpasuHa — uaaykropa OC (Ramel et al., 2009).
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Tak, caxapa NMPU3HAIOTCS KaK BaXKHBIC PETYISTOPHBIC MOJIEKYJIBI C CUTHAIBHOU H
MpEeANoNoXUTENbHO yiaBnuBaromieit ADK ¢ynkuueit B pactenusax (Rolland et al., 2006).
[Ipupoia 1 MECTONOJIOKEHHE CaxXapOB M HECAXapO3HBIX CUTHAIOB, Takux kak ADK u
TOPMOHBI, BOXKHBI JUISI MHTETPUPOBAHUS PETYJISATOPHOIO MEXaHU3Ma, KOHTPOJIHPYOIIETO
paznuuHble (QYHKIMU B pacTUTenbHOM KieTke. JleiictBue caxapoB u AOC He TOJBKO
CBSI3aHBI, HO, KPOME TOTO, CaXapa YCWJINBAIOT OTBETHl OTBETCTBEHHBIX 32 CTPECC I'CHOB.
Kpome nmelicTBusi Kak CHTHAJBI, caxapa WU CaxapomnojoOHbIE BEIIECTBA, BEPOSTHO, B
KOMOMHAINH ¢ (DEHOILHBIMA KOMIIOHEHTaMH, (POPMHUPYIOT BaKyOJSPHYIO OKHUCIUTEIEHO-
BOCCTAHOBHUTEIBHYIO CHCTEMY, JCHCTBYIONIYIO B COIJIACHHM C XOPOIIO HW3BECTHBIMU
[IATOIUIA3MAaTHYCCKUMU aHTHOKCHIAHTHBIMH ~Mexanu3zmamu (Price et al.,, 2004).
PacTBOpuMBIE caxapa MOTYT CTaOWJIU3UPOBATH CTPYKTYPYy M aKTUBHOCTH (DEPMEHTOB
AOC (Chaves et al., 2003). MoryT akKTHBHpOBaTh I'€HbI, OTBEYAIOIINE 32 AKTHBHOCTb
depmentoB (Contento et al., 2004).

[Tokazano, dYTO caxapo3a CTUMYJIUPYET HAKOIUICHHE 3allacHBIX BEIIECTB
YyIICBOOHOW W (DEHONBHOM MPUPOJABI, KOTOPBIE MOTYT OBITh BOBJICUCHBI B
HelTpanu3anuio 1UTO30IbHEIX A®DK, cuHTE3upys (QEHONbHBIE paaUKalbl, KOTOPBIC
3aTeM BOCCTAaHABIMBAIOTCSA aCKOPOATOM.

Caxapa B BBICOKMX KOHIIGHTpAIlUSAX MOTYT Hampsmyro ynaBinuBate ADK,
oOpasyroniuecss Mpu HaJUYUKA W30BITKA TIEPEKUCH BOJOPOJA, CHHTE3UPYS CaxapO3HbIC
paaukanbl. BakyossipHble (eHOJIbHBIE BEIECTBA B TIIMKO3WIMPOBAHHON (hOpME MOTYT
MOMOTaTh BOCCTaHABJIMBATh caxapa W3 caxapo3HbiXx paaukainoB (Bolouri-Moghaddam et
al., 2010).

[Ipenmnonaratot, 4TO caxapo3a UMEET OJHY M3 CaMBIX JIYYIIMX CIOCOOHOCTEH K
aHTHOKCHAaHTHOM 3armmre In Vvitro (Smirnoff, Cumbes, 1989; Morelli et al., 2003;
Nishizawa et al., 2008). BeposiTHO, CcXOXXH€ aHTHOKCHUIAHTHBIE PEAKIUU MOTYT
cymectBoBath U IN planta. Ilpn HU3KKX KOHICHTpAIMSIX caxapo3a MOXKET JCHCTBOBATH
KaKk cyOCTpaT /i peakiuid WIM KaK CHTHAJI, B TO BpeMsi KaK TPU BBICOKHX
KOHIICHTPAIUSIX OHA CITOCOOHA JICHCTBOBAThH HAINPSAMYIO KaK 3alllUTHBIN KOMITOHEHT (Van
den Ende, Valluru, 2008).

JU7ist TIIIOKO3bI TaKXKe BBISIBICHBI B3auMOCBs3H ¢ paboroit AOC u ADK. I'mokosza
SIBJIICTCS TJIABHBIM YTJICPOJIHBIM TPEKypcopoM iss cuHTe3a KaporuHouao (Pallett,

Young, 1993), ackopbara (Foyer, 1993; Smirnoff et al., 2001) u aMHMHOKHUCIIOT, BKJIFOYAst
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[MUCTEUH, TIYTAMHH W TJIMIHAH, KOTOPBIC SIBISIIOTCS CTPOUTEIHHBIMH OJIOKAMH ISt
rnytatuoHa (Noctor, Foyer, 1998). Tak, BbIsBI€Ha MONOXKUTENbHAS KOPPEISAILUS MEKITY
AK30T€HHOW TIIFOKO30W M HAKOIUICHHEM KapOTHHOWIOB — BAYKHBIX HHU3KOMOJIEKYJISPHBIX
AO (Mortain-Bertrand et al., 2008). Kpome Toro, yMmeHbllicHHE YpPOBHS ackopbarta B
JUCTBAX MOXKET YaCTHMYHO BOCCTaHABJIMBATHCSA MPH BHECEHHHM TJIOKO3bI (Smirnoff,
Pallanca, 1996).

[Toka3aHo, YTO TJIIOKO3a OTMOCPEIOBAHHO yYaCTBYET B IMOBBIIICHUN AKTHBHOCTEH
depmentoB AOC, takux kak COJl, KAT, IIO (Hu et al., 2009; Huang et al., 2013).
M3BecTHO O BaXHOW pOJNM TIIOKO3Bl B YBEIUYEHHHM CKOpOCTed (OTOCHMHTE3a Mpu
paznuuHbiXx abuotudeckux crpeccax (Hu et al., 2009; Jiang et al., 2012).

['moko3a MOXeT paboTaTh Kak PETyNIATOp SKCIPECCUU F€HOB B PACTEHUSIX, TAKXKE
NpU €€ BO3JCHCTBUM YBEITUYMBACTCS YHCIO OTBETCTBEHHBIX 3a CTPECCOBYIO PEAKIIUIO
reroB (Graham et al., 1994; Koch, 1996; Rolland et al., 2002). Tak, Hanpumep, re¢HbI
xankoHcuHTasel (XC, KC 2.3.1.74), xoropas obOecnedmBaeT CHHTE3 3allUTHBIX
anTouuanoB, u COJl, koTopasi CTOMT Ha MEPBOM PyOekKe 3alUThl OPraHU3Ma, HaXOJSTCS
Cpelnu TeX, KOTOpble MOTYT MHAyIMpoBathes rimoko3oi (Feinbaum et al., 1991; Koch,
1996; Rossel et al., 2002). Kpome Toro, cpenu Takux (pEpMEHTOB TaKKE YIIOMUHAIOTCS
TII0K030-6-pocharaeruaporenasa (['6dDJ], K 1.1.1.49) (Hauschild, von Schaewen,
2003), royratuontpanchepaza (I'T, Kd 2.5.1.18) (Price et al., 2004). Takxe riaroko3a
MOJKET BO3ICMCTBOBATH HA COMPSIKEHHBIE MYyTH JETOKCU(PUKAIINY, HATIPUMED, HA padoTy
Y ®-raoko3otpanchepazsl  (YADPIT, KD 2.4.1), xoropas BOBJICYCHA B
NETOKCU(PUKAIMIO HEKOTOPBIX TepOUIHA0B, 0Opa3oBaHME KOTOPBIX CBS3aHO C
nesitenbHOCTRI0O ADK (Hatzios, 2000).

I'moko3a ObuTa HCMONB30BaHA B KIIETKaX LHMAHOOAKTEpHil, YTOObI YBETUYMTH
KJIETOYHYIO BOCCTAHOBHUTEJIBHYIO CHIIy 4epe3 MOJEpKaHHe BBICOKHUX KOHIICHTpaIUi
HAJI®H (Alfonso et al.,, 2000; Li, Sherman, 2000; Ryu et al., 2004). Tlpu Hu3KOM
YpOBHE TJIOKO3bl OTMEUYEHO CHIDKEHHE TeMrioB oOpazoBaHusi ADK B MUTOXOHIpUSX U
COKpaleHue cpokoB xu3Hu nucta (Barros et al., 2004). Kpome Toro, riit0ko3a MOBBIIIAET
KJIETOYHYIO 3alllUTy NPOTHUB Nepekucu Bopoposa (Averillbates, Przybytkowski, 1994).

Onua u3 Hambosee BaXKHBIX (EPMEHTOB, IMOJJICPKUBAIOIIUX B3aUMOJICHCTBUE
caxapoB u A®K, »to rekcokmnaza (I'K, K® 2.7.1.1). ®epmeHT perynupyer ypoBHU

II0K030-6-ochara 1 ADK, crumynupys 3alUTHbBIE aHTHOKCUIAAHTHBIE MEXaHU3MBI U
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cuHTE3 (EHOJIBHBIX KOMIOHEHTOB. OCOOEHHO AaKTHBHO 3TH MPOIECCHl MPOTEKAIOT B
IIUTO30JIe U MHUTOXOHJpHUSX. AKTHUBHasg pabora ¢depMeHTa YCKOpPSET TEMIIbI
[JIMKO3WIHpOoBaHus (peHonbHBIX BemecTB. Kpome Toro, hepmMeHT criocoOeH 1eicTBOBATh
KaK TJIIOKO3HBIM CEHCOp, KOHTPOJUPYIOIIMNA JIeJeHHEe ¢ PacUIMpeHHe KIETOK,
B3auMozeiicteyss ¢ ropmonamu (Fotopoulos et al., 2003; Essmann et al., 2008).
VYBenunuenue 3xcapeccun ['6D]] koppenupyer ¢ yeroiuuBocthio k OC (Salvemini et al.,
1999; Boada et al., 2000; Debnam et al., 2004).

Heo0xo1uMo 0TMETHTD, YTO OPTaHbl U TKAHHU C BRICOKOW KOHIIEHTpAIUEel caxapoB
MPOSIBIISIIOT CUHEPTH3M BO B3aUMOJICUCTBUSIX CaxapoB M (PEHOJIBHBIX KOMIIOHEHTOB,
KOTOpBIM  SIBJISIETCS. YacThi0 B3aMMOCBSI3aHHOM  OKHCIMTEIbHO-BOCCTAHOBUTEIBHOM
cuctembl, ynapiuBatomeid ADK u 3amumiaromieit ot crpecca. Kpome Toro, cBsizaHHbIE €
nestenbHOCThI0 uHBepTa3 (MuB, K® 3.2.1.26) curnanpHbie (YyHKIIMH MOHOCAXapoB
SIBIISIIOTCSL OYEHb BaXKHBIMHM B TCUCHHE OTBETHBIX peakuuii pactenuit (Fotopoulos et al.,
2003; Essmann et al., 2008).

WuB, npuBosme K pacileryieHuI0 caxapo3bl A0 TIIOKO3bl U (PPYKTO3bI, MOTYT
BJIUSITh HA POCT U PAa3BUTHE PACTCHUN WM HampsiMmyto (Hampumep, Biusst Ha JIAO) unu
NENCTBYS KaK PeryJsaTOpHbIA O€NIOK), MM KOCBEHHO — IMyTEM CaxapO3HOI'0 CUTHAJIMHTA,
yepe3 MOBBIIICHWE COOTHOUIEHHS TIeKco3bl/caxapo3a. [moko3y U (pyKTO3y CUMTAIOT
noteHIanbHeIMU HeliTpanuzaropamu ADK (Couée et al., 2006; Keunen et al., 2013).

Y TpaHCTeHHBIX 1O TCeHY JMAPOXIKCBOW HHBEpTa3bl pacteHuit S. tuberosum,
XapaKTepU3YIOIIMXCSl  BBICOKMM  COACpPKAHUEM CaxapoB B JIUCTbSIX, OTMEYEHO
MOBBIIICHUE YCTOMYMBOCTH K XoyiogoBoMy u OC (MHIYKTOP — METHUIBHOJIOICH)
(CunbkeBuu u np., 2009; 2010). Takoi 3¢pdext Obu1 00yCIOBIECH HU3KOMOJIEKYISIPHON
cocrapisomeid AOC — caxapamu, cojaepKaHHE KOTOPBIX B KIJIE€TKAaX pacTeHUM ObLIO
3HAYUTENBHO BHIIIE coepxkanus ackopbarta (CuHbkeBHuY u jp., 2010).

B pactenusx cBsa3p Mexay oOpazoBanueM A®DK wu  dorocunTeTHMUecKUM
metabonu3mMoM odeHb BaxkHa (Rossel et al.,, 2002). AxTuBHas QoTOCHHTETHUYECKas
NESTENBHOCT B JIMCTHAX MOXET MHIYIUPOBATH aKKYMYJISILIMIO PACTBOPUMBIX CaxXxapoB U
A®K. N npouecchl crapeHus JIACTA CBA3aHbI C BPEMEHHBIMU BBICOKMMM YPOBHSIMH
PacTBOPUMBIX CaxapoB, COMPOBOXKAAIOIINX BBICOKUE TEMIIbl OKHCIHMTEIbHBIX PEaKLIUM.
Takke MHOrOYMCIEHHBbIE 3auUTHBIE 3(P(GEKTh pacTBOPUMBIX caxapoB mnpotuB OC

CBSI3aHBI C HEMPSMBIMH CUTHAJBHBIMU J(QeKTamu, 3armycKalouMMu o0Opa3oBaHHE
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ynapmuBapommx A®DK BemectB (Couée et al.,, 2006; Ramel et al., 2009). besuio
HPEATNOIIOKEHO, YTO PACTBOPUMBIE caxapa, 0COOEHHO, KOTJ]a OHU HAaXOJATCS B BBICOKHX
KOHIICHTpAIHAX, MOTYT U camu ynaBimBath ADK (Van den Ende, Valluru, 2008).

Takum oOpa3oMm, HECMOTps Ha HMEIOMIKECS OOIIMpPHBIE ¥ MHOTOTPAaHHBIE
JHUTEPaTYPHBIC JaHHBIC, KOTOPBIC MOCBAIICHBI CTPOCHUIO, PYHKIMAM KOMIOHEHTOB AOC
u ADK B pacTHTenbHOM OpraHm3Me, a TaKkK€ MHOTOYHCIEHHBIE pabOThl, B KOTOPBIX
IPUBE/ICHBI PE3yJIbTaThl UCCIIEOBAaHNHN, HAOMIOAaeMBIX IN VIVO B POBEIEHHBIX N Vitro,
B KOTOpbiXx (epMeHTs] AOC HMEIOT CHTHalbHBIC, 3aIIUTHBIE M JPyTHe pPOJH, 0
HACTOSIIET0 BpeMeHHU Bompoc ydacTus (pepmentoB AOC B mporeccax KCHIOTeHE3a y
JPEBECHBIX PACTCHUI OCTaeTCs OTKPHITHIM. HeT mHpOpManuu o TOM, CYIIECTBYIOT JIX
ocobeHHocTH (yHKUMOHUpOoBaHusA ¢epMeHToB AOC y JIpeBecHBIX pacTeHUH C
NPU3HAKAMH CTPYKTYPHBIX aHOMAJIHH.

Opnnako, B JHTEpaType OTMEYaeTcs, YTO IyTh pAacHICIUICHUS Caxapo3bl B
OpraHM3Me COCYIUCTBIX PACTCHUH HMMEET PEIIAIOIIy0 POJb IMPH MPOTHO3HPOBAHUH
HPEUMYIIECTBEHHOTO ITyTH KCUIIOTEHE3a, KOTOPBI OyAeT OMpeaessiTh COCTaB KIETOYHBIX
CTeHOK: OyayT JIM B HHX MpeodianaTh KOMIOHEHTHI YTJIEBOAHON WM (DEHOIBHOM
npupoasl. Kpome Toro, Ttakume ¢epmentsl, kak COJl, KAT, IIO, II®O, a Takxke
HETIOCPE/ICTBEHHO NIEPEKUCH BOJIOPO/Ia M CYNIEPOKCHIHBIN paliKal MPUHUMAIOT y4acThe
B (hopmupoBanuu nurauaa (Gaspar et al., 1985; Savidge, 1996; Li et al., 2003; Gabaldon
et al., 2005; Koutaniemi et al., 2007; Ros-Barcel6, Gomez Ros, 2009; Gill et al., 2010 u

1p.). Bo3MOXKHBIC TyTH OTpakeHbI HA PHUCYHKE 6.
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Puc. 6. [yt anbrepHaTUBHBIX OMOXUMHUYECKUX MPEBPAIICHUI caxapo3bl, MPUBOISAIINX K
00pa30BaHUIO Pa3HbIX M0 COCTABY KJIETOUYHBIX CTEHOK C MPeodajaHueM LEIUTI0N03bl UK

nurauHa (o Savidge, 1996 ¢ usmeHeHUSIMH).

1.4. Tlouck MmapKepoB NMPOLECCOB KCUJIOTeHEe3a

Kcunorenes, win mporecc popMupoBaHus APEBECUHBI, — 3TO (DUKCALIUS yTIepoia
B COCTaBE CTPYKTYPHBIX MOJMMEPOB YTIEBOAHON M (PEHOIBbHON MPUPOABI B KIETOYHBIX
CTEHKax [JpEBECHEIOUIMX TKaHeW pacreHuid. I3ydeHwe mponeccoB KCHIIOTEHe3a
aKTyaJbHO Kak NSl PyHIaMEeHTAIbHOM HAYKH, TaK U JIs TPAKTHYECKOTO UCTIOIb30BaHUs
npesecHoro Mmarepuania (Hukumios, 1985; Barnett, Jeronimidis, 2003).

Kcunorenes y pactenuii paccmarpuBaetrcss B pamkax mapaaurmel [IKC. Cocynbl
KCWJIEMbl TPEACTABICHbl TpaxealbHbIMU JJIEMEHTAMU — BBITSHYTHIMU MEPTBBIMU
KJIeTKaMHd C JIMTHU(QUIIUPOBAHHBIMH BTOPUYHBIMU KJICTOYHBIMU CcTeHKamu. OHU

obpazyroTcs myTeMm AudepeHnraum KIeTok kaMmous u mpoxoasat Bce craguu 10 [1IKC.
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OmHuM W3 MOJCNbHBIX 00ekToB sBisiercss nuHHUsA (Z. elegans) (lakimova,
Woltering, 2017). B nuteparype HMEIOTCS JaHHBIE O PETyJSIUMH KCHUIIOTEHEe3a,
ceszanHoi ¢ OC. Pa3Burue TpaxeaibHbIX 3j7eMeHTOB y Z. elegans mpoucxoaut mpu
HAJIMYMK OKUCIUTENbHOTO craTyca (Barcelo, 1998, 1999; 2005; Ros et al., 2006; Novo-
Uzal et al., 2013). IToka3ano BomiedeHne ADK u 0COOCHHO MEPEKHCH BOAOPOJa B
nporeccel [IKC (Levine et al., 1994). Ilpu muddepeHnauy KCHIEMbl MEPEKHCH
BOJIOpoia HeoOxoauma it auraudukanuu (Novo-Uzal et al., 2013). Ona BoBiieucHa B
uaayuupyemoe I1O okucieHne KOPUYHBIX CIHUPTOB JO JIMTHUHA M YIUIOTHEHUE
KJICTOYHOM CTEHKH 3a cueT B3aumoeiicTBus ¢ eé 6enkamu (Olson, Varner, 1993; Levine
et al., 1994; Ogawa et al., 1997; Barcelo, 1998; Liu et al., 1999). HaGmronenus mokasainm,
4TO B KJIETOYHOHW KyJbType M B cTeOmsx Z. elegans sxuBbie HemudhepeHIUpPOBaHHBIC
KJeTku oOpaszoBbiBain APK 10 ¥ B Havane MpoLECCOB JUTHU(DHUKAIMU BTOPUYHBIX
KJIETOYHBIX CTEHOK. Takoil paHHUW CHHTE3 TMEPEKUCH BOJOPOJa KUBBIMU KIETKAMHU
HEOOXoauM ISl €€ JaibpHeiinero ucmnoib3oBanHus BIIOTh Ao dtana [IKC. Ilepekucs
Bojiopojia OyAeTr 3areM TOCTyNaTh M3 JKUBBIX KJIETOK B AuddepeHIpyIOIecs
TpaxeajbHbIe DJIEMEHTHI Yepe3 BHyTpHKIeTouHoe npoctpanctBo (Olson, Varner, 1993;
Ferrer, Barcelo, 1999; Barcelo, 1998, 2005; Weir et al., 2005; Ros et al., 2006).
[MpennonaraeTcs, 4To MEpEeKUCh BOJOpoO/Ia TeHepupoBayiack y Z. elegans 3a cuer paboThI
nokanu3zoBaHHo Ha MemOpane HAJI®H-okcumazer w/mnmu 1O (Barceld, 1998, 1999,
2005; Novo-Uzal et al., 2013). DkcepuMeHTBI J0Ka3ajH, YTO HE TOJbKO B KYJIbTYpE
KJIeTOK, HO W mnpu jurHudukammu in planta 110 u HAJI®H-okcumasel urparot
pEIIAIIyI0 poJib. B MHOTOUMCICHHBIX HCCIEAOBAHUAX IIOKA3aHO, YTO BHECEHUE
WHTUOMTOPOB JaHHBIX (DEPMEHTOB NPUBOAMT K yrHeTeHWto nurHudukamuu (Fukuda,
Komamine, 1982; Sato et al., 1993, 1995; Barcelo, 1999; Demura et al., 2002; Karlsson
et al., 2005; Ros et al., 2006). Taxxkxe ObLIO MOKa3aHO ydacThue (EHOIOKCHIA3 B
dbopmupoBaHHK MOHOMEPHBIX paaukanoB aurauHa (Ranocha et al., 1999; Boerjan et al.,
2003; Barros et al., 2015). B skcnepumentax Henmi et al. (2005) B KCHIIOT€HHBIX
KJICTOYHBIX KylbTypax Z. elegans Obutn oOHapy KeHbI MOBBIIICHHBIC YHIOTCHHBIC YPOBHU
okucineHHoro riytatuoHa (GSSG). ABTOpel COOOIIAIOT, YTO HSK30T€HHOE BHECEHHE
BoccTaHoBleHHOro rTiytatnoHa (GSH) Ha paHHMX cTagusX pas3BUTHA TOJABIISIIO
i depeHIIUpOBKY TpaxealbHbIX MPOU3BOAHBIX. BepositHo, Oamanc GSH/GSSG

BOBJICUCH B PETYJIAIINIO Pa3BUTHsI TpaxealbHbIX Mpou3BoaHbIX (Henmi et al., 2005).
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Bce atm umccnenoBaHus TOBOPAT O CYLIECTBOBAHMM OIIPEACIICHHBIX MapKepOB
KCUJIOT€HE3a, TO €CTh Pa3JIUYHBIX IUTOJIOIMYECKUX, OMOXMMHMUYECKUX U MOJIEKYJSPHO-
FEHETHUYECKHUX IOKa3aTesield, KOTOpble MOTIU Obl MIEHTU(OULHUPOBATH NEPEXOABI MEKIY
pasnuuHbiMH ctaausimu  kewioreHesa (Fukuda, 1996). HeoOxomumo ocymiecTBIsTH
IIOMCK ITyTEH YIPABICHHs IPOLECCAMH, JISKAIMUMHU B OCHOBE KCHJIOI€HE3a, C LIEJBIO
NOBBIILIEHUS NPOAYKTUBHOCTH pacTeHHil. Kpome TOro, BCTaeT BayKHBIM BOIIPOC: Kak Ha
paHHUX 3Tanax 0OHapyXUTh OCOOEHHOCTHU NEPEXO0/I0B PA3IMUHbIX CTAIUN KCUIIOTE€HE3a U

KaKHC MapKCPhbI HanoOoJIee YETKO MOI'yT I/II[eHTI/I(bI/IHI/IPOBaTB JaHHbIC IICPCXObI.
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2. OBBEKTBI U METOAbI UCCJIEJOBAHMUSI
2.1. PacTuTteabHblii MaTepua

Oo0wexramu uccnenoBanus ovuar: (1) mBe Gopmbr Oepesnl moBucioi: B. pendula
var. pendula u B. pendula var. carelica pasnoro Bo3pacra; (2) B3pocibie pacteHus P.

sylvestris ¢ mpsMOCIIOHHOM U KOCOCIIONHOM IPEBECHHOMN CTBOJIA.

2.1.1. B. pendula

46-nmeturie gepeBbs B. pendula var. pendula ¢ xapakrepHoii s Buaa
npsIMOCITOiHOM apeBecunoii u B. pendula var. carelica ¢ y3opuaroii apeBecuHoli cTBOIA
npouspactanu Ha Arpobuonorudeckoil ctaniuu Kapensckoro Hayunoro nenrpa PAH, B
2 kM ot 1. IlerpozaBoacka, PecnyOnmka Kapenus. IlouBeHHblEe W KIMMaTHYECKUE
YCIIOBUSL y HCCIEAYEMbIX JEpPEBbEB HE OTIMYANUCh. VccienoBanue npoBOAWIN B
teyenne 2016 roma, pacTurenbHbI MaTepran oTOupaiu B yrpenHee Bpems (9-11 gyacos
yTpa) B 1HU 6e3 ocankoB. JlaTel oT00opa ObLIM MPUYPOUYEHBI K MPOTEKAHUIO PA3TMYHBIX
dbenoda3 (rmepuoJ MoKos, BHIXOJ U3 COCTOSIHHS IMOKOS, COKOJBIKEHHUE, POCT JIMCTOBOMN
TUTACTUHKH, KAaMOMANIbHBIN POCT, OTTOK METa0O0JIUTOB B CTBOJI, TOJATOTOBKA K TMOKOIO).

25-netare pactenus B. pendula var. carelica mpouspacranu Ha JieCOCEMEHHON
iaHTtanuu B MeaBexberopckom paiione PecnyOnuku Kapenus u Obutn BhIpaiieHbl U3
CeMsIH OT KOHTPOJMPYEMOTro OIbUIEHHUs TUTIOCOBBIX JepeBbeB. Mccnenyemble pacTeHus
OTJINYAJIUCh IO CTENEHH Y30p4YaTOCTH APEBECHUHBI CTBOJA, KOTOPYIO XapaKTepHU30BaIu
6ammom ot 0 (6e3y3opuaThie pacTeHus1) 10 3 (Haubosiee y30puaThie pacTeHUsI), COTIACHO
croco0y JUArHOCTUKHM Y30p4aToOd TEKCTypbl APEBECHHBI, TNpemioxkeHHoro B. U.
EpmakoBeiM (1986). Ha crtBone Bbipe3asin okomkud 10x6 cM M MHOJICUYMTHIBAIU
KOJIMYECTBO KEIOOKOBUJHBIX yrayOnenuii Ha 1 cM? OOHaKEHHONW MOBEPXHOCTH
IpeBecHHbl. Tak, pacTeHHsM, HE UMEImUM yriayoneHuii, npucBanBaiu (0 0auios;
umeromuM 1-3 yrny6nerus Ha 1 cm? (penkuii pucyHok) — 1 Gamn; 4-6 yrnyOnenuii Ha 1
cM? (IIIOTHBIHA pUCYHOK) — 2 Gamia; 7 u Gonee yriuyoneHuii Ha 1 cM? (OYEHb ILUIOTHBIH
pucynok) — 3 Oamna (EpmaxoB, 1986). PacturenpHble TKaHM OTOUpaid BO BpeMs
KaMOHaJIbHOTO pocTa B mepuoiabl: (1) akTuBHOTrO (OpMUPOBAHUS paHHEH TOHKOCTEHHOU
npeBecuHbl (koHer utons 2017 roga) u (2) akTUBHU3AIMK YTOJIICHUS KICTOUHOW CTCHKH

(maugano utons 2016 roqa).
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12-netnue pacrenus B. pendula var. pendula u B. pendula var. carelica ¢ pasuoi
CTEIICHBIO Y30pYaTOCTH JIPEBECHHBI CTBOJIA OTOMPATN Ha ATpOOHMOIIOTUYCCKON CTaHIIMU
Kapensckoro Hayunoro mentpa PAH. Pacrtenuss ObuiM BBIpallleHbl M3 CEMSH,
MOJYYCHHBIX OT KoHTposmpyemoro ombuieHus: (Forelia OY, ®unnsaamus). Cemena B.
pendula var. carelica moiydeHBI OT POIMTENBCKHX JEPEBHEB C SPKO BBIPAKCHHBIMU
NPU3HAKAMH Y30pUaTOCTH JApeBecuHbl. OTOOp 00pa3IioB MPOBOAMIHN B MIEPHO aKTUBHOM
KaMOHManbHOU fesiTenbHocTH (Havano uroiist 2018 roxa). Cpenu pacrenuit B. pendula var.
carelica Boimensumn: (1) Oe3ysopuatsie pactenus, (2) Oesyzopuatsie u (3) y3opuarbie
y4YaCTKHU CTBOJIa y30puaThiX pactenuii B. pendula var. carelica.

Cesuupl B. pendula var. pendula u B. pendula var. carelica ucciemoBanu B
Bo3pacte 1.5 w™ecsmes, 2.5 wMecsneB, 3-4 wmecsneB, 10 wmecsmeB. CemeHa s
BBIPAIIUBAHUS HCCICAYEMbIX PACTCHHA OBUIM TIOJIYYCHBI OT KOHTPOJIUPYEMOTO
ombutenust (Forelia OY, ®unnannus). Cemena B. pendula var. carelica momydensr ot
POIUTENBCKUX JEPEBBEB C SAPKO BBIPAKCHHBIMU TPU3HAKAMHU Y30PYAaTOCTH JIPCBECHHBI.
CesHIIBI BBIpAlMBaJId Ha CBETOYCTAHOBKE TPU CIICAYIOIIUX YCIOBHUSX: TEMIEpaTypa
Bo3nyxa — 21-22 °C, ocBelieHHOCTh — 8 KIIK, cBeTonepuoa — 16 dacoB. IlurarenbHbBIN
TPYHT WMEN CIeAyIONMiA cOocTaB OCHOBHBIX amemeHToB: N — 0.5 %, C — 21 %, P

o aBHKHBIN — 0.03 %, K noasmxublii — 0.09 %.

2.1.2. P. sylvestris

Jepesbst P. sylvestris (Bo3pact 150-300 seT) ¢ mpsMOCIOMHON JPEBECHHON U C
MPOSIBUBIIMMCST KOCOCJIOEM, BBIPAXKEHHBIM B pa3Hoil cTeneHu (5-20 rpagycoB HAaKJIOHA).
OO6pa31p! 6puTH 0TOOpank! B utoie 2018 roga B meproj; akTHBHOTO KaMOMAIILHOTO POCTA.
Hanuuue kococnosi onpeaensau Mo OTKJIOHEHUIO BOJIOKOH OT JIMHMM, NapajijiesIbHON
poJIoIbHOM ocu. [[ns 3Toro BeIpe3anu okomku 10x6 cm Ha paccrossHuud | M Apyr ot
Jpyra 1o BepTUKAIbHON JMHUHM U U3MEPSIIN YToJl HaKJIOHA.

Hepebst P. sylvestris mpouspacraim B pa3HOBO3pAacTHBIX JPEeBOCTOsIX (Tabn. 1) B
npenenax cpeaHeTaéXHOW MOJ30HbI Ha TepputTopuu PecnyOnuku Kapenus B pasHbIX
TUNAX JIECOPACTUTENBHBIX YCIOBUH. J[peBocTonm umenu 2-3 TOKOJEHHUS COCHBI, B
NPOILJIOM HEOAHOKPATHO MOABEPrajiiCh BHEIIHUM BO3JCHCTBHUAM; B HACTOSIEE BpeMs
XapaKTepu3yloTcss HU3KOM MosHOTONW (okono 0.5) m oOuiell COMKHYTOCTBIO KPOH HeE

menee 0.6.
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Tabmuma 1. TakcanimoHHasi XapaKTEPUCTUKA COCHOBBIX JIPEBOCTOEB.

Cocras, Bo3pact | Dcp,| H |3amac,| Knacc * Tum necopacTUTETbHBIX
JPEBOCTOS cM | cp, | m¥ra | Gonurera YCIIOBUH
M
5C2003C1002C300 32 22 150 .5 OpyCHUYHBII
4Ci1701C2103E1502b70 | 40 23 150 i YePHUYHBIN
4C1503C2503Cs00 36 21 160 v YEPHUYHBINA BIAXKHBIN

* - 0 MJTa/IIIeMYy MTOKOJICHUIO

CocHAK OpyCHHYHBIN MPOU3pACTaT HA 030BOU Tpsifie, OABEPTajcsi BHIOOPOUYHBIM
pyokam B 1800, 1870 u 1930 r.r. u B 1939 r. Obi1 mpoiifeH moxkapoM. TpaBsiHO-
KyCTapHYKOBBIH SIPYC MPEICTABICH UCKIIOYUTEIBHO KycTapHHUKaMu — Vaccinium vitis-
idaea L. (35 %), Vaccinium myrtillus L. (15%) u Empetrum hermaphroditum Hagerup
(10%). B MoxoBo-numaiiHHKOBOM sipyce mpowm3pactanmu Pleurozium schreberi (Bird.)
Mitt. (70 %), Cladonia arbuscula (Wallr.) Flot. (20 %), a Taxxke Cetraria islandica (L.)
Ach. (5 %) u Dicranum cf. scoparium Hedw. (5 %).

CocHSIK YEepHUYHBIN OBbLT PACIONOKEH B MPUOPEKHOIN 30HE OHEXKCKOTrO 03€epa Ha
abpapoOBaHHON CylecuaHOW MOpeHe, YaCTHYHO MEPEKPHITON H0JOBBIMU IECKAMHU.
[IpolineH MHTEHCUBHBIMU BbIOOpOUHBIMM pyOkamu B 1875 m 1955 r.r. B pesynbrarte
nocieaHeil copMupoBancs CMENIaHHBIM JIPEBOCTONW C ydacTHeM enu u Oepe3bl. B
JKUBOM HAIlOYBEHHOM IOKPOBE JIOMUHHpOBaIM KycTapHuuku — Vaccinium myrtillus (40
%) m Vaccinium vitis-idaea (20 %), a taxxe npomuspactaau Maianthemum bifolium (L.)
F. W. Schmidt (10 %), Oxalis acetosella L. (10 %), Solidago virgaurea L., Melampyrum
pratense L., Orthilia secunda (L.) House, Luzula pilosa (L.) Willd., Trientalis europaea
L., Lycopodium annotinum L. u Dactylorhiza maculata (L.) S00, B moHmwxeHusx —
Eriophorum vaginatum L. u Polytrichum cf. junipeinum Hedw.

CocHSIK YEpHMUHBII Npou3pacTal y IOJHOKUS HEBBICOKOM O030BOM TIpsibl B
YCIOBHSIX TIEPUOJUIECKOTO 3aCTOMHOTO yBIAXXHEHU. B mpomuiom noaseprasics pyokam
B 1770 u 1870 r.r. B cooOmiecTBe Ha MpuUJIEraroleM CyX0/10JIe UMEIIUCh CIIebl MoXKapa
1895 r., KOTOpBI 0E3yCIOBHO 3aTPOHYJ W HCCIeAyeMblii ydacTok. B 1965 r. Ha

TEPPUTOPUU  NPOBOJAMJIACH  JIECOOCYIIUTENbHAs ~ Menuopanus. B TpaBsHoO-
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KyCTapHUYKOBOM sipyce mpeobmamana Vaccinium myrtillus (80 %). Takxe
npucyrcrBoBanu Vaccinium uliginosum L. (10 %), Vaccinium vitis-idaea (10 %),
Eriophorum vaginatum (10 %), a Takxxe Rubus chamaemorus L. (5 %) u Ledum palustre
L. (5 %). Moxogoii sipyc mpeacrasien Sphagnum cf. girgensohnii Russow (20 %).

Bo Bcex Tpex ApeBOCTOSX Ha KepHax oOOHapyxuBanach auddepeHiuanus Ha
SIPOBYIO U 3a00JIOHHYIO JPEBECUHY; ITUPHUHA MOCIEIHENH COCTaBIIsIIA, B CpEAHEM, 3-5 cM
(ot 7 1o 38 %). B cocHske YepHUYHOM HaJU4YUE SAPOBOU APEBECHHBI OOHAPYKEHO HE Y

BCCX NCPCBLCB, 4 B OCTAJIbHBIX JIBYX APCBOCTOAX BBIPAXKCHO SAPKO.

2.2. OT0Op pacTUTEJIHLHOI0 MaTepHaja

VY 1.5 u 3-4-MecsIuHBIX CESHIIEB Ha aHaJIU3 OTOMpalid CTeOIU U JIUCThsI pa3MepoOM
2-5 cM. Onpeoensinu akmusnocms Anlne, CO/l, KAT, 110 u I1®PO u mopghonocuueckue
noxkasamenu (8vicomy, maccy cmeons u aucmoesg). bviio omobpano no 10-15
unousuoyanvnulx pacmenuti B. pendula var. pendula u B. pendula var. carelica.

Y 2.5-MecsyHBIX CesSHIIEB Ha aHalIu3 OTOMpanM IJIMCThA pasMepoM 2-5 cM.
Onpeoensnu axkmusnocms I10 u IIPO ¢ ouanazone PH. bvino omobpano no 5
UHOUBUOYATILHBIX PACMEHUII.

VYV 10-MecsYHBIX CESHIIEB HAa aHaJW3 OTOWMpaId JHCThsl, KOTOPbIE HAXOAMIUCH BO
BHEIIOYCYHOM Tepuojie pa3Butus. [lo ¢opme ucciemyemMbie JTHCThSI COOTBETCTBOBAIN
dbopMe nuCTa B3POCIOrO pAacTEHHs, OJIHAKO O0JIajaii pa3HBIMU pa3MepaMu, MOITOMY
JUCThS CESIHIIEB ObUIM pa3/esieHbl Ha CTaauu pa3BuTUs mo anune: 1-2 cm — | cranus
pasButus, 3-4 cM, 5-6 cm, 7-8 cm — IlI, Il u IV coorBercTBeHHO. Onpedensiiu
axmuenocmv KAT u I10. /[ns onpedenenus akmusHocmu pepmenma Ha Karicoou cmaouu
PAssumus aucma npogoounu no 5-8 nHe3asucumblix onvimos. Imu xHce pacmeHus CAYHCUil
obvexmamu 011 moouguxayuu ycrosutl onpeoenenus akmusnocmu KAT.

VY B3pOCIBIX AEPEBHEB HA aHAIN3 OTOMPAIM TKaHU CTBOJIA ((PJIIOAMBI U KCUIIEMBI) —
y Oepe3bl ¥ COCHBI, TUCThSI ¢ YKOPOUCHHBIX 100eroB (OpaxubiactoB) —y Oepessl.

OOpa3ipl TKaHel cTBoia ObLTM OTOOpaHBl Ha BbICOTE ~ 1.3 M oT 3emmm. Y
pacrernii B. pendula var. carelica BeiOupanu ydacTku ¢ HawOONBIIEH CTENEHBIO
MPOSIBIICHUSI CTPYKTYPHBIX aHOMaiuii. Ha cTBosie BbIpe3ann okomiku 4xX6 ¢M U OTACIISIITN
Kopy OT apeBecwHbl. C 00Ha)KEHHOW TOBEPXHOCTH JPEBECHHBI JIE3BUEM COCKAOIUBAIH

CJION KCHJICMbI, Kyada BXOAWJIW MATCPUHCKUC KIICTKU KCHJIICMbI W HAPYXKHBIC CJIOU
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npupocta Tekymero roxa. C BHYTPEHHEW TOBEPXHOCTH KOPBHI IIPEIapupoBaiv
KOMILJIEKCHI TKaHeH, BKirouarommue: (1) kamOuanbHyto 30HYy, (2) mpoBoasiyo (aosmy.
OT6op TKaHEH CTBOJIa KOHTPOJHMPOBAIHM IIOJ] CBETOBBIM MHUKPOCKOMOM. Marepuan
3aMOpPaXUBAJIA B )KUJKOM a30T€ U XpaHWIH npu Temieparype -80 °C.

VY 46-netnux pactenuii B. pendula var. pendula u B. pendula var. carelica B
TKaHAX CTBOJIA onpedensinu akmusHocmv Anlne, KAT u I10. Oméupanu no 5 pacmenuii
B. pendula var. pendula « B. pendula var. carelica.

VY 25-netnux pacrenuii B. pendula var. carelica B TkaHsx cTBojia Onpeodensiu
axmusnocmv CO/, KAT, 110 u I[1®O, coodepoicanue nucHuHa, yeinronossl, QeHoIbHbIX
coeounenut, B MACTbIX — akmuenocmov COJ[, KAT, 110 u II1DO. Bcezo 6bi10 omobpano
25 6e3yzopuameix pacmenuti B. pendula var. carelica u 45 pacmenuii B. pendula var.
carelica ¢ pasnoui cmenenvio y3opuamocmu. Omu e pacmenus CAYHCUIU 00beKMamu
o1 moouguxkayuu ycinosuii onpeoenerus akmusnocmu COH u I1DO.

VY 12-netnux pactenuii B. pendula var. pendula u B. pendula var. carelica B
TKaHsIX cTBosa onpeodensiu axmusnocmv COH, KAT, 110 u [1DO. Ombuparu no 4
pacmenusi kaxcoou epynnel (pacmenusi B. pendula var. pendula, 6ezyzopuameie u
y30puamele yuacmku cmeoaa yzopuamoeix pacmenutl B. pendula var. carelica).

VY nepeBbeB P. sylvestris B Tkausx ctBona onpedensiiu akmusnocmo CC, AnHus,
CO/l, KAT, 110 u II®O, coodepocanue nucHuna u eHonbHbvix coeduHenul. Becezo ovino
omoobpano no 30 oOepesves P. sylvestris ¢ npsamocnoinoiu u 35 C kococrouinou
opegecunoll.

Co ctBona nepesbeB P. sylvestris Ha BbicoTe ~ 1.3 M OT 3eMJI ObUTH B3SITHI KEPHBI
(Bo3pactHoii OypaB Haglof, IllBerus) aus omnpeneNeHHs CpPEIHEr0 3HAYCHHS
paauiaIbHOTO TIPHPOCTa 3a JACCATHICTHUH TIEPHOJ 3a CYCT H3MEPCHHS IIHPUHBI

roan4HbIX KOJICI.

2.3. DbHOXMMHYeCKHE HCC/IeI0BAHUS
2.3.1. Onpeoenenue akmugnocmu pepmenmos

PactutenbHble TKaHW pacTUpaM C KUAKUM a30TOM U TOMOTEHU3UPOBAIH B
oydepe mipu 4 °C, kotopsiii umen ciuenyromuii cocras: 50 MM Hepes (pH 7.5), 1 MM
OHATA, 1 mM DI'TA, 3 MM JTT, 5 MM MgCl, 0.5 mM PMSF. Ilocne 20-MuHyTHOU

OKCTpakuuu romoreHat ueHTpudyrupoanun npu 10000 g B Teuenume 20 MUHYT
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(uentpudyra MPW-351R, Ilompma). Ocamok TpoekpaTHO NpoMbiBaiu Oydepom. B
ocajzke onpeaensiian akTuBHOCTh AnMHB, B cyniepHarante — aktuBHoctu COJl, KAT, I10
u [IDO. AKTUBHOCTH YKa3aHHBIX (PEPMEHTOB OINPEACISIN CIEKTPO(POTOMETPUUECKU
(Cnextpodoromerp CP-2000, OKBb «Cnextp», Poccus). Conepxanue Oenka

onpezensanu no Mmeroay bpeadopaa.

2.3.1.1. Onpeodenenue akmuenocmu anonaiacmHoOl UHEEPMA3bl

WNukybOanmonHas cpefa A onpeneneHus akTuBHOCcTH AnMHB comepxana 100
MM aneratssiii Oydep (pH 4.7), 25 MM caxaposy (I'anubuna u ap., 20166). KonnuectBo
o0pa3oBaBIICiiCs B TMpolecce WHKYOAIMU TIIOKO3BI OMPEACTSUIA TITFOKO300KCHIa3HBIM
METOZ0M. AKTUBHOCTH ATIVIHB BhIpa)kaJld B MKMOJIb PacliaBIICHCs] caXapo3bl Ha I' ChIPOU

TKaH! 3a 30 MUHYT (MKMOJIb paciaBlIeiicsl caxapo3bl/T ChIPOM TKaHH).

2.3.1.2. Onpeodenenue akmueHoCmu caxapo3oCunmasol

WNuky6ammonnas cpema s omnpeneneHusi aktuBHoctu CC copepxkana 73 MM
tpuc-HCI (pH 7.5), 2.5 MM Y I®-rmoko3y, 20 MM dpyktosy, S MM MgCl,, 3 MM DTT.
KonuyectBo oOpa3oBagiieiics caxapo3bl OMPEACIsUIA M0 Pe30PLUHOBOMY MeToay Poo.
AxtuBHOCTh CC BBIpaXkainu B MKMOJIb 0Opa3oBaBIleiicsi caxapo3bsl Ha Mr Oenka 3a 30

MUHYT (MKMOJb caxapo3sl/mr 0enka) ([lanubuna u ap., 2016a).

2.3.1.3. Onpeoenenue akmuegnocmu nepoKCcuasol

Jlia onpenenenus aktuBHOocTH 110 B KayecTBe JOHOpA BOAOPOJA HCIIOJIB30BAIN
I'BasiKOJI, B KauecTBe cyOcTpaTa — mepekuch Bojopoaa. CoctaB MHKyOAllMOHHON CpPEebl:
50 MM K, Na-docdarusiii 6ydpep (pH 5), 2.6 MM mnepekuchy Bomopona u 21.5 MM
rBasikonn. Bpems HaOmioneHust 3a peakuueid — 30 MUHYT. AKTHBHOCTb ONPENEISUIA T10
o0pa3oBaHuIO TMpoJayKTa peakuun — terparBaskona (TI) 3a cuer yBenuyeHUs
ontnueckod MmiaotHoctd npu 470 Hm. KosmmuectBo TI' paccumThiBaIM C ydeTom
koo(pdunrenTa SKCTHHKIUK (€ (. = 470s) = 0.0266 MxM™* cm?). Axrtusnocts T10
BBIpaKalld B MKMOJb oOpazoBapmierocss TI" Ha mr Oenka 3a 30 munyT (MKMonb TT/mr

oenka) (I"anubuna u ap., 2013; Hukepora, ['anubuna, 2017; Hukeposa u ap., 2018).
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2.3.1.4. Moouguxkauus cnocoda onpeoenenus AKmueHoCmu CynepoKcuoOUCMymasvl

[Ipn mpoBeneHUH HCCIENOBAaHUS [0 ONpPENEICHUI0 AKTUBHOCTH (HepMEHTOB
BO3HHUKJIA 3a/1a4ya 1Moa00pa YCIOBUN I MPOBEACHUS OMOXMMHUYECKUX peakiuil in Vitro
JUIsl BBIOpAHHBIX OO0BEKTOB wHcchenoBanus. [logdoop OMOXMMHMUYECKHX YCIOBUW MAJis
NPOBEACHUS PEaKIUil TpPU HCCICTOBAHUM JPEBECHBIX PACTCHHN COCTABISET OCOOYIO
cinoxHocTh. MH(popMalius B U3BECTHOM IUTEpaType HEJOCTATOYHA.

Moaudukanuu noaBepriuch yciaoBus s onpenenenus aktuBnoctu COJ, KAT
u [IDO B COOTBETCTBUU C BBISBJICHHBIMU OCOOCHHOCTSAMHU (epPMEHTATUBHOTO IperapaTa
UCCIIelyeMbIX 00pa3IOoB.

B 1971 roxy aBTopamu Beauchamp u Fridovich Obuto mpemioxkeno onpenessiTh
aktuBHOCT COJl mo MHruOupoBaHUIO (POTOBOCCTAHOBICHUS HUTPOCHUHETO TETPA3OJIHS
(HCT). Ilo3muee, B 1987 romy, aBropamu Beyer u Fridovich 0Obuio mpemioxeHo
CHEKTPOPOTOMETPUYECKOE  NPUIOKEHHE  JTAHHOTO  METOJa, KOTOpO€  IIUPOKO
PUMEHSETCSI 1O HACTOSIIETO BPEMEHH.

CyTh OMOXMMHYECKOW peakluu Ccleaylomas: Ha cBeTy pubodrmaBuH obOpazer
CYNepOKCUIHbIe panukanbel, oHU OkucisloT HCT mnpu Hanuyuu METHOHHMHA 10
dopMazana, mocienHuid uMeeT cuHIOK Okpacky. COJl, xoTtopas HpPHUCYTCTBYET B
dbepMEeHTaTUBHOM Tpernapare, KaTalu3upyeT oOpa3oBaHUE NPOJYKTa pEaKIUuu —
NEPEeKUCH BOJOPOJA, MPH ATOM pUOOGMIABUH SBISETCS MCTOYHHKOM CYMEPOKCHIHOTO
paaukana, a MEeTHOHUH — JIOHOPOM BOJIOPOJA.

CreneHb pa3BUTHSI CHHEN OKpPAacKHu, COOTBETCTBYoas crenenu okuciaenus HCT,
OTIIMYAETCsl B pa3HBIX o0pasliax, YTO CBUAETEILCTBYET O pa3inndHoi aktuBHOCTH CO/I,
KOTOpasi OOpaTHO WPOIMOPIMOHANIBHA CTEIEHH pPa3BUTHS OKpacKd. 3a eJIMHHUILY
aktuBHoctT COJ] mnpuHumaroT koiauuecTBo (epMeHrta, mpuBomsaiiee kK 50 %
unrnoupoBanus QoroBoccranoBiaenuss HCT (Vatankhah et al., 2010; El-Mashad,
Mohamed, 2012; Rodrigues et al., 2017).

[IpoBenennass Meroawdeckass paboTa TMoOKa3aiga, 4YTO B (EPMEHTATUBHBIX
mpernaparax JpeBECHBIX 00pas3loB MOTYT TPHUCYTCTBOBATH BENIECTBA, TOJO0HBIC
METHOHMHY U pubOoduaBunHy. [loaTOMy TpH HCCIIEOBAaHUU CYNEPOKCHIINCMYTa3HOU
peakiu N Vitro ObLIM TPOBEACHBI JIOMOJIHUTEIIBHBIC CEPUU HM3MEPEHHUI ONMTUYCCKON
TUTOTHOCTH OTIBITHBIX 00pPa3IoB, MPH KOTOPHIX B MHKYOAIIMOHHYIO CPEAy IMOOYEPEIHO HE

N00aBIISITA METUOHHUH U pubodIaBuH.
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beilo oTMeYeHO, UYTO y pa3HBIX ONBITHBIX OOpa3loB TpPU TPOBEICHUU
JIOTIOJIHUTENIbHBIX CEPUIl M3MEPEHMI OKpackKa pa3BHUBAJIIACh B Pa3HOW CTENEHH, 4YTO
MOJITBEPIKIATI0O TMPUCYTCTBHE B (DEPMEHTATHUBHBIX IMIperaparax BEMIECTB, IMOJTO0HBIX
METHOHMHY M pubodraBuHy. A, Kak H3BECTHO, CUCTeMa pUOOQIaBUH-METHOHUH

SIBIISICTCS ICTOYHMKOM aKTHBHBIX (popm kuciopoaa (Tzeng et al., 1996) (puc. 7).

Puc. 7. Usmepenue axktuBHoctu COJl B oOpasumax kcuiaemsl u  (JIod3MBL. A —
uHKyOanuonHas cpena coaepxutr HCT, metnonun u pudbodnaBus, b — nHky6annonHas
cpena 6e3 pubodnasuna, B — nnkybannonnas cpena 6e3 metuonnHa. CrneBa Harpago: 1
— KOHTpOJbHAs Tpoda, 2 u 3 — MHKyOaIMOHHAas cpea ¢ J0O0aBIEHUEM CYTIEpPHATAaHTOB U3
TKaHei kcueMsl B. pendula var. carelica, 4 u 5 — unky0OanuonHas cpena ¢ 100aBacHHEM

CyIlepHaTaHTOB U3 TKaHel ¢uioambl B. pendula var. carelica.

[Tokazatens creneHu HMHruOMpoBaHuA oOpazoBaHus okpacku (l), KoOTOpBIi

COOTBETCTBYET ycloBHOU akTuBHOCTH CO/I, onpeaesnsuiu no hopmyiie:

(D2 — D4 — D6)

I=1-%1-p3-Ds)
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rne D — ontudeckas miioTHOCTh MU JAJIMHE BOIHBI 560 HM IS

DI m D2 — KOHTPOJBHOIO M ONBITHOIO BapUaHTOB C METHOHHMHOM M
pubo(dIaBUHOM B Cpejie MHKYOalnu;

D3 u D4 — KOHTPOJIBHOTO M OMNBITHOI'O BApUAHTOB 0O€3 METHOHHMHA B Cpejie
MHKYOaluy;

D5 u D6 — KOHTpOJIBHOTO M OIBITHOI'O BapHaHTOB 0e3 pubodiaBHHA B cpeje

WHKYOaInH.

Jliis HaxoxneHust aktuBHOCTH COJI (A) ucnoiib3oBaiu GopMyy:
_I*k*V
10 *m
riae | — mokasaresnb CTEIICHH HHTHOMPOBAHUS OKPACKU;
K — kos(puIHeHT, TOKa3BIBAIOIINIA Pa3BeIcCHUE CylIepHATaAHTa;
V — o0beM cyrepHaTaHnTa, M,
10 — qmrHA ONITHYECKOTO My TH, MM;

M — macca Oellka B HaBECKe, B3SITOM JIJIs aHAJIN3a, MT.

Takum  oOpazom, 00 axtuBHoctu COJ] cyawmm 10 HUHTHOUPOBAHUIO
dotoBoccranosnenuss HCT. CoctaB unkyb6annonnoit cpensl: 50 MM K, Na-docharnbrit
oydep (pH 7.8), 172 mxM HCT, 210 MxkM metuonuH, 24 MM puboduasun, 0.1 %
TpuTOH X-100. AKTHBHOCTH ONpPEIEISIN MO0 YMEHBIICHUI ONTUYECKON IJIOTHOCTH IpHU
560 am mocne 30 MUHYT MHKYOAIMK TOJ] CBETOM (PIIyOPECUEHTHBIX JaMI. AKTUBHOCTh
CO/JI BoIpaxanu B yci. ef. Ha Mr Oenka 3a 30 munyT (yciu. en./mr 6enka) (Hukeposa u

1p., 2018, 20196).

2.3.1.5. Moouguxkauus cnocoda onpeoenenus aKmueHoCmu Kamaiasol

[Ipu monbope ycnoBuir ans ompeaeneHus akTuBHOCTH KAT Heobxomumo
YUNTBIBATh €€ upe3BbluaiiHyio aktuBHOCTh (UecHokoBa m ap., 2006; Mhamdi et al.,
2010). Haxxe npu HE3HAYUTEIBHOM H3MEHEHUM BPEMEHU pEaKkLMM Ha JOJIU CEKYH[
aKTUBHOCTh (PEpPMEHTa MOKET 3HAUYUTEIHHO BO3pacTaTh, MO3TOMY IpPHU HUCCIETOBAaHUU
peaknuu in Vitro o4eHb Ba)KHO YCTAHOBHTH BPEMsl U3MEPEHHS PEaKIUU Ha CTaOMIbHBIN

HEPUOI.
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06 axtuBHOCTH KAT CyAsT 10 yMEHBIIEHHIO ONTHYECKOH MIOTHOCTU B 00JIACTH
HOTJIOIIEHUS nepekucH Bogopoaa (A = 240 um). s 3TOro nepea KaxabIM U3MEpeHUEM
HEO0OXOJIMMO TIOCTPOCHHE TpauKa B JUANA30HE M3y4YaeMbIX KOHIEHTPAaLUUW MEpPEeKUcU
BOJIOPO/Ia, KOTOpBIA  IOKa3bIBa€T 3aBUCUMOCTh  ONTHYECKOHM  IUIOTHOCTH  OT

KOHIICHTpanuu cyocTpata (puc. 8).

0.8

06 -

02 -

0 | | J
0 0.01 0.02 0.03 C, monp/n

Puc. 8. I'paduk, oTpaxamomwuii 3aBUCUMOCTh omnThyeckoi mimoTHoctn (D) ot
KoHIeHTpanuu nepekucu Bojopoaa (C), rae K — koadpduiiueHT TMHeHON 3aBUCUMOCTH,

R?— 3nauenue k0>(PUIMEHTA aIIPOKCHMAIIUH.

Ha pucysnke 9 npuBeaena 3aBucuMoctb akTuBHOCTH KAT oT Bpemenu peakuumu.

800 -
700 - 'Y
600 - °

500 - °

400 | o

300 - °

200 -
100 - @

O L 1
0 1 2 3 4 5 6 7 ¢\

Mkmoub H,O,/T ceipoii Tkanu

Puc. 9. I'paduk, orpaxarommii 3aBucuMocTh akTuBHOCTU KAT oT BpemeHnu HabmoneHs

3a peakIHen.
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JIuneiinas 3aBucuMocTh akTuBHOCTU KAT oT BpemeHu peakiuu Hablrogaliach B
nuana3zoHe 3-6 MUuH, JJIs pErUCTpaIllii PEaKIUU KaTaJa3HOTO OKUCIICHHS B UCCIIETyEeMbIX
oOpa3siax ObUIO BEIOpaHO BpeMs — 4 MUH.

Jliis u3ydaeMbIX 0ObEeKTOB ObLIa aJanTUPOBAaHA CIEAYIONIas CXeMa OMpPeIeICHUS
aktTuBHOCTH KAT. B KadecTBe KOHTpOJIBHOTO BapHaHTa HCIOJIb30BaIM (ochaTHbII
Oydep; B KauecTBe OMBITHOI'O BapuWaHTa HMCIIOJIB30Badu cMmech (ocdatHoro Oydepa c
no0aBJIeHHEM TIepeKHCH BOIOopoaa. M3Mepsiin onTudeckue MiIOTHOCTH KOHTPOJIBHOTO U
onbITHOTrO 00pasnoB (D1 u D2, cooTBeTcTBEHHO, B hopMyIie Al pacyeTa aKTUBHOCTHU
KAT) npu 240 HM OTHOCHTENIBHO XOJIOCTON KIOBETHI, cojaepikaiiei pochaTHbiii Oydep.
3arem 100aBIIASIM B KOHTPOJIbHBIA U OMBITHBIN 00pa3ibl cynepHaTanT (00beM 3aBHUCEN OT
aKTUBHOCTH (PepPMEHTA) U BHOBb U3MEPSIIN 3HAYCHH oNTH4YecKuX mioTHocted (D3 u D4,

COOTBETCTBEHHO, B (hopmyiie 1j1st pacueTa akTuBHOCTH KAT).

s naxoxaenus aktTuBHOCTH KAT (A) ucnons3oBaiu Gpopmyiy:
A X * (((D2 —D1) — (D4 — D3)) * 1000 = V)
- (K *m)

rne D — onTudeckas miioTHOCTh Npu AUHE BOIHBI 240 HM;

V — o0beM cyrnepHaTaHTa, MJ;

K — xo3pduuueHT IMHEHHON 3aBUCUMOCTH ONTHUYECKOM IUIOTHOCTH OT
KOHIIEHTpAIMU TIEpeKUcH Botopoa (puc. 8);

M — Macca Oenka B HaBeCKe, B3SITOM JUIsl aHaIu3a, MT;

X — k03¢ (HULMEHT, TOKA3BIBAIOIINN pa3BeICHUE CYTIEPHATAHTA.

Takum oOpaszom, 00 aktuBHocth KAT cymuwim 1o QepMEeHTaTUBHOMY
pasnoxeHuto mnepekucu Bojaopona. CoctaB mHkyOanuonHoi cpensl: 50 MM K, Na-
docdarueiit 6ydep (pH 7.8) u 14.7 MM niepekucs Bogopoaa. IHKyOupoBaau B TeUCHUE
4 MUHYT. AKTUBHOCTb OINpPEAEIISAIN 110 YMEHBUIEHUIO ONTHYECKOW IIOTHOCTH npu 240
HM, COJIEp’KaHue MEePEKUCH BOAOPO/Ia PACCUUTHIBAIM 110 IIPEIBAPUTEIHHO MOCTPOCHHOMY
rpagyupoBounomy rpaduky (HuxepoBa u ap., 2016). AxtuBHocts KAT Beipaxanu B
MKMOJIb BOCCTAHOBJICHHOW MEPEKUCH BOJOpOAa Ha MI Oeika 3a 4 MUHYTHI (MKMOJIb

H202/mr Genka).

75


http://code-industry.net/

2.3.1.6. Moouguxauus cnocoda onpeodenenus akmueHoCmu noauPeHoaI0Kcudasol

AxtuBHOCTh [I®DO yacTo BBIpaXXalOT B YCJIOBHBIX €IMHHUIAX, KAK KOJUYECTBO
dbepMeHTa, BbI3bIBaOIIEE yBelauueHue ontuueckoil motHoctd Ha 0.1, 0.01 wim 0.001
eaunuily abcop6ounu 3a 1 Mmunyty. CyOCTpaToM peakiuu 4acTo BHIOMPAIOT MUPOKATEXUH
(Raymond et al.,, 1993; Ziyan, Pekyardimci, 2004; Ortega-Garcia, Peragon, 20009;
Pandey, 2013).

B macrosimiem wuccnenoBanuu 3a eauHuny aktuBHoctH [IDO mpunumanu
yBenudeHue ontudeckor rotHoctd Ha 0.001 emunmiyy aGcopOumm 3a 1 MHHYTY, YTO
cornacyercs ¢ paboTaMu MHOTHX uccienopateneit (Muchuweti et al., 2006; Unal, Sener,
2006; Gawlik-Dziki et al., 2007; Zhu, Zhan, 2010; Alici, Arabaci, 2016).

beito oOHapyxkeHo, u4TO (epMEHTATHBHBIE NIperapaTbl MOTYT CYIIECTBEHHO
OTJIMYAThCST JPYr OT Jpyra MO 3HAYECHHIO ONTHUYECKOW IIJIOTHOCTH, KPOME TOTO,
no0aBlieHHE caMoro cyOcTpara peakiuu (MUPOKATEXMHA) MPHUBOJIUIO K TOBBIIICHUIO
ONTUYECKON TUIOTHOCTU. [lo3TOMYy mnpu ompeneneHun KOJIMYECTBEHHOM AaKTHBHOCTH
[1DO >Tr 0cO6EHHOCTH HYKHO YUUTHIBATH ISl TIOJTYUYEHUSI KOPPEKTHOW Pa3HUIIBI MEXKTY

pa3IMYHBIMU (PepMEHTAaTHUBHBIMU TIpernapatamu (puc. 10).
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Puc. 10. U3mMeHeHne 2IEeKTPOHHBIX CIIEKTPOB MHKYOAIMOHHOW cMmecH, conepxkarieit: D1
— docharapiii Oydhep M mnHMpokaTeXWH (ONTHYECKasl IUIOTHOCTh TPAKTHYECKH HE

U3MEHsIeTCS 3a BpeMs HaOmoaeHus 3a peakuueir); D2 — docdarusiii Oydep u
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cynepaarant; D3 — ¢ocdarubiii Oydep, cymepHaTaHT W NHUPOKATEXWH (ONTHYECKAs
IUIOTHOCTh YBEJIMYMBAETCS MPHU HAOIIONEHUU 33 peaklueil, UTO CBSI3aHO C OKHUCIEHHUEM

NUPOKATEXUHA).

Jlnist n3ydaeMbIXx OOBEKTOB OblIa aJaTHPOBaHa CIEAYIOUIasl cXeMa OIpeeICHuUs
aktuBHOCTH [IDPO. B kadecTBe xosocToil mpoObl mcmosib3oBanu (ochaTHbl Oydep.
3aTeM oOmpeaeNssid ONTUYECKYI IUIOTHOCTH ¢ocdatHoro Oydepa c moOaBieHHeM
nupokatexuna (D1 B dopmyne mns pacuera); CISAYIONIMA BapUaHT COJCpPIKAI
docdarueiii 6ydep u cynepHatant (D2 B popmyne mis pacuera). [Tocne k dpochaTHOMy
Oydepy U cynepHaTaHTy AO0ABISUTA MHUPOKATEXWH IS 3allyCKa peakInyd W HaOIogamu
3a peakuei B TeueHue 20 MUHYT, U3MEPSIsl ONTHYECKY0 IoTHOCTE (D3 B dhopmyne s

pacuera) uepe3 onpe/eIeHHbIE IPOMEXYTKH BPEMEHH MTPOTUB XOJIOCTOU KIOBETHI.
Jina waxoxzaeHuss aktuBHocTH [IPO nans kaxgoro u3 00pa3loOB CTPOUIIU

OTIIEIbHBIA TpaUK 3aBUCHMOCTH U3MEHEHHUS ONTHUYECKOW IMIOTHOCTH oOpasmna (D) or

Bpemend (puc. 11), rne D = D3 — D2 — D1.

025 +

o

o

al
T

0 J
0 5 10 15 20 t, munH

Puc. 11. I'papuk, oTpaxkarommii 3aBUCUIMOCTh ONTHYECKOH TuIoTHOCTH (D) oT Bpemenu
HaOmoneHus 3a peakumeit (t), rme K — koopduuuent nuueiinoi 3aBucumoct, R? —
3HayeHne Koddduuuenta ammpokcumanuu (1 — B oOpasmax Kcuiiembl 0e3y30pdaThix
pacrenmii B. pendula var. carelica; 2 — B oOpa3uax KCuiembl y30puyaThiX pacTeHHid B.

pendula var. carelica).
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Jliis Haxoxnenust aktuBHOCTH [1DO (A) ucnons3oBanu GopmMyy:
_ K=t
A= (0.001 * m)
rie K — xoapduimeHT IuHEHHONW 3aBUCHMOCTH ONTHYECKOW IUIOTHOCTH OT
Bpemenu; (puc. 11)
t — Bpems1, MUH.,

M — macca Oejika B HaBCCKC, coaepmameﬁcx B 00BEME CYIICpHATaHTa, MI'.

Takum ob6pazom, ans ompexaeneHusi aktuBHocTH [IDO B kadecTBe cyOcTpara
UCnoJib30Banyu nupokarexul. CoctaB nHkyOanmonHoi cpensl: 50 MM K, Na-pochaTubiii
oydep (pH 7.8), 16.4 MM mnupokarexun. Jns onpenenenus aktuBHoctu [1DPO B
oOpaslax JINCTOBOTO ammapara y 25-nmetHux pactenmii B. pendula ucmonb3oBanmu 164
MM mupoKaTexuH, B 00pa3iax TkaHed ctBoia y P. sylvestris — 246 MM mupokatexuH.
Bpems nabmonenus 3a peakiueid — 20 MUHYT. AKTUBHOCTH OIPEACIISIIN M0 YBETUYCHHUIO
ONTUYECKON IUIOTHOCTH MpHU JiUHE BOJIHBI 420 HM, TA€ NOTJIOMIAIOT MPOXYKTHI
OKHUCJICHHs TUpokaTexuHa. AKTUBHOCTH [IDO Beipaxkanu B yci. ed. Ha Mr Oenka 3a 1
MuHyTY (yci. ea./mr 0enka) y B. pendula (Hukeposa u ap., 2018, 20196). V P. sylvestris
akTuBHOCTh [IDO BeIpaxkamu B ycn. ena.*1000 ma mr Oenka 3a 1 munHyTy (yco.

en.*1000/mr Oenka).

2.3.1.7. Onpeodenenue onmumymoe pH 0151 nepoxkcuoaszvl u noaudenosokcuoas ol

B xone uccienoBaHus ObLIM yCTaHOBIEHBI ONTHUMYMbI PH 11 ompeneneHus
aktuBHOCTH 1O m I1DO. Jlnsg sToro onpeaensuii akTUBHOCTh ()EPMEHTOB B JINCTOBOM
ammapare 2.5-mecsunbix cestHieB B. pendula var. pendula B mmamazone pH 50 MM K,
Na-docdaTusiit 6ydepos.

Tax, npu onpenenenun aktuBHOcTH [1O camas Bbicokasi oOHapyxeHa nmpu pH 5

(puc. 12), a npu onpenenenuu aktuBHoct [1DO — npu pH 7.8 (puc. 13).
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Puc. 12. VI3MeHeHHe aKTHBHOCTH W ONTUMAaibHBIX 3HadeHud pH mms 1O B mucrtoBom

anmapate y 2.5-mecsunbIxX cestHiieB B. pendula var. pendula.
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Puc. 13. M3MeHeHne akKTUBHOCTH M ONTHUMaIbHbIX 3HadeHuH pH mis [1PO B mucrtoBoM
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armapare y 2.5-mecsiunbix cestnes B. pendula var. pendula.

2.3.2. Onpeoenenue cooeprcanus ye103sl

Hemmonozy  Bepgensiii mo  merony  Kropmaepa-Xoddepa  cMmechio
KOHLIEHTPUPOBAHHOW a30THOM KHUCJIOTHI M 3THJIOBOIO CHHMpPTa B COOTHOIIEHMH 1:4 (1o
oobemy) (OOGomenckas u gp., 1991). CoxepkaHnue UEUTIOI03bI  OMPEACIIsIN
IPaBUMETPUIECKUM METOIOM M BBIPAXKAIU B MPOLIEHTaX Ha a0COIIOTHO CYXYyIO HAaBECKY C

IIOITPABKOM HA 30JIbHOCTb.
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2.3.3. Onpedenenue cooepiicanusn TUZHUHA

Jlns onpeneneHus TUTHUHA HABECKY PACTHTEIHHOTO MaTepHuaia MpeaBapuTeIbHO
AKCTPArupOBAIM STUIIOBBIM CIUPTOM JJIsi OCBOOOJIeHUs OT cMoJUcThIX BemlecTB (['ernec,
2001). 3aTeM JWTHWH BBLACISUIA METOJOM KHCIOTHOTO Tuiapoiu3a B 72-% cepHOU
kuciore  (TAPPI  protocol, 2011). CopepkaHue  JIMTHHHA  ONPEACIISUIH
IPaBUMETPUYCCKUM METOJIOM U BBIpaXKaaH B MPOIIEHTaX Ha a0COIIOTHO CYXYHO HaBECKY C

MIOITPABKOM HA 30JIbHOCTb.

2.3.4. Onpeoenenue cooeprycanusn penon06

O6miee conepxkanue (HEHOTOB TPOBOAUIN U3 JIMODUIBHO BBICYIIEHHOTO
pactutensHOro Mmarepuana cnekrpodoromerpuuecku (Cnexrpodoromerp CD-2000,
OKbB «Crnextp», Poccusi) mo nBeTHON peakiuy ¢ MapaHUTPOAHAIMHOM B MPHUCYTCTBUU
HUTPUTA HATPHs B mepecuyere Ha kBepuetuH ([JonroaBoposa, Uepnsiera, 1977). OGmiee

coziep>kaHue (PEHOJIOB BhIpaKaJid B MPOLIEHTaX HAa a0COJIOTHO CYXYIO HaBECKY.

2.4. CraTucTuyeckasi 00padoTKa JaHHBIX

Cratuctuyeckas 00pabOTKa JaHHBIX OCYIIECTBIIsIach B cpeae Microsoft Excel u
PAST. Ha puarpammax TpHUBEACHBI CpEIHHUE 3HAUCHHUS, C YYE€TOM YKa3aHHOU
Ouonormyeckori (0O0o3HaueHWe Ha rpadukax N) HU TPEXKPATHONH aHATUTUYCCKOM
MOBTOPHOCTEW, M UX CTAaHAAPTHBIC OMUOKHU. BEIOOPKH MPOBEPsUIMCH HA HOPMAITBHOCTH C
ucronb3oBanueM kpurepus Hlanupo-Yunka. /{1 olieHKH JOCTOBEPHOCTH Pa3Inyuil Npu
HOPMaJIbHOM pacmpeelieHuu ucnoib3oBanu t-kputepuii CthiofeHTa (0003HaUeHUE Ha
rpadpukax (*)). Ilpu OTKIOHEHHSX OT HOPMAJIBHOTO pACIPEACIICHUS I OICHKHU
pa3uuuii  UCMOJB30BIM KpuTepuit ManHa-YutHu (oOo3HaueHne Ha rpaduxax
naTUHCKUMU OykBamu). s oOHapy»XeHUs 3aBUCHMOCTH aKTHBHOCTU (EPMEHTOB U
COJIep)KaHMsI IIEJUTIONO03bl, JIMTHUHA OT CTENEeHHM Y30pYaTOCTH JAPEBECHHBI, a TaKkKe
AKTUBHOCTH (EPMEHTOB OT CTAQauU pPA3BUTHUS JIUCTA TMPOBOJWIM aHAIHU3 C
UCIIOJIb30BAHMEM TecTa paHroBoi koppemsauun Crnupmena. Takke TpoBOAMIN
KOPPEJSIMOHHBIN aHATN3, TOKA3BIBAIOIINN B3aUMOCBSI3b aKTUBHOCTH (DEPMEHTOB MEXTY

co0o0i1. CTaTUCTUYECKH 3HAUUMbBIMU CUUTAIM pa3inuus npu p <0.05.
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HccnenoBaHusi BBIIIOJIHEHBI Ha HAY4YHOM 00oOpyaoBaHuu LleHTpa KOJUIEKTUBHOIO
noJ1b30BaHKs deepallbHOrO UCCIIEN0BATENBCKOTO IEHTpa «Kapenbckuil Hay4dHbIi LIEHTP

Poccuiickoii akaneMnn HayK».
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3.  PE3VJIbBTATHI U UX OBCYXJIEHUE
3.1. ToanuHasi TMHAMMKA AKTHBHOCTH NEPOKCHIA3bl M KaTaja3dbl B TKAaHAX
cTBoJIa y ABYX ¢dopm B. pendula, pazauyarouuxcst o CTpyKType ApeBeCHHbI
UccnenoBanue mpoBoawim B TeueHue 2016 roma Ha 46-meTHUX pacTeHHsx B.
pendula var. pendula u B. pendula var. carelica. Temneparypa, Hapsay c
dboTonepro oM, — OCHOBHOM (DaKTOp, 3amyCKalOUIMil WU TOPMO3SUIUN BaKHEUIIUE
METa0O0JIMYEeCKUE TMPOIECChl, MPOUCXONAIINE B  PACTEHUU, U, TEM CaMbIM,
XapaKTEePU3YIOMUNA ompeaeiaeHuyo ¢enonorudeckyo ¢azy (DPemopkos, 2007). Ha
pucynke 14 mpencTtaBieHbl CpeAHECYTOUHBIE TEMIEpPAaTyphl B J€Hb 0TOOpa 00pasIloB,
JIeHb J10 0TOOpa U AeHb nocie otdopa. JaTsl oT60opa ObUIM MPUYPOUEHBI K MPOTEKAHUIO

paznu4HbIX GeHodas.

30 :
KambuanvHulii pocm :
o5 | . Ommox
Iepuoo Bvix00 uz noxos, N : MemaboIumos
HOKO3L CcoKoO8uUdiIceHUe, ,  écmaon,
20 pocm Iucmoeotl - q | noozomosxa
RIACMUHKU - | K NOKOIo

Temneparypa, °C
= =
(6} o (6}
T T T

Jlara or6opa

Puc. 14. JluHamuka cpenHecyTOouyHOM Temmneparypsl B Teuenue 2016 roma B T.
[Terpo3zaBoacke. [anubie c¢ cepepa «Iloroma Poccum» (https://rpS.ru). TemusiMu

cToJOnKaMu 0003HAaYEHBI TaThl 0TOOPa 0OPa3IIoB.
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Ilepuoa nokos:

26.01 — coctossHME TIIYOOKOTO TIOKOS (B Ja0OpaTOPHBIX YCJIOBHSAX TIOUKH HE
pacmycKaroTcs);
16.02 — cocTosiHME BBIHYKJIEHHOTO MOKOs (ITOYKH CITOCOOHBI PacyCKaThCs M PacTH).

BLIX0J U3 COCTOSHUS ITOKOSI, COKOJIBIDKEHNE, POCT JUCTOBOU IIACTUHKU.

29.03 — BBIXOJ] U3 COCTOSIHUS MOKOS, B CTBOJIE HAUMHAETCS TUIPOJIN3 3allaCHBIX BEIECTB
(I'amubuna u ap., 2012);

28.04 — akTUBHOE COKOIBHKEHUE;

12.05 — akTuBHBIE TIpoOIeCCHl BO (hi1osMe, KIETKH (PJI0AMBI CHIIBHO BaKyOJHU3UPOBAHBI,
OTJIEJIEHHE KOpBhl OT KCHJIEMbl HJET Mo 30He nuddepeHumanuu ¢(Io3MHBIX KIETOK
(bapunbckas, 1978), nuct pacnyctumcs Ha 50-70 %.

KaMmOunaipHBIH pOCT:

25.05 — nHavanmo QopMHpoOBaHHs MPUPOCTa KCHUIEMBbI, KaMOHajdbHas 30HAa OBOJHCHA,
otaensercs K (prmoame, uct paciyctusics Ha 100 %);

15.06 — akTBHOE popMHUpPOBAHHE pAaHHEH TOHKOCTCHHOM JIPEBECHHBI,

07.07 — akTHBHU3aIMs YTOJIIECHUS KIIETOYHON CTCHKH,

25.07 — mpomomkenue GOpMUPOBAHUS BTOPUIHON KIIETOUHON CTCHKHU;

10.08 — 3aBeprieHre KaMOMAIBHOTO POCTA, KOPa MII0X0 OTXOAUT OT KCHUIIEMBI.

HO)IFOTOBKa K COCTOSIHUIO TTOKOSI:

13.09 — “HTEHCUBHBINA OTTOK META0OJMTOB B CTBOJI, KOpa HE OTXOJUT OT KCUIIEMBI;

19.10— moAroToBKa K COCTOSIHUIO MTOKOSL.

3.1.1. Akmusenocms kamanazvt y o0eyx gopm B. pendula, omauuarowuxca no

cmpyKkmype opesecuHbl

VY pacrenuii B. pendula var. pendula B kcuieme npu mepexojie OT IIyOOKOTO K
BBIHYK/ICHHOMY MOKOK akTUBHOCTh KAT yBennmumBanace ot 405 no 463 mMKMomib
H202/mr 6enxa (puc. 15, 26 suBaps u 16 deBpans) u npogomxana Bo3pacTaTh M0 Mepe
BBIXOJIa PACTCHHUU M3 COCTOSHUS TMOKOs. MakcuMmanbHyto akTuBHOCTE KAT B kcmieme
HaOIFO/TaJI B TIEPHOJ Pa3BEPTHIBAHUS JMCTOBOM macTuHKH (puc. 15 A, 12 mas) — 622
MkMonib H202/mMr Genka. Bo ¢nosme axtuBHOcTh KAT B mepuon mokost Owsiia 381
Mkmoisib HoOo/Mr Genka. OTMeTtnM, 4To BO (jiodMe B MEPHO] MOKOS akTUBHOCTh KAT

Obutla HMKE, 4yeM B KcwieMe (puc. 15 A, 26 sHBaps), Tak Kak MPOLECCHl JbIXaHUSA y
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APEBCCHOI0 pacTCHHA, B OoIbIICH CTCIICHU, COCPCAOTOYCHBI B KCUJIICMEC, 4 dKTUBHOCTH
KAT moxeT ObITh KOCBEHHBIM ITOKa3aTeJIeM 00jice aKTHMBHBIX AbIXAaTCJIbHBIX ITPOICCCOB

(Kpamep, Koznosckuii, 1983).
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Puc. 15. Ce3onnas nunamuka aktuBHOcTH KAT B TkaHsix cTtBona y aByx ¢dopm B.

pendula: B. pendula var. pendula (A) (n=5), B. pendula var. carelica (b) (n=5).

B nepuon BbIxoma pacTeHHil U3 COCTOSIHUS TMOKOs akTUBHOCTh KAT Bo3pocna u
koneOanacy B auanazone 47/0-524 mxmonbs H202/mr Oenka (puc. 15 A, 29 mapra u 12
Mas), 32 UCKJIFOUEHHUEM TIEPHO/Ia COKOJBIKEHHUS, KOT/1a €€ aKTUBHOCTh CHU3MIACh 10 190
MkMoiIb HoOo/Mr Genka (puc. 14 A, 28 anperns).

B nepuon kamOuansHOTO pocTa BO (pr1odMe aKTUBHOCTH KaTasla3bl MPAKTUYECKU HE
U3MEHSIach, a B KCWIEME IMPOUCXOJUIIO €€ CHIbKeHHe. lIpekpareHue poCTOBBIX
MPOIIECCOB M MHTEHCHUBHBIM OTTOK METa0OJUTOB B TKAaHW CTBOJA COMPOBOXKIAIHCH
Bo3pacTtanreMm aktuBHOCTH KAT, ocoberno Bo ¢uiosme, rae e€ 3HaueHue gocturano 571
Mkmonib HoOo/mr Genka (puc. 15 A, 13 centsbps). Ilpu mepexome pacteHuit K
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COCTOSTHUIO TIOKOSI aKTUBHOCTh KAT B TkaHsAX cTBONA ObUTa OJM3Ka K TAKOBBIM B TIEPHO]]
TIOKOSI.

VY pacrenuit B. pendula var. carelica akruBHocts KAT B kcmiieme wmena
TIOXO0XYI0 TOJUYHYIO JUHAMUKY. AKTHBHOCTh ()epMEHTA B MEPHUOJ IMOKOs Kojiebaaach B
mnamazone 340-381 mxmons H202/mr Oenka (puc. 15 b, 26 suBaps u 16 ¢epains),
TIOBBIIIATIACH TPU BBIXOJIE M3 COCTOSIHHSI ITOKOSI, IOCTUTAIa MAaKCUMAJIbHBIX 3HAYCHHUN B
MIEPHOJ] Pa3BEepPTHIBAaHUS JIUCTOBOU TuTacTUHKY — 486 MrMosib HoO2/mr Genka (puc. 15 b,
28 ampernsi) U CHIKAJIACh B MEpUOJ KaMOHaIbHOTO pocta 10 255-362 mxmons HoOo/mr
oenka (puc. 15 B, 15 wuronst, 7 urons, 25 urons u 10 aBrycra). Bo daosme y3opyarbix
pacTeHuii ce3oHHas nuHaMuka akTuBHOCTU KAT oTinuanace oT TakoBOM y pacteHuit B.
pendula var. pendula. ITpu Beixojae pacTteHuii u3 cocrossHus mokos (puc. 15 b, 23 mapra)
¥ TIOCTIE OKOHYaHHUS KaMOHMaJIbHOTO POCTa B TIEPHOJT MHTEHCHBHOTO OTTOKa METa0OJIUTOB
B cTBOJ (puc. 15 b, 13 ceHts16ps) nmpoucxoauino cHrmkeHne aktTuBHOCTH KAT mo 55 u 213
MkMoITb H2O2/Mr Genka cOOTBETCTBEHHO.

AxtuBHocTh KAT B kcmiieme y pacrenuii B. pendula var. pendula Obuta Bhime,
yeM y y3opuaThix pacteHuit B. pendula var. carelica, 3a uckimtoueHueM IepHoja
KaMOHMaJbHOTO POCTa, KOTJa MPOUCXOAUT (HOPMHUPOBAHWE JIPEBECHHBI W OTIOXKCHHE
BTOPUYHOW KJIETOYHOW CTEHKH (BTOpasi MOJIOBMHA HIONsi). B 3TOT mepuon B Kcuieme
HaOmonanace oopatHas TeHneHnus: KAT Owiia Beime y pacrenmii B. pendula var.
carelica (puc. 15 B). AktuBHOCTh KAT BO (hi103Me ObLa BBINIC B TEUCHUE BCETO CE30HA Y
pacrenwmii B. pendula var. pendula mo cpaBHenuto ¢ y3opuarbimu pacteHusmMu B. pendula
var. carelica, 3a uckimodyeHueM neprosia GOPMUPOBAHUSI BTOPHYHON KICTOYHON CTCHKH
(25 wurons). dopmupoBaHHME HOPMAJIBHOW JPEBECUHBI COMNPSHKEHO C aKTUBHBIMHU
poctoBeiMH Tiporieccamu (I"anmubuna u ap., 2015a, 20166). U3BecTHO, YTO aKTUBU3AIUS
paboThl MEpUCTEM CBsi3aHA C YBEIMYCHHEM YPOBHS JbIXaHUS, 3aTpaT HHEPrUM Ha
metabonusm (Sairam et al., 2003; Maseit u ap., 2009; [1asiosa u ap., 2014), koTopsie,
BEPOSITHO, COMPOBOXK/IAINCH MOBBIIICHUEM KaTala3HOW akTUBHOCTU. AKTUBHOCTh KAT, B
TaKOM CJIyd4ae, MOIJIa CITy>KUTh TOKa3areiaeM (OpMHUPOBaHUS HOBBIX >KH3HECITOCOOHBIX

opraHoB u TkaHeu (Kapaces u ap., 2015).
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3.1.2. Akmusenocmo nepoxcuoasvt y oeyx ¢hopm B. pendula, omauuarowyuxca no

cmpyKkmype opesecuHbl

B nepuon riy6okoro mokost y ooenx m3ydaembix ¢gopm B. pendula aktuBHOCTB
I10, xax u KAT, 6su1a HeBbicokas (puc. 15, 16, 26 saBaps). M3BecTHO, 9TO (hepMEHTHI
AOC gBAfIOTCS TIOKAa3aTelieM aKTUBHBIX a’3pOOHBIX IMPOIECCOB, a B 3MUMHHHA IEPUOJ
MOKOST B PACTCHHH TMpeoOsiafaroT ana’dpoOHble mporiecchl (Poroxwun, 2004). Iluk
aktuBHOCTH [1O TmpHXOoAWIICS Ha KOHEI[ MapTa, KOTJIa PAcTCHHS €IIe HaXOJIWINCh B
COCTOSIHMM BBIHYKJEHHOT'O MOKOs. 3HaueHUs ee B KcuieMe pocturainu 485 u 1087 u Bo
dmoame 611 u 1250 mxmons TI/Mr Genka y pacrenuit B. pendula var. pendula u B.

pendula var. carelica coorBerctBenHo (puc. 16 A, b, 29 mapra).

A

O kcunema
B dooma

b
O xkcuaema
B ¢rosma

I
26.01 16.02: 29.03 28.04 12.05 | 25.05 15.06 7.07 25.07 10.08 | 13.09 19.10 Hara or6opa
1 |

1 1 1
Tepuod nokos . Buvixo0 u3 nokos, . Kaub B .
cokoOsuCeHiLe, aMOualbHbll pocm Ommox
pocm ucmogoii Memabonumog 6 cmeoa,
NAACMUHKU n0020MO8KA K NOKOH

Puc. 16. Ce3onnas quaamuka aktuBHOCTH [10 B TKaHsIX cTBosa y AByX (hopm B. pendula:
B. pendula var. pendula (A) (n=5), B. pendula var. carelica (B. pendula var. carelica) (b)
(n=5).
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B kcuneme HHM3KHME 3HAYEHUs aKTUBHOCTH HAOIONANM B MEPHUO]] COKOABUKEHUS
(31 u 424 mxmonpe TI'/Mr Oenka y pacrenuit B. pendula var. pendula u B. pendula var.
carelica cooTBeTCTBEHHO) U B Ieprol (POPMHPOBAHUS pAaHHEH TOHKOCTCHHOU JIPEBECHHBI
(91 u 243 mxmons TI'/Mr Genka y pactenmii B. pendula var. pendula u B. pendula var.
carelica coorBerctBenHO) (puc 16 A, b, 28 anpens u 15 urons). Bo ¢gmosme — ToNBKO B
nepuoa GopMUpOBaHUS paHHEH TOHKOCTEHHOU apeBecwHbl (263 m 688 Mxmonp TI'/Mr
Oenka y pactenuii B. pendula var. pendula u B. pendula var. carelica coorBeTcTBeHHO)
(puc 16 A, b, 15 utons).

Oo6Hnapy»xeno, uro y pacrenuii B. pendula var. pendula Ha mpoTsskeHHH BCero
cesona aktuBHOcTh 1O Oblia HuKe, yeMm y pactenuit B. pendula var. carelica, xak B
kcueme (p = 0.0024), tak u Bo dmosame (p <0.0001). (puc. 16). B TkaHsax (Hao3Msbl, 1O
CPaBHEHHIO C TKaHIMH KCHIeMbl, akTuBHOCTH [10 Obuta 3HauMMo BhIIe y B. pendula var.
pendula (p = 0.0304) u ocobenno y B. pendula var. carelica (p = 0.0003).

[TonyueHnHble naHHBIE MOATBEPXKIAIOT OOHapyx)eHHyto paHee (['anubOuna u np.,
2013) oOpaTHyr KOPPEISIUI0O MEXIy POCTOBBIMH MPOIECCAMH M TIEPOKCHIAA3HON
aKTUBHOCTBIO B TKaHIX CTBoJIa. B mepuoj kamMOMallbHOTO pOCTa OCHOBHOHM cyOCTpaT B
TKaHsIX Oepe3bl — caxapo3a MHTEHCHBHO pacXOAyeTcsd Ha CHHTE3 KOMIIOHEHTOB
KJIIETOYHBIX CTEHOK CTPYKTYPHBIX JJIEMEHTOB JpeBecMHbl. B 3TOT mepuon
MeTabonM3aluss caxapo3bl B KaMOUalIbHBIX HWHHUIUAISIX MPOUCXOIUT C Y4YaCTHEM
[UTOIIAa3MAaTUYECKUX (epMEHTOB: IMTOIIa3MaTndeckoil uHBeptassl (LlutHHB) (Ha
ctaguu  (HopMUpOBaHUS TOHKOCTeHHOUW apeBecuHbl) U CC (Ha CcTaguud aKTUBHOTO
OTJIO)KEHUS BTOpUYHOW kileTouHoil creHku ([amubuna, 2018). Ilpu cHuxeHUU
aktuBHOocTH [lutMlHB m CC B Meraboim3aiuu caxapo3bl B TKaHsAX crBosia B. pendula
akTHBHOE yuactue npuHuMaeT Anllus (Ianubuna u ap., 2019a).

B 371001 cBA3U paccMOTpUM CE30HHYIO AMHAMUKY akTuBHOCTU AnMHB (puc. 17) u
cpaBHuM ee ¢ TakoBoil pepmentoB AOC. V¥V pactenuit B. pendula var. pendula na
MPOTSHKEHUHU BCEro ce3oHa akTuBHOCTh AnMHB, kak u akTuBHOCTH 110, ObL1a, B 11€J10M,
HIDKe, yeM y pactenuid B. pendula var. carelica B Ttkansx ¢mnosmer (p = 0.0073) un
KCWJIEMBI (B KaXIyI OTIeNbHYI0 aary orbopa) (puc. 17). AkruBHocth AnMHB 1 10
NIOJIOXKHUTENIFHO KOPPEeIUpoBalii B Kcuiieme u y pacreHuid B. pendula var. pendula (r =

0.86; p =0.0004), n y B. pendula var. carelica (r = 0.68; p = 0.015) (puc. 16, 17).
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Puc. 17. Ce3oHHas nuHamMuKka akTUBHOCTH AmnMHB B TKaHAX cTBOJia y ABYX ¢dopm B.

pendula: B. pendula var. pendula (A) (n=5), B. pendula var. carelica (b) (n=5).

OTmeTM, 4YTO TeCHas B3aUMOCBS3b AaKTHUBHOCTH H3y4yaeMbIX (EpMEHTOB
oTMeYajnach M B OTAeNbHbIE (Da3bl CE30HHON AMHAMUKH. Tak, Hampumep, BBIXOJ U3
COCTOSIHUSI TOKOSI B CBSI3U C MOBBbIIIEHHEM Temmepatypsl (puc. 14, 29 mapra), xorga
MPOUCXOAUT UHTCHCU(UKAIUS TIPOLIECCOB JbIXaHUS U PACXO/] METa0OJHMTOB yTJIEBOTHOMN
npupoasl (Mcaesa, Ps3anosa, 2006; @enopkos, 2007), conpoBOXKIaiICcsi BO3pacTaHUEM
aktuBHoctu KAT (puc. 15), 11O (puc. 15) u AnluB (puc. 17). IloBbllieHNe aKTUBHOCTH
AnMHB CBUAETENBCTBYIOT O BO3pacTaHMM KOHLEHTPALMKM caxapo3bl B aroIuacTte,
OCOOEHHO Yy pacTeHUH C y30puaToll ApPEBECHMHOM, YTO MOXET OBITh CIEACTBHEM
WHTEHCHUBHOTO THAPOJIN3a MOJMMEPHBIX KOMIIOHEHTOB B 3TOT nepuoj (['anmubuna u np.,
2012). M30BITOK rekco3, oOpa3yloIMXcsi MpH afoIjlacTHOM yTHIIM3AIMKH caXaposbl,
MOJKET, B CBOIO OUepelb, pacX00BaThCs Ha oOpa3zoBaHue cyOcTparoB okuciaeHus 1 ADOK

(Couée et al., 2006; HoumoB u nap., 2006; Wellen, Thompson, 2010), nmpuBoas
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Bo3pactanuio aktuBHOocTH [IO m KAT. Ocobenno akxtuBHOCTh (epmentoB AOC
yBenn4rBagachk Bo (aosme (puc. 15, 16), rae Obuia Beiie akTuBHOCTH AnHB (puc. 17).

Ecmu y pacrenuit B. pendula var. pendula Bo ¢mosme Bbicokas akTHBHOCTH [10
(puc. 16 A) naGmromanacek Ha ¢oHe BbicoKkoW akTuBHOCTH KAT (puc. 15 A), 10 y
y30pYaThIX pacTeHWid ObUTa OTMEYEeHa JApyras TEHACHLHUS: SKCTPEMAIbHO BBICOKAS
aktuBHOCTH 10 (puc. 16 b) Ha doHe camoit HU3KOM KaTaazHO# akTUBHOCTH (puc. 15 b).
Takas xomneHcaropHas poib [IO m KAT He peako oTmeudaercss HcClIeNOBAaTENsIMU Y
pasubix pactenuit (Chen et al., 2008; Fernandez-Garcia et al., 2004).

B  nmepuonm  kamOuanbHON  JAESATENHHOCTH  caxapa, IMpUTEKalolue U3
(OTOCHHTE3UPYIONMINX JTUCTHEB, AKTHBHO PACXOIYIOTCS B KaMOWaIbHOW 30HE Ha POCT U
muddepeHuanuio kcuieMsl U Gao3Mel. B kcuneme caxaposa yrunusupyertcst LlutHHB u
CC (I'anubuna, 2018). B 310 BpemMs (MIOHB-aBryCT) Ha (JOHE CHMXKEHHUS aKTUBHOCTH
AnUuB (puc. 17) nonmxena aktuBHOocTh KAT u I10 B kcuneme (puc. 15, 16). Ha ¢one
WHTEHCHBHOTO pacxoja MeTaboNWTOB HAa KaMOWANBHBIA POCT B KCWieMe, BO (odme
Ha0Ir01a7ack BeICOKast akTUBHOCTh KAT, 0cOOEHHO BO BpeMsi HHTEHCHBHOTO OTJIOXKEHUS
BTOPUYHOM KJIETOYHOUW cTeHkH (puc. 15, 25 uronst), 4To MOXKET CBUIETEIBCTBOBATH 00
AaKTHBHBIX JbIXaTEIBHBIX Ipolieccax B ATuX TkaHsax (Maseit u ap., 2009; [1asnosa u ap.,
2014).

B nepuos moAroToBKM pacTeHUst K COCTOSIHMIO TMOKOs (CeHTSOph) B CTBOJIE B
pe3yJbTaTe OCEHHEro OTTOKa AaCCUMWJIATOB M3 KPOHBI IMOBBIIIAETCS COJCpKAHHUE
caxapo3sl (I'anuOuna, 2018), yTo oTpa3uioch B MOBBIIEHUH akTUBHOCTU AnMHB (puc.
17). Monocaxapa, oOpasymommecs B pe3yJbTaTe paclieIUieHUs caxapo3bl AmnlHB,
BO3BpAIAIOTCS B KJIIETKU MAPEHXUMBI U UJIyT HA CHHTE3 3allacHbIX OnononumepoB. Kak u
B TIEPUOJ BBIXOJA PACTEHUS M3 COCTOSHHS TMOKOS Ha (OHE TMOBBIMICHHUS AKTUBHOCTH
AnluB (puc. 17) y pacrenmit B. pendula var. pendula mpomcxomuio moBbiieHHE
aktuBHOCTH KAT u IIO (puc. 15, 16). ¥V y3opuarbix pacteHuidd Ha ¢oHe Oombiei
aktuBHOCTH AnMHB (puc. 17) cymecTBeHHO Bo3pactana akTuBHOCTH 1O (puc. 16) u
noHmxkanack aktTuBHOCTh KAT (puc. 16).

BrisiBaenHnas B TedyeHue ce3oHa B3aumMoOCBsI3b akTuBHOCTeM KAT, 1O u AnMuB
MOJKET CBHJICTEILCTBOBATH O TECHOM CBSI3U MEXKIY U3MEHEHUSIMHU, MPOUCXOASIIUMHA Y B.
pendula var. carelica B yrineBognom oomene (I'anmubuna u ap., 2015a, 20156, 2019a,
20196) u pepmentamu AOC.
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Taxum obpaszom, oannvill sman ucciedosanus nokasan, umo KAT u 110 sedym
cebs paznonanpasienno 6 meuenue cesona y B. pendula var. pendula u y B. pendula var.
carelica. Ilepuoo kambuanvroco pocma sensemcs nauboniee UHGOPMAMUSHBIM C MOYKU
3peHUss paccCMOMpPeHUss y4acmus OAHHbIX (DEPMEHmMOo8 6 GOopMuposanuu y30puamotl
opesecunvr y B. pendula var. carelica, npu smom ocobwiti unmepec ons uzyuenus
npeoCcmasnaiom mKanu cmeoia — Kcuiema u ¢rosma. Ha ocnosanuu nomyyeHuvix
OAHHBIX MOJCHO cOenams 8bl600 0 Mo, ymo no usmernenuro akmusnocmu KAT u 110
MOJICHO CYOUMb 0 803MONCHOM cyenapuu kcuiozenesa y B. pendula var. carelica.

YV pacmenuii B. pendula var. carelica nabmooaemcs 6onee svicoxas akmusnocmo
110, a y pacmenun B. pendula var. pendula npaxmuuecku 6éecov ceson (3a uckurouenuem
nepuoda kamouanbHo2o pocma) viute akmusnocmv KAT. C 00Holl cmoponsl, npuyunol
menvuenr akmusnocmu KAT y B. pendula var. carelica moowcem 6vimv svicoxoe
cooepaicanue y Hee NepeKkuct 6000pood, KOMOpAs, COIACHO OAHHbIM JUMepamypbl,
uneuoupyem KAT (Mupownuuenxo, 1992). C Opyeoiti cmopoHvl, U38€CMHO, YMO
koncmanma Muxasnuca y KAT namnozo 6onee evicokas, uwem y 110 (Mittler, Zilinskas,
19917, Konig et al., 2002), umo 2osopum o nuskom cpoocmee Kk ceoemy cyocmpamy —
nepexucu 600opooa. B smoii cesasu, naobopom, bonee Huzkoe cooepicanue nepexkucu
6000pP00A 8 MKAHAX Y30PUAMbBIX PACMEHUL MOXCem OblMb NPUYUHOU OONee HUZKOU Y HUX
akmuenocmu KAT

st 8bICHEHUsL 2MUX 8ONPOCO8 HEOOXOOUMO onpedeiienue AKMUSHOCMU OpPYeux
gpepmenmos AOC: COJ/] — pepmenma, yuacmsyrwouezo 6 00pazo8aHuu nepexKucu
6000pooa, u I[1DPO — epmenma, KOMOPLLL MOACEM NEPEXBAMBIBAMb KUCIOPOO U, C €20

yuacmuem, OKUCIAnb ¢€H0./'lebl€ coeounenus coemecmno c I10.

3.2. Pacnpenenenne aktuBHocTH pepmenToB AOC B kaMOHAJILHOI 30He pacTeHuid
B. pendula npu pa3HbIX crieHApUsIX KCHJIOTeHe3a
OOpa3oBaHKEe IPEBECUHBI — 3TO OYCHb JIAOMIIbHAS XapaKTEPUCTUKA, TaK B Tpeeiax
OJIHOTO JIepeBa KauyecTBO €€ MOXKeT CyIlleCTBeHHO pasnudarbes (Paiva et al., 2008;
Dharanishanthi, Dasgupta, 2016). V B. pendula var. carelica B pamMkax oJHOTO CTBOJa
MOXeT (OPMHUPOBATLCS KaK MPSIMOCIIONHAs, THIWYHAS JJIs BHJA JPEBECHHA, TaK W

y3opuaras apesecura (Novitskaya et al., 2016, puc. 18).
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Puc. 18. Y3opuatbie u Oe3y3opyaTbie YUYacTKH Ha OJHOM CTBoJie pactenuii B. pendula

var. carelica.

Jnst uccnenoBanust ObUH BeIOpanbl 12-neTHue pactenus B. pendula var. carelica, y
KOTOPBIX Ha OJHOM CTBOJIE BCTpEYAJIHCh Oe3y30puyaTble M Y30p4aThle YYacTKH
npeBecuHbl. B kauecTBe KOHTPOJBHBIX MCIOIB30BaK pacTeHus B. pendula var. pendula
(puc. 19). Tkanu oTObupanu B MepHoOj aKTUBHOIO KaMOHalbHOro poctra B uione 2018

roja.
A b B

Puc. 19. Pacrenus B. pendula var. pendula (A) u B. pendula var. carelica: 6e3y3op4aras

(b) u y3opuatas yactu ctBoia (B) cooTBeTCTBEHHO.
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Jns monumanus pomu  ¢pepmentoB AOC npu (GOpMHPOBaHMM CTPYKTYPHBIX
aHoManui, kpome nepekuchb-yTnmsupytonmx pepmentos (KAT u [10), Takke uzydanu
aktuBHOCTH COJ] — depmenta AOC, crosiiiero Ha MepBOM pyOeke 3alluThl OpraHu3Ma
ot A®K, n aktuBHOCTh [IDO — depmenta, koTophiii, Hapsany ¢ I10, BXoaut B cocTaB

OCHOBHBIX (DEPMEHTOB BTOPUYHOT'O META0O0IM3Ma PACTEHHUS.

3.2.1. 3axoHomepHoCcmu U3MeHEeHUA AKMUBHOCMU UCCEOYeMbIX (hepmeHmos 6

Kcuneme

B kcuneme aktuBHOCTh COJl Haxomwiachk MPUMEPHO HAa OJHOM YPOBHE Y BCEX
UCCIICAYEMBIX PACTCHUH, Pa3INYAIONIUXCs 10 CTPYKTYpEe APEBECHHBI, ¥ BapbHpOBaja B
nuamnaszone 0.71 — 0.82 ycn. ex./mr Oemnka.

AxrtuBHocth KAT y pactenuii B. pendula var. pendula 6suta 179 mxmons H2O2/mr
Oenka, B TO BpeMs Kak y pactenuii B. pendula var. carelica B 6e3y3opuaToii u y30p4atoit
gactu cTBoJa 273 m 254 mxmons HoOz/Mr Gemka cooTBETCTBEHHO. Paszmuumsi Mexmay
aktuBHOCTBIO KAT y pacrenunii B. pendula var. pendula u B. pendula var. carelica ne
OTJIMYAINCh 3HAYMMO, OJHAKO HAOJI0JANach TCHICHIMS Ha YBEIWYCHHE aKTUBHOCTH
depmenTa y pactenuii B. pendula var. carelica gaxxe B To# yacTu CTBOJIA, 7€ aHOMAIUN
BHEIITHE HE OBLITH BHIPAYKCHHBI.

IIpu paccmorpennu aktuBHOCTH [IO m II®DO BBISBICHBI CXOAHBIE TEHIACHIIMH.
O6a depmeHTa mMenn OMM3KHE 3HAYCHHS AKTHUBHOCTH Yy pacteHuid B. pendula var.
pendula u B Ge3y3opuaToii wacTu cTBoyia y pacteHuit B. pendula var. carelica. B
y30pUaThIX Y4acTKax aKTUBHOCTh 000MX (PepPMEHTOB ObLiIa IOCTOBEPHO 00Jiee BHICOKOM.
Tak, axtuBHocTh [1O y pactenuii B. pendula var. pendula u B Ge3y3opuatoii yactu
ctBoja B. pendula var. carelica cocraBuma 67 u 49 wmxmonps TI/mMr Oenka
COOTBETCTBEHHO, B TO BpeMs Kak y pactenwuii B. pendula var. carelica B y3opuaroii yactu
ctBona 180 mxmons TI'/mr Oenka.

AxrtuBHocTh [1®O y pacrennii B. pendula var. pendula u B 6e3y3opuatoit yactu
ctBoja B. pendula var. carelica cocrasuna 463 u 354 ycin. ea./mr 0eika COOTBETCTBEHHO,
B TO BpeMms Kak y pactenuii B. pendula var. carelica B y3opuaroii wactu crBona 802 yci.

en./mr 6enka (puc. 20).
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Puc. 20. AxtuBHocth epmentoB AOC B kcuiieme y pactenuid B. pendula var. pendula
(1) (n=4) u y pacrennii B. pendula var. carelica B 6e3y3opuaroii (2) (n=4) u y3opuaroii
(3) (n=4) yactax crBoia. JlaTuHCKMMU OyKBaMH YKa3aHbl CTaTUCTHYCCKU 3HAYMMBIC

pazmuuus npu p <0.05.

3.2.2. 3akonomepnocmu uU3MEHEHUA AKMUGHOCMU UCCEOYeMblX (epMeHmos 60

hroIme

Bo ¢nosme nabnronanack TeHaeHIMS K yBenundenuto aktuBHocTd CO/] B psiny: B.
pendula var. pendula, 6e3y3op4arsie yuyacTku W y3opyarbie yuacTku cTBoja B. pendula
var. carelica. 3nauenus akTHBHOCTH (hepMEHTa B ITOM psny coctaBwmm 1.9; 2.4 u 2.9
YCII. €1I./MT OeJIKa COOTBETCTBEHHO.

AxrtuBHocTh KAT y pactenuit B. pendula var. pendula 6sura 302 mxmosns H2O2/mr
Oenka, B TO BpeMs Kak y pactenuii B. pendula var. carelica B 6e3y3opuaroii u y3op4artoii

gacTax cTtBojia 564 u 398 mxmons H2O2/Mr Oenka cOOTBETCTBEHHO.
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3nauenus aktuBHoct [1O B psgy pacrenmit B. pendula var. pendula,
Oe3y30puaThiX Y4aCTKOB M Y30puUaThIX ydacTKOB cTBoja B. pendula var. carelica — 73,
569 u 1009 mxmoinp TI'/mr Genka; aktuBHOCTh I1PO B ToM xe psaay 352, 1407 u 1807

yCI1. e1I./MT OeJIKa COOTBETCTBEHHO (pwc. 21).
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Puc. 21. AktuBHocTh hepmertoB AOC Bo ¢utoame y pacrenuit B. pendula var. pendula
(1) (n=4) u y pacrenuii B. pendula var. carelica B 6e3y3opuatoii (2) (n=4) u y3opuatoit
(3) (n=4) uyactax crBoja. JlaTuHCKHMH OyKBaMH YyKa3aHbl CTATUCTHUYECKH 3HAUYMMBIC

pazmuunst ipu p <0.05.

B pesynbTate mpoBeAeHHOro HcciaeAOBaHUS B AUPGEPEHIUPYIOUIUXCS TKaHIX
kcuiieMbl y pactenmii B. pendula var. pendula u B. pendula var. carelica (y3opuatbie u
0e3y30opuarbie Y4acTKH CTBOJia) He 0OHapyxeHo oTinuumii B aktuBHOCTH COJ[ m KAT.
[Tpu sTom akTuBHOCTH 10 1 [1DO B y30pyaThix yuyacTKax ObLIM 3HAUMMO BHIIIIE.
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Kaxxercss JMOTMYHBIM, YTO 3TOMY MOIJIa MPEAIMIECTBOBATH BHICOKAS AKTUBHOCTH
CO/l, npu yyacTuu KOTOpO akTUBHO Obl 00pa30OBBIBaNACh MEPEKUCHh BOAOPO/A, OJHAKO
ATOr0 HE MPOUCXOAWJIO. BO3MOXKHO, mpUYMHA TOMY, €IUHCTBO Oy(epHOl cHuCTEMbI
pacmpenencHust Kuciopoaa, kak cyocrpara peakunuii COJ[ u IT®O (Vaughn, Duke,
1984).

OcoObli1 UHTEpeC B 3TOM OTHOLICHUH MPEICTaBISAIOT TKaHU (hJI05MbI, OoJbIlas
aktuBHOCTh B HUX COJl (B 2.3, 3.4, 3.6 paza COOTBETCTBEHHO B psly pacTeHuil B.
pendula var. pendula, 6e3y30p4aTbix y4acTKOB M y30p4aThiX y4acTKOB cTBoa B. pendula
var. carelica) compoBoxmanace u 60jee BeicOKoi akTuBHOCTRI0O KAT (B 1.7, 2.1, 1.6 paza
COOTBETCTBEHHO B psiay pactenuii B. pendula var. pendula, 6e3y3op4arhix y4acTKOB U
y30puaThIx ydacTKoB cTBoyia B. pendula var. carelica), mo cpaBHeHHMIO C TaKOBBIMU B
kcwieme. [lpu sTom, yxke B Oe3y3opyaThix ydyacTkax CTBosia akTHBHOCTH [IDO Onuia
JIOCTOBEPHO BHIIIIE, 11O cpaBHEeHHUIO ¢ B. pendula var. pendula.

Bricokyro aktuBHOCTB 11O m [IPO B kcwiieme y30pyaThIX 4acT€W CTBOJIA U BO
dosMe y3opuaThiXx U Oe3y30puaThiX yacTeil cTBoyia pactenuii B. pendula var. carelica
MOJKHO CBSI3aTh C BBICOKOM akTUBHOCTH 31ech AnMHB (I"anubuna u ap., 20196). Pabora
NoCJeHEl TPUBOJUT K HHTEHCUBHOMY OOpa3oBaHUIO TI'EKCO3, YTO KOPPEIUpPYET C
HAKOIUICHHEM B TMApPEHXUMHBIX KIIETKAX Y30pYaThlX PACTEHHI OOJIBIIOTO KOJIWYECTBA
TunuaoB, BemiecTB ¢eHonbHOM mpupoanl (bapunbckas, 1978; Hosumkas, 2008;
Novitskaya, Kushnir, 2006), ut0 m Mo0XeT OOBACHATH 3/€Ch BBICOKHE 3HAUYCHHUS
AKTUBHOCTEH OCHOBHBIX (pepMeHTOB peHonbHOoro Mmetabonusma — 10 u [1DO. UssecTHO,
YTO OpPTraHbl U TKAaHW C BBICOKOW KOHIIEHTPAIMEH TEKCO3 MPOSIBISIOT CHHEPTH3M B
YIIEBOAHOM M (PEHOTBbHOM OOMEHE, KOTOPBIM SIBISETCS YacThI0 B3aWMOCBSI3AHHOU
OKUCITUTEILHO-BOCCTAHOBUTENLHOM cucTembl, ynanuBatomeit ADK (Fotopoulos et al.,
2003; Essmann et al., 2008).

Taxkum obpasom, Ha smane akKMuHO20 GOPMUPOBAHUS CIMPYKIYPHBIX AHOMAIUL 8
y3opyamulX  y4acmkax —Cmeond YMuausayus —nepekucu  8000pooa  NpouUcxooum
npeumyujecmeeHno 3a cdem nogviutenuss axmugnocmu I10. Ilogviwenue @ cmeone
y3opuamvix pacmenuu akmusHocmu IIPO maxoce MOXNCHO paccmampuéamsv, Kak

UHOUKAMOP 00pPA308aHUsL CMPYKMYPHBIX AHOMATULL.
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3.3. Yuactue ¢epMeHTOB aHTHOKCHIAHTHOH cucTeMbl B (opMupOBaHHU
apesecunbl B. pendula var. carelica ¢ pasHoii cTenmeHbI0 Pa3BUTHSA
CTPYKTYPHBIX AHOMAJIHIA

Onmna u3 ciaoxHocTedt B wm3yuenuu B. pendula var. carelica cBssana c¢
0COOCHHOCTSIMU HACJICIOBAHUS MPHU3HAKA «y30p4YaToCTH». MHOTONIETHHE UCCIEI0BaHNUS
B. pendula var. carelica nokazanu (JIro6asckas, 1978; Epmakos, 1986; Maiukuna u fap.,
2000; Hoswumkas, 2008; BeruumnnukoBa, 2005 u 1p.), 4to mpu J000M BapuaHTE
CKpEIIMBaHUS POAUTEIBCKUX (POPM B MOTOMCTBE MOSBISIOTCS 0COOM, KaK C y30p4aToH,
Tak U 0e3y30puyaToil TEKCTypoil apeBecuHbl. [Ipu 3TOM cTemeHb pa3BUTHS y30pa, a,
CIIEJIOBATEIBHO, M XO3SHUCTBEHHAS IIEHHOCTh PACTEHUH, BApbUPYET OT JiepeBa K JIEPEBY, B
CBS3M C 4YeM, BOINPOC JAMATHOCTHKU JTOTO BEAYLIETO TMpH3HAKAa TMpU H3YUYECHUU
Hacaxxaenuii B. pendula var. carelica npuo0Operaer ocoboe 3HaueHHE.

B atoii cBsi3u aktuBHOCTH (hepmenToB AOC uccienoBanu Ha nepeBbsax B. pendula
var. carelica, mpowu3pacTaroIuX Ha JIECOCEMCHHON IUIAHTAIMH W OTIMYAFOIIHAXCS
BBICOKUM ypPOBHEM WHIUBUIYaTbHON W3MEHUYUBOCTH IO PACIMOJIONKEHHUIO U TUIOTHOCTH
pucyHKka Ha ctBojyie. OTOMpanu BEICOKOCTBOJILHBIC y30puaThie pacteHus B. pendula var.
carelica u pacteHus, y KOTOPbIX NPU3HAK Y30p4aToOCTH HE TpOosiBUICS (Oe3y3opuaThbie
pacTeHus).

Bce pacrenus ObutM TIOJIETICHBI HA YETHIPE TPYIIIBI, KaXJAOW W3 KOTOPBIX OBLI
npucBoeH 6amt ot 0 o 3. K nepBoii rpynme (0 6amioB) oTHecn 6e3y30puaThie 1EPEBbS,
k0 BTOpoii (1 6amn) — pacTeHus ¢ PeAKUM PUCYHKOM, UMeronue 1-3 yriny6aeHus Ha cM?,
B TpeThlo Tpynmy (2 Oamina) momalyd pacTeHUs, MMEIONINE IJIOTHBIA PUCYHOK, YTO
COOTBETCTBYET 4-6 yruyOleHHsM Ha cM?, M, B 4eTBepTyko (3 Oamia) — ocoOu ¢ O4YeHb
IJIOTHBIM PUCYHKOM — 7 u Oonee yriyOneHuil Ha cM?> U OGONBLIIUM KOJIHYECTBOM
TEMHOOKPAIIIEHHBIX BKJIFOUCHUH (puc. 22).

OTOOp TKaHEW TPOBOIWIM B TMEPUOJBI AKTUBHOTO (OPMUPOBAHHS paHHEH

TOHKOCTCHHOW JIPEBECHHBI M BTOPUYHOTO YTOJIIEHHUS KJICTOYHBIX CTEHOK. M3ydanu

aktuBHocTh COJI, KAT, I10, I1DO.
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Puc. 22. Pacrenus B. pendula var. carelica ¢ pa3Hoii cTeneHb0 y30p4aToCT! IPEBECHHBIL:
0 6amnos (A), 1 6ann (b), 2 6amna (B), 3 6amna (T).

3.3.1. Ilepuoo akmugnozo 6mopuunozo ymoauieHus KiemouHslxX CMmeHoK

B ycnosusix Kapenuu 3ToT nepuoj npuxoauTcs Ha KOHEL HIOHS — HAyallo UIoJIs, B
3aBHCHMOCTH OT OTOIHBIX ycnoBuid. B 2016 rogy pacTutenbHBIN MaTepuan OTOMpay B
MOCJICHIOW HeAeN0 HIoHS. TKaHM KCWieMbl BKIOYanu JuddepeHIupyonmecs
KCUJIEMHBIE TPOU3BOAHbIE KaMOWsS M Hapy>KHbIE CIIOM MPUPOCTAa KCHIIEMbI TEKYIEro
rojia, TKaHu (prro3Mpl — KaMOUaIBHYIO 30HY, MPOBOAIIYIO (HJI09MY U CaMble BHYTPEHHUE
ciou HempoBoxsmie ¢uosmbl. Ha pucynke 23 mpeacTaBieHbl JaHHbIE IO aKTUBHOCTH

U3y4aeMbIX (PepMEHTOB B KCHUJIEME.
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Puc. 23. AxktusHocte COJl, KAT, I1O u II®O B kcuneme y 6e3y3opyarbix pactenuit B.
pendula var. carelica (0 6amtoB) (N=25) u ¢ pa3Hoii cTeneHpo y3opuaroctu (0T 1 70 3)
(n(1)=19; n(2)=19; n(3)=7) B mepuoJ aKTUBHOTO KaMOHAaJIBHOTO POCTA. bayjibl yKa3aHsbI
no ocu abcuucc. JlaTHHCKMMHU OyKBaMH yKa3aHbl CTATUCTHYECKH 3HAYMMBIC Pa3THUMS

npu p <0.05.

AKTHUBHOCTb M3y4yaeMbIX (PEpPMEHTOB Y y30p4aTbIX pacTeHUi, B LEJIOM, ObLIa
BbIllle, 4YeM Yy Oe3y3opuarhix, 3a uckmouenuem COJl, y KOTOpoil aKTUBHOCTH Yy
0e3y30puaThlX pacTeHUIl U pacTeHUU ¢ 6AJUIOM y30p4yaTOCTH | 3HAYMMO HE OTIMYAIACK.
Kpome Toro, B psijiy Bo3pacTaHus CTENEHU Y30pPUAaTOCTH 3HAYEHHME UX AKTUBHOCTHU
MOBBIIIANACH.

Tak, aktuBHOCTE CO/] y HccnenyemMbIX pacTeHUid Haxoauiaach B auamnasone 0.19-
0.89 ycn. en./mr Oenka, mpu 3ToM B psagy pactenuii ¢ 0, 1, 2 u 3 Gamamu y3opdarocTu

aktuBHOCTBH (pepmenTa ot 0 x 1 6ayny, ot 1 k 2 Oamyam u ot 2 k 3 Gayiam Bo3pacraia B
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1.6, 1.8 u 1.6 paza. AxtuBHocts KAT mnpu Bo3pacranuu Oasmia y3opuaroctu oT 0 k 3
YBEJIMUYMBAJIACh, COOTBETCTBEHHO, B 1.2, 1.1 u 1.2 pa3a u gocturana 3nadyenuit 188, 225,
240 m 293 wmkmons H2O2/mr OGenka. [lpm w3ydeHMH TEepOKCHOA3HOW U
noJIM()EHONIOKCHIa3HOW aKTUBHOCTEH OOHAPYKWIM TaKylo e TeHjaeHuuto, uro y CO/l u
KAT. AxtuBHocTs [10 yBenuuuBanace B psiay pacteHuil ¢ 6amiom ysopuaroctu 0, 1, 2,
3 B29, 19 u 1.6 paz u cocraBuna 46, 135, 251 u 398 mxmomnp TI/Mr Oenka,
cooTBeTcTBEHHO. AKTUBHOCTH [IDO y Oe3y3opuarsix pacTteHuil Obuia 158 yci. ex./mr
Oenka; y pacteHuit ¢ 6ammom y3opuatoctu 1 —324 ycn. ex./mr Genka, ¢ 6amiom 2 —520
yCII. eA./MT OellKa, y caMbIX y30p4aThIX pacTeHuil ¢ 6amaom 3 —724 ycn. en./mMr Oernka
(puc. 23).

Bo ¢nosme aktuBHOCTH 10 1 I1DO y y30puaThix pacTeHui, Kak U B KCUJIEME,
BO3pacTaja C YyBEIWYECHUEM CTeneHu y3opyarocTh. AkTtuBHOCTH COJl oTinmuanack
TOJILKO MEXJy Oe3y30puaThIMHM M y30puyaThIMHM pacTeHusmu B. pendula var. carelica B
1esom (6e3 paseneHust o CTENEHU Y30pUaTOCTH), Ipu 3ToM akTUBHOCTh KAT y Tex xe
rpynn UMelia TeHACHIIMIO Ha MOBBIIICHUE CPeTHUX 3HAYCHHI.

OtmeTuMm, 4TO B Bo3pacTe 12 jer emie He HaOMIOAAETCS 3HAYUMBIX OTIMYUN TIO
aktuBHOCTH COJ] m KAT B Ge3y3opuaThiX W y30p4aThix yacTsx crtBosia B. pendula var.
carelica, k Bo3pacty 25 et JaHHbIC METa0OTMUCCKUEC PA3TUYHS CTAHOBSITCS SIBHBIMH TSI
CO/l (puc. 24).

Tax, aktuBHocTs CO/] y Ge3y3opuatsix pacTeHuit Obuta 1.8 yci. en./mr Genka, a 'y
y3opuatbix B 1.4 pasza Beime: 2.5 ycin. en./mr Oenka. AkTuBHOCTh KAT y Ge3y3opuaThix
pacteHuii gocturia 3HadeHus 334 mkmonb HoOo/mr Oenka, a y y3opyaThiX, B CBOIO
ouepenb, 379 mxmoas HoOz/Mr 6enka. AktuBHOCTH I1O cocraBmima 95, 581, 820 u 1382
MkMoib TT/Mr Oenka, yBennuuBasich B psiay Bo3pacTaHus y3opuaroctu B 6.1, 1.4 u 1.7
pa3a coorBeTcTBeHHO. [IDO BO3pacrana npu yBEeIMUYEHUH CTENEHH y30pYaTocTu B 2.7,
1.3 u 1.6 paza. AktuBHOCTh [IDO y 6e3y30puarhix pacTeHU Oblja COOTBETCTBEHHO 429
yci. en./mr 6enka. Y pacrenuil ¢ 6amiom y3zopuatoctd 1 —1168 ycn. en./mr Oenka, ¢
Oammom 2 —1547 ycn. en./mr Oenka, y caMbIX y30pyaThiX pacTeHuil ¢ O6amiom 3 —2438

ycIL. ea./mr Oenka (puc. 24).
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Puc. 24. Axtusrocts CO/I, KAT, T10 u I1®O Bo ¢osme y 6e3y3opuarbix pacteHuid B.
pendula var. carelica (0 6amtoB) (N=25) u ¢ pa3Hoii cTeneHpo y3opuaroctu (0T 1 10 3)
(n(1)=19; n(2)=19; n(3)=7) B mepwroj aKTHBHOTO KaMOHaJILHOIO pocTa. bayibl yka3aHbl
no ocu abcuucc. JlaTHHCKMMHM OyKBaMH yKa3aHbl CTATHCTUYCCKH 3HAYUMbIC Pa3TUYUs

npu p <0.05.

3.3.2. Ilepuoo akmuenozo hopmuposanusn panHeii MOHKOCMEHHOU OPeeeCcuHbl

B mepuoj akTUBHOIO YTOJIIEHHWS BTOPUYHBIX KIJIETOUHBIX CTEHOK YBEIWYECHHE
akTUBHOCTH u3y4aembix ¢GepmeHToB AOC mnpu Bo3pacTaHUM CTENEHU Y30p4yaTOCTH
IpeBecuHbl Ooyiee SBHO TMPOSBISUIOCH B auddepeHumpyromeiics kcuiaeme (TKaHH
KCUJIEeMbI), 4eM BO (iosme. VIMEHHO B 3TOT MEpHOa B Y30puUaThIX YYacTKax CTBOJIA
HabIo1aeTcsl BhICOKasi Metabonuzanus caxapos3sl AnMuHB (puc. 17; ['anubuna, 2018). B

CBSA3M C OTUM, OblJa IMOCTaBleHAa 3a/Jadya W3Y4YUTh akTUBHOCTH (epmenToB AOC B
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MPEANIECTBYIONIUN €My MEPHUO/I, KOrja B KaMOUalbHON 30HE MPOUCXOJAT UHTEHCUBHBIE
nesneHus U GopMHUpYyeTCs paHHSAS TOHKOCTEHHAs IPEBECHHA.

B ycnoBusax Kapenuu 3TOT mepuol, Kak NpaBHIIO, NPUXOJUTCA HA Hayalo-
cepenuny utons. B 2017 roay, B CBA3M ¢ HU3KUMH TeMIlEpaTypamMH B HIOHE, 9Ta (a3za
CMECTWJIaCh Ha HayaJlo UI0JsA. B 3TOT mepuoj B KCWJIEME y Y30p4aTbIX PacTeHHil, 1O
CpaBHEHHIO ¢ 0€3y30pUaThIMU PACTEHUSIMH, IOCTOBEPHO BhIIIE ObLIA TOJIHKO aKTUBHOCTH
[1O u I1®O. Panee Ha 12-1eTHUX PACTEHUAX HAMU OBUIO MOKA3aHO, YTO TOJIBKO Yy 3THX
(GbepMEHTOB BBISIBJICHBI JOCTOBEPHBIC OTIMYMUS B AKTUBHOCTH MEXAY Y30pUaThIMH U
Oe3y30opuaThIMU y4acTKaMH CTBOJIA y30puaThiXx pactenuii B. pendula var. carelica (puc.
20).

Tak, aktuBHocTh CO/Jl y HccieayemMbIX pacTeHU Haxoauiaach B nuamnazone 0.42-
0.87 ycn. en./mr 6enka u B psiny pactenuii ¢ 0, 1, 2 u 3 6ayutamu y30p4aToCTH COCTaBHIIA
0.42, 0.57, 0.62 u 0.87 ycn. ex./mr Genka coorBercTBeHHO. AKTUBHOCTH KAT mpu
Bo3pacTtanuu Oamia y3opuatoctd oT 0 k 3 gocrturana 3Hauenuit 185, 215, 241 u 212
MkMoib H2O2/Mr Genka coorBercTBeHHO. AKTUBHOCTH 10 B psiny pacrenuit 0-3 Gamna
CTENEHN Y30pYaTOCTH JapeBecuHbl cocTaBmia 46, 144, 190 u 325 mxmons TI'/mMr Genka
cooTBeTcTBeHHO. AKTHBHOCTH [IDO B psiay pacrenuit 0-3 Oamna cTemeHH y30p4aToOCTH
npesecuHbl coctaBmiia 250, 460, 482 u 638 ycn. en./Mr 6emka COOTBETCTBEHHO (puc. 25).

B kcuneme B mepuon (GpopMUpOBaHMS paHHEH TOHKOCTEHHOW JApPEBECHUHBI, IO
CPaBHEHUIO C MEPUOJOM MHTEHCHUBHOI'O YTOJILEHHUS BTOPUYHBIX KJIETOYHBIX CTEHOK, Y
pacTeHUil CO CTENEHbIO y30p4yaTocTH JpeBecuHbl 0 u 1 Gaynm ObLIM BBINIE aKTUBHOCTH
CO/l u II®DO, y pacteHuii co creneHpo y3opuatoctu 2, 3 6amna — aktuBHOCTH [10 u
[I®O Obuta BeINIE, HAMPOTHB, B TMEPHUOJ] MHTEHCHUBHOTO YTOJIIEHUS BTOPUYHBIX

KJIETOYHBIX CTEHOK (pHucC. 24).
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Puc. 25. Aktusnocts CO/l, KAT, I1O u II®O B kcuneme y 6e3y30puarsix pacTeHuid B.
pendula var. carelica (0 6amtoB) (N=25) u ¢ pa3Hoii cTeneHpo y3opuaroctu (0T 1 10 3)
(n(1)=19; n(2)=19; n(3)=7) B mepuox MOATOTOBKH K KaMOWaIbHOMY pOCTy. basuibl
yKa3aHbl 10 ocu abcuucc. JlatnHCKUME OyKBaMH yKa3aHbl CTATUCTHYECKH 3HAYMMBIC

pazmuuus npu p <0.05.

3.3.3. @epmenmvlt AHMUOKCUOAHMHOU CUCMEMbBl — G03MOJICHBIE OUOXUMUYUECKUE
MapKepvl AHOMAIbHOU OpesecuHbl
Bo Bpemsi kamOuanbHOro pocta Oblia OOHapy»KeHa 3aBHCHUMOCTb BO3pacTaHHs
akTuBHOCTH wm3y4yaeMblx (epmentoB AOC OT cTeneHu y30p4yaTOCTH JPEBECHHBI.
Haubonee yeTko 3Ta 3aBUCHMMOCTH MPOSIBISIACH B MEPUOJ WHTCHCHBHOIO YTOJIICHUS
BTOPUYHBIX KIJIETOYHBIX CTEHOK MO CPaBHEHHIO C TMEPHOJOM (OpMHUpOBaHUS paHHEU

TOHKOCTEHHOH JIPEBECHHBI, B KOTOPHIN HEe ObL10 00Hapy)eHo Koppensaunu aiast KAT.
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AHallM3 C HCMOJB30BaHUEM paHroBoro koddduimenta xoppensiunu CrnupMeHa
MOKa3all, YTO B KCWJIEMEe B MEepUOJ MHTEHCHUBHOTO YTOJIIEHUS BTOPUYHBIX KICTOYHBIX
CTEHOK W B mepuoj (HOopMUPOBaHUS PaHHEH TOHKOCTEHHOM JpPEBECHHBI AKTUBHOCTH
u3y4aeMmbIx ()epMEHTOB 3aBUCHUT OT CTENEHHU y30puyaToCTH JipeBecuHbl. C yBelHMueHUEM
CTCIICHU y30pYaTOCTH Bo3pacTacT akTUBHOCTH (pepmeHTOoB AOC (Tabn. 2). B TkaHsx
¢b105MBI B MEpUOA HMHTCHCHUBHOTO YTOJIIEHHS BTOPUYHBIX KIETOYHBIX CTEHOK

3aBUCUMOCTh aKTUBHOCTH (DEPMEHTOB OT CTENEHHU Y30puaTOCTH ObUla OOHapykKeHa

tostbko i [1O u I1DO (tabdm. 3).

Tabmuma 2. PesymbraThl Tecta paHTOBOM Koppemsmuu CroupMeHa, OTPaKaromero
3aBUCHUMOCTh aKTUBHOCTH H3Yy4aeMbIX (DEpMEHTOB B KCHJIEME OT CTEIECHU Y30PHaTOCTH
JIPEBECUHBI B MEPUOAbl MHTEHCUBHOTO YTOJIIECHUS] BTOPUYHBIX KJIETOUHBIX CTEHOK (A) U
(b). VYkazanbl

dbopMupoBaHUS paHHEW TOHKOCTEHHOW JIPEBECHHBI K03 duUIueHT

Koppensauuu (r) ¥ ypoBeHb 3HaYMMOCTH (P). KpacHBIM I[BETOM BBIACICHO OTCYTCTBHE

KOPpEJIsIuu.
A b
CcoJ KAT [1O0 [MdO COL | KAT 1o [1dO
0.82 0.81 0.95 0.82 r| 0.50 0.34 0.74 0.79
p | <0.0001 | <0.0001 | <0.0001 | <0.0001 | | p|0.0099 | 0.0893 | <0.0001 | <0.0001

Tabnmuna 3. Pesynbrarhl Tecta paHroBod koppensuuu CroupMeHa, OTPaKaroIlero
3aBUCUMOCTh aKTMBHOCTH M3y4aeMbIX (EPMEHTOB BO (DiodMe B MEPUO] UHTCHCHUBHOTO
YTOJIIEHUS BTOPUYHBIX KJIETOUHBIX CTEHOK. YKa3zaHbl Kod(uimeHT xoppemsuu (r) u

ypoBeHb 3HaAUNMOCTH (P). KpacHBIM I[BETOM BBIJIEJIEHO OTCYTCTBUE KOPPEIISAIHH.

CoaA | KAT 18(0) [P0
r| 0.30 0.27 0.94 0.87
p | 0.0939 | 0.1409 | <0.0001 | <0.0001
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B nepuon MHTEHCUBHOIO YTOJIIEHUS BTOPUYHBIX KJIETOUYHBIX CTEHOK B TKAHSIX
KCUJIEMbl YCTAQHOBJICHA CHJIbHAs TOJOXKUTENbHASI KOPPESAIMOHHAS B3aUMOCBS3b
aKTUBHOCTH HM3y4yaeMbiX (epmeHToB AOC Mexay coboit (Tabm. 4). B Tkausax (iosmbl
aHAJIM3UPOBAIN B3aUMOCBSI3b Mexay akTuBHOCTAMHU [IO u I[1DO. brima obHapyxkeHa

CWIIbHAs ToJIoxuTeabHas koppessius (r = 0.99994; p <0.0001).

Tabnuua 4. Pe3ynbTarsl KOPPEISLMOHHOIO aHAIN3a, OTPAKAOIIET0 B3aUMOCBSA3b MEXKITY
u3y4aeMbIMU (hepMEHTaMU B KCUJIEME B NEPHUOJ] MHTEHCUBHOTO YTOJIICHHUS BTOPUYHBIX

KJIETOYHBIX CTEHOK. Y Ka3aHbl KOYPPUIIUEHT KOPPENISIHH I U YPOBEHb 3HAYMMOCTH .

COd | KAT 1O 1§L0]0)

con 0.0246 | 0.0076 | 0.0181
KAT | 0.98 0.0160 | 0.0203
0 | 0.99 | 0.98 0.0023

IO | 0.98 | 0.98 | 0.998

B nepuon dbopmupoBaHus paHHel TOHKOCTEHHOW JPEBECHMHBI B KCUieMe Oblia
YCTaHOBJICHA CUJIbHAS TOJIOXKUTENIbHAS KOPPEISAIMOHHAS TOJIBKO MEXKIY aKTUBHOCTSIMU

COJ u 11O, COA u I1®O, I1O u I[1PO (Tadm. 5).

Tabnuma 5. Pe3ynbTaTsl KOPPEISAIMOHHOTO aHAIN3a, OTPAKAIOIIETO B3aMMOCBI3b MEKITY
u3y4aeMbIMd (EpMEHTaMH B KCWJIEME MEXIy co0oi B mepuoj (popMupoBaHUs paHHEU
TOHKOCTCHHOW JIPEBECHMHBI. YKa3aHbl KOA(P(UIMCHT KOppEeIsSIuK I ¥ ypOBEHb

3HAYMMOCTH P. KpaCHbIM OBETOM BBIACICHO OTCYTCTBUC KOPPCIIALIUH.

COA | KAT | mo | moo

coLq 0.5913 | 0.0036 | 0.0336
KAT | 0.41 0.5175| 0.4202
IO |0.996 | 0.48 0.0231

[1®O | 0.97 | 0.58 | 0.977
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[IpuBeneHHbIe pPE3yIBTATHl CBUAETEIHCTBYIOT O B3aUMOCBSI3aHHOW KacKaJIHOM
pabote pepmerroB AOC mpu pasHbIX ClIeHapHsIX Kcuiaorenesa y B. pendula var. carelica
(tabn. 4, 5). OcobeHHO SAPKO 3Ta B3aUMOCBSI3b BBIPAKEHA B TKaHSIX KCHUJIEMBI, TJ€
oOHapy)XKeHa KOppEJSIHs aKTHBHOCTH BceX M3ydaeMbix (epmeHToB AOC co CTENeHbIo
y30pUaTOCTH JIpeBecuHbl (Tadn. 2), 3a uckmouyeHneM KAT B mepuon ¢popmupoBaHus
paHHEW TOHKOCTCHHOH IpeBecHHBl. Bo ¢uiosMe momoOHas B3aMMOCBS3h OTMEUEHA JUIS
nByx ¢epmentoB — [0 u [NDOO (tabm. 3). CrnemyeT OTMETHTH, YTO 3aBUCHMOCTH
HAOJIOAOTCS TOJBKO B TEPHOJ] WHTCHCHBHOTO YTOJIICHUS BTOPUYHBIX KJICTOYHBIX
CTCHOK.

BoisiBnenHass B3aumocBsizaHHass pabora gepmentoB AOC B TkaHsx cTBOja B.
pendula var. carelica mpu dbopMupoBaHHH y30pYaTOl JPEBECUHBI TO3BOJIIET CJEIATh
BbIBOJ] 00 akTuBHOM y4yactuu ADK B 3TOM mporiecce. Ty B3aUMOCBSI3b CXEMAaTHUECKU

MOJKHO TIPEJICTaBUTh CJIEYIONUM 00pa3om (puc. 26).

B03MOJICHAS 2eHePayUsl
CYNepoKCcUO-paouranos oyghepras cucmema

nepoxcuaam/ 202 " 2H* pacnpedenenus
KUciopooa

110 I [1DO
<«— (enonsr + H,O, +| O, + denHombI

KAT )

H,O + |0,

xuHOHBI + H,O + XxuHOHBI

Puc. 26. BzaumocsizanHas kackaanas padota ¢pepmento AOC.

B PE3YILTATEC CYHCPOKCHHHHCMYT&SHOﬁ p€aKu IMPOUCXOAUT O6p330BaHI/I€

MEepeKrcH BOJAOPOJAA, YTO B JanbHeimem aktuBuzupyer padory KAT wu IIO.
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CornacoBannast pabora COJl, KAT u I1O npoucxonur 3a cueT mojajaepx aHus OaiaHca
MEXIy CYMEpPOKCHIHBIMU paaukalaMu M mepekucbio Bojopoaa (Mittler et al., 2004;
[Mpanenosa u ap., 2011a; Jajic et al., 2015). KAT, I10 u II®O cBs3aHbl ApyT € IPYroM
MOCPEZICTBOM MOJIEKYJISIPHOTO KHUCJIOPOJa, KaK MPOJyKTa KaTala3HOW peakluuu, U
(eHOJIOB PACTUTENILHOIO OpraHu3Ma, a TakKe IEpEeKHCH BOJOpOJa, T'€HEpUpyeMOil
nestensHocThio COJ[ (Wang et al., 1991; Sheptovitsky, Brudvig, 1996). Boaee Ttoro,
NEPEKUCH BOJOPOJA MOKET SIBJISTHCS CUTHAJIBHOM MOJIEKYJION J1s 3amycka reHoB [1PO
(Thipyapong et al., 2004). XunHoHbl, sBIssAch npoaykramu peakuuun I10 u IIDO,
00pa3yloT CEMUXUHOHHBIE PaJUKaIbl, KOTOPbIE KOBAJIEHTHO MPUCOCAUHSIIOTCS K APYTUM
MOJIEKYJIaM W TEHEpPUPYIOT OOJIbILIOE KOJIMYECTBO CYNEPOKCHIHBIX PagUKajIOB, 4YTO
obecnieunBaet B3aumocss3b [1OO u COJI (Steffens et al., 1994; Thipyapong et al., 2004).

A®DK Ha ompeneneHHOM KOHTPOJIMPYEMOM YpPOBHE BCErja MPUCYTCTBYIOT B
KJIETKaX, YYacTBYIOT BO MHOTHX METabOIMUYECKHX TMPOIEeCCaX, BOBJICYECHH B
HOPMAJIBHYIO )KH3HEACATCIIBHOCTh PACTUTEIHLHOTO OPTaHU3Ma, YUYACTBYIOT B CHTHAIBHBIX
nyTsx pacrenus (Apel, Hirt, 2004; Mittler, 2017). Bo3HukaeT Bonpoc: B 4eM e IpUInHa
yBenuuenuss A®K, a cnemom u aktuBHoctH AOC mpu (opmupoBaHuU y30p4aTon
JIPEBECUHBI?

Hammm npeapinymuye ucciaenoBanus MoKas3alid, 4To Ipu GOpMUPOBAHUU y30pUaTOM
npesecunbl B. pendula var. carelica umeer Mecto cMeHa MPHOPUTETHOTO HATIPABICHUS
YTHIM3AIMN CcaxapoB B KieTKax Kcwiembl. OOpa3oBaHWE HOPMAJBHOW IO CTPOEHUIO
npesecunbsl B. pendula var. pendula, B coctaBe KoTOpo# mMpeoOsagarOT COCYAbl H
BOJIOKHA, TIPOUCXOAUT Ha (oHE BbICOKOW akTUBHOCTH CC M COMpPOBOXKIAETCS aKTUBHBIM
CHUHTE30M CTPYKTYPHBIX KOMIIOHEHTOB KJIETOYHBIX CTCHOK.

B psny pacrenuit ot 0Oe3y3opyaThIX 1O CaMbIX Yy30pYaThIX YMEHBIIAETCS
coJiepKaHKe TISIUTFOJIO3bI (TecT panroBoit koppensuuun Crimpmena ¢ = -0.83; p <0.0001).
Tak, y 6e3y30puaTbiX pacTeHUN ¢ HOPMAJIBHOU MPSIMOCIONHOMN IPEBECUHON COMIepKaHUE
1esuiton03sl (45.9 %), B psiay yBEIMYEHHUS CTENEHU y30puyaTocTd oT 1 10 3 3HaueHus

cootBercTBeHHO 41.2 %, 40,9 % u 35,9 % (puc. 27).
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Puc. 27. Coneprxanue meioiio3sl y 6e3y3opuatsix pactenuid B. pendula var. carelica (0
0amtoB) (N=25) u ¢ pasHoi cremeHbio y3opuyatoctd (ot 1 mo 3) (n(1)=19; n(2)=19;
n(3)=7). bamnpl ykazaHel mO ocu aOcuucc. JlaTMHCKUMU OyKBaMU  YKa3aHBI

CTaTUCTUYECKH 3HaYMMBbIe paznuuns mpu P <0.05.

Juddepennmanus npousBoaHbIX kamOus y B. pendula var. carelica B 3onax
Pa3BUTHSI CTPYKTYPHBIX aHOMAJIMM OPOUCXOAUT Ha ¢oHe Huzkoi aktuBHoctu CC
(TFamubuna u mp., 2015a; lanubuna u ap., 20166; Momenckas u np., 2016, 2017).
M30bITOK caxapo3bl BBIBOJWUTCA B amoIUlacT M pacliervisiercss ¢ ydactuem AnlHB.
Bospacranue aktuBHocTu AnMHB B KaMOMalIbHOW 30HE MOXKHO paccMaTpuUBaTh Kak
KOMIIEHCATOPHBIM MEXaHU3M, HANpaBJIEHHBIM HA yCTpaHEeHHE W30bITOYHOTO COACpPKAHUS
caxapo3sbl, UTO BaXHO A nojaaepxanus JJAO Mexay TKaHsIMU U OpraHaMy JPEBECHOTO
pactenust (lamubuna u np., 20196). B manHOM ciydae mporecchl, CBS3aHHBIE C
CHUHTE30M/pacmajioM caxapo3bl M Kpaxmalla, HA4MHAIOT MpeodiafaTb HaJl CUHTE30M
CTPYKTYPHBIX KOMIIOHEHTOB BTOPHYHBIX KJIETOYHBIX CTEHOK. Takas HalpaBlI€HHOCTh
MeTaboyin3Ma XapakTepHa JJiS KIETOK, COXPaHSIOIMMUX >KUBOM TpoToriacT. B ganHOM
CBSI3M CJICyeT OTMETHTh, YTO B aHOMAJIbHBIX yd4acTkax JapeBecuHbl B. pendula var.
carelica BMecTo BOJIOKOH U COCYJIOB HaOJFOIaeTCs aKTHBHAS TUPPEPEHIIMPOBKA KIETOK
3amacalpield  NMapeHXUMBL.  YMeHbIIeHue oTHomieHust aktuBHOCTH CC/AnlHB
KOPpEJIUPYET CO CTENEHBIO Pa3BUTHs CTPYKTYPHBIX aHOMalIMi B KaMOHallbHOU 30HE B.
pendula (Tanmu6una u ap., 20156; Fanubuna u ap., 20166; I'anubuna u ap., 2019a).

KiieTkn nmapeHXxuMbl XapaKTepU3yIOTCsS aKTUBHBIMH JbIXaTEIbHBIMU MPOLIECCAMU,

cnenosarenbHo, B OTL[ oOpasyercss 0osbLIOe KOJMYECTBO CYNEPOKCUAHBIX PATUKAIOB
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(TapudzssnoB u ap., 2011; Jajic et al, 2015), koTopsie MOTyT CIOCOOCTBOBATH
yBenuueHuto aktuBHoctu COJl. ['miokosa, sIBISSACH CUTHAJIBHOM MOJIEKYJIOM, MOXET
WHHUIMUPOBATh aKTUBHOCTH (epmeHToB AOC (Hu et al, 2012), a Takxe
HEMoCpeACTBEHHO B3aumoeiictBoBath ¢ ADK, 00paszys cyOcTpaThl MEpOKCHUIA3HOTO
okucienus (CunpkeBud u jap., 2009). ¥ B. pendula var. carelica B MecTax cTpyKTypHBIX
aHOMalMuil B KIETKaX IMapeHXUMbl HAKAIIUBAETCs OOJBIIOE KOJWYECTBO (PEHOJIOB
(bapunsckast, 1978; Hosurkast, 2008), koropeie Hapsigy ¢ ADK, BICTymarOT B KauecTBe
cyOCTpaToB OKHCIUTEIBHBIX MEPOKCHAA3HBIX W MONMU(PEHOJOKCUAA3ZHBIX peaKlui
(3ampomeros, 1993; Srivastava, van Huyste, 1977; Maksimovi¢ et al., 2008).

[Ipn um3yuenun ce3onHoi auHamuku aktuBHoctu [1O m KAT y pacrenuit B.
pendula var. pendula u B. pendula var. carelica Obuto mOKa3aHo, YTO B TEUEHHUE BCETO
Ce30Ha B KCWieMe aKTMBHOCTh AnIMHB koppenupyer ¢ akTUBHOCTBIO 110 y nm3ydaembIx
pactennii. Bospacranue akTuBHOCTHM ~AnNMHB  CONMpPOBOXKIAETCS  YBEIHMUYECHUEM
coJiepKaHusl CBOOOIHBIX TeKC03, KoTopbie BKitouasch B [1DI] u mukn Kpedca (Savidge,
1996; JloumoB u ap., 2006; Couee et al., 2006; Wellen, Thompson, 2010; Borges et al.,
2017), yuactBytor B cuHTe3e ADK u (QeHONbHBIX COeAMHEHUH, 3amyckas Ielb
dbepmentoB AOC.

Cpean mnpouMx, MHEPEKUCh BOAOPOAA MOXKET HUIpaTh pPOJb TOW CHUTHAIBHOU
MOJIEKYJIbl, KOTOpas obOecrnieunBaeT B3auMocBsA3b (epmeHToB AOC u AnlMuB. OnHa
peryiaupyetr ypoBeHb 3kcnpeccuu PR-renoB (Bi et al., 1995; Pellinen et al., 2002),
KOJMPYIONINX MaToreH-uHaynupyemeie 0enku (PR-06enku, ot pathogenesis related k Hum
otHocsiTcs U I10), KoTOphIe yNpaBIsAOT HECNEeNU(PUUHON YCTOMYUBOCTHIO PACTEHUH K
neiictButo pasnuuHbix GakTopoB (Kinkema et al., 2000; Van Loon et al., 2006; Almagro
et al., 2009). Kak npaBuiio, noBbllieHre ypoBHs 3kcnpeccud PR-TeHOB paccMaTpuBaioT B
CBS3M C BIMSHUEM TATOreHOoB. He Tak JaBHO Ha TpaHCTeHHBIX pacTeHusx Populus
tremula L. x P. alba L. moka3amu, 4Tto y pacTeHHi CO CBEPXIKCIPECCHUCH TI'CHOB,
koaupyromux AnlHB, yBennumBaercs ypoBeHb skcmpeccun PR-renoB (Zhang et al.,
2014).

Ilepexucek Bomopoaa, Hapsaay ¢ Apyrumu ADK, MoxkeT pacxofoBaThCsl HA CUHTE3
aurauna (Oslon, Varner, 1993; Polle et al., 1994; Ros Barcelo, 2005; Michalak, 2006;
Ros-Barceld, Gomez Ros, 2009). Ects nannbie, uto cBepxakcnpeccus rena COJl moxer

NpUBOANTH K akTuBHOM nurnudukanuu (Gill et al., 2010).
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OOHapyXeHHAas B HAIIMX MCCIEAOBAHUSX OoJiee BhIcOKast akTUBHOCTH [10 u [TDO
B y30pYaThbIX TKaHSIX, MOXET OBbITh Kak pa3 OOYyCIOBJIEHAa aKTUBHBIMU MpOIECCaMU
murHAukanuu.  BbpICOKOAaKTHBHBIE  XHMHOHBI,  oOpa3yromiyecss B pe3yJsbTare
NEPOKCUJIa3HBIX M TMOJMHU(PEHOJOKCUAA3HBIX peakluid, MOTyT MOAUPUIUPOBATh U
CIIMBATh OOJIBIIOC KOJUYECTBO MOJICKYJ ¢ Toay4deHreM monumepos (Boudet et al., 2003;
Passardi et al., 2004; Ros-Barcel¢ et al., 2006; Ortega-Garcia, Peragon, 2009; Yang et al.,
2010). Ilpu sTOM OApEBECHEHHE KIETOYHBIX CTEHOK TpaxeadbHbIX M BOJIOKHHCTBIX
AIIEMEHTOB TMPOUCXOAHUT C yYaCTUEM KIIETOK MapeHXUMBI: CHUHTE3UPYIOIIHUECS B HUX
MOHOJIMTHOJIBI 3KCHOPTUPYIOTCS B KIETOUHYIO CTEHKY COCEIHHX OJIPEBECHEBAIOIINX
kietok (Pickett-Heaps,1968; McCann et al., 2001; Mellerowicz et al, 2001, Mellerowicz,
Sundberg, 2008; Schuetz et al., 2013).

B mpenpiaynmx uccienoBaHusX ObUIO MOKa3aHO, YTO B TKaHAX Yy30pyaTou
KCUJIEMBI BBIII€ JKECTKOCTh CTPYKTYpbl KIETOYHOM CTEHKH, IO CpPaBHEHHUIO C
NpSIMOCTIOMHON JIPEBECHHOM, 3a CYeT YBEIWYEHHsS 1011 KOMIIOHEHTOB (DEHOJIbHOU
IPUPOJIBI, KaK B COCTABE JIUTHUHA, TaK U B BUJE MOIMEPEUHBbIX TU(EPYTOBBIX MOCTHKOB
(I'amubuna, Tepebosa, 2014).

[Ipn ompeneneHun coaepkaHus JIUTHUHA OBLUIO OTMEYEHO, YTO y Haubosee
y3op4athix 25-netHux pacrenuit B. pendula var. carelica ¢ 6amiom y3op4yaroctu 3 camas
Bbicokass akTuBHOCTh COJ[, TIO u II®O compoBoxaanack 0o0jee HWHTEHCUBHBIM
CHUHTE30M JIMTHUHA TI0O CpaBHCHHIO C Oe3y3opuyaThiMU pacTteHusiMu (puc. 28).
Conepxxanue nurHuHa y Oe3y3opuatbix pactenuit coctaBmwio 18.1 %, a y Hauboinee

y30puartbix pactenuii 19.8 %.
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16 -

Puc. 28. Conepxanue nurauHa y Oe3y3opuathix pactenuii B. pendula var. carelica (0
0amtoB) (N=25) u ¢ pasHo cremeHbio y3opuatoctd (ot 1 mo 3) (n(1)=19; n(2)=19;
n(3)=7). bamiel ykazaHel 1O ocu abcuucc. JIaTHHCKUMH OyKBaMM yKa3aHBI

CTaTUCTUYECKH 3HaYMMBbIe paznuuns mpu P <0.05.

Bo ¢osme Obina oOHapykeHa KOPPETSIUS CO CTENEHBIO y30pPYaTOCTU TOJBKO
JUIsl OCHOBHBIX (pepMeHTOB BTOpuyHOro Merabonusma — 10 u I[IPO. Kpome Toro, He
NPUCYTCTBYET M TakOW cephe3HOM B3auMocBs3u BHyTpu (pepmentoB AOC, kak Oblia
obHapyxeHa B kcuieme. Otmetum, uto Bo uiodMe akTuBHOCTH [1O u [1DO 3naunTensHo
BBIIIIE, Y€M B KCHJIEME, 4YTO, BEPOATHO, MOXXHO CBSI3aTh C OOJIBIIMM KOJHYECTBOM
(beHoNbHBIX coeMHeHUI BO (i10oMe y apeBecHbIX pacTeHuid (AHToHOBa, CtacoBa, 2000,
2008).

[Ipn onpenenenun conepxkanus (EHONOB B HccIeAyeMbIX oOpasuax ObLIo
0oOHapyXeHO, YTO UX cojepkaHue Bo ¢iodme Oonbmie B 10 pa3 mo cpaBHEHUIO C
kcmemoit. Conepkanue (eHOJIOB B KcwiieMe y 25-ieTHux pactenmii B. pendula var.

carelica coctaBuiio 0.24 %, a Bo ¢aosme 2.4 % (puc. 29).
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Puc. 29. Conepxanue deHonoB y pactenuit B. pendula var. carelica B kcuneme (n=70) u
BO ¢toame (N=70). JlatuHCKMMHU OyKBaMHU yKa3aHbl CTATUCTHYCCKU 3HAUMMBIC Pa3TUYUs

mipu p <0.05.

Ha ocHOBaHMM JaHHBIX MCCIIEIOBAHUI OBLI MPEIIOKEH CIIOCOO KOJTMUCCTBEHHOMN
OKCIPECC-TUAarHOCTHKU «y30p4yaTocTh» npeBecuHbl B. pendula var. carelica mo
onpenenenuto aktuBHocTH ['BIIO B kcuneme (I'anubuna, Hukeposa, 2016).

Takum obpazom, popmuposanue y30puamocmu mecHo CONPSANCEHO ¢ NPOYeccamu
BMOPUUHO20 MemadOIU3Ma Y OpPe8ecH020 pACMeHUsl, YMO OMpaicaemcs 8 nosblueHuUU
axmusnocmu  pepmenmos  AOC. [lonyuennvie OanHble NOKA3AAU  BO3ZMONCHOCHLb
ucnonvzosanusi pepmenmos AOC 6 kauecmee OUOXUMUUECKUX MAPKEPOS Y30pUamocmu

(puc. 30) 6 nepuood akmusHo2o KamMoOUAILHO20 pocma.
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Mr Genka I' CBIPOIi TKAaHU Mr Oenka H,0,/mr Genka TT/mr Genka Mr Genka
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0 0

YID-riioko3a dpykroza IJII0K03a
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CUHTE3A Ue/LNI0I03bl
y 6e3y30pUaThix
pacTeHHI
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40 |
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36
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Puc. 30. Bbuoxumuueckue wmapkepsl y3opuaroct y B. pendula var. carelica (c

WCIIOJIb30BaHUEM JIaHHBIX 10 akTUBHOCTSIM AnHB 1 CC u3 auccepraruu ["anubunoi H.

A.,2018).
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3.4. CooTHOLIEHHE AKTHUBHOCTEl ()epMEHTOB AHTHOKCHIAHTHOH CHCTEMBbI Y
cestHeB ABYX (popm B. pendula

N3BectHOo, uTo (epmentsl AOC BOBJIEUEHBI B PETYJSLUI0 MeTaboiu3Ma Ha
MPOTSDKEHUM Bcero oHToreHeza pacteHus (OKykoBa u np., 1996; IlomoBHHKOBA,
Bockpecenckas, 2008; Jakovljevic et al., 2013; Igbal et al., 2017), nosTomy ux uzydeHue
HEO0OXO0JIMMO Ha Pa3HbIX €r0 CTATUSIX.

AxtuBaiuss AOC, 3aBucsias oT MHOTHX (haKTOpOB, CpPeAu KOTOPBIX BO3PAcT
pacTeHusi, TUIl U MECTO aHAIM3UPYEMOTO KOMIIAPTMEHTA HECET LIEJbI0 BOCCTAHOBJICHHE
JOHOpHO-akmenTopHoro  Oamanca (JAB), wHapymennoro Ha  ypoBue DOTII
BHYTPUKIICTOYHBIX MeMOpaH (Sairam, Srivastava, 2002).

B »TOli CBsI3M BO3HMKAET BOIPOC, Kak BenyT cedst m3ydaeMble pepmentsr AOC,
SBJISIIOLMECS BO B3POCJIOM COCTOSIHUM OHOXMMHUYECKHMMH MapKepaMu CTPYKTYPHBIX
anomaymii 'y B. pendula, B panHem oHToreHe3e? CoxpaHSIOTCSA JIM OOHApY)KECHHBIC
OMOXMMHUYECKHE 3aKOHOMEPHOCTH, KOTJa BHEIIHMX IPU3HAKOB eile HeT? Moxker iu
aKTUBHOCTH M3Y4YaeMBbIX ()EPMEHTOB B JTUCTOBOM ammapare, KOTOPbIi CBsi3aH cO cTebaemM
JAO, sBASTBCS HMHAUKATOPOM ISl OIpPEACNICHUS y30p4yaTOCTH HA PAHHUX CTaJUiX
OHTOTEeHe3a?

JIJis BBISICHEHUSI STHUX BOIPOCOB OBLIO TMPOBEACHO HCCIEAOBAHME AKTUBHOCTHU
dbepmentoB AOC Ha HavalbHBIX dTanax oHTtoreHeza y 1.5 m 3-4-mecsunbix cesHileB B.

pendula var. pendula u B. pendula var. carelica.

3.4.1. Mopgomempuueckue noxazamenu cesanyes

B Bo3pacre 1.5 mecsueB cesnubl B. pendula var. pendula u B. pendula var.
carelica Buemne He ormuuanuch (puc. 31), k 3-4 mecsem cesHipl B. pendula var.
pendula mo mMopdomMerprueckuM ToOKa3aTeasIM MpeBOCXoawIn cesHIbpl B. pendula var.

carelica (puc. 32).
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Puc. 31. Cesnupr B. pendula var. pendula (A) u B. pendula var. carelica (b) B Bo3pacre

1.5 mecses.

Puc. 32. Cesnupl B. pendula var. pendula (A) u B. pendula var. carelica (b) B Bo3pacre

3-4 Mecs1EeB.

Bricota cesniieB B. pendula var. pendula cocraBuia B cpeadem 7.9 cMm, a y B.
pendula var. carelica — 5.2 cm. Macca nuctbeB y cesnieB B. pendula var. pendula (0.41
r) npeBocxoamia TakoByto y B. pendula var. carelica (0.21 r), Takas e TeHIeHIUs ObLIa
obHapyskeHa u a1 maccel cte0sst: 0.13 u 0.06 r — y cesane B. pendula var. pendula u

B. pendula var. carelica coorBercTBeHHO (puc. 33).
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Puc. 33. Mopdomerpruueckue nokasarenu cesuies B. pendula var. pendula (1) (n=15) u
B. pendula var. carelica (2) (n=15) B Bo3pacre 3-4 wmecsneB. Cratuctudeckas

3HaYMMOCTh pasnumanii pu P <0.05 otmedena cumBoioM (*).

3.4.2. Akmusenocms hepmenmoe AOC y ceanues ¢ cmednie u 1UCMO60M annapame

AxtuBHocte COJl B cTebiie Bo3pacrana Mpu YBEIHMYECHHH BO3pAacTa CESHIICB Y
obeux m3yuaeMbix ¢opm B. pendula, B mucte ocraBanach nmpakTU4eCKH HEM3MEHHOM. B
Bo3pacTe 1.5 MecslleB aKTUBHOCTb B JIUCTE Oblla HE3HAUYUTEIHHO BBIIIE, YeM B cTebiie
(puc. 34 A), a B 3-4 Mecsnia — Ha00OpPOT, aKTUBHOCTh B cTebOne Oblia HEMHOTO Oolee
BoicOKOi (puc. 34 B). MUsBectHo, 4uyro HakoruieHue TpaHckpuntoB COJ]
TKaHeCTeIM(PUUHO U 3aBHCHUT OT CTaauu pa3BuTus opranusma (Zhu, Scandalios, 1993).
Bo3spacranue aktuBanoctu CO/l y cesHiieB B cTebie K Bo3pacTy 3-4 MecsIeB MOTJIO ObITh
CBS3aHO C YBEJIMYEHHEM CBOOOJHO-PaJAMKANBbHBIX OKHUCIUTEIbHO-BOCCTAHOBUTEIBHBIX
peakrwmii (ITpanenosa u ap., 2009) npu HKHTEHCUBHBIX POCTOBBIX MPOIECCAX, CBA3aHHBIBX
C OTTOKOM METa0O0JIUTOB U3 JIUCTA.

AxtuBaocte COJ] B nucte He oTMyanachk 3HauuMo y cesHieB B. pendula var.
pendula oboux BO3pacToB: €€ aKTUBHOCTH JOCTUIJIA 3HaueHHus 1.2 yci. en./mr Oenka y
1.5 MecsuHbIX cesiHIIEB 00eux (opM; K Bo3pacty 3-4 MecslleB 3HAYCHHUS aKTUBHOCTH
COJ cramu 1.4 u 1.2 ycn. en./mr Oenka — y cesnueB B. pendula var. pendula u B.
pendula var. carelica coorBerctBenHo (puc. 34). [Ipu yBenwueHHH BO3pacTa B JIUCTE Y
nByx dopm B. pendula 3akoHomepHocTH, HaOMOJacMble B U3MEHEHHSIX aKTHBHOCTEH

HN3Yy4aCMBbIX (bepMeHTOB, AHAJIOTMYHBIC. TIpU OYCHb HC3HAYUTCIBbHOM BO3paCTaHUH
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aktuBHOCTH COJ] ormeuaercs nonmxkeHue aktuBHOCTH KAT, T1O u IIDO. Tak, y
cesuies B. pendula var. pendula akrusaoctrt KAT, I1O u I1I®O B jrcTe yMEHBIIHINCH B
2.5, 6.3 u B 1.6 pa3a coorBerctBeHHO. AKTUBHOCTh KAT cHm3miace ¢ 1563 mo 631
MKmoab H2O2/mr Oenka, aktuBHocTh 110 ¢ 65 1o 10 mxmoabs TI'/Mr Oenka, a akTHBHOCTD
[M®O co 109 ycn. en./mr Oenka mo 67 ycn. ex./mr oenka. Y cesuier B. pendula var.
carelica aktusnoctu KAT, I1O u I1I®O B nucte ymensinminch B 2.3, 3.7 u B 1.4 pasza
coorBeTcTBeHHO. AKTUBHOCTh KAT cHm3unaces ¢ 1653 go 708 mxmons H2O2/Mr Oenka |,
aktuBHOCTH [10 ¢ 33 10 9 mxmons TI'/mr Genka, a aktuBHOCTH [IDPO co 97 yen. en./mr

oenka g0 70 yci. ex./mr G6enka (puc. 34).

2 o1 COd 2000 r a KAT 200 r no 400 - oo
. a
m2
a 1500 *F 150 ~ 300
a
a
1t 1000 b 100 - , 200
b a
a
500 s0 | |t] P 100 | b ab
Cc
0 0 0 0
1.5 3-4 15 3-4 1.5 34 1.5 3-4

Puc. 34. AxtuBHocte COJI (ycn. en./mr Oenka), KAT (mxmoms H202/mMr Genka), I1O
(mxmonbe TI'/mr Genka) u [IDO (ycn. ex./mr Genka) B jucte y 1.5- u 3-4-MecsuHBIX
cessrieB B. pendula var. pendula (1) (n=12) u B. pendula var. carelica (2) (n=12).

JlaTuHCKMMU OyKBaMU yKa3aHbl CTATUCTUYECKU 3HaunMMbIe pa3ianuus npu P <0.05.

B crebne y o6enx n3yuaembix popm aktuBHOCTh COJl Bo3pactaer mpu pocre: y B.
pendula var. carelica B 1.6 pa3za, y B. pendula var. pendula — B 1.7 pa3za (puc. 35).
AxtuBHocth KAT, B CBOIO ouepenb, HE3HAUUTEIILHO CHUXKaeTcsa. Y cesHien B. pendula
var. pendula aktuBrocth KAT cocrasisier 717 u 503 mxmons HoOo/mr Genka y 1.5- u 3-
4-MecSTYHBIX CEeSTHIIEB COOTBETCTBEHHO. Y cesiHieB B. pendula var. pendula stu 3nauenws
764 u 521 wmxmons H202/mr Oenka coorBercTBeHHO. OJHAKO 3aKOHOMEPHOCTH,
HaOmonaemeie y 10 u T1DO, otnnuarotes. AktuBHocTh 110 y cestHuieB B. pendula var.
pendula camxaercs co 149 no 36 mxmonb TI/Mr Genka, a [IOO ocTaercs mpakTUYECCKH
HeM3MeHHOU: 3HadyeHuss npu 1.5 u 3-4 mecsmax 210 m 201 ycn. en./mr Oenka
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cooTBeTcTBeHHO. Y cesHieB B. pendula var. carelica, nanporus, aktuBHOCTh [1O He
otimuaercs: 3HadeHust 110 u 113 mxmons H2O2/mMr 6enka mpu nepexojie Bo3pacta oT 1.5
K 3-4 mecsuaM. AktuBHOCTh [1PO Bo3pacTaet u cocrasisger 198 u 312 yen. en./mr Genka

COOTBETCTBEHHO (puc. 35).

2 ‘m1 con 2000 - KAT 200 - g3 no 400 - H®O
b b
m? a 8
1500 *F 150 - 300 | a
a
al a
1t 1000 - 4 4 100 | 200 |
b b b
500 * 50 + 100
0 0 0 Y 0
15 3-4 15 3-4 15 3-4 15 3-4

Puc. 35. AxktuBHocte COJl (ycn. em./mr 6enka), KAT (mxmoms H202/mMr Genka), I10
(mxmons TI'/mr Genka) u [1DPO (ycn. ex./mr Oenka) B crebne y 1.5- u 3-4-MecsTUHBIX
cesuieB B. pendula var. pendula (1) (n=12) u B. pendula var. carelica (2) (n=12).

JlatnHcKMMU OyKBaMH yKa3aHBI CTATHCTUIECKH 3HaUYUMBbIe pasnuans mpu P <0.05.

OTMeTUM pa3HHUIly B aKTUBHOCTH (DEPMEHTOB MEXAYy M3ydyaeMbIMuU ¢opmamu B.
pendula. AkTuBHOCTh (DEpPMEHTOB B JHCTE HE OTIWYAIACh MEXIy (GopmMaMu B pa3HOM
Bo3pacTe. OTnuuMs BBISIBICHBI €AMHUYHO: akTUBHOCTh [1O Oblia 3HaunMo Huxe (B 2
pas3a) y cesuieB B. pendula var. carelica o cpaBuenuto ¢ cesaiiamu B. pendula var.
carelica B Bo3pacte 1.5 mecsitieB (puc. 34).

B crebne wmaGmomaem uHyro kaptuHy. K Bo3pacty 3-4 MmecslieB OTau4us B
aktuBHOCTH [10 1 [1DO craHOBATCS 3HAYUMBIMUA. AKTUBHOCTh 000MX (PEPMEHTOB BBIIIIE
y cesuieB B. pendula var. carelica: gms I1O B 3.2, migs I[IOPO — B 1.6 pasa
COOTBETCTBEHHO (puc. 35).

Nzyuenne pepmentoB AOC Ha HayalbHBIX ATanaX OHTOTE€HE3a BBISIBUIIO OTIUYUS
B paclpejielieHud WX aKTUBHOCTH MEXKIY CEsSHIIaMHM pa3HOro Bo3pacTa. Tak, B crebiie
1.5-mecsunbIx cesHIeB Y pactenuit B. pendula var. carelica u B. pendula var. pendula
aktuBHocTH COJl, KAT, IO u [I®O 3HauumMo He oTiauwvanuck. B crebne y 3-4-
MECSYHBIX CESIHIIEB pacrpenencHue akTUBHOCTH (pepmeHToB AOC OBLJIO aHAJIOTHYHO
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TOMY, YTO HaOJFOANIN Y B3POCIBIX pacTeHui, a uMeHHO: akTuBHOCTH [10 u [1IDO OpuH
BhIlIE y cestHIieB B. pendula var. carelica.

Takum oOpaszoMm, ctebenb cesnieB B. pendula x Bospacty 3-4 mecsieB, koraa
BUJUMBIEC MPU3HAKH PA3BUTHUS aHOMAIIUU €Ille, KOHEYHO, OTCYTCTBYIOT, OMOXUMUYECKU
OTpakaeT Iepexoj]] MeTadOIMYEeCKHX pEaKUUil B  HaNpaBJI€HUUM aAHOMAJIBLHOTO
kcusoreneza. OTMeTHM, 4YTO akTUBHOCTh AmnMHB, koTopas He oTiuyaercs y 1.5-
MECSYHBIX CESHIICB 00CHX M3y4aeMbIx ()OpM, CTAaHOBUTCS BhIIE y cesHieB B. pendula
var. carelica x Bo3pacty 3-4 mecsmeB B crebie (puc. 36), uTO, BEpOSITHO, SABISCTCS
npuurnHOi mocneayrouero nosbimeHus Takke U 110 u [1PO. OTrMeyaeTcss TOHMKEHUE
aKTHBHOCTH ()epMEHTA MPU POCTE CESHIIEB U B JIUCTE, U B cTebine y cesmeB B. pendula
var. pendula, uro cornacyercs ¢ Temu xe uamenenussMu KAT u I10 (puc. 34, 35). Kpome
TOTr0, MapasuieabHoe NoHmwxkeHue akTuBHocTU [10 u AnlHB B ctebie npu pocTe cestHIeB

HaOmomaercs y B. pendula var. pendula (puc. 35, 36).
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Puc. 36. AktuBHOCTh ATIHIHB B nucte (A) u ctebne (b) y 1.5- u 3-4-Mecs4HbBIX CesHIIEB
B. pendula var. pendula (1) (n=12) u B. pendula var. carelica (2) (n=12). Jlatuackumu

OyKBaMH yKa3aHbl CTATUCTUYECKHU 3HauMMbIe paznuuus npu p <0.05.

AxtuBHOCTE KAT He mokazana OTIMYMN y HCCIEAYEMBbIX pacTeHud. MOoKHO
NPeoI0XKUTh, uTO y cesHueB B. pendula var. pendula sto cBuumerenbcTByeT 0

Hp€O6JIaJIaHI/II/I KaTajaa3Horo nyTH PacCHICIIICHUA MEPEKUCHU BOOOpOaA, 4qTo
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MOJNTBEPIKAAaeTCA 3areM Oosiee HU3KOW akTuBHOCTHIO [IO  BBUAY OTCYTCTBUS
HEOOXOMMOCTH B HEWTpajM3aluu TepeKucu Bomopona. Y cesuieB B. pendula var.
carelica B HelTpanu3anuu mepexkucud Bogopoaa 3aaerictBoBanbl U KAT, u TIO.
OOpa3zoBaBmmecs B X0/1€ MEPOKCHIA3HOW peaKIuy MOJM(EHOIBI BCTYNAIOT B PEAKIUIO
NOJU(PEHOIOKCHIA3HOTO OKUCIICHUSA. BeposSTHO, 3/71eCh MMEET MECTO BHYTPHKIIECTOYHOE
noBbIlIeHne akTHBHOCTH [1DO, KoTOpas BKIIOYAETCS B METa0OIU3M KaCKaJOM peakInii
depmentoB AOC, u, B JaHHOM Ciyyae, HE CBsi3aHa C Pa3IUYHBIMH PEAKIUSIMU
HOBPEKICHHUS, KOTOpBhIE OOBIYHO BBI3BIBAIOT €€ BBICOKYH akTuBHOCTH (TOivonen,
Brummell, 2008).

VY 3-4-mecsunbix pacrenuii B. pendula var. pendula Gomee HH3Kas aKTHBHOCTB
dbepmentoB AOC koppenupyer ¢ 0ojiee aKTUBHBIMU POCTOBBIMU Tpotieccamu (puc. 33,
34, 35). AkruBanus xe pepmenroB AOC y cesuueB B. pendula var. carelica toro xe
BO3pacTa CBHJICTEIILCTBYET O MEPEOPUCHTAIIMH Ha MPOIECCHl BTOPUYHOTO METa0oIHM3Ma,
YTO KOPPEIUPYET CO CHIKEHUEM TeMIToB pocTa. [1O u3MeHseT CBOI0 aKTUBHOCTD B XOJI€
oHToreHe3a pacteHus (AHapeesa, 1991; Koparom u mp., 2003; Passardi et al., 2005).
[Mpennonaraercs, uro BbicOKHe 3HaueHUs akTUBHOCTH [1O u [1DPO moryt moHWXKarthb
UHTEHCHBHOCTB pocToBbIX mpomeccoB (Laukkanen et al., 1999). Bce st dakror
TIOJITBEPKAAIOT paHee OOHAPYKEHHYIO Y B3POCIBIX PAaCTEHUH OOPATHYIO KOPPEISIUIO
MEKIy POCTOBBIMH TPOIECCAMH M TEPOKCHIA3HON aKTHBHOCTHIO B TKaHSIX CTBOJIA
(Tammbuna u ap., 2013).

Panee npu u3yuenun cesiaie B. pendula var. pendula u B. pendula var. carelica
B BO3pacTe 5 MecsIeB ObLI0 oKa3aHo, uTo y pactenuit B. pendula var. carelica Beicokue
3HAYCHUS aKTUBHOCTH AmNMHB CHOCOOCTBYIOT HAKOIUICHHIO OOJIBIIIOIO KOJUYECTBA
reKCcOo3 B aKIENTOPHBIX OpraHax M 3amacHbIX MerabonutoB (MorneHckas u ap., 2016).
JlaHHOE UCCIIeZIOBaHUE IMOKA3bIBACT, YTO OMOXUMHUCCKAE M MOJICKYJISIPHBIC pPa3iIuyus
HAYMHAIOT HaOM0IaThCs MeXay pacTenusmu B. pendula var. pendula u B. pendula var.
carelica eme B 6ojiee paHHEM BO3pacTe, HAUMHAsI C 3 MECSIICB.

Taxum obpazom, noxazarno, umo gpepmenmor AOC mozym dvimv duoxumMudecKumu
Mapkepamu HOpMaibHo20 u anomanbHo2o kcunoeenesa y B. pendula var. carelica yowce na
PAHHUX Ccmaousix OHMO2eHe3d, Ko20a GUOUMble NPUSHAKU AHOMANbHOU Opesecumbl,
KOHeuHo, omcymcmsyrom. Ilpomexkanue npoyecco8 HOPMAIbHO2O — KCULO2eHE3d,

CBA3AHHO20 C 00pA308aHuUeM NPAMOCIOUHOU OpeBecunsl, COnpsaxceHo ¢ 0Oonee
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UHMEHCUBHLIMU POCMOBLIMU  npoyeccamy. AHOMANbHLIL KCUNO2EHe3 CONPAJICEH C
AKMUBHLIMU NPOYECCAMU 8MOPUYHO20 Memaboiusma, umo noomeepicoaemcs Oofee

svicokol akmusnocmoio pepmenmos AOC y cesnyes B. pendula var. carelica.

3.5. AxrtuBHoctb ¢epmentoB AOC B JHCTOBOM amnmapare KakK BO3MOKHBII
HHJAUKATOP PaHHEe#l INArHOCTUKH 00PAa30BaHNs Y30P4YaTOi ApeBeCUHbI
Nzyuenne axktuBHOCcTH (hepMeHToB AOC, KOTOpBIE, BO3MOXHO, MOTYT HMETh

MHINKATOPHYIO POJIb B cTe0JIe YK€ B paHHEM OHTOT€HE3€ MPU PACCMOTPEHUH MPOLIECCOB

HOPMAJbHOTO W aHOMAJILHOTO KCHJIOT€HE3a, B JIUCTE MPUOOpEeTaeT 0co0oe 3HaueHUeE.

Jluct dyukuonupyer B nenoctHoit cucteme JJAQO. AkuentopHsie 30HBI (30HBI POCTa

WIM 3amacaHusi), B ClIy4yae W3Y4YECHMs JPEBECHBIX pPACTEHUN — 3TO (QOopMUpPYIOIIHECS

CTBOJIOBbIE TKaHH, MOJYy4YalOT ACCUMMJIATBHI, KOTOpbIE OOpa30BaJIUCh B JIUCTE B XOJ€

Pa3JIMYHBIX MPOILIECCOB KU3HEICATENBHOCTH (HampuMmep, (GOoToCMHTE3a W JAbIXaHHS)

(IOensskua  w  ap., 2016). IlpeamonoxurenabHo, akTHBHOCTH (epmeHToB AOC,

ompejenseMas B JHCTOBOM armapare, Morjia Obl cTaTh YJOOHBIM OHOXMMHYECKUM

MapKepOM JUIS UICHTU(UKAIIMH POIIECCOB HOPMAILHOTO M aHOMAJIbHOTO KCUIJIOTeHE3a.
Pesynbratel, onucanusie B pazaene 3.4.2., moka3and, 4to akTuBHOCTH 10 y 1.5-

MECSIYHBIX CCSHIICB B JIUCTE BbINIe, 4eM y cesHueB B. pendula var. carelica toro xe

Bo3zpacta. K Bo3pacty 3-4 MecslleB 3HAYMMBIX OTIMYUNA OOHApyX eHO He ObLIO.

BeposatHo, 3TO cBsi3aHO C HEOOXOJUMOCTBIO Ppa3/ElCHUs JIMCTOBOIO ammapara o

CTaJMSIM Pa3BUTHUS JIMCTA, TaK KAaK y CESHIIEB pPa3HbIX (OPM COOTHOIICHHUE JUCTHEB

pa3HbIX pa3MEpPOB HE OJIMHAKOBO.

3.5.1. Akmusenocmo hepmenmos AOC ¢ nucmosom annapame y ceanyes 08yx gopm

B. pendula

Jlns BepuduUKalMM BBICKA3aHHOM TUMOTE3bl OBUIO TMPOBEACHO HCCIEIOBAaHUE
aKTUBHOCTH mnepekuch-pacmemsiionmx ¢epmentoB (KAT wu I10) y 10-mecsanbix
cesaies B. pendula var. pendula u B. pendula var. carelica Ha pa3HbIX cTaausX pa3BUTHS
JUCTA.

Bce nccnenyemple TUCThS HAXOAWINCHh BO BHEIIOYEYHOM IEPUOJIE PA3BUTHSA, OHU
uMenu GopMy, XapakTepHYIO JJIs B3pPOCIOr0 PacTeHHs, HO CYIIECTBEHHO OTIMYAIIUCh

pasmepamu. [l amanmmsza oTOMpanm JUCTBS, OONamarolnue HauOOIbIICH TMHON
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JIUCTOBOM TUTACTUHKH, KOTOpas COCTaBWwiIa 7-8 CM. DTU JUCThA ObUIM OTHECEHBI K |V
ctaauu pa3BuTus. OcTalbHBIC CTAIUN BBIJICSIN B MPOIEHTAX OT JJIMHBI HauOOJBIIETO
mucta (75, 50 u 25 % cooTBeTcTBeHHO). TaK, TUCThSA, IJTMHA KOTOPBIX cOCcTaBmwia 5-6 cMm,
ObLTu oTHEeceHBI K |11 cramuu pa3BuTus, mUcThbs JuymrHOM 3-4 cMm — ko |l ctaguu, 1-2 cM — K

| craguu (puc. 37).

Puc. 36. Buemnuii Bun nuctheB cesHieB B. pendula var. pendula (A) u B. pendula var.
carelica (b) | - IV cragmii. | ctagust — muct 1-2 cm, Il cragus — nmuct 3-4 om, 1l cragus —

JHCT 5-6 cm, IV cragus — auct 7-8 cwm.
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KomnuectBo nmuctheB y cesHieB B. pendula var. carelica Oputn Oosblie, yeMm y
cesane B. pendula var. pendula. Kpome toro, y B. pendula var. carelica nucrosoii
ammapaT ObLJT PABHOMEPHO MPEJICTABICH JHCThSIMUA BCEX M3YyYaeMBbIX CTaHil pPa3BUTHS, a
y B. pendula var. pendula monoasie auctbst (II u ocoberno | cramguit) BCTpedaancCh
CTUHUYHO, ¥ BO30OHOBJICHUE JIMCTOBOTO arllapara MPOMUCXOAUIO0 HE TaK HHTCHCUBHO.

B pesynbTare mpoBelCHHBIX U3MEPEHHI YCTAHOBIEHO, YTO y O0CHX H3ydaeMbIX
¢dopm B. pendula karanaznas akTHBHOCTP B JIMCTBSX 3HAYAMO BO3pacTayia MpH MEPexoe
ux ot [ k IV cranguu pa3BuTHs, TO €CTh C YBSJINYCHUEM JTHHBI JTMCTOBOM IIACTHHKH: Y
cesanes B. pendula var. pendula r = 0.83 (p = 0.00012), y cesunes B. pendula var.
carelica r =0.92 (p <0.0001) (puc. 38).

1200 r C |:||

1000 all
mill

800 - ¢
mv

KAT, mxmons H,O,/mr 6enka
(2]
o
o

200 -

pendula carelica

Puc. 38. AxtuBHocth KAT B nmucthsx, ornudatonuxcs craaued pazsutus (I1-1V) (n(1)=5;
n(11)=8; n(l11)=8; n(IV)=6), y 10-mecsunbix cesuies B. pendula var. pendula u B.
pendula var. carelica. | cragus — auct 1-2 cwm, |l cragus — nmuct 3-4 cm, I cragust — nucr
5-6 cMm, IV cragus — muct 7-8 cm. JlatuHCKMMH OyKBamMHM YyKa3aHbl CTaTUCTHYECKU

3HaunMMble paznuyus npu p <0.05.
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VY cesnues B. pendula var. pendula ona usmensiace B auamna3one ot 93 go 909, a
y B. pendula var. carelica — ot 26 mo 638 mxmone H2Oz/mr Genka. B wactHocTH, ¥y B.
pendula var. pendula mpu mepexoje imcTa U3 MEPBOM CTAJWU BO BTOPYIO aKTHBHOCTH
KAT Bo3pactana B 3.8 pa3za; mexnay |l u lll cranusamu ona yBenmumBaiacek B 1.8 pasa, a
mexay I u IV cragusamu 3HaunMo He u3MeHsiach. Y cesHies B. pendula var. carelica
aktuBHOCTh KAT Mexny cragusmu passutus aucta | u Il [1 u [, 1l u IV Bo3pacTama B
4.7,2.5 u 2.1 paza cooTBeTcTBeHHO (puc. 38).

CpaBHHUTEIBHBIA aHAIHW3 IOJYYCHHBIX PE3yJbTATOB TO3BOJMI YCTAaHOBUTH, UYTO
aktuBHOCTH KAT B nucthsix B. pendula var. pendula na Bcex cramusx pasBuTHs, KpOME
IV, Obuta 3Haummo BbIIE, YeM y cesHneB B. pendula var. carelica. Ilpu atom
YBEJIMYCHHUE KaTaja3HOW aKTHMBHOCTH OT MOJIOJIOTO K 3penomy aucty y B. pendula var.
carelica mpoucxomuiao Oosiee AMHAMHUYHO. B dYacTHOCTH, aKTHBHOCTH (epMeHTa B
JMCTBSAX JTMHON 1-2 cM, TI0 CpaBHEHUIO C JIMCThSIMU JUTMHON 7-8 cM, y B. pendula var.
carelica 6buta HIKe B 24.5 pa3, a y B. pendula var. pendula — Bcero B 9.8 pasa. Ilpu
YBEJIMUCHUHU pa3MEpOB JINCTa OTMEUYCHHas pasHuia mexay B. pendula var. pendula u B.
pendula var. carelica camxainack. Tak Ha niepBoii ctaguu akTuBHOCTh KAT y cesaies B.
pendula var. pendula 6rsuta BhInIe, yem y cestaiieB B. pendula var. carelica B 3.6 pasa, Ha
BTOPOi cTaguu — B 2.9 pa3a, Ha TpeTbel craauu — B 2.1 pa3a, a Ha YETBEPTOM CTaUU U
BOBCE 3HAUYMMO HE OTIIUYANIACH.

PaccmoTpuM  3aKOHOMEPHOCTH U3MEHEHHSI TMEPOKCUAA3HOM aKTHUBHOCTU. B
pe3yJiibTaTe MPOBEICHHBIX M3MEPEHUN YCTAaHOBJICHO, YTO y 00eux m3ydaeMmbix (popm B.
pendula mepokcumasHas aKTHMBHOCTh B JIUCThSIX YObIBaJla C YBEIMUYCHHEM JUIMHBI
JMCTOBOW IUIACTHHKH: y cestHieB B. pendula var. pendula r = -0.56 (p = 0.015), y
cestiieB B. pendula var. carelica r = -0.45 (p = 0.044). V cesnnes B. pendula var.
pendula ona m3mensuiack B muanasone ot 93 mo 22 mxmons TI'/Mr Genka, a 'y B. pendula
var. carelica — or 35 10 16 mxmons TI'/mr Genka. B wactHocTH, y B. pendula var.
pendula aktuBHOCTH [1O 3HaUMMO CHMXKAAch B 3 pas3a TOJIBKO IpH repexoje oT | craaun
mucta K |1 u B 4.2 pasa ot | cragum nucra k 1V, a 'y B. pendula var. carelica — tonbko ot
| cramum x IV — B 2.2 paza (puc. 39). OcranpHble MEPEXOAbl MEXKIY CTAIUSIMU ObLIH HE

3HA4YUMBI.
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Puc. 39. AxtusHoctb 10 B mucthsx, ommyarommxcs craauei pasutus (1-1V) (n(1)=5;
n(1N=8; n(111)=8; n(IV)=6), y 10-mecsaunbix cesuneB B. pendula var. pendula u B.
pendula var. carelica. | cranus — nmucr 1-2 cm, |l ctagust — auct 3-4 cm, 1 ctagus — auct
5-6 cm, IV cragus — muctr 7-8 cm. JlaTuHckuMU OyKBaMM yKa3aHbl CTaTUCTHYECKHU

3HauuMmbie paznuaus rnpu P <0.05.

AxrtuHoctb 10 B mucthsax B. pendula var. pendula 6pi1a 3HaunMo BbIIIE, YEM Y
cesuieB B. pendula var. carelica toneko Ha | craguu. YMeHbIIeHUE TEPOKCHIA3HOM
AKTUBHOCTH OT MOJIOJIOTO K 3PEIIOMY JIUCTY 00Jiee TUHAMUYHO TPOHMCXOMIIO, HAPOTHB,
y cesiHieB B. pendula var. pendula, no cpaBaenuto ¢ aktuBHOCTHIO KAT.

[Tpu yBenmuueHWH pa3MepoB JIMCTA OTMEUCHHAs pasHuila mexay B. pendula var.
pendula u B. pendula var. carelica camxkanach, kak u npu u3ydeHur aktuBHocTH KAT.
Tak Ha mepBoit craguu aktuBHOcTh I1O y cesnue B. pendula var. pendula 6suta
3HAYMMO BBIIIIE, yeM y cestHiieB B. pendula var. carelica B 2.7 pasa.

AHanu3upyst noiaydeHHsle JaHHble 10 akTUBHOCTU KAT u I1O B MUCTBAX CEsHIIEB,
MOYXHO 3aKJIOYUTh, YTO HAWIYYINYK HHIMKATOPHYIO poib mokazana KAT. Pazmuuus
MEXIy wu3ydaembiMu ¢Gopmamu B. pendula w cragusvu pasBuTHsS JHcTa O €€
AKTUBHOCTH B OOJIBIIMHCTBE CPABHHUBACMBIX MMap JOCTOBEPHbIC. Y MHOTHX PACTCHUI

aktuBHOCTH pepmMeHToB AOC BO3pacTaroT OT MOJIOJOrO JucTa K 3penomy (Prochazkova
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et al., 2001), 9Tro cBs3aHO C yBENWYEHHEM YpPOBHS [bIXaHWS W 3aTpaT JHEPIHH Ha
meTabomusm (Maseii u ap., 2009; Sairam et al., 2003). M3BecTHO, YTO Ha paHHUX JTalax
oHTOreHe3a, ocooeHHo BakHa posib KAT (Willekens et al., 1995). Beicokue mokasaresnu
aKTUBHOCTH 3TOTO (hepMeHTa HAOII0JaI1 UMEHHO B MOJIOJIBIX JKU3HECTIOCOOHBIX OpraHax
u TkaHsx pacrenuit (Kapaces u ap., 2015).

B pesynbraTe Halero ucciae0BaHus YCTaHOBIICHO, 4TO y cesHIiieB B. pendula var.
pendula u B. pendula var. carelica Bo3pacranue aktuBHOCTH KAT KOppemupoBaio ¢
yBeIMUeHUEeM JUIMHBI Jiucta. C OJHOM CTOPOHBI, 3TO MOXET CBUIETEIBCTBOBATH 00
MHTEHCU(UKAIIMKA TIPOIECCOB JbIXaHUSI U (OTOCHUHTE3a, a C JPYroil CTOPOHBI, JOTUYHO
cBs3aHo ¢ HakoruieHueM ADK, conep:kaHue KOTOPBIX YBEJIMUMUBAETCS 110 MEPE CTapEHUS
JHUCTA.

Onpenenenne KaTalaa3HOM aKTUBHOCTH B JIMCTOBOM almapaTe HMMeEeT o0coboe
3HaYeHUE C TOYKHU 3peHHs (QYHKIIMOHUPOBaHM JHcTa B menocTHou cucreme JJIAO. Ha
ypoBHe 1enoro opranusma J[Ab perymupyercs 3a cueT YCWICHHS MOTpeOIeHUs
aKIENTOpaMy aCCUMUJISITOB Ha Pa3HBIX YPOBHSAX CTPYKTYypHOU opranuzanuu (Kimumos,
1987, 1997; KnumoB u np., 1990). AkuentopHsie 30HbI (30HBI POCTa WM 3allacaHus), B
HalleM ciy4yae — 3TO0 (OPMHPYIOUIMECS CTBOJOBBIE TKaHHW, MOJYYarOT ACCUMUIISTHI,
KOTOpbIe 00pa3oBaiuCh B IHCTE B X011e (hoTocunTtesa u aeixanus (Lenskun u ap., 2016).

Tort ¢akr, yTo pazHuLa B aKTUBHOCTH KaTtajia3bl Mexxay | u IV cranuamu pazsutus
nucta y cesHieB B. pendula var. carelica 3naunTenbHO NMPEBHINIACT TAKOBYIO Y CESIHIICB
B. pendula var. pendula, MmoxxeT cBUIETEILCTBOBATH O 00JIeC MHTCHCUBHOM MPOTCKAHUU
y Hee MeTaboIMYecKHX MPOIECCOB B CBA3U C JOHOPHOW (yHKIMEH nucta. BusyanbHo
uszydeHHbsle cesHibl B. pendula var. carelica umenu Oosbiie JTUCTBEB, OCOOCHHO
MOJIOZIBIX, TIO cpaBHEHUIO ¢ cesHiamu B. pendula var. pendula. K tomy sxe oHTOreHes3
mucta y B. pendula var. carelica mporekan Owsictpee, uem y B. pendula var. pendula. ¥
cesareB B. pendula var. pendula u B. pendula var. carelica B Bo3pacTe HECKOJBKHX
MecCsIeB B CTeONe BBIABICHBI pa3nuuus Mojenei pacmpenenenus aktuBHoctu CC u
AnWHB, rnaBHBIX (QepMEeHTOB yTunuzauuu caxaposbl (Momenckas, 2016). Tak, Bo
¢oome 2-netHux cesHnes B. pendula var. carelica, mo cpaBuenuro ¢ B. pendula var.
pendula, conepskanue caxaposbl ObuT0 BhIIe (["anubuna u ap., 2014).

OTmeTuM, YTO B pacTeHHsX CBs3b Mexay oOpasoBanuemM A®DPK wu

dbotocuHTeTHUECKMM MeTabonm3mMoM odeHb BaxkHa (Rossel et al., 2002). AxtuBnas
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dboTocuHTETHYECKAST JEATEIBHOCTh B JIUCTHIX MOXET HHIYIIUPOBATH AKKYMYJISITHIO
pactBopuMbix caxapoB u A®K. Ilporecchl crapeHus: TUCTa CBSI3aHBI C BPEMCHHBIMH
BBICOKUMHU YPOBHSIMH pPAaCTBOPHMBIX CaxapoB, COMPOBOXKIAIOIINX BBICOKUE TEMITbI
okucnuTenbHbIX peakiuit (Couée et al., 2006; Ramel et al., 2009).

Taxum obpaszom, B. pendula var. pendula u B. pendula var. carelica na nauanvnoix
cmaousax onmoeenesa pasnudaromes no akmusnocmu 110 u, ocobenno, no akmusHocmu
KAT 6 nucmosom annapame. Jlanuvie 3aKOHOMEPHOCMU MO2YM Jledb 6 OCHOBY
pepmenmamuenou duacHocmuKku npusHaka ysopuamocmu opesecunvt y B. pendula e
panHeM — OHMO2EeHe3e, K020d 6HEeWHUe NPU3HaKu omcymcmeyiom. Bvickazano
NPeOnonodceHue, Ymo JUCH  MOdNCem UCHOIb308AMbCS KAK OpeaH NepeuyHou
OUACHOCMUKU OJI51 8bIAGIEHUS NPEOPACNOIONCEHHOCIU K BO3HUKHOBEHUIO CIPYKMYPHbIX
anomanuti y B. pendula. Oonaxo ocobenno cmoum obpamume énumanue wa mo, 4mo
CPABHUBAMb  AKMUBHOCMb (DEPMEHMO8 6 JUCMOBOM annapame Nnpeocmasisiemcs

BO3MOMNCHBIM MOJbKO, ecau jJucm HAX00Umcsi Ha 0OHOU cmaouu paseumusl.

3.5.2. Akmusnocme AOC 6 nucmoeom annapame y 63POCIbIX 0e3y30puUamvix U
y3opuamuix pacmenuii B. pendula var. carelica

Panee OBUIO SKCIEPUMEHTAIBHO IOKAa3aHO M OOOCHOBAHO TO, YTO JIMCTOBOU
anmnapar, ydactByromuid B ¢opmupoBanun JJAO ¢ TKaHAMM CTBOJIA, TaKXKe€ OTpa)XKaeT
pa3nuuHbIi MeTabonuveckuii cratyc cesHieB B. pendula nByx ¢opm — B. pendula var.
pendula u B. pendula var. carelica. [Toaromy BcTam Bompoc, COXpaHsSETCS JIW JaHHas
MeTaboIu4ecKast 3aKOHOMEPHOCTD B JINCTOBOM ammapaTe y B3pOCbIX PaCTeHUM?

JI7is OTBETa Ha 3TOT BOIPOC B JIUCTHSAX C YKOPOUCHHBIX TOOCTOB (OpaxnuoOIacToB) y
25-netHux Oe3y3opyaThix W y3opuarbix pactenuid B. pendula var. carelica B nepuon
aKTUBHOT'O POCTAa HM3yYWJIM aKTUBHOCTh BCETO0 KOMIUIEKCAa HCCIeNyeMbIX (DepMEHTOB
AOC. B omimume oT aykcwOIacTOB, KOTOPBIC BBIHYKICHBI TPATHTH OONBIIYO YacTb
pecypcoB Ha COOCTBEHHBIH pOCT, OpaxuOmacTsl HMEIOT OBICTPBIE CKOPOCTH
arcTooOpazoBaHus. MIX OCHOBHAs UX POJIb 3aKIFOYAETCS B 00CCIIEYCHUN aCCUMUIISITAMU
BTOPUYHOTO KaMOMalbHOrO pocTa BeTBeW M TkKaHeu ctBoyia (HuxomaeBa, HoBuiikas,
2007; Nikolaeva, Novitskaya, 2009). Y3opuatsie pacrenus B. pendula var. carelica npu

HCCICOAOBAHUN HE pasaCiIAiIn 110 OaaM Yy30p4aTOCTH.
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AxtuBHocte CO/l y Ge3y3opuarbix pactenmii coctaBmia 8.1 ycin. en./mr Oenxa,
IIPU 3TOM Y y30p4aThiX 6.5 yci. en./mr 6enka. AktuBHOCTh KAT nmena 3Hauenus 573 u
457 mxmonbe H202/mMr Genka y 6e3y30pyaThiX M y30pUaThIX PACTEHUI COOTBETCTBEHHO.
AxtuBHocTh IO coctaBunma 4.3 u 2.5 Mmxmons TI/Mr Oemka y 0Oe3y30puarbix H
y30puaThIX pacTeHUI cOOTBETCTBEHHO. AKTUBHOCTH [P0 y y30puathix pactenuit (2149
yCI1. el1./Mr Oenka) Oblja IpUMEPHO B 2 pasa BhIIIe, YeM y O0e3y30opuarsix pacteruit (1049

yciL. ex./mr 6enka) (puc. 40).
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Puc. 40. AxktusHocts CO/l, KAT, I1O u I1®O B nucthsx OpaxubiaacToB y 6e3y30puaThix
(0 6ammon) (1) (n=25) u y3opuatsix pactenuii B. pendula var. carelica (1-3 6amna) (2)
(n=45) B nepuon xambuanpHOrO pocta. bamiel ykazansl mo ocu abcuucc. JlaTHHCKUMH

OyKBaMH yKa3aHbl CTATUCTUYECKH 3HaUMMbIe pa3ianuus npu p <0.05.
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[IpoBenenHoe wuccienoBaHUE AaKTUBHOCTH ()EPMEHTOB B JIMCTOBOM alllapare
BBISIBUJIO J0CTOBEpHBIE oTinuus B akTUBHOCTH CO/l, IO u IIPO B AuCThIX C
YKOPOYEHHBIX ITOOETOB Yy y30pUaThixX U Oe3y30p4athix pactenuii B. pendula var. carelica.

[TonydyeHHble HaHHBIE TOKAa3alH, YTO €CIH y 3-4 MECSAYHBIX CESHIEB CHUKCHHE
aktuBHOCTH COJl 1 110 u nekoropoe noseienue [1OO Haba01a70CH JUITL HA YPOBHE
TEHJCHIIMM B U3MEHEHUU CPeIHUX 3HaueHuiu (puc. 34), TO y B3pOCIBIX pacTEHHIl 3TH
OTJINYMA CTaHOBSTCS siBHbIMH. [Ipu paccmoTpenun aktuBHocTH 1O Ha pasHBIX cTaausIX
JUCTa JOCTOBEpHAasl pa3HMIIA OblJla OTMEYEHA TOJBKO Y CaMbIX MOJOJBIX JINCThEB Ha |
ctaauu pa3ButHs (puc. 39).

VY B3poCIHbIX pacTeHUN HAOIIOAIOTCS T€ K€ OMOXUMHUYECKHE 3aKOHOMEPHOCTH B
akTuBHOCTH ¢epmenToB AOC B JIHCTOBOM armmapare, 4yTo U y cesHieB. Kpome
uHaukatopuoit pomu I1O, koropas wumeer Oonee HU3KHE 3HAYEHUS B JIUCTHAX
OpaxubnacToB y Yy30pyaThlX pacTeHHH, Takylo ke 3aBucuMocTh umeer u CO[l,
SBJISIIOIASICS ITyCKOBBIM MEXaHU3MOM i1 00pa30BaHus MEPEKUCH BOAOPOA, KOTOpas B
cBoro ouepenp HeuTpamuszyercs 110 u KAT. Hdusa KAT ormeueHa TeHACHIUS Ha
MOHIDKEHNE aKTUBHOCTHU B JIUCThSIX C YKOPOYECHHBIX IMOOETOB y y30pyUaThiX pacTeHuil B.
pendula var. carelica.

Takum obpasom, y e3pociavix besyzopuamwvix u yzopuameix pacmenuti B. pendula
var. carelica axmusnocme COJ, 10 u [1®PO 6 nucmusx Opaxubiacmos, Komopbvie
ceazanvl  JJAO ¢ mkanAmMu cmeona, umeem UHOUKAMOPHYIO podb. Pazeumue
CMPYKMYPHBIX aAHOMAAUU cesa3ano ¢ nouudxcenuem axkmusnocmu COH u 110 u

nosviuenuem I1P0 y yzopuamvix pacmenuii B. pendula var. carelica.

3.6. VYuacrue pepmenToB AOC B GopMHpPOBAHMHN KOCOCJTOIHOM JpeBecuHbl y P.
sylvestris
[ToHnMaHue TPOIECCOB KCHIIOT€HE3a HEOOXOJMMO KaK C HaydHOH, Tak U C
NPAaKTUYECKOW TOUKH 3peHusl. Pe3ynbTaTsl Hccae1oBaHus MOKa3aiH, 4TO0 (OPMHUPOBAHHE
y3opuaroit gpeBecunbl y B. pendula var. carelica na pasHbIx 3Tamax OHTOreHe3a
COIPOBOXKJIATIOCH HM3MEHEHHEM aKTUBHOCTH HEKOTOphIX (epmentoB AOC. Opnako
y30p4aToCTh — 3TO JIMIIb YAaCTHBIM CIydyall aHOMaJbHOTO KCHJIOTEHE3a Y JPEBECHBIX

pacTeHui.
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YroObl MOHSATH, HACKOJIBKO YHUBEPCAJIHHBIMH MOTYT SBISTHCS OOHApPY)KCHHBIC
JMarHoCTUYecKHe cBoMcTBa u3yueHHbIX (epmeHToB AOC, OBUIO NPOBENEHO
UCCIIEZIOBAaHUE HMX AKTUBHOCTH TpH (POPMHPOBAHMM KOCOCIOWHOW IpeBecHHBI y P.
sylvestris. Ha pucynke 41 npexacraiensl (ororpaduu OKOpEHHBIX YacTeil CTBOJA
nepeBbeB P. sylvestris 0e3 mnpu3HaKOB aHOMadWid W C Pa3BHTOW KOCOCIIOWHOM

JIPEBECUHOM.

Puc. 41. Jlepesns P. sylvestris ¢ mpsmocioiinoit (A) u kococoiinoi (B) npeBecHHOiA.

B xcuneme aktuBHOCcTh COJl 3HauMMO HE OTIMYaANach y NPSIMOCIOWHBIX U
KOCOCJOiHBIX pacteHuit P. sylvestris, snauenus ee nocturanu 5.4 u 4.2 yci. en./mr
oenka. AktuBHOCTH KAT Oputa coorBercTBeHHO 441 1 512 mxmonp H2O2/Mr Genka y
pacTeHuii ¢ HOpPMaJbHOW M AaHOMAJIbHOM JpEeBECHMHON. AKTHBHOCTb OCHOBHBIX
dbepMeHTOB (eHONIBHOTO MeTaboau3Ma ObLla BBINMIC Yy PACTCHHM, KOTOPBIC MPOSBIISIN
MPU3HAKU KOCOCIOMHOM apeBecuHbl. Tak [1O y KOCOCIONHBIX pacTeHUN MOBBIIIANACH 110
CPaBHEHUIO C PacTEHHUSMH 0e3 MPHU3HAKOB CTPYKTYpPHBIX aHOManuii u cocraBuia 0.8 u
3.2 mxmounb TT/Mr Genka cooTBeTcTBeHHO, a [IDPO Obl1a 3HAYMMO BHIIIEC Y PACTEHUM C
KOCOCIIOHOW npeBecuHor B 1.6 pa3a u mocturna 3nadenuit 80 u 131 ycn. ex.*1000/mr

Oeska COOTBETCTBEHHO (puc. 42).
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Puc. 42. AxtuBHocts CO/l, KAT, T10 u I1®O B xcuieme y pactenmii P. sylvestris c
npsimocioitaoit (1) (N=30) u kococmoitnoit (2) (N=35) npeecunoii. CratucTHyuecKas

3HauYuMOCTh paznuynii mpu P <0.05 otmeuena cumBosom (*).

Bo ¢nosme akruBHocTh COJ] Takke 3HAUMMO HE OTJIMYANACh Y TPSIMOCIOWHBIX U
KOCOCJIONHBIX pacTenuii P. sylvestris, sHauenust qocturanu 5.2 u 5.7 yci. en./mr Oenka.
AxtuBHOCTh KAT Obuta cooTBeTcTBEHHO 639 1 672 MKkMonb H2O2/mMr Genka y pacteHuit
C HOPMAJIBHOM M aHOMaJIbHOM JpeBecnHOW. AKTHBHOCTH [10 Bo (hiosme Takxke 3HAYNMO
He oTinyanack. Tak 10 y npssMOCIOMHBIX U KOCOCIOWHBIX pacTeHui coctaBuia 46 u 45
MkMmoib TI'/Mr Genka coorBeTcTBeHHO, a [IDO OblTa 3HAYMMO BHINIE Yy PACTCHHM C
IIPU3HAKAMU CTPYKTYPHBIX aHOMaiuil B 1.6 pa3a mo CpaBHEHUIO C MPSMOCIONHBIMHU
pacTeHusIMU: 3HauYeHHs] cocTtaBwid 39 m 64 ycn. en.*1000/mMr Genka COOTBETCTBEHHO

(puc. 43).
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Puc. 43. AxtuBnoctb COJI, KAT, I1O u II®O Bo ¢uiosme y pactenuit P. sylvestris ¢
npsimociioitoit (1) (n=30) m kococnoitHo#t (2) (N=35) npeBecuHoi. CraTUCTHUECKAs

3HauYUMOCTh paznuuuii npu P <0.05 otmedena cumBoiom (*).

[Ipn ompenenenun conepkanus (HEHOJIOB B HCCIEAyEeMbIX oOpas3iax ObLIo
oOHapy’>KeHO, 4TO UX cojaepxaHue BO (uosme Oonbuie B 29 pa3 MO CPaBHEHUIO C
kcmtemoit. Comeprkanue peHosoB B kcuiieme y pacrenuii P. sylvestris cocrasmio 0.12 %,

a Bo ¢uiosme 3.5 % (puc. 44).
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kcuiieMa (hosmMa

Puc. 44. Conepxxanue denonoB y pactenumii P. sylvestris B kcuneme (n=65) u Bo ¢utosme

(n=65). JlaTmHCKMMU OyKBaMH YKa3aHbl CTAaTHCTHYCCKH 3HAYUMBIC pPa3IHdus TPH P

<0.05.

Jliis kococioiiHoi apeBecuHbl P. Sylvestris OMOXMMHYECKMMH HHIUKATOpaMu
nposiBuiu cebst aktuBHOCTU KAT, TIO u [1DO B kcuneme u [1PO Bo ¢osme. OTmMeTHM,
YTO MPSIMOCJIOMHBIC ACPEBhS UMEIN CPEIHION MHUPUHY TOAUYHOTO KOJIbIIa OOJIbIIE, YeM

JIEPEBbS C BBIPAKEHHBIM KOCOCJIOEM, YTO TOBOPHT O 0OJIbIIeM pupocte (puc. 45).
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Puc. 45. Cpenusis mupuHa roanyHoro koieiia (3a 10 set) y pacrenuii P. sylvestris ¢
npsimociioitHoit (1) (N=65) m kococnoitHoit (2) (N=65) npeBecunoit. CratucTHuecKas

3HaUYUMOCTh paznuuuii npu P <0.05 otmedena cumBosoMm (*).
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MOHO TPeanoI0XKUTh, YTO Y J€PEBHEB 0€3 MPU3HAKOB aHOMAJINI MHTEHCHUBHEE
NPOTEKAIN POCTOBBIE MPOLECCHI, & Y KOCOCIOWHBIX PAacTeHUH Mpeodasaau MpOoLecchl
BTOPUYHOI0 META00IHN3MA.

Uccnenosanus ¢pepmentoB, yrunusupyrounmx caxaposy (CC u AnlHB), KoTopble
TaK)ke OBLUTU MPOBEJICHBI B PACTUTEIBHBIX 00pasnax P. sylvestris mo3Bommmm oOHAPYKUTH
HEKOTOpPbIE OTJIMYMS B UX AKTUBHOCTU Yy JI€PEBBEB C MPSIMOCIOWHOM JpEeBECHHOM U

HaJgu4YreM Kococios (puc. 46).
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Puc. 46. AktuBHoctsh CC u AnllHB B kcuiieme y pactenuii P. Sylvestris ¢ mpsmMocioitHoit
(1) (n=30) u xococnoiinoii (2) (n=35) npesecunoii B kcuieme (A) u Bo ¢uoame (b).
Craructuyeckas 3HauuMocTh paznuunii npu p <0.05 ormedena cumBosoMm (*).
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VY pacrenuil ¢ mpu3HaKaMH KOCOCJIOsI B Kcuieme Hibke akTuBHOCTh CC (52
MKMOJIb Caxapo3bl/MI Oelika) M0 CPaBHEHHMIO C TAKOBOM y PAacTeHHUM ¢ MPSMOCIONHON
npeBecHo (94 MKMOJIb caxapo3bl/Mr Oelika), 4To ToBOpUT 00 yMmeHbleHuu ponu CC B
yTHIM3alUK caxapo3bl. [lpu 3TOM y KOCOCHOWHBIX pacTeHuid HaOmogaeTcst Oolee
BbICOKasi MeTaboiu3alus caxapo3bl B amoruiacte, akTuBHOCTh AnMuHB 0.9 MKMOIb
pacnagiieiicsi ca3apo3bl/T Chlpoil TkaHu NpoTUB (.4 MKMOJb pacrlaBIIEHCs ca3apo3bl/T
CBIPOI TKaHM y IPSIMOCTIOMHBIX pacTeHUil (puc. 46 A).

Bo ¢uionme MOXKHO OTMETUTH Te ke TeHAeHIuu (puc. 46 b), onHako paznuuus He
3HauuMbl. Bospactanume 1pu  (QOpMHUPOBAHHMHM KOCOCIOWHON JIPEBECHUHBI COCHBI
MeTabonu3anuu caxapossl B anomiacte U aktuBHOCTH [1O u [1DO, cxoxe ¢ TakOBBIM
npu  (GOPMUPOBAHMM  Yy30pUaTOl  JApeBEeCHHBl. MOXHO  MPEANOJIONKUTh,  YTO
aNbTEPHATUBHBI MyTh MeETAa0OJU3alMK  CcaxXapo3bl, SBISIOUIMIICS HHIUKATOPOM
aHOMAaJILHOTO KCHJIoreHe3a y pacteHuit B. pendula var. carelica u Biaekymmii 3a co0oi
nepecTpoiiky padbotsl pepmentoB AOC, uMeer Te ke OMOXUMUYECKUE 3aKOHOMEPHOCTH

U TIpu 00pa30BaHU KOCOCIIONHOM npeBecuHbl y P. sylvestris.

B TkaHsx cTBOJIa MEXIy COCHOM M Oepe30il BBISBIEHBI HEKOTOPbIE OTJIMYUS B
pabore depmentoB AOC. Bo-mepBeix, y P. sylvestris naGmromaercss Gosee BbICOKas
aktuBHocTh COJl kak B Kcmieme, Tak W Bo (iosme (tabn. 6). BepostHo, BhICOKas
aktuBHOoCcTh CO/Jl, mpuBozasimias K 0OOpa30BaHUIO OOJNBIIETO KOJUYECTBA MEPEKUCH
BOJIOPOJIa, SIBJIsSIETCSl MpUYMHOW Oonbuieil akTuBHOCT KAT y COCHBI 1O CpaBHEHHUIO C
Oepe3oid.

[Tpu ananuze B3aumocBs3u mexay akTuBHOCTIMH COJl 1 KAT B COBOKYIMHOCTH y
pas3HbIX MOpoJ ObuIa OOHApY)KEHA KOppeNsius: Kak B TKaHsax kcwiemsl (I = 0.93; p =
0.0072), tak u B TkaHsx (uosmer (r = 0.96; p <0.0028). D10 eme pa3 moaATBEpIKIACT
U3BECTHbIE JaHHbIE O TOM, uTo pabora KAT 3HaunuTenbHO 3aBUCUT OT TOTO KOJUYECTBA
NEPEKUCH BOAOPOJA, KOTOpPOE 00pazyercs B CYNEPOKCHIIUCMYTAa3HOW peEakLUU.
[Tpuunnoit koppensauun Mexay aktuBHOCTbIO KAT u CO/l, koTophie naxe MOTYT ObITh
JOKATM30BaHbl B pA3HBIX YaCTAX KIETKM MOXKET OBITh MEpPEeKII0UYeHUE TOTOKA

anexTpoHoB (Konynaes, 2007).
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Tabmuna 6. Cpennue 3HaueHus: aktuBHocTet COJl, KAT, T1O u I1®O y pacrenuit B.

pendula var. carelica (6e3y30p4aThix U ¢ pa3HO#l CTemeHb0 y3opuaTocTn) U P. sylvestris

(c mpsaAMocnoitHOM M KOCOCHONHOM npeBecuHoil) B kcuieme (A) u Bo ¢mosme (b) B

Iepruoa aKTUBHOI'O BTOPHYHOI'O YTOJIICHUA KJIICTOYHBIX CTCHOK B KCHJICMC.

A
CO/, ycn. | KAT, mxMonb
110, MkMoONB [1DO, yco.
en. /mr H2O, /mr
TT /mr Genka | ex. /mr Oenka
Oenka Oenka
B. pendula var. carelica
0.19 188 46 158
(6e3y3opuatbie)
B. pendula var. carelica
0.30-0.89 225-293 135-398 324-724
(1-3 6asmt y30p4aTocTH)
P. sylvestris
54 441 0.8 80*1000
(mpsiMocTIONHBIE)
P. sylvestris
4.2 512 3.2 131*1000
(kococoliHbIe)
b
COJ, ycn. | KAT, Mmkmoinb
I1O, Mmxmons | 1IDO, ycu.
en. /mMr H2O> /mr
TT /mr Oenka | en. /mr Oenka
Oenka Oenka
B. pendula var. carelica
1.8 334 95 428
(6e3y30puartsie)
B. pendula var. carelica
2.8-2.5 345-368 581-1382 1168-2438
(1-3 6amn y3opyarocTh)
P. sylvestris
5.2 639 46 39*1000
(IpsAMOCIONHBIE)
P. sylvestris
5.7 672 45 64*1000
(KococCIIONHEIR)
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AxTuBHOCTH [1O y COCHBI, 110 CPaBHEHMIO C OEPE30i, B COTHU Pa3 MEHBUIE: KaK BO
daosme, Tak B KcueMe (Tabma. 6). Helitpanusamus OCHOBHOTO IyJia TIEPEKUCH BOAOPOIa
KAT — 310 BTOpOe oTiinune cocHbl 0T 6epe3bl. [lockonbky 10 MoryT HeMTpaau3oBbIBaTH
nepekuch, HeaocTynHyo sl KAT (koncranta Muxasnuca y KAT wamHoro 6osee
BbicoKas, yeM y [1O (Mittler, Zilinskas, 1991; Creissen et al., 1994; Konig et al., 2002),
MOKHO TIPEJIMOJIOKHUTh, YTO MeHbIass akTUBHOCTh KAT B TKaHsX y30pyaThIX pacTeHUN
B. pendula (pasmensr 3.2., 3.3.2.) sBisercs CilEICTBHEM Oo0Jieeé HHU3KOTO y HHUX
coJiep KaHUsI IEPEKUCH BOJOPOIA.

OtmeTuM, UTO TmepekitoueHne Ha Oonee wuHTEHCUBHBIN [1O-myTh MOXET
KOHTPOJIMPOBATHCS aKTUBHOCTHIO ANMHB mocie BKIIOUEHUS 00pa3yromuXcs IreKco3 B
peaknuu 1ukiaa Kpebca u IIPI[ ¢ mocnenyrommm obpazoBanneM ADK u deHOIBHBIX
coenunennid. Tak, aktuBHOCTH AnIMHB y y3opuaroii B. pendula var. carelica B xcuneme
Haxojwiach B nuamnazone 0.8 — 4.1 MKMoub pacnaBIIeiicsi caxapo3bl/T ChIpOit TKaHu (puc.
30, T'anmu6una, 2018), B TO Bpemst y P. sylvestris ee 3Hauenus He npesbimanu 0.9 MkMoIb
pacnaBIieics ca3apos3bl/T chipoit (puc. 46 A).

BepositHO, B 3TOM ciy4ae MEpeKHUCh BOJOPOJIa MOKET OBITh CHUTHAJIbHOU
MOJIEKYJIONW, KOoTOpasi obecrneunBaeT B3auMocBsaA3b (pepmenToB AOC u AnMHB, B TOM
yuciie, yepe3 ypoBeHb skcrnpeccuun PR-reno (Bi et al., 1995; Pellinen et al., 2002),
konupyromux, cpeau npouero, u 10 (Kinkema et al., 2000; Van Loon et al., 2006;
Almagro et al., 2009). Ha Tpancrennsix pactenusx Populus tremula L. x P. alba L.
ObUIO MOKAa3aHO, YTO Y PAacTeHHMH CO CBepXdKclpeccued T'eHoB, Koaupyroumx AnlHs,
yBEJIHUMBAETCA ypoBeHb dKkcnpeccun PR-renos (Zhang et al., 2014).

Eme omna omimuutenvHas ocoOEHHOCTh TKaHew ctBoya y P. sylvestris — sto
BBICOKasi akTUBHOCTh [1DO, 3HaUeHHS ee MPEeBOCXOAIT TaKOBYIO Y Oepesbl B COTHH pa3
(Tabn. 6). Breicokas aktuBHOCTH [IDPO MokeT OBITH CBs3aHa, C OAHOW CTOPOHBI, C
Hakoruienuem A®K (Thipyapong et al., 2004; Mayer, 2006) u u3MeHEHUEM
OKHCIUTENIbHO-BOoccTaHOBUTENbHOTO ctatyca (Webb et al., 2014). U3sectHO, uto 1O
MOXeET ydacTBOBaTh B OydepHoM pacmpenencHuu kucioponaa (Vaughn, Duke, 1984). C
JPYTOW CTOPOHBI, BBICOKAsE aKTUBHOCTh ()ePMEHTA MOXKET OBITh CBs3aHA C yBEIHMUYECHUEM
cyOcTpatoB (eHONBHON TPHUPOBI, TAaKUX KaK KoeiHas KHUCIOoTa U €€ MPOU3BOHBIC;
NPOM3BOIHBIC TTMPOKATEXWHA WIH TUTHAPOKCU(DEHUITATaHWHA;, TajlloBasi KUCIOTa U Jp.

(Constabel et al., 1996; Guyot et al., 1996; Shin et al. 1997; Jimenez, Garcia-Carmona,
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1999; Li, Steffens, 2002; Melo et al., 2006; Wuyts et al., 2006). Hakoruienue 3THx
KOMIIOHEHTOB OOBIYHO HaOmomaercs npu (GOPMUPOBAHUM  SIPOBOM  JIPEBECUHBI,
HEKOTOpBIC M3 HUX, TAKUE KaK XJIOPOTCHOBAs KUCIIOTA, SBJISIOTCS TPEIIICCTBEHHUKAMU
murauHa (Humphreys, Chapple, 2002).

BepositHo, Bbicokass akTuBHOCTHL [IDO MOXeT CBUAETEIHCTBOBATH 00
MHTEHCHBHBIX Ipolieccax oOpa3oBaHus SapoBoi ApeBecunbl y P. sylvestris. Kpome Toro,
coneprkanue aurauHa y P. sylvestris, coctaBuBiiee, B cpenneM, 24 % (OTIUYHN MEKTY
MPSMOCIIOMHON W KOCOCJIOMHOM JIPEBECHMHON HEe 0OHApY’KEHO) MPEBBINIAeT TakoBoe y B.
pendula var. carelica (18.7 % B cpeanem). BeposiTHO, 3TOMy CIIOCOOCTBYIOT PEaKIlUH,
3amyckaeMmble Ooisiee BbhICOKOM akTuBHOCTHIO COJl, KOoTOpas yd4acTByeT B IMpoIecce
reHepaluu IMepeKkucu Bojopoja u mocienyromeit nurnuduxanuu (Karpinska et al.,
2001). U3BectHo, utro ruOpuanbiii Populus tremula L. x P. tremuloides Michx. ¢
YBEJIMUEHHBIMH BHEKJIETOYHBIMU KOHIICHTPALMUSAMHU TIEPEKUCH BOJOpPOJia BCIEICTBUE
skcnpeccun  COJl Obin  Oosee nuraudummponan (Srivastava et al., 2007). A
oOpaszylomiasicsi TMEpPeKUCh BOAOPOJA SIBIACTCA KOHTPOJIUPYIOIIMM (AaKTOpOM B
muraudukamuu (Gabaldon et al.,, 2005). Tak, npu H3BATUU TEPEKUCH BOJIOPOJAA W3
dopmupyrorielics KyabTypel y P. abies oOpa3oBaHue JHMTHMHA 3aMEUISJIOCh HIIH
npekpamanock (Kirkonen et al., 2002).

Takum obpaszom, Mmemabonuueckue 3aKOHOMEPHOCMU, OOHAPYICEeHHble Npu
uccnedoganuu komniexca ¢epmenmos AOC npu opmuposanuu KoCoCiOUHOU
Oopesecunvl, He Npomueopeuam mem, 4mo Obvliu O0OHAPYIHCEHb NPpU GOPMUPOBAHUU
cmpykmypnoix anomaaui y B. pendula var. carelica. IHosviuenue akmuenocmu KAT, I10
u PO 6 kcuneme u PO 60 prosme npu 06pazo8aruu KOCOCIOUHOU OpeGecuHbsl
MOdHCEm CIYHCUMb OUOXUMUYECKUM MAPKEPOM pA38UMUSL OAHHO20 8UOA CMPYKMYPHbLIX

AHOMAIUU.
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3AKVIIOYEHUE

[IpoBeneHHOE MCClIEN0BAHUE MO3BOJIMIIO BBISIBUTh 3aKOHOMEPHOCTU B U3MEHEHUHU
aktuBHOCTH (pepmenToB AOC mpH pa3HBIX CIEHapHUsIX KCHIOT€HE3a y JIPEBECHBIX
pacrenuii. O0bekTaMH HccieqoBanus Obutn aBe Gopmbel B. pendula — var. pendula, y
KOTOpOii (popMuUpyeTcst TUITMIHAS JUTs1 BUAA MPSMOCIIOHAs ApeBecrHa, u var. carelica, y
KOTOpOHl B TMpeaenax OJHOTO JepeBa, Hapsay ¢ (OPMUPOBAHHEM HOPMAIbHOU IO
CTPOEHUIO JPEBECUHBI, IPOUCXOIUT 00pa30BaHUE Y30pUaTOil IPEBECUHBI.

[TokazaHo, 4TO y B3pOCIBIX pacTEHUN H3ydaeMbIX (GOpPM paziuyaeTcs MyTh
YTHIN3AIUH IEPEKUCH Boopoaa: y pactenuii B. pendula var. pendula Beiiiie akTHBHOCTB
KAT, a y pacteHnii ¢ npOsBUBIINMHUCS NMPU3HAKAMU CTPYKTYPHBIX aHOMAJIU{ — BBIIIE
aktuBHOCTH [1O. BeposiTHo, 6ojiee HU3KOE cofepKaHUE MEPEKHCH BOJOPOJia B TKAHSIX
y30pyaThlX PACTEHUH MOXKET OBbITh MPUYMHONW MeHbLIeH y Hux akTuBHOCTH KAT, y
KOTOPOW CPOJICTBO K MEpPEKUCH Bojopoaa Hike, yeMm y 110. BrisiBneHHbIe MeXy IBYMs
dopmamu B. pendula oTinums B yTHIM3alMK TEPEKHCH BOJOPOAA HAOIIOJAIOTCS U B
npeneiaax oaHoro aepesa B. pendula var. carelica: B 6e3y3opuaThix ydyacTKax CTBOJIA
Ha0II0/1aeTCsl TEHEHIUS Ha MoBbIieHne akTuBHOCTH KAT, B y3opuaThix ydacTkax TOTO
K€ CTBOJA — BbIIIE akTUBHOCTH 110.

HccnenoBanust komruiekca ¢pepmerToB AOC, MpoBeACHHBIE B TIEPUOJ aKTUBHOTO
KaMOuaIbHOTO POCTa, OKA3aJH, YTO YBEJIMUYEHUE CTENIEHU y30pUaTOCTH JIPEeBECUHBI y B.
pendula var. carelica xoppenupyer ¢ Bo3pactanuem aktuBHocTH COJl, KAT, I1O wu
[1®O. Mexay n3ydeHHbIMU (pepMEHTaMU BBISIBJICHA BBICOKAsl CTENEHb KOPPENSIMU, YTO
CBUJIETEIILCTBYET O B3aMMOCBSI3aHHOW KackamHoit pabote depmentoB AOC mnpu
M3MEHEHUH CILIEHapus KCUJIOreHe3a. BpIcKa3aHO MpeAnonokeHue, 4T0 NPUYMHON
yBenuueHus: akTUBHOCTH (epMmeHToB AOC sBisercs mnpeobiazaHue B y30pyaThIX
ydacTKax amoIlIaCTHOTO IyTH MeTabonu3anuu caxaposbl. O0pasyrolnuecs B pe3yabTaTe
HEro TeKCO3bl 4Yepe3 IVIMKONU3, MeHT030(ochaTHhI MyTh, IIUKUMATHBIA IyTh
UCTIONB3YIOTCA JUISI CHHTE3a 3allaCHBIX KOMIIOHEHTOB, B TOM 4YHCIie ()eHOTBHON MPHUPOIBI,
KOTOpBIE, B CBOIO 0Uepeib, MOT'YT ObITh cyOcTpaTamu 110 u [1DO.

BaxHbIM pe3ynbTaToM NPOBEAEHHOTO HCCIEN0BAaHUS SBISETCS OOHApyKEHHE
BBISIBJIEHHBIX BO B3POCIIOM COCTOSIHUM 3aKOHOMEPHOCTE B paHHEM OHTOI€He3e. YKe B
BO3pacTe HECKOJIbKUX MECSIEB, KOrJa BHUJIMMbIE MPU3HAKU Y30PYAaTOCTH JPEBECHHBI

OTCYTCTBYIOT, B cTeOuie cesHieB B. pendula var. carelica nabnronanuce 6onee BEICOKHE
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aktuBHocTd [10 m [1PO, no cpaBHenuro ¢ TakoBeiMu y B. pendula var. pendula.
[Toka3aHo, 4YTO aKTUBHOCTHh H3y4aeMbIX (epMeHTOB AOC B JHCTE y CESHIIEB MOXET
UMETh JMAarHOCTHYECKOe 3HaueHue. [IpeliokeHo paccMaTpuBaTh JIMCT B KadyeCTBE
opraHa paHHEH TUarHOCTHKH CTPYKTYPHBIX aHOMAJIHA.

PesynpraTel, monmydenHele B xone wu3ydenms B. pendula var. carelica,
UCTIONIb30BAJIM B KadecTBe (YHIAMEHTAIbHOH OCHOBBI JUIS BBISBICHHUS MEXaHHU3MOB
pa3BUTHSl CTPYKTYPHBIX aHOMallMii oceBbix opranoB y P. sylvestris. HccnemoBanme
aktuBHOCTH (epmenToB AOC mpu 00pa3oBaHUU KOCOCIIOIHOM ApeBecuHbl y P. sylvestris
nokaszano, 4To Bospactanue aktuBHocTH IO wm ITIPO, Ha dQoHe yBeTUUEHUS
MeTa0oJIM3aluy  caxapo3bl B aloIliacTe, CXOXKE C TaKOBBIM TIpU (HOPMHPOBAHUH
y3opuaToii apeBecunsl B. pendula var. carelica.

Takum o00pa3oM, (OpMHpPOBaHUE CTPYKTYPHBIX aHOMAIUH JPEBECHHBI TECHO
CONPSDKEHO C MPOIECCaMH BTOPUYHOTO METadoNM3Ma y JIPEBECHOTO pacTEHUs, YTO
oTpaxaertcs B u3MeHeHue aktuBHocTU (hepmenToB AOC. [lonyyeHHble JaHHBIE TOKA3aIn
BO3MOXXHOCTh HCIONB30BaTh GepMeHTsl AOC B KadyecTBe OMOXMMHUYECKHX MapKEpOB

Pa3HbIX COCHAPUCB KCUJIOT'CHE3A.
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BbBIBO/1bI

1. V pacrennii B. pendula var. carelica B mecrax (GopMupoBaHHS CTPYKTYPHBIX
aHOMAJIMl B TEYCHUE BCETO CE30HA BHINIC AKTHBHOCTh TEPOKCHIA3bl U HIKE
aKTHBHOCTH KaTaja3bl, [0 CPaBHEHHUIO C TakoOBOW y pactenuit B. pendula var.
pendula.

2. AKTUBHOCTh TEPOKCHIA3bl W  MOJU(PEHOJOKCHIA3bl, YYacTBYIOUIMX B
MeTabonu3anuu (PEHONbHBIX KOMIIOHEHTOB, B 3.7 m 2.3 pa3a COOTBETCTBEHHO
BBIIIIE B 30HaX (HOPMUPOBAHUS y30pYaTOl APEBECUHBI (BBICOKOE COJNEpIKAHHEC
MapeHXMMHBIX KJIETOK), 10 CPABHEHHUIO ¢ 30HaMU (DOpMHUPOBAHUS HOPMAJIHHOH IO
CTPOCHUIO JIPEBECUHBI (CTPYKTYPHYIO OCHOBY COCTABIISIIOT COCYBI H BOJIOKHA).

3. B mepuoa kamMOManbHOTO POCTa aKTHBHOCThH CYNEPOKCHUIMCMYTAa3bl, KaTanasbl,
HEepOKCHIa3bl M TOMH(DEHOIOKCHAA3bl KOPPEIUPYET C BO3PACTAHUEM CTCIICHH
y30p4YaTOCTH  JIPEBECHHBI, 4YTO IMO3BOJIIET cuuTath  ¢epmeHTel  AOC
OMOXMMHYCCKHMHU MapKepaMu CTPYKTYPHBIX aHOMAJIMI CTBOJIA.

4. AxtuBHOCTH (hepmeHTOB AOC B cTeOiie MMEET JUAarHOCTHYECKOES 3HAUCHUE IS
oOHapy)KeHHsT aHOMaJbHOro KcuioreHesa y B. pendula var. carelica yxe Ha
CaMbIX paHHHX dTarax OHTOTeHe3a.

5. Jluct Ha ONpPENEeICHHBIX CTAIUSIX PAa3BUTHSI MOXXET pacCMaTpPUBATHhCS KaK OpraH
NICPBUYHON JUArHOCTUKH (POPMHUPOBAHUS y30puaToi apeBecunsl y B. pendula.

6. I[lpu dopmMupoBaHUM KOCOCIOWHOHM npeBecuHbl y P. Sylvestris mabmongaroTcst Te
K€ 3aKOHOMEpPHOCTH, 4YTO W MNpu (OPMUPOBAHHM y30pyaTol JApeBecuHbl B.
pendula var. carelica, — Bo3pacTaHMe aKTHBHOCTH TEPOKCHUIA3bl |
nonupeHoNnoKkcuIa3pl Ha (OHE yBENWUYEHUS MeTaboiM3ali  caxapos3bl B

aIronjaacTe.
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INPUJIOKEHUE

[TaTenT Poccuiickoit @enepanuu Ne 2596013
«Croco6 IMarHOCTHKH y30pUaToil TEKCTYPhI IPEBECHHBI KapelbCKOi Oepe3b»

(lamuouna H. A., Hukeposa K. M.)

®opmyna wuzodpereHus. Crnoco0 AUArHOCTUKU Yy30p4yaTOW TEKCTYpbl JpPEBECHHBI
KapesbCKoil Oepe3bl, BKIIOYAIOLIUI ONpenesieHne aKTUBHOCTU MEpPOKCHIa3bl B TKAHU
pacTeHuil 6epe3bl U BBISBICHHUE €€ KOPPENSLUU CO CTENEHbIO Y30pYaTOCTH JIPEBECHHBI,
OTJIMYAIOIINIICS TEM, UTO aKTUBHOCTh MEPOKCUAA3BI ONPEAEISAIOT Y pacTeHUl Oepesbl ¢
NpU3HaKaMu OyropyaTocTH B Bo3pacTe >15 jieT B HepuoJ]l aKTMBHOIO KamMOWalIbHOIO
pocTa B KCWJIEMHOW TKaHU B PEakUMM OKucieHus rasgkosia npu pH 4.8, npu stom
aKTUBHOCTh IEPOKCHIA3bl MPSAMO NPONOPLHUOHAIBHO KOPPENUPYET CO CTENEHBIO

y30p4YaTOCTH JPEBECUHBI.
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(57) @opmyna wobperenns
Croco6 AMATIHOCTHEN YI0PHATON TCKCTYPh APCBECHIE KAPCILCKOM Gepeint, BRIOMMIOUHA
ONPEACICHNE AKTHBHOCTH NOPOKCHAAIRE B TKAMMN pacTennit Gepesnt n naunIcHNe ee
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KOPPEIHPYET CO CTENEHBIO YIOPHATOCTH APEBECHHML.
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