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OBIIASA XAPAKTEPUCTHUKA PABOTbBI

AKTyaJIbHOCTb  paGoThl. J[peBecHble  pacTeHUsi  SBISIOTCA  OCHOBHBIMHU
MPOAYILEHTaMH B JIECHBIX SKOCHCTEMaX, a JpPEBECHHa MPEACTABISECT COOON BaKHBIN
BO30OHOBJISIEMbI  HMCTOYHUK oOpraHuyeckoro yriepoja. Kcumorenes — mpoiiecc
dbopMupoBaHUST JIpEBECHUHBbI (KCHJIEMbI) HWIrpaeT KIIOYEBYI0 pOJib B  IOBBIIICHUU
OpoAyKTUBHOCTH JiecoB. Kcuiiorenes BkItouaeT B ceOs 0Opa3oBaHHE CTPYKTYPHBIX
3JIEMEHTOB KCHUJIEMBI, KOTOPBIE€ BBITIOJIHSIOT Pa3Hble PYHKIUUA U OTIUYAIOTCS MEXKIY COOOM
M0 COCTaBY KOMIIOHEHTOB UX KJIETOYHBIX CTEHOK. CTPYKTYypHbIE OCOOEHHOCTHU KCHJIEMbI
OTIpEICNIAIOT €€ (PU3UKO-MEXaHUYECKHUEe, TEXHOJIOTMYECKHe, TOIUIMBHBIE U JIEKOPATUBHbBIC
cBoiicTBa. B nmaHHON cBsi3M moMcK myTed A(Q(EKTUBHOrO yYNpPaBIEHUS KCUIOTEHE30M
aKTyaJeH KaK C TOYKH 3PEHHUs MOBBIIMICHUS MPOAYKTUBHOCTU PACTCHUM, TaK U MOJYUCHUS
JPEBECHUHBI C 3aJJaHHBIMU CBONCTBAMHU.

Kapensckas Gepesa (B. pendula Roth var. carelica (Mercl.) Hamet-Ahti), ¢opma
Oepe3bl MOBUCIION, TIPEACTABIISICT COO0H YHUKANBHBIN OOBEKT MCCICIOBAHMS IS TTO3HAHUS
MEXaHH3MOB MopQoreHe3a APEeBECHBIX pacTeHuiu. s IpeBecHMHBI Oepesbl XapaKTepeH
IIUPOKUN CIIEKTP Pa3sHOOOpas3usi CTPYKTYPHBIX JJIEMEHTOB: OHAa COCTOUT M3 COCYIIOB,
BOJIOKHUCTBIX TPaxeuJ, BOJOKHHUCTBIX DJJIEMEHTOB, MNPUOIMKEHHBIX IO CTPYKType K
BOJIOKHAM JHOpudopMa, U KJIETOK MapeHXuMbl. M3 BceX APEBECHBIX MOPOJ CTPYKTYPHBIC
aHOMAJIUU JIPEBECUHBI BBIPAXKECHBI Y KapelIbCKOM Oepe3bl Hauboiee spKo, XapaKTepU3yrTCs
00JBIIMM pa3HOOOpa3ueM TMPOSBICHUS B OHTOTE€HE3e U BBICOKUM YpPOBHEM SHJIOT€HHOMN
W3MEHYMBOCTH; UX TMOSBJICHUE, PAa3BUTHE U 3aTyXaHWE 3aBUCSIT OT BO3JEUCTBUS (DAKTOPOB
cpennl (Hosuiikas, 2008; Novitskaya et al., 2016).

OpuruHanbpHasi TEKCTypa JIpEBECHMHBI KapeiabCKoil Oepe3nl (opmupyercs B
pe3yabTaTe OTKIOHEHHH B ACSITEILHOCTH JaTepaibHOM MepucTeMmbl — kamoOust (bapuibckas,
1978; Koposun u nap., 2003; Hoswurkas, 2008; Novitskaya, Kushnir, 2006). B 3onax
pa3BUTHUS CTPYKTYPHBIX aHOMAalui HE 3amyckaeTcsi mporpamMma THUOenn KIETOK,
mpUBOAIIAS K (POPMUPOBAHHUIO COCY/IOB M BOJIOKOH KCHJIEMBI U CHUTOBHJIHBIX AJIEMEHTOB
bnoomel, auddepeHupyrommecss kaMOuanbHble TPOU3BOIHBIE COXPAHSIOT MPOTOIUIACT U
MPEeBpAIAIOTCS B KJIETKHA 3amacaroiieil MapeHXUMBI, KOTOPbIE HAKAIUIMBAIOT OOJbINNe
kosimyecTBa 3anacHbix BemecTB (Novitskaya, Kushnir, 2006).

Kambuit — 310 rerepoTrpodHasi TKaHb, €ro JAEATEIbHOCTh OCYIIECTBIISIETCS 3a CUET
MpuTOKa M3 (OTOCUHTE3UPYIOIIUX JIUCTHEB Caxapo3bl — OCHOBHOM TPaHCIOPTHOU (HOpPMBI
caxapoB y Oepesbl moBucnoit (HoBumkas wu ap., 2015). YrTwnmmzamus caxapo3sl B
aKIENITOPHBIX TKAHSIX MPOUCXOJUT MPHU y4acTHH (PEPMEHTOB €€ THUIPOIN3a — MHBEPTa3bl
(MuB) u caxaposzocuntassl (CC) (Kypcanos, 1976; Sturm, Tang, 1999; Koch, 2002 u ap.).
CC npucyTCTBYET B paCTEHUHU MMOBCEMECTHO, HO HAaUOOJIbINIAs €€ AKTUBHOCTh OOHApyXeHa B
aknentopupix  Tkamsx (Coleman et al, 2008). MewmbOpanocBszanHas ¢opma
caxapo30CHHTa3bl 00pa3yeT KOMILIEKC C IeuToIo30ocuuTa3oi (Sturm, Tang, 1999; Winter,
Huber, 2000; Ruan et al, 2003), 4To maeT BO3MOXHOCTb MPSMOTO HCIOIb30BAHHMS
obOpa3yemoii B pesynbrare aktuBHOCTH CC V]D-TimoKk03bl 11 OMOCUHTE3a IEJUTIONO03HI.
WNuBepraza pacmieruisieT MOJEKYIy caxapo3bl Ha JIB€ T'€KCO3bl — TIIIOKO3Y W (DpyKTO3y.
WzBectHbl Tpu Qopmbl wHBepTaspl — BakyousspHas (BakMHB), nuTomnazmatudeckas
(IlutHHB) u anomuactHas (AnMHB), KOTOpble OTIMYAIOTCA MO CBOMM OHMOXMMHUYECKUM
CBOMCTBaM, MECTy JIOKaJIM3allid U, CJEJI0BATEIbHO, BBHINONHSAEMBIM (QyHKIHUsIM. B
Hacrosee BpeMs ¢yHkiuu MHB 1 CC U yTH UX PETyNSIuu JOCTATOYHO XOPOIIO U3YICHBI
Ha npuMepe TpaBsHUCTBIX pactenmit ([TaBmuHoBa, 1971; IlaBmuHoBa, Ilpaconosa, 1972;
Kypcanos, 1976; KypcanoB u ap., 1989; Bpyckosa u ap., 2009; Morell, Copeland, 1985;
Sander et al., 1996; Springer et al., 1986; Suzuki et al., 1996; Xu et al., 1996; Sturm , 1999;



Sturm, Tang, 1999; Winter, Huber, 2000; Haigler et al., 2001; Albrecht, Mustroph, 2003;
Sherson et al., 2003; Matic et al., 2004; Duncan, Huber, 2007; Fan et al., 2009; Persia et al.,
2008; Fujii et al., 2010; Zhang et al., 2011; Chen et al., 2015; Palmer et al., 2015; Wei et al.,
2015; Nguyen et al., 2016; Tang et al., 2017 u np.). [1o ApeBECHBIM PaCTEHUSAM ITYOIUKAIIUN
HEMHOT'OYHCJICHHBI U CTald MOSBIATHCS Juiib B mociaeanue 10-15 xer (Iraqgi et al., 2005;
Maurel et al., 2004; Geisler-Lee et al., 2006; Bocock et al., 2008; Canam et al., 2008;
Coleman et al., 2009; Zhang et al., 2011; Chen et al., 2015; Xiao et al., 2014; An et al.,
2014; Gerber et al., 2014). Cmabo wu3ydeHHBIM OCTacTCa ydacTHe (HEPMEHTOB
MeTaboIM3aluu caxapo3bl B Mpoleccax KcuioreHe3a. Mcxoliss M3 M3BECTHOTO BIUSHUS
cooTHomeHus: akTuBHOCTU CC M pasHbIX (popm VMHB Ha mpemMyIlIeCTBEHHOE BKIIIOUEHUE
pacuieruisieMoi MU caxapo3bl B Te WK HHbIe MeTtabosmueckue mytu (Roitsch et al., 1995;
Barratt et al, 2009; Carlson, Chourey, 1999; Andersen et al., 2002; Heyer et al., 2004; Koch,
2004; Iraqi et al., 2005; Cho et al., 2005; Koonjul et al., 2005; Godt, Roitsch et al., 2000; Jia
et al., 2008; Welham et al., 2009 u ap.), MOKHO TPEAMOIOKHTH, YTO ITOT IMOKA3ATEIIb
BO3JICHCTBYET Ha HarpaBieHue quddepeHmanum mporu3BOIHbIX KaMOus.

B nocnexgnee Bpemsi Bce OOJbIlle BHUMaHUS YJEISETCS W3YYEHHIO MOJIEKYJISPHO-
T€HETUYECKUX MEXAaHH3MOB, JICXKAIIUX B OCHOBE PETYJSIUU JAesITeNbHOCTH MepucteM. K
TakuM MexaHu3MmaMm otHocutcs cunTe3 CLE-menTumos rpynmer B (CLE-41, CLE-42, CLE-
44). CLE nentun TDIF (TRIFEARY ELEMENT DIFFERENTIATION INHIBITORY
FACTOR) u ero 6oraras neirmaoM perentop-nmonooHas kuHa3a (LRR-RLK) TDR (TDIF
RECEPTOR) sBnsitoTCS ~ CUTHQJIBHBIMH  KOMIIOHEHTaMH, KOTOpPBIE  PETYJIHUPYIOT
KaMOUaJbHYI0 aKTUBHOCTH U MPEMSTCTBYIOT TU(GdEPEHIIUPOBKE TpaxealbHbIX AJIIEMEHTOB
(donmyesa u ap., 2012, 2014; Ito et al., 2006; Fisher, Turner, 2007; Hirakawa et al., 2008;
Whitford et al., 2008; Du, Groover, 2010; Etchells, Turner, 2010; Etchells et al., 2012,
2013, 2015; Ye, Zhong, 2015; Nieminen et al., 2015). Mmerommuecs B TuTepaType JaHHBIC
CBUJETENLCTBYIOT, 4TO pasznuunble Manunynsuuu ¢ CLE-TDR wmoryr npuBoauth K
YBEJIMUEHUIO TIPOJYKTUBHOCTH JAPEBECHBIX PACTCHMH, a TakKe H3MEHEHHUI0 CTPOSHUS
npoBosnux Tkanei (Etchells, Turner, 2010; Etchells et al., 2012, 2013, 2015).

OcHOBa CTPYKTYpHBIX M (YHKIIMOHAJIBHBIX Pa3IMYMil MEXIy KIETKaMU OIHOTO H
TOTO XK€ opraHu3Ma — 310 nuddepeHmanbHas aKTUBHOCTh T€HOMA, KOTOPYIO PETYIUPYIOT
TpaHcKpunuuoHHbIe pakTopbl (Mensenes, 1llaposa, 2010). HenocpeacTBeHHBINH KOHTPOJIb
32 nud@PepeHIIUPOBKON  DJIEMEHTOB  KCHJIEeMbl W (JIOOMBI  OCYIIECTBISIOT
tpanckpuniuonnsie paktoper VND6, VND7 ¢ NAC-nmomenom (VASCULAR-RELATED
NAC-DOMAIN), perynupyromue CHUHTE3 BTOPHUYHON KIETOYHOM CTEHKH, pPa3BUTHE U
muddepenmpopky wierok kcuinemsl, 1 APL (ALTERED PHLOEM DEVELOPMENT,
MY B-6enkun), KoTOpbIi HrpaeT poib B pazBuThu ¢uiodmbl (Bonke et al., 2003; Kubo et al.,
2005; Sieburth, Deyholos, 2006; Truernit et al., 2008; Du, Groover, 2010; Ohashi-Ito et al.,
2010; Yamaguchi et al., 2010; Escamez, Tuominen, 2014; Pesquet et al., 2013; Heo et al.,
2014; Truernit, 2014; Rodriguez-Villalon et al., 2014; Nieminen et al., 2015; Kondo et al.,
2015, 2016). Kak mpaBmio, aBTOpBl pacCMATPUBAIOT (PYHKIUH TPAHCKPUIIIMOHHBIX
(hakTOpOB NMPUMEHUTENHHO K PA3BUTHIO TEPBUYHBIX TMPOBOMAIIMX TKAHEH CTBOJIA U HE
3aTparuBarOT (GOPMUPOBAHNE BTOPUUHBIX MTPOBOISIINX TKAHEH.

Takum oOpa3zom, wu3ydeHHE (PUBHOIOTO-OMOXUMUYECKUX U MOJICKYJISIPHO-
TeHETHYECKUX 3aKOHOMEPHOCTEH NeATeThHOCTH KaMOus Ha TpUMEpe KapeinbCKOW Oepessl
aKTyaJbHO HE TOJBKO C TOYKM 3pEHUs TMoucka myTed 3¢ EKTUBHOTO YIpaBICHUS
KCWJIOTE€HE30M, HO SBIACTCS BaXKHBIM JJI1 TO3HAHUS MEXaHU3MOB [IEJICHUS, pPOCTa H
muQpepeHTNPOBKY KIETOK KaMOHaIbHOM 30HBI JPEBECHBIX PACTCHHI.



Heab u 3axa4n uccjieJ0BaAHUs.

[lenp paboThl COCTOMT B H3YyYEHUM DHJOTCHHBIX MEXaHU3MOB poOCTa U
T depeHIMPOBKH KaMOUaIbHBIX MPOU3BOAHBIX Y JBYX (GopMm Oepe3bl MOBHUCION,
Pa3IMYAIONINXCS IO CTPYKTYPE IPEBECHUHBI.

JIist ToCTHKEHUS LIeIH HEOOXOAMMO PEIIUTh CIEAYIONUE 3aJaun:

— M3Y4YUTh TOJAUYHYIO ITUHAMUKY Caxapo3bl U aKTUBHOCTH (PEPMEHTOB €€ MeTa0OJIU3aluU B
TKaHSIX CTBOJIA IBYX (popM Oepesbl MOBUCIIOHN, pa3IHUYalONINXCs IO CTPYKTYPE IPEBECHHBI;
— UCCJIEIOBATh MyTH METabOIM3allMU caxapo3bl B KaMOMAIbHON 30HE KapeabCKoN Oepesbl
npu (popMHUPOBAHUHU APEBECUHBI C PA3HON CTENICHBIO Y30pYaTOCTH;

— W3YYUTh PETYISIUI0 aKTUBHOCTH CaxapO30CHHTA3bl M AamloIUIaCTHOW HWHBEpPTa3bl Ha
TPAHCKPHUIIIMOHHOM ¥ TMOCTTPAHCISIIMOHHOM YPOBHSIX B KaMOWaIbHON 30HE MPHU Pa3HBIX
CIIEHapUsIX KCUJIOTEHE3a;

— BBISIBUTH Y4YacTHE CaXapoO30CHHTa3bl B CHHTE3€ IEJUIIONO3bI M Kpaxmaia B MEpHOJ
KaMOHMaJIbHOTO POCTA MPH Pa3HBIX CIIEHAPUSIX KCUIIOTCHE3a,;

— CPaBHHUTb aKTUBHOCTH (PEPMEHTOB YTHIIM3AIMHM Caxapo3bl y CEesHIEB ABYX (hopm Oepe3bl
IMOBHUCJION;

— oneanth yyactue CLE-mentumoB rpynmsr B (CLE-41) u TpaHCKpUNIIMOHHBIX (HaKTOPOB,
KOHTposnpyromux auddepeHuupoBky anemeHToB kcuiieMbl (VND6, VND7) u ¢dbmodsmbr
(APL), B hbopMupoBaHUN aHOMAIBLHON KCHIIEMBI KapeabCKOU Oepeshl;

— BBISIBUTH BJIMSHUE TIOYBEHHOTO a30Ta Ha AaKTUBHOCTh (EPMEHTOB METabOJIU3alNU
caxaposbl PH Pa3HBIX CIICHAPUSIX KCUIOTeHE3a.

Hayunasi HoBu3Ha. BriepBbie U3y4e€HO pacmpeleiieHHe aKTUBHOCTH (PEpPMEHTOB,
MeTabOIN3UPYIOIINX OCHOBHYIO TPAHCHIOPTHYIO ()OPMY YIJIEBOJOB Y pACTEHUI — caxapo3y
(Tpu GopMBI MHBEPTA3bl, CAXapO30CHHTA3a), B MPOBOAIIMX TKaHSAX U KaMOWaJIbHOUN 30HE
nByx Gopm 6epessl oBucioi (Betula pendula Roth) mpu pasHbIx clieHapHsX KCHUIOT€HE3a.

Ha pacteHusix pasHoro Bo3pacta oObIYHOHM Oepesbl moBucioi (B. pendula var.
pendula, nmanee oObruHast Oepesa), y KOTOpoil (hopMupyeTcs HOpMajibHAs MO CTPOCHHIO
JpeBecuHa, M Kapenbckoi Oepesbl (B. pendula var. carelica), y koTopoii B pe3yibTare
HapyIIEeHUs! JeSITeIbHOCTH KaMOusi (opMUpPYEeTCsl aHOMallbHAasl 10 CTPOCHUIO JIPEBECHHA,
M3y4eHa PeryJssiius aKkTHBHOCTH Caxapo30CHHTAa3bl HA YPOBHE IKCIIPECCUU KOAUPYIOLIUX €€
TCHOB, PAaCCMOTPEHO ydacThue (epMEHTa B CHHTE3€ ILEJULIIONIO3bI M KpaxMaia B TEepHOJ
KamMOHaIbHOTO POCTA.

BrniepBrie mpoBeeHO H3y4YEHHE SKCIPECCHU TE€HOB, KOAMPYIOIIUX aIOIUIACTHYIO
MHBEpTAa3y U ee OCNKOBbI HMHTUOUTOpP, B MpPOLIECCE HOPMAIBHOTO W aHOMAJIbHOIO
KCUJIOT€HE3a, PAaCCMOTPEHBI BO3MOXKHBIE ITYTH PETYJSIHMH AKTUBHOCTH aroIUIaCTHOU
WHBEpPTa3bl y pacTeHHWil OOBIYHOW Oepe3bl M KapelabCKOW Oepe3bl ¢ y3opyatod u
0e3y30puaToil TEKCTYpOH APEBECHHBI.

BriepBbie mpyu aHOMaTbHOM KCHUJIOTEHE3€ H3yUEHO paclpe/ie]ICHHe SKCIIPECCHH TeHOB
CLE41 u PXY, onpenenstomux HanpapieHue A1MPHEepeHIIMPOBKUA MPOU3BOAHBIX KaMOUSI.

[Ipu ¢opmupoBaHNHM BTOPUYHBIX MPOBOIAIMIMX TKAaHEH CTBONAa Oepe3bl H3ydeH
YPOBEHb 3KCIIPECCHU T'€HOB, KOTOPHIE KOJIMPYIOT TPAaHCKpUMNIHMOHHBIE (akTopel VNDO,
VND7 ¢ NAC-momenom (VASCULAR-RELATED NAC-DOMAIN), peryaupyoinue
CHHTE3 BTOPUYHOM KJIETOYHON CTEHKH, pa3BUTHE U JUPPEPEHIIUPOBKY KIETOK KCUJIEMBI, U
APL (ALTERED PHLOEM DEVELOPMENT, MY B-6enku), urpatonuii poJib B pa3BUTHU
¢dmoamel. [IpomeMoHCTpHpOBaHa BO3MOXKHOCTh U3MEHEHHSI IKCIIPECCHU YKa3aHHBIX TE€HOB
MIPH YBEITMYCHUH COJICPIKAHMSI CaXxapo3bl B IPOBOISAIINX TKAHSIX.



BrnepBble yCTaHOBIIEHO, YTO Yy KapesibCcKOW Oepesbl BBICOKMN YPOBEHb A30THOIO
MUTaHUS MO/IaBIIAET aKTUBHOCTH (DEPMEHTOB METAa00IM3alMN CaXapo3bl, KOHTPOIUPYIOIINX
(hopMHpOBaHHUE Y30pUaTOM IPEBECUHBI.

IIpakTnyeckasi 3HAYMMOCTb PadOThI. AKTHUBHOCTH OCHOBHBIX (DEpPMEHTOB,
YTUIM3UPYIONIMX caxapo3y B KaMOMalbHON 30HE, MOXXHO HCIOJB30BaTh B KauyecTBE
OMOXMMHYECKOTO HMHAMKATOpa pa3HBIX cleHapueB kcuiorenesa: (1) dopmupoBanue
JPEBECUHBI, B COCTaBE KOTOPOW MpeoliIafaroT cocyAbl U BOJOKHA W (2) ¢opMupoBaHue
JIPEBECUHBI, 11 KOTOPOU XapaKTepHbI KPYIHbIE BKIIFOUEHHS KJIETOK MapEHXUMBI.

[IpenyioxkeHbl HOBbIE METOAUYECKHE MOAXOAbl K AKCIEPUMEHTAIBHON pEryisinuu
KCWJIOT'€HE3a IPEBECHBIX PACTCHUM.

Merabonnueckue cxembl, pa3paboTaHHbIE HA OCHOBE (PU3HUOIOT0-OMOXUMHUUYECKUX U
MOJIEKYJISIPHO-TEHETUYECKUX 3aKOHOMEPHOCTEH, OOHAPYKEHHBIX MPU PA3HBIX CIIEHAPHUSAX
KCUJIOT€HE3a, MOTYT OBITh HCIOJIb30BaHbI MPHU MOUCKE MyTed >PGEeKTUBHOIO yNpaBICHUS
STUM MPOLIECCOM KaK C TOYKH 3PEHHUS YBEJIMYEHUS BBIXOJa OMOMACChl JPEBECHHBI, TaK U
BBIpAIIMBAHUS IPEBECUHBI C 3aJaHHBIMHU CBOMCTBAMH.

[IpennoskeH Hay4HBI TOIXOJ K BBIOOPY YYacCTKOB IO/ TOCAJKUA pACTCHHM
KapenbCKoil Oepe3bl. YCTaHOBJIEHA 3aBUCHUMOCTh MEXAY CTENEHbI0 HAaCBIIIEHHOCTU
TEKCTYpbl JPEBECHHBI KapenbCKOM Oepe3bl M ypOBHEM JOCTYIMHOIO a3oTa B IIOYBE.
YcTaHOBIIEH AMamna3oH COJIEp)KaHUs a30Ta, CIOCOOCTBYIONIUHN JIydIlIeMy TMpPOSBICHUIO
y30p4aTOCTH APEBECUHBI.

OcHOBHBIE MOJT0KEHNUSI, BBIHOCHMbIE HA 3AIIUTY:

1. BoigBieHbl MeTaO0OIMYECKHE MPHYUHBI (HOPMHUPOBAHUS Y30pUATON JPEBECHHBI
kapenbckoit Oepesbl (Betula pendula Roth var. carelica). IlonmkeHHas aKTHBHOCTB
Caxapo30CHHTa3bl B 30HE POCTAa U PA3BUTHUS KCUIIEMbl KapelbCKOW Oepesbl 3amemsisieT
MCIOJIb30BAHKME Caxapo3bl JUJIsl CHUHTE3a KJIETOYHBIX 000JO0YEK ATOM TKAHU, YTO TOPMO3UT
OTTOK nucaxapuna u3 ¢uosmbl. Bo ¢uosme mosiBisieTcss M30BITOK caxapo3bl, KOTOPBIH
BBIBOJUTCA B aloIulacT M PacIlEIUIsieTCss € Y4YacTHEM AaloIUIaCTHOM WHBEPTAa3bl.
OO6pa3yromuecs npy 3TOM MOHOcaxapa HMHIYLHMPYIOT CHHTE3 3alacHbIX METabOIMTOB U
IpeBpalleHue KaMOMaJbHBIX TMPOM3BOJHBIX B KJIETKH 3alacalolieil MapeHXUMBI,
SIBJISIFOLMECS CTPYKTYPHOU OCHOBOM y30pYaThIX TKAHEH.

2. BbIsSBIEHBI MOJEKYISIPHO-TEHETUYECKHE 3aKOHOMEPHOCTH JBYX CIIEHAPHEB
KCHUJIOT€HE3a JIPEeBECHBIX PACTEHUM, CBA3aHHBIX C (POPMUPOBAHUEM B APEBECUHE FIIEMEHTOB,
BBINIOJIHAIOIIMX BOJOMPOBOSAIIYIO M MEXaHMYECKYI0 (PYHKIMM W (DYHKIMIO 3alacaHus.
[Ipeobnamanue mudGepeHITMPOBKA COCYJAOB M BOJIOKOH IPOHUCXOAUT Ha (POHE BBICOKOM
akTUBHOCTH caxapo3ocuHTasbl (CC) moa kKoHTposieM reHOB SuSlu SUS2 u compoBOKIaeTCs
AKTUBHBIM CHHTE30M CTPYKTYPHBIX KOMIIOHEHTOB KIJIETOYHBIX CTEHOK (LIEJUTIOIO3bI).
®opMUPOBAHHE APEBECHHBI, s KOTOPOW XapaKTepHbl KPYIHBIE BKIIIOYEHHUS KIIETOK
3aracaroliel mapeHXuMsbl, uaeT Ha ¢poHe Hu3kor akTuBHOCTH CC, BBI3BAHHOW CHUXKCHHEM
sKcripeccu reHoB SUSl u SUS2, M CcoOmpoBOXIAeTCs YMEHBILIEHUEM COJEepKaHUs
LEJUTFOI03BI.

3. Bospacranmne aktuBHOCTH AnMHB B KaMOHMalbHOW 30HE MOXHO PaccMaTpUBaTh
KaKk KOMIICHCATOPHBIH MEXaHW3M, HaIPaBICHHBI Ha YCTpaHEHHE HM30BITOYHOTO
coJlep:KaHus caxapo3bl BO (iodMe, YTO BaXKHO ISl MOAJEPKaHUS JOHOPHO-AKIENTOPHBIX
OTHOIICHUI MEXy TKaHSIMH U OpraHaMU JIPEBECHOI0 PACTECHHUS.

4. Pa3Hble CrieHapu¥ KCUJIOT€HE3a Y KapelbCKOM U 00bIYHOM Oepe3bl OTINYAI0TCA 110
pacrpesiesIeHuI0 ypOBHs dKcIpeccuu reHoB, komupytomux TDIF-nentun CLE-41 u ero
peuentop TDR (urparoT HEHTpadbHYIO pOJIb B CyAbOe KaMOWaldbHBIX WHHIIHAJIEH),
TpaHckpunuoHHble Gakropel VND6, VND7 (peryiaupytoT CHHTE3 BTOPHYHON KIETOYHOMN



CTEHKH, pa3BUTHE U TUPPEPESHIIMPOBKY KIETOK KcmiieMbl) U APL (urpaer posb B pa3BUTHH
(b105MBI).

5. besy3opuaThie JepeBbi KapeiabCKOW Oepe3bl, HECMOTpS Ha OTCYTCTBHUE
BU3YaJbHBIX PA3NIMUUil ¢ OOBIYHON Oepe3oH, OTIMYAIOTCS OT MOCIEAHEH IO XapakTepy
pacnpenielieHdsl  AKCIPECCMM  TE€HOB, KOHTPOJIHUPYIOIIMX  pa3BUTHE  KaMOHMAIbHBIX
Npou3BOJHBIX. be3y3opuarbie JepeBbsi Kapenbckoil Oepe3bl MpeACTaBiIsIOT  coOoi
YHUKaJIbHBIA OOBEKT [UIsl HU3YYEHUS TEPEXOJHOTO COCTOSHUSA MEXKIYy HOPMaIbHBIM
kcuiorenesom y B. pendula var. pendula u ero aHomaibHBIM BapHaHTOM Y y30pYaThIX
pacrenuii B. pendula var. carelica.

6. Ha panHuNX 3Tamax OHTOreHE3a OOBIYHON M KapeiabCKOW Oepesbl, KOT/aa BUIUMBIC
pasnuuMs MEXAY HHUMH €lle OTCYTCTBYIOT, Y CESHIIEB KapelbCKOM Oepe3bl Hab0arTcs
OMOXMMHUYECKHE M MOJIEKYJISIPHO-TeHETUYECKHEe OCOOEHHOCTH, CBOMCTBEHHBIE B3POCIBIM
pacTeHusiM. B dacTHOCTH, yBelIMYMBAETCS YpPOBEHb JKCIPECCHUU TE€HOB KOAMPYIOUINX
TDIF/CLE-TDR/PXY u AnlHB, CHWXaeTCcs ypOBEHb DKCIIPECCHU T'CHOB, KOAUPYIOIINX
n30(hopMbl caxapo3ocuHTazbl SUSI u SUS2, MOSABIAIOTCS MeTabOIMYecKHe H3MEHEHUs
MyTe yTHIU3AIMU CaXapo3bl.

7. YcCTaHOBIIEHA 3aBUCUMOCTb MEXIy CTEHNEHBIO HACBIIMIEHHOCTH TEKCTYpPBI
JPEBECUHBI KapenbCKOI Oepe3bl U YpOBHEM JIOCTYITHOTO a30Ta B MOYBE. BhIsBIIEH 1nana3oH
COJIEp’)KaHUsI a30Ta, CHOCOOCTBYIOIIMN Jy4IIEeMY MPOSBICHUIO Y30pUaTOCTH JPEBECHHBI.
[ToxazaHo, 4YTO CHJIBHBIM ACPUIUT a30Ta M €ro U30BITOK MPHUBOAAT K YBEIUYEHHUIO
BOCCTaHOBJICHUSI HUTPATOB HUTPATPEAyKTa30il B TKaHAX cTBOJA. [[OBBIIEHNE aCCUMIIISLINU
HUTPATOB MpHU AePUIMTE a30Ta TOPMO3ZUT POCTOBBIC MPOIECCHl M PA3BUTHE CTPYKTYPHBIX
aHOMaNui (CHMKEHHE aKTMBHOCTU CaXxapO30CHHTAa3bl B KCUJIEME U MHBEPTa3 BO (prosme),
npu ero u30bITKE — BeAeT K HOpPMallu3allii CTPOEHUS TKaHEeW cTBoJa (CHMXKEHHE
aKTUBHOCTH MHBEPTA3 BO (uiosme).

JInunblii BkJag aBTOpa. ABTOPOM OIIPEAENEHBI LIEJb W 3aJayd HUCCIIEO0BaHUS,
BbIOpaHbl OOBEKTBI M METOJABl HUCCIIEAOBaHUSA. ABTOp JUYHO NPUHUMAI YYacTue B
TUIAHUPOBAHUU M TOCTAHOBKE AKCIEPUMEHTOB, COOpEe SKCHEPUMEHTAJBHBIX JAHHBIX, B
00paboTke U OOCYXKJICHHH IOJYYEHHBIX PE3yJbTaTOB, MMOATOTOBKE MyONMKAaIMNA MO TeMe
JMCCEPTALIMOHHON pabOoThl U MPEACTaBICHUN PE3yIbTaTOB Ha HAYYHBIX KOH(pepeHuusx. B
JUCCepTalliy UCIIOJIb30BaHbI pabOThl, OMYOJIMKOBAHHBIE B COABTOPCTRBE.

AnpoOauuss  paGorbl. OCHOBHbIE  pe3ylbTaTbl  pabOThl  JOJOKEHbI  Ha
MEXIYHAPOJHBIX U POCCUHCKUX CHUMIIO3UyMaxX U KOH(EepeHIUAX: «AKTyallbHbI€ BOIPOCHI
skosioruueckor pusuonoruu pacteHuit B XXI Bexe» (CoiktbiBKap, 2001); VI Crezq ODP u
koH(pepeHuss «CoBpeMeHHass (U3MOJIOTUS PACTEHUN: OT MOJEKYJI JI0 HSKOCHUCTEM)
(CeixteiBKap, 2007); «denaposkonorus u necosenenue» (Kpacnosipck, 2007); «Puznko-
XUMHYECKME MEXaHMU3Mbl aJanTallii pacTEHUH K aHTPOIIOIEHHOMY 3arps3HEHUIO0 B
ycloBusX KpaiiHero ceBepa» (Amatutsl, 2009); «IIpobieMbl COBpeMEHHON JIEHAPOIOTHI
(MockBa, 2009); XV Cumnosuym 10 MEXMOJEKYISIPHOMY B3aUMOJICUCTBUIO U
koHpopmarmsim Monekyn (IlerpozaBoack, 2010); «Pactenue u ctpeccy», (Mocksa, 2010);
«CTpyKTypHBIE M (PYHKIMOHAJIBHBIE OTKJIOHEHHS OT HOPMAJIbHOTO POCTAa MU Pa3BUTHUS
pacteHuii moxa BozjaeiicTBueM (akTopoB cpeaws» (IlerposzaBoack, 2011); «Duznonorus
pacTeHuil - TEopeTHUYecKass OCHOBA HMHHOBAIIMOHHBIX arpo- u (UTOOMOTEXHOJIOTHUI»
(Kanuauarpan, 2014); «Pactenuss B ycioBHSX TIIOOANBHBIX W JIOKAJIBHBIX MPUPOHO-
KJIIMMaTHYECKUX W aHTpomnoreHHbIX Bo3aeicTBui» (Ilerpo3aBosack, 2015); «CurnanabHbie
CUCTEMBl PacTeHMI: OT perentopa 10 OTBeTHOW peakuuu opranuzma» (Caukt-IlerepOypr,
2016); «The Fourth International Symposium on Plant Signaling and Behavior» (Saint
Petersburg, 2016); «®uTOMMMYHHUTET M KJIETOYHAsl CUTHaNM3anus y pacreHuit» (Kasaws,



2016); «MonekynspHble acleKThl peaokc-merabonm3ma pacteHuiny (Yda, 2017);
«TeopeTudeckue U MPHUKIAIHBIC aCMEeKThI JecHoro nouyBoBeaeHus» ([lerposasoack, 2017);
«bopeanbHbBIe Jleca: COCTOSIHHME, TUHAMHKA, dKocucTeMHble ycryruy (Ilerpo3aBoack, 2017
roja); «JKCHEepUMEHTaJbHasi OWOJNOrHs pacTeHUH: (QyHIaMEHTaldbHblE U TPUKIATHBIC
acniekteD» (Kpeim, Cynmak, 2017).

IMyoaukanun. [To Mmatepuanam auccepranuu onyonukoBaHo 6omnee 80 paboT, B ToM
gucne 25 crateid B PELUEH3HPYEMBIX JKypHalax, BXONANIMX B TIEPEUYCHb W3JaHHA,
pexomenayeMbix BAK, cpenn Hux 9 crateil B kypHajax U3 cnuckoB SCOpus u Web of
Science, onuH naTeHT, oaHa 0a3a JaHHBIX.

Crpyktypa m o0bem pabotbl. JluccepTanmuss COCTOMT W3 BBEACHMs, 0030pa
JUTEPATypbl, OMUCAHUSI OOBEKTOB U METOJOB HCCIEN0BaHUsA, 4 TJIaB SKCIEPUMEHTAIBHON
YacTH, 3aKJIIOYEHHUs, BBIBOJOB M CIIMCKAa LUTUPYEMOMl nuTeparypbl. CIHCOK JIUTEPATYPHI
BKIIOYaeT 466 HamMmeHoBaHui, W3 HUX 394 Ha HWHOCTpaHHOM sI3bIke. Jluccepranus
n3N0XKeHa Ha 287 cTpaHWIIaX MAIIMHOTIMCHOTO TEKCTa, COACPKUT 7 Tabmuil 1 71 pUCYHOK.

BnarogapHoctu. ABTOp BBIpaXKaeT TIYOOKYIO TPU3HATEIBHOCTh  JIOKTOPY
ounonornueckux Hayk JI.JI. HoBHIIKOI 3a HEOIEHMMYIO MOMOIIL B TMPOBEACHUH PaOOTHI.
Ocobas 6maromapuocts k.0.H. M.C. KpacaBuHoil 32 KOHCYJIbTAIlUU U TIOMOIIb B OCBOCHUU
METOJIMKH OmpeneiaeH!s] (EepMEHTaTUBHON AaKTUBHOCTH. ABTOp HCKpEHHE Ojarogapex
corpynuukam KapHI[ PAH W.H. Codpononoii, k.60.H. FO.JI. Momenckoi, K.M.
Hukepopoit, M.H. Ilogropuoit m x.6.H. E.B. MoIKuHOW, COBMECTHO C KOTOPBIMH
MOJTy4eHBI 00CYyXKjaeMble B paboTe pe3ynbTaThl, K.0.H. JI.B. TomuneBoii 3a 1ieHHbIE COBETHI
npu npoeaeHuu [P ananuza, corpynnuky Kapenbckoil necocemenHou crtanmuu M.JIL.
[IypoBoii 3a moMoIIb MpHu 0100pe 00BEKTOB UCCIETOBAHUS.

COJEPXAHUE PABOTbI
I'masa 1. O030p JuTepaTypsbl
OnucaHbl OTKJIOHEHUS OT HOPMBI B KaMmMOWanbHON 30HE, HPOUCXOASAIIUE IPU
(dhopMHUpOBaHUHN aHOMAJILHOM JpeBecuHbI Kapesibckoi Oepesbl. [loka3aHbl MyTH peryisuuu
JeSITETbHOCTH KaMOusl y JPEBECHBIX PACTEHHM, paccCMOTpeHbl (aKTOpPhl TPAHCKPHUIIIIHH,
oOycnoiuBatonue TuhGepeHupoBKy KaMOUAIbHBIX MTPOU3BOIHBIX 110 TOMY WA HHOMY
nytd. OOCyX/I€Hbl OCHOBHbIE (YHKIMU CaxapO30CHMHTAa3bl W aroIlJJaCTHOW WHBEPTa3bl B
KaMOMaJIbHOW 30HE JIPEBECHBIX PpACTEHUH, MOKa3aHbl BO3MOXKHBIE MYTH PEryJsiuu HX
aKTUBHOCTH. PaccMoTpeHa posib a30THBIX COEIMHEHUH B PETYJSIIMM KCHIOI€HE3a
JIPEBECHBIX PACTCHUMU.

I'maBa 2. O0beKTbI H MeTOAbI HCCJIETOBAHUS
2.1. PacmumenvHulii Mmamepuan

O0ObexTamu uccienoBanus Obutd Be (GOpMbI Oepe3bl MOBUCION pa3HOrO BO3pacTa:
oObyHas Oepesa mosucias — Betula pendula Roth var. pendula u kapensckas Gepesza — B.
pendula var. carelica. B HekoTOpbhIX ciy4asx JUIs CPaBHUTEIBHON XapaKTEpUCTHUKH
ucronb3oBasu Oepesy mymuctyio (B. pubescence Ehrh).

40-45-netHue pacteHus OOBIYHOM M KapelbCKol Oepe3bl — H3YYeHHE B TKaHSIX
CTBOJIa TOJMYHOM JIMHAMHUKH COJEpXKAHUs CaxapoB, KpaxMmajga M akTUBHOCTH BaklHB,
[utHhuB, AnluB, CC, nHecnenmudpuyeckoit rekcoknnasesl (I'K); B mepumon xamOMaibHOTO
pocTa ompe/esieHne YPoBHs dKcrpeccuu reHoB, koaupytonmx nentug CLE-41 (CLE4L) u
ero peuentop (PXY).

25-1eTHUE pacTeHHs KapelnbCKOoil Oepe3bl € pa3HOW CTENEHBI0 y30pYaTOCTH
npesecunsl (0 G6amioB — Oe3y3opuarsie pacteHuss M 1-3 Oamma — y3opyarble pacTeHHUS




(T'anmmbuna u mp., 2016)), npouspacTaromue B JECHBIX KyJIbTypax Ha Tepputopun Kapemnuu,
— U3YYEHHE COJIEPKaHMsI caxapoB, Kpaxmala U 1ejuirono3sl, aktusHoctd Anllus, CC, 'K u
nutpatpenykrassl (HP), ypoBus sxcnpeccun renoB Susl, Sus2, CWIN1, CWIN1.1, CWIN4,
CIF, CLE41, PXY, Ces8, Ces 7, Ces 3 u reHOB, KOAUPYIOMUX (PAKTOPHI TPAHCKPHUIILIUU
VNDG6, 7 u APL, mepenocunku rekco3 (Hexl, Hex2) B xamMOMaabHOH 30HE B IMEPHO.
aKTUBHOT'O KaMOMAJIBHOTO POCTa; U3yYEHHUE BIUSHUS TUIOJOPO/IMS TIOYBBI Ha COOTHOIIIEHUE
arnoIUTaCTHOTO W CaxapO30CHHTA3HOTO MyTH MeTaboNM3aluy caxapo3bl B KaMOWaIbHOMN
30HE.

10- u 11-neTHue pacteHus OOBIYHON Oepe3bl, Oe3y30pUaThie PaCTCHUS KapeabCKON
Oepessl, y3opuaras u 6e3y3opuaTasi YaCTH CTBOJIA Y30pUAThIX PACTEHUH KapeabCKO Oepe3bl
— U3YYEHHME COJEp)KaHMs caxapoB, KpaxMmaia W LeuIroso3bl, aktuBHOCTH AnMuB u CC,
ypoBHsI dKcmpeccuu reHoB, koxupyrommx CC (Susl, Sus2, Sus3), AnMusB (CWINI,
CWIN1.1, CWIN4), 6eaxossiii uaruoutop Aullue (CIF), nemmonozocunrasy (Ces8, Ces 7,
Ces3) nentug CLE-41 (CLE41) u ero peuentop (PXY) Bo ¢uodme u kcuiieme B MEpHO
KaMOHaJIbHOTO POCTA.

6-neTHHe pacTeHus OOBIYHOW Oepe3bl U KapenbCcKol Oepe3bl C pa3HON CTENEHBIO
y30p4aTOCTH  JApPEBECHHBI — B TEpPHOJ KaMOWMalmbHOTO  pOCTa  HCCIEIOBAaHHE
(OTOCHHTETHYECKON aKTUBHOCTH JIMNCTHEB, COJEP)KAHHS CaxapoB, KpaxMmayia, aKTHBHOCTH
AnluB u CC B nucThsX, (imosMe, KcuiieMe, KOPHSX; W3Y4YCHHE BIIMSIHHUS K30T€HHOTO
HUTpaTa HAa METa0OIN3alIMIO caxapo3bl B TKAHAX CTBOJIA.

2-4 NeTHHE CesSHIBI OOBIYHOW U KapelbCKOW Oepe3bl M ISl TTOIYICHUS MEKBHIOBOU
CPaBHHUTEIILHON XapaKTepUCTUKU pacTeHus Oepe3wnl mymmcTor (B. pubescence Ehrh) —
M3y4YeHHE B TEUCHUE BETETAIMOHHOTO CE30HA JMHAMHKHU CaxapoB, Kpaxmaja B OpraHax U
TKaHSX pacTeHnd. Bce pacTteHuss ObUIM BBIpAlIeHBl W3 CEMsIH, IOJYYEHHBIX OT
KOHTPOJIMPYEMOTO OIBUICHUS, U MPOU3PACTATN B OJMHAKOBBIX MOYBECHHO-KIUMATHUECKUX
ycnoBusax Ha buocranuu KapHIT PAH.

2-17-HenenbHBIE CESHIIBI OOBIYHOM M KapelbCKOW Oepe3bl, BBIpAIllcHHbIC Ha
nutarensHoM rpyHte Terra Vita (N — 0.91%, P — 0.2%, K — 0.094%) B kamepe mpu
temneparype 23°C, 16-4acoBoM (OTONEPUOIE, OCBEMIEHHOCTH 8 KIK — HCCIIEI0BAHHE
aktuBHOCTH BakUuB, [lutluB, AnlaB, CC, ypoBHS 3kcnipeccuu reHoB Susl, Sus2, CWIN1,
CIF, CLE41l, PXY. CesHupl BbIpallleHbl M3 CEMSH, MOJYYEHHBIX OT KOHTPOJIUPYEMOTO
ombuteHus. CeMeHa KapelmbCKOW Oepesbl MONYyYeHbl OT POJUTEIBCKUX JEPEBBEB C SIPKO
BBIPQ)KEHHBIMH MTPU3HAKAMH Y30pUYaTOCTH JpeBecuHbl. /g ananusa 6panu cTedau U KOpHH.

OKCIIepUMEHTAIbHbIC MOAXOIBI.

Jns u3ydeHus BIMSHMS pa3HbIX KOHLEHTPALMKM €axapo3bl Ha pa3BUTHE TKaHEH
MPOBEJCH JKCIEPUMEHT C BBEJCHHEM B TKaHU CTBOJIa JIEPEBHEB PACTBOPOB CaXapoO3bl
pasHoii koHueHtpamuu (1%, 2.5% 5%, 10% u 20 %) (Hosunkas, Kymuup, 2005;
Novitskaya, Kushnir, 2006). DxciepumenT npoBoauau Ha buonornueckoii ctanmmu KapHI]
PAH na 25-netHux pacteHusix oObluHOM Oepesbl. Ha cTBoje BhIpe3anu Hapy>KHBIE CIOH
KOpbl B BHJI€ JUIMHHBIX Y3KUX M0J0coK (10X2 cm), ocTaBisisi HETPOHYTHIMU BHYTPEHHUE
CIIOM HEempoBOIAIICH (I03MBI, MPOBOAAIIYI0 (rodMy U KamOuanpHyr0 30HY. Ilocne
yOAJICHUsT KOpPbl CTBOJ B 30HE pAaHEHHUS Cpa3y MOKPHIBAIH BOJOHECTIPOHUIIAEMBIM
MaTepuasioM. B co3zmaHHBIE TakuM 00pa3oM KaMephl pereHepanud C  OMOIIBIO
MEIUIMHCKOTO IIIPHUIA BBOAWIN pacTBOPHI caxapo3bl. Hauano sxcnepumenta 07.07.2009,
okonuanue 21.08.2009. Ilo oxoHuaHHIO OOpPaOOTOK M3 30HBI JKCHEPUMEHTAIBLHOTO
BO3JICHCTBUS OTOMpaM PACTUTENBHBIA Marepual, KOTOPBIH Jenwiu Ha TpU cios. B
HapyXHbIH ciaoi (1-i cioil) BXOAWIM TKaHU pPaHEBOM NapeHXUMBbI M YacTh HEMPOBOMSILEH
(b103MBI, cpenHU cinoi (2-i coii) BKIIOYAT MPOBOIALIYI0 (II0OAMY M KaMOHAIBHYIO 30HY,
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BHYTpPEHHUH cioil (3-i cioif) — TKaHu KCuieMbl Tekyuiero roga. C aepeBbeB, KOTOpbIE HE
y4acTBOBAJIM B OMbITE, MPENAPUPOBAIH CJIOM TKaHEH IO TOH e cXeMe M UCIOJIb30BalId MX
B KayecTBe KOHTPOJIs (K). B 0TOOpaHHBIX TKaHAX CTBOJIA ONpENEsIN akTUBHOCTh BakHB,
HwutWHB, AnlaB u CC.

Jlnst u3yueHus: KaMOMaIbHOTO POCTA B YCIOBUSIX PA3IMUYHON 00ECIICYUEeHHOCTH TKaHEH
aCCUMIWIATAMH HAapyIIaJyd HUCXOSAUIUI TPAHCIIOPT caxapo3bl MyTEM KOJBIIEBAHUS CTBOJIOB
nepeBbeB. [l MccnenoBaHMS MCMONB30BANM 22-TETHUE pacTeHUsi OObIUHON Oepesbl,
npouspacTaronie Ha buonormyeckorr crannuu KapHI[ PAH. Yacte nepeBneB Oblia
ocTaBiieHa 0e3 KaKMX-TU00 BO3JEHCTBUM, UX HCIIOJIB30BAIM B KauecTBE KOHTPOJbHBIX. Ha
CTBOJIaX OIIBITHBIX JIEPEBbEB B IIEPUOJ AKTUBHBIX JEIEHU B KaMOMalIbHOW 30HE
(19.06.2017) ObUTO BBIMIOJIHEHO JIBOIHOE KousblieBaHue mo meronuke Daudet et al. (2005).
[To oxonuanum skcriepumenTta (10 mHel) B TKaHIX CTBOJA M3YyYalld COJAEpkKAHHE Caxapos,
ypoBeHb dkcnpeccun reHoB Susl, Sus2, CWIN1, CWIN1.1, CWIN4, CIF, CLE41, PXY,
Ces8, Ces 7, Ces 3, VND6, VND7, APL, Hex1, Hex 2.

2.2. Ombop obpazyos

W3 ctBONOB Oepe3 mpemapupoBalid TKaHU (PII0o3MBI U KcuieMbl. B TkaHU (Gra05MBbI
BXOJIMJIM MaTEpPUHCKUE KIETKH (JI03MbI M TpoBojsdmas (prodma, B TKAHH KCUJIEMBl —
MaTEepUHCKUE KIJIETKH KCWJIEMbl U KCWileMa Tekyuero rojaa. Kierku kamMmOuanbHON 30HBI B
3aBUCHUMOCTH OT CE€30Ha OTXOAWIM TO K (uodme, To K Kcuieme. Bech pacTuTenbHbIN
MaTepuall cpazy 3aMOpaXUBAIM B JKUJIKOM a30T€ M BIIOCJIECACTBHUM XpaHWIH B
HHU3KOTEMITEpATypPHOU MOPO3MIIbHOM Kamepe mpu — 70°C.

2.3. Muxpockonuueckue ucciedo8anus

@ukcanuio Tkanen mpoogwu B 70% crnupre. Ha 3amopaxuBaroiieM MUKPOTOME
Frigomobil (ABcTpusi) U3rotaBivBaiy MONEPEYHbIE CPE3bI KCHIIEMBI M (PJI03MBI TOJIIMHON
15 mxm. Cpesbl ucciepoBain ¢ momoimibio Mukpockoma Axiolmager Al (Carl Zeiss,
I'epmanus) B mpoxopsuieMm cBete. Cpe3bl KcuieMbl OKpamuBaiud 1%-HbBIM BOJHBIM
pacTBOpOM capaHuHa, YTO MO3BOJIMIIO BBISBIISATH KIETOUYHbIE 000I0UYKHN, HAUYMHAS C PAHHUX
3TarnoB JUTHUPHUKALUU.

[lpu wu3yuyeHHH ciOeB MNPOBOASAIIECH (IO3MBI HCHOIB30BAIM METOJ BBISBICHUS
KaJUI03bl Ha TOpax CUTOBHIHBIX TpyOok. Cpesbl okpammuBanu 0.005%-HbIM pacTBOpOM
anwinHoBoro ronyboro B 0.1M 6ydepe ¢ pH 8.0 u uccnenoBanu mojx MHKPOCKOIIOM B
MPOXOJAIIEM CBETE M B pEeXHME JTOMUHecUeHUUU. CBeTdiuecss OTIOKEHUS KaJlo3bl
HMMeEJIH SPKO TOJyOYI0 OKpacKy.

2.4. Xumuyeckuti ananus no4ewl

OO6pa3npl OTOMpanu M3 TEHETHMYECKUX TOPU30HTOB IOYB W AHAIM3UPOBAIM TIO
obmenpuHATHIM MeTonukam (Apunymkuna, 1970). Cogepxanue o01iero a3ora u yriepoja
omnpenensuin Ha CHNS-amanmszarope (Perkin-Elmer, model 2400, CIIA). CopepxaHnue
nojaBmwkHOro Qocdopa — cnekrpoporomerpuuecku (CD-2000, Poccus) ¢ monubaatom
aMMOHHSI, TIOJIBUKHOTO Kallus — METOJOM aTOMHO-abCcoOpOLMOHHON crnekTpodoTomMeTpuun
(Shimadzu AA 7000, flnonus). B ropu3oHTax MOYBBI PACCUUTHIBAIN 3aMachl JOCTYIHBIX
U pacTeHust a3oTa, (ocdopa u kamusa. s MOICTHIKM pacueT BEIM C YY4ETOM 3araca
MOJICTUJIKU, NIl MHHEpaJIbHBIX TOPU30HTOB YYUTHIBAIM MX MOIIHOCTb. 3amachl a3o0Ta,
dochopa, Kanus MOACTWIKH CYMMHPOBAIUCH C 3alacaMd B MHHEPAJIbHOM YacTu U
paccuuThHIBAIMCH Ha clloil 0-25 cM. 3amachl 2JIeMEHTOB, MOIYYEHHBIE IS OT/IEIbHBIX MOYB,
nepecunThIBaNIM Ha Tuiomaas (ra) (baxmer, 2012).

2.5. Buoxumuueckue uccneoosanus

OnpeneneHue copepKaHWs MUTMEHTOB MPOBOIMIN CHEKTPOPOTOMETPHIESCKUM

metonoM (cnekrpodoromerp CP 2000, Poccust). Xaopodusn sKCTparupoBajid U3 CBEKHUX
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nuctbeB 80% aleTOHOM, MOJYYEHHBIM APKCTPAKT aHAIM3UPOBAIA B JAMANa3oHE AJIUH BOJIH
410-700 um. ComepskaHue MUTMEHTOB paccumThiBann mo ¢dopmyaam H.K. Lichtenthaler
(1987). Pacuer nonu xsnopodumioB B ceeTocodupatromiem komiuiekce (CCK) oT ux cymmsl
NPOM3BOJIIIIN C Y4ETOM TOTO, 4TOo Bech xiopodmmn ¢ Haxomutces B CCK (Lichtenthaler,
1987).

Onpenenenue caxapoB. s ompeneneHus caxapoB BeChb PaCTHTEIBHBINA MaTepHual
TMO(GUIBHO BBICYIIMBAIN. DKCTPAKIUIO YIIIEeBOAOB MpoBOoAwiin 80% 3THIOBBIM CIIUPTOM
npu 50°C. CoaepskaHue pacTBOPUMBIX YIIIEBOJIOB B OKCTPAKTE aHAIU3MPOBAIM HA CHCTEME
BBICOKOX((DEKTUBHON KHAKOCTHOM XpomaTtorpaduu cepuu «Crtaiiep» (AxBumiioH, Poccus).
ConepxaHue YIrieBOJ0B BBIPAKAIU B MI/T CyXOW TKaHU.

Omnpenenenue kpaxmaina. Kpaxmam sSKcTparupoBaid €3 pPACTUTENBHBIX TKaHEH
XJIOpHOM KucioToi mo metony Ilprouepa (Pucher et al., 1948). Coneprkanue Kpaxmaia
OTIPENEISUIN TIIFOKO300KCUIa3HBIM METOJIOM 10 KOJHMYECTBY TIIIOKO3BI, 00pa3oBaBILEiCS B
pe3ysbTare KUCIOTHOTO THAPOIIN3A.

Onpenenenue 1emnoo3bl. [emtonosy Beinensuu mo Mmeroay Kropraepa-Xoddepa
CMECBIO KOHIICHTPUPOBAHHON a30THOW KUCJIOTHI UM ATHJIOBOTO CIUPTa B COOTHOIICHUE 1:4
(o 06bemy). ConepxaHue MEUTFOI03bI ONPEEISIN TPABUMETPUUECKUM METOIOM.

Ananmu3 aktuBHOcTH (epmentoB. Jlns ompeneneHusi aKTUBHOCTH (EPMEHTOB
pacTUTENbHbIE TKAaHU pacTUpAd B OJKUIAKOM a30T€ JI0 OJHOPOJAHOW Macchl H
romorenusuposanu npu 4°C B 6ydepe cienyromero cocrasa: 50 MM Hepes (pH 7.5), 1IMM
DATA, 1 MM DI'TA, 3 MM DTT, 5 MM MgCl,, 0.5 MM PMSF. Tlocie 20-MuHYTHOM
IKCTpakIuu romoreHar nenrpudyruposanu npu 10000 g B Teuenue 20 MuHyT (1IeHTpUDyTa
MPW-351R, TIlombma). Ocagok TpoekpaTHo mnpombiBaiin Oydepom. Ocanoxk u
00beIMHEHHBIN cynepHaTanT auanu3obain npu 4°C B Teuenue 18-20 yaco nporus 6ydepa
JUIsi ToMoreHm3anuu, paszbaBieHHoro B 10 pa3. B ocagke ompenensnu AnleB, B
cynepHatante — BaxluB, HutHUuB, CC, nHecmenmduueckyro rekcokuHazsy (I'K) wu
Hutparpeaykrazy (HP). AxTtuBHOCTM (QepMEHTOB OIpeaensii IMociie HHKyOauuu
nosyuennoro npenapara npu 30°C B Teuenue 30 MUHYT.

WNukyOanyionHas cpefa JJisi ONpeeieHus] akTUBHOCTH WHBEpTa3bl cojaepkana 100
MM anerarnbiit 6ydep, pH 4.7 (AnulluB u BakMuB) unu 50 MM Hepes, pH 7.5 (LutHHB),
25 MM caxaposy. KonmdecTBO oOpa3oBaBIieiicss B mpoliecce HHKYOalMHM TITIOKO3bI
OTIPENIEISUTN TIIFOKO300KCHAa3HBIM METOIOM. AKTUBHOCTh HHBEPTA3bl BBIPAXKAIH B MKMOJIb
pacnagIieicsi caxapo3bl Ha T ChIPOM TKaHU W/WIM Ha MT Oerka.

WNukybanmonnas cpefa ans onpenenenus aktuBHoctd CC B cTOpoHy pacmaja
caxapo3bl cogepxkana 70 MM Hepes (pH 7.4), 5 MM MgCl,, 1 MM ypunuaaudocdar, 1 MM
nupodocdar, 1 MM HAJID, 50 MM caxaposy, 1 U rimroko3o-6-hocdharneruaporenassr, 2 U
docdormrokomyTasel. AktuBHOCTE CC B HampaBlIeHWH pacmaja caxapo3bl OINPEAeIIsin
cnektpodoromerpruyecku no BoccraHoBienuo HAJI® mpu A = 340 um (cnextpodoTomeTp
C®-2000, "OKb Cnektp", Poccus). AktuBHocts CC BbIpakajdud B MKMOJIb pacraBIleics
caxaposbl Ha T CBIPOM TKaHU W/WIIM Ha MT OejKa.

NuxyOannonHast cpena st ompeneneHus akTuBHOCTH CC B CTOPOHY CHHTE3a
caxapo3bl cogepxkana 73 MM tpuc-HCI (pH 7.5), 2.5 MM Y 1®-rmroko3y, 20 MM ¢pykTo3y,
5 MM MgCl,, 3 MM DTT. KonmuectBo o0pa3oBaBIieiics caxapo3bl OIPEIeIIsin
CHEKTPO(POTOMETPUYECKU TI0 Pe30pHUHOBOMY MeToay Poas (cmekrpodoromerp CD-2000,
"OKbB Crektp", Poccust) (Nilsson et al., 2010). AKTUBHOCTh CaxapO30CHHTA3bI BHIPAXKAIU B
MKMOJIb 00Opa30BaBLICiiCcs caxapo3bl HAa MT OeJKa.

Nuky6arnmionHas cpena uist onpenenenus aktuBHocTH 'K comepxana SOMM Ttpuc-
HCI (pH 8), 5MM MgCl,, 5 MM AT®, 1 MM HAJI®", 5 MM rmoko3y, 1 equHHILY TIHOKO30-
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6-dbocharnernaporenassr (['mo-6-d-/1'). Conepxanue 6enka depmenta cocrapisiio 500
MKJI Ha o0t o6bem mHkyOarmonHoi cpeasl 1000 mxn. AxtuBHocTh 'K BhIpaxkanu B
HMOJIb IIpeBpallieHHoro cyocrpara Ha Mr Oenka (Kypcanos u nip., 1989).

WNukyOannonHast cpefa nnsi ompeneneHus aktuBHoctd HP comepxkamna 50 MM
dbocdarneiit 6ydep (pH 7.6), 10 MM KNO3, 0.7 MM HAJID-H, 0.5 MM EDTA, 0.625 MM
muctun, 25 MxkM Na,MoO, (Friemann et al., 1992). KomudyectBo o00Opa3oBaBIerocs
HUTPUTA OMNpPEACISUIN CHEeKTpodoTOMETprUYecKd ¢ peakTuBoM I['pucca. AxtuBHocth HP
BBIpaXKaJIl KaK MKMOJIb 00pa30BaBIlIerocsi HUTpUTA Ha MT Oenka. CymMmapHoOe coJepkaHue
Oenka B TKaHsIX ompenessuiu no metony bpendopa.

2.6. Onpeoenenue yposHs dIKCnpeccuu 2eHo8

HakomnuieHne TpaHCKPUNTOB TI'€HOB aHAJIM3UPOBAIM HPHU IMOMOILIM MOJUMEPa3HOU
nertHol peakiuu (I1L[P) B pesxxume peanbHOro BpeMeHH. J{Jis aHanmu3a OblIu BEIOpaHbI TeHBI,
komupyrorue n3opopmel CC (Susl, Sus?), uzopopmsr Anllae (CWIN 1, CWIN 1.1, CWIN
4), oenkoBeiii uarnOuTop Anlue/BakUuB (Cif), nuzodopmer nemrrono3ocunTassl (Ces 8,
Ces 7, Ces 3), mepenocumku caxapo3bl (Suc) m rexco3 (Hexl, Hex 2), CLAVATA-
nonoOubrid ety 41/44 (CLE41/44) u ero penenirop (PXY), a Takke TpaHCKPUTITHOHHBIC
daxToper VND6, VND7 ¢ NAC-nomenom (VASCULAR-RELATED NAC-DOMAIN),
KOHTPOJHUPYIOLUIUE CUHTE3 BTOPUUYHOM KIETOYHOM CTEHKH, pa3BUTHE U AUPPEPEHIHPOBKY
kietok keuwieMbl 1 APL (ALTERED PHLOEM DEVELOPMENT, MY B-6enku), koTopsie
UTPAIOT POJIb B Pa3BUTHUU (DIIOIMBI.

[Tonbop mpaiimepoB. Cneuuduueckue mnpaiimMepsl g aMIUIMPUKALMK Y4aCTKOB
uccinenyembix TeHoB (Tabn.1) (EBporen, Poccus) KOHCTpyupoBaid C TOMOIUIBIO
mporpaMMmHoOro obecneuenus Primer Express Software (Applied Biosystems) Ha ocHOBe
nocinenoBarenbHocTe  reHoB  (https://genomevolution.org/CoGe/Genomelnfo.pl?gid=
35079), uaentudunmpoBanusix it Betula pendula Roth (Salojarvi et al., 2017).
OddexruBnocts [P mist mpaiimepoB pedepeHCHBIX U IEIEBBIX TEHOB OMPEEISIA MTyTeM
nposenenus [P ¢ mocnenoBarenbHbIME pa3baBieHusMu uccienyemoro oopasma kJIHK
(PebpukoB u np., 2011). Cneunduynocts nomyueHHbIX npoayktoB [1IP Obuta onenena c
MOMOIIBI0  KPUBBIX IJIaBieHHWs. B kadectBe pedepeHCHOro TeHa Juisi pacydera
OTHOCUTEIIBHOW DKCIIPECCHH HCMOJb30BaM TeH akrtuHa (Tab6m.l). Jlng oneHku
MPUTOJAHOCTH JTAaHHOTO TPAHCKPUIITA B Ka4eCTBE PeEepPEeHCHOr0 ONPEeNsii CTA0UIBHOCTD
IKCIPECCUU TeHA MPH MOMOIIHU MPUKIaIHON porpammel st Microsoft Excel — BestKeeper
(Pfaffl et al., 2004).

Beinenenue toransHo PHK w cunte3 kommuementapHou JIHK. Ilpouenypy
BbiaeneHuss TPHK mpoBogunu ¢ nmomoursto pearenta Extract RNA (Esporen, Poccust)
cormacHo mpoTokony mpousBoautens. kJIHK cunTesmpoBanmm, wucnons3ys Habop
peakTuBOB i oOpaTtHO# Tpanckpunuuu MMLV RT kit (Esporen, Poccus).

[MIIP B pexuMe peasbHOTO BpeMeHH. AMIU(UKAIHUIO 00pa3loB MPOBOJIWIN B
npubope iCycler ¢ ontuveckoii npucraBkoit 1Q5 («Bio-Rad», CIIA), ucnosb3ys HaOOpHI
i aMmuidukanuu ¢ naTepkanupytommm kpacutenem SYBR Green («EBporen», Poccus).
OTHOCUTEBHBIN YPOBEHb TPAaHCKPHUNTOB reHoB (RQ) Berumcsiii o gopmyie:

RQ = 25¢t

rae AC; — pa3HHIIa 3HAYEHUN MOPOTOBBIX IHKIOB Ui peepeHCHOTO W IEJIEBOTO
reHoB, 2 — 3 dextuBHocTh [ILIP. YpoBens sxcnpeccuu crienupuIHbIX T€HOB BBIPAKAIH B
OTHOCUTENIbHBIX e€AMHHUIAX (OTH. €].), HOPMAaJU30BaHHBIX K YPOBHIO 3KCIIPECCUU
pedepeHCcHOro reHa.
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Tabmuma 1. Hykneotumnas mociieoBaTelnbHOCTh mIpaiiMepoB ansi mposeneHust 1P B
pEXKHMME pEaIbHOIO BPEMEHHU.

Jlokyc (Salojérvi et

'en [Ipsmoit mpaiimep (5'—3") OO0patHsIii patimep (5'—3") al., 2017)
Actin | CCTCCTCARTGAGTAGC TTCTTTCCCTTTATGCC | Bpev01.c0427.90027
CWIN1 TATCAGACX(C;AAGCACCC ATTACACGCCCAGAACAGAC | Bpev01.c0237.90050
cwingy | ACTECCCEBATTTCTTCC | grecaceTaeeceTToTCCG | Bpevol.co3ss goos
CWIN4 GCTCTACCégAATCCTCC GCACTCGCATTCATCCCCTC | Bpev01.c0516.90006
susp | | ACCATCAALLECTOTCC | GTTCAGTTCCTCAACCGTCA | Bpev01.c0294.90013
susp | CTOCTAACESCAACGAA | ACCGCCAAGGCAACCCAC | Bpev0L.c0051.90185

CLEA41/44 | ATGGCAGCCGATTGTTGT TGCTCCTCTTGCTTGTTA Bpev01.c0016.90065

PXY TGCTCGTTCACGGATGTT CACGCAGTTCGCTACCAC Bpev01.c0169.9g0033

GCAAGCAGACACCCTTTT

cif - GTTTAGTTTTGGGCTACCGT | Bpev01.c0932.90004
Cesg | 'CCTCCATACBATOCOAT  ceTTCCATCTGETGCTCTG | Bpevol.co196.90006
Ces3 | TGTCTGCTGCATCACCTG | AAAGACTCATCCACAAGEAC | goev01.c0777.90012
Ces7 | CTAATACEECSTEGTAG | 16CTCGAAGCAATCGGTA | Bpev1.c0603.g0003
VND7 | CCACTGCTGCTGGATTC TACCATTGGGTGCTCGT | Bpev01.c0411.g0006
VND6 | TGAGTCGCTCCCGTGTT GTCTTCATCGGCAGGCT | Bpev01.c1773.90004
APL | GAAGCTCAAGCTGGTCAC | GGAGAAAGCCTGTCAAAC | Bpev01.c0189.g0073
HexlI | GGGGTGGTTGATTCCTA | TCCAGCAGAGCATTGTG | Bpev0l.c0329.0008
Hex2 | COATTTOCTTOSTCATEG | ATTTATACCCTTGGTCTCTGG | Bpev01.co151.90005

suc CTTCATCTGGCTCTGCG | GGTTTTCGTCGTCTTGTC | Bpev01.c0594.0012

2.7. Cmamucmuyeckas obpabomka

Cratuctudeckytro  0oOpabOTKY  pe3yabTaTOB  HCCIEIOBaHHUS  MPOBOAWIH  C
UCIOJb30BaHMEeM TMakeToB mporpamMm StatGraphics mms Windows, PAST. Jlanubie
MpeACTaBlIeHbl B BHJAE CPEAHMX apUPMETHUYECKUX 3HAUYCHUH 10 OHOJOrHYecKon
MIOBTOPHOCTH B KosinuecTBe 5-10 nepeBbeB Kaxk0i rpynnbl. AHAIUTHYECKAs IOBTOPHOCTh
TpexkpaTHasi. Pasznuuus B pacrpeselieHHd TMoKaszaTeaed MexXay TpylnrnamMu pacTeHUn
ONpeeNisiii METOJAOM OILIGHKM 3HAUYMMOCTH pa3iu4Mil CpelHuX BeluyuH (t-Kputepuid
Creionenta). CTaTUCTHYECKH 3HAYMMBIMU CUUTANUCH paznuuus npu p<0.05.

WccnenoBanus BBINIOJHEHBI Ha HAay4yHOM o00opynoBaHuM LleHTpa KOJUIEKTHBHOTO
1oJsib30BaHust PenepanbHOro UCCIeA0BATENbCKOrO LeHTpa «Kapenbcknii Hay4HBIH LEHTP
Poccuiickoil akageMun HayK».
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I'naBa 3. buoxummnyeckue MHAMKATOPHI PA3HBIX CIIEHAPHEB KCUJIOTeHe3a
3.1. I'oOuynas ounamuka caxaposwvl u akKMuHOCMb (hepMeHmos ee MemabdoIu3ayul 8
MKAHAX CMEoa 08X popm bepesvl NOBUCIOU, PA3IULAIOWUXCS O CMPYKMYPe OPeeCttbl

[Ipoananu3upoBaHbl rOJUYHBIE U3MEHEHUS B COAEPKAHUU CaXapo3bl U aKTUBHOCTHU
(bepMeHTOB ee MeTaboIM3alMU B TKaHSAX CTBOJIA Y ABYX (popm 46-1eTHUX pacTeHUil Gepe3sl
noBucioi. Jlatel oTOopa OBUIM MPUYPOUCHBI K pa3IMYHbIM (eHodazaMm (MEepHoj MOKos,
BBIXOJ] U3 COCTOSIHUS MTOKOSI, COKOJBHKEHUE, KAMOHAIBHBIN POCT, OJATOTOBKA K COCTOSTHUIO
TIOKOS1).

B nmepuox mokos (26.01, 16.02) wu3-3a BO3AEHCTBUS HHU3KHUX TEMIIEpATyp
TPAHCIIOPTHBIE MPOLECCHl B TKAHAX CTBOJIA OTCYTCTBYIOT. B 3TOT mepmon mMeTabonuTHl B
KJIETKax IPEJICTaBICHbl B BUAE CaxapoB, a TAKXKE BBICOKOMOJIEKYISPHBIMU 3allaCHBIMU
COEIMHEHUSIMU B BUJIE Kpaxmalia, JUIUA0B, TAaHUHOB, OenkoB (Kypcanos, 1976; Hosuikas,
1985; Codponora, 1985). OrnuuutenpbHas OCOOCHHOCTh TKAaHEH CTBONA KapeiabCKOU
Oepe3nl — 3TO B 2 pasa OoJbllee coJepKaHue caxapo3bl B KCUJIEME M BBICOKAsl aKTUBHOCTD
AnMHB kak B kcuiieMe, Tak ¥ BO (prroame.

Beixox u3 cocrostaus mokost (29.03) compoBoKAaeTCss THAPOIU3OM OTIOXKCHHBIX C
OCEHU 3alacHbIX COEJUHEHUH, YTO NPUBOJUT K YBEIMUEHHUIO COJEpP’KAHUS Caxapo3bl B
TkaHsax ctBoiia (Kypcanos, 1976; Cynaukosa, 1977; Ameglio, 2002; Schrader, Sauter, 2002;
Guy, 2003; Wong et al, 2003). Caxapo3a BBIXOJAHUT B aloIIaCT U META0OIU3HPYETCS TaM
AnluB (Kperosuu, 1986; Kypcanos, 1976; Copeland, 1990; Koch, 1996; Tymowska-
Lalanne, Kreis, 1998; l'anmuouna u ap., 2011 u agp.). Caxapo3a W MONXyYCHHBIC TPU €€
paclIeTJIEHUH TeKCO3bl MO TPAAMEHTY KOHIICHTPAIIMU TMEepPEeMENIaloTcsi MO amnoruiacTy 0
KCUJIEMBI ¥ C KCHJIEMHBIM MOTOKOM IOCTYMAarOT K HaOyxaromum noukam. Camasi BbICOKast
akTUBHOCTh AnMHB Ha0r01aach IPU BBIXOJIE PACTEHUIN U3 COCTOSIHUS MOKOS KaK B TKaHAX
(G105MBI, TaK U B KCHJIEME. 3HAYEHUS €€ JOCTUralu y OObIYHON Oepesbl 18 u 4 MKMOJb
caxapo3bl Ha I' TKaHH, a y Kapelibckoil Oepe3sl 31 m 6 MKMOJb caxapo3bl Ha T' TKAHH BO
¢d103Me U KCuieMe COOTBETCTBEHHO.

B nepuon kambuansHoro pocta (25.05-10.08) npoucxoaut yBeaMUeHUE COAEPKAHUS
caxapo3bl y Oepesbl, 0cOOEHHO BO (I03Me, MO CHUTOBUIHBIM TpyOKaM KOTOPOH OHa
MOCTYNMaeT B TKAaHU CTBOJIA U3 (DOTOCHMHTE3UPYIOIIMX JHCThEB. Y KapenbCKol Oepessl
KonuuecTBO caxaposbl (90-130 mr/r) OblI0 MEHbIIE, O CPAaBHEHHMIO C OOBIYHOUN Oepe3oif
(140-200 wmr/r). OCHOBHBIM aKICNITOPOM JHCaxapuja B 3TO BPEMs CIy)KUT KaMOWaTbHas
30Ha U nuddepennupyromasics kcunema (Hosurkas u ap., 2015).

Y  o0OblyHOW  Oepe3bl  yTHIM3AIMs  caxapo3bl B  KaMOMalIbHOW 30HE U
g depeHIUpYIoLEecs KCuiemMe MpoucxXoauT, B ocHoBHOM, ¢ yyactiueMm LuthuB u CC. B
MEpHoJ] AaKTUBHOTO JIeTIEHUS  KJIeTOK kamOumanmbHOoM  30HBI  (15.06) caxaposa
metabomusupyercss LlutllHB c oOpasoBanmem ¢pykTro3sl u rmoko3bl. llocienusis
YBEJIMYMBAET YPOBEHb JKCIPECCUM TE€HOB, KOAUPYIOLIUX MUKIMHBI D-THma, MoBbIIas
MUTOTHYECKYI0 akTHBHOCTH KiaeTok (Rolland et al., 2006; Ruaan, 2014). Ilepexoa k dase
muddepenmanuu  cBA3aH ¢ Bo3pactaHueMm aktuBHOocTH CC  (cepeamHa  WIONA).
OO6pasyromasics B pe3yJibTaTe caXxapo30CHHTA3HOTO paciieruieHns Y J{D-rioko3a akTUBHO
pacxoJlyeTcs Ha CHHTE3 KOMIIOHEHTOB KJIeTo4HOM cTeHku (Amor et al., 1995; Koch, 2004;
Coleman et al., 2009; Haigler et al., 2001; Bieniawska et al., 2007). MnaTtencuBHas
MmeTtabonu3anusi caxapo3sl ¢ ydactueM LluthluB u CC u mocnenyromasi ObicTpas
yrunuzauus Y J1P-raoKo3bl TOAIEPKUBAIOT Pa3rpy3Ky caxaposbl U3 CUTOBUAHBIX TPYOOK,
YTO CO3JAeT IPaJMEHT KOHUEHTPAlUU, HEOOXOAUMBIN AJii HOPMAaJbHOTO OCYIIECTBIICHUS
dbaosMHOTO TpaHCcOpTa. Hanmnyme MHTEHCHMBHOTO CHMIUIACTHOTO TMOTOKA OTPaHUYUBACT
BBIXOJ] Caxapo3bl B alOIUIACT KIETOK (hJI0AMBI, MOATOMY aKTUBHOCTH ATNMHB BO ¢uiosme
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0OBIYHON Oepesbl B mepro1 KaMOMaIbHOTO POCTa HUXKE, TI0 CPABHEHUIO C IPYTUMU (azamu,
HECMOTPS Ha CaMO€ BBICOKOE B ATOT MEPHO/] COJIEP)KaHUE CaxapOo3bl.

VY xapenbckoil Oepe3bl, M0 CpaBHEHUIO C OOBIYHOM Oepe3oi, B Mepuo]; aKTUBHOTO
(bopMHUpPOBaHUS TOHKOCTCHHBIX KJIETOK KCHieMbl (paHHssA apeBecuHa) (15.06) akTHBHOCTD
HuthuB n CC Hmwxke B 1.6 pasa, B mepuojJ WHTEHCUBHOTO (OPMUPOBAHUS BTOPUYHOMU
KJIETOYHOU CTEHKH (cepeamnHa uiojisi) akTuBHOCTH [luTUHB HIke B 4 pasza, a CC B 10 pas.
Hapsay ¢ CC B co3aaHMM KOHUEHTPALIMOHHOTO T'PaJIME€HTa caxapo3bl B MECTE pas3rpy3Ku
baos5Mbl MOxkeT ywyacTBoBaTh AnMHB. Ee akTUBHOCTH y KapenbCKOil Oepe3bl B MEpHOJ
KaMOHMaJIbHOTO pOCTa IPEBOCXO/IMJIa TAKOBYIO Y 0ObIYHOM Oepessl B 2-4 pa3a. Hecmotps Ha
noBbIllieHUe akTuBHOCTH AnMHB, Merabonuzanus caxapo3bl B KCHJIEMHOW YacTH
KaMOuaIbHOM 30HBI Y KapelbCKON Oepe3bl CYIECTBEHHO HUXKE, 110 CPAaBHEHHUIO C OOBIYHOMN
Oepe3oil.

B mepuon moaroroBku pacteHuid k cocrosHuio mokos (13.09-19.10) B ctBONIE B
pe3ysibTaTe OCEHHEr0 OTTOKAa ACCUMUIISITOB M3 KPOHBI MPOUCXOAUT HAKOIJIEHUE CaXapo3bl.
Copepxanue aucaxapuaa Bo ¢iaosme gocturano 130 u 57 mMr/r y oObIUHON U KapenbCKOU
Oepesbl cOOTBETCTBEHHO. [Ipu 3TOM moBbIIaeTcss akTUBHOCTh ATMHB, 4TO yKkas3biBaeT Ha
MHTEHCUBHBIN OTOK caxapo3bl U3 BHYTPUKIETOYHOIO MPOCTPAHCTBA B anoriacT. ['ekco3sl,
oOpa3zyronecs B anomjacTe, TPAHCIOPTUPYIOTCS B KIETKY, TJI€ OHU Yepe3 TIUKOIU3, LUK
TPUKAPOOHOBBIX KUCIOT M MEHTO30(oc(aTHBIN MyTh MCIONB3YIOTCS Ha CUHTE3 3allacHbIX
BelecTB HeyraeBoaHou npupoas! (Kypcanos, 1976; Roitsch et al., 1995; Koch, 1996). ¥
Kapenbckoit 6epe3bl akTUBHOCTH AMHB Bo (iioame (36 MKMOJB caxapo3bl / T TKaHU) Obliia
B 1.8 pasza Bbime, yem y oObraHON Oepesbl (20 MKMONb caxapo3bl / T TKaHH), YTO
KOppEJIUpPYET C MEHBIIUM COJEpKaHHEM Yy Hee caxapo3bl M, OUYEBHJIHO, CIOCOOCTBYET
3armacaHuio OOJIBIIEro KOJIMYECTBA BEUIECTB B TKaHAX cTBOJAa. OCeHbI0 HAOIIOJAIN CaMyHO
BBICOKYIO aKTUBHOCTh ANVHB M B TKaHSAX KCWJIEMbI y KapenbcKoil Oepe3bl (5 MKMOJb
caxapo3sl / T TKaHHM). DTOT ()aKT MOXKHO CBSI3aTh C HAJMYHEM B KCHUJIEME Yy30p4aThIX
pacTeHU aHOMAaJIbHBIX MPOCIOEK MAPEHXUMBI, I[I€ TaKXK€ MOT'YT OTKJIAJbIBAaThCS 3aacHbIC
BEIIECTBA.

Takum oOpa3om, Ooliee BbICOKasi aKTUBHOCTh ANMHB B Te€UEHHE BCETO CE30HA KaK B
KcuiieMe, Tak ¥ BO (prioame, — BakHasi OTJIMUMTENIbHAS XapaKTepUCTUKa (hepMEeHTATUBHOU
AKTUBHOCTH TKaHEW CTBOJIA y30pUaThIX PACTCHUI KapeabCKON Oepe3kl.

3.2. Yuacmue anonniacmuoii uneepmaszwl u caxapo30CUHmMassl 8 H000EPHCaAHUU

ammpazupyioweti ChocoOHOCMU KAMOUATLHOU 30HbL

Hns Beisicnenus ponu CC u AnlMHB B mojaiep:KaHUM TpaHCHOpPTa Caxapo3bl W3
bao5Mbl K KaMOHWanbHOW 30He © AuddEepeHIUPYIONIEHCcsS KCuileMe HCCIea0Baln
aKTUBHOCTH (pepMeHTOB y 40-JIeTHUX pacTeHUil OOBIYHON M KapeabCKOW Oepesbl B MepHo.
KaMOMaJbHOTO POCTa U MEPHOJI BpEMEHHOTO €T0 TOPMOXKEHUS TOTOAHBIMU YCIIOBUSIMHU.

VY 00buHOI Oepe3bl B mnepuo] (yHKIUOHMpOBaHUS KaMOusi (konen wutons) CC
MPUHAMAET aKTHBHOE y4yacThe B ()OPMHUPOBAHUHU JAPEBECHHBI CTBOJA, €€ AKTUBHOCTH B
KcuieMe coctaBmiia 18.6 MKMOJIb caxapo3sl Ha T CHIPOM TKaHH, B TO BPEMS KaK aKTUBHOCTb
AnlMuB nocturana Bcero 0.6 MKMOJIb caxapo3bl Ha T ChIpOM TKaHU. Bo ¢osme oObIdHOM
6epe3bl akTuBHOCTH CC Oblna cymectBeHHO Huke (0.02 MKMOJb caxapo3bl Ha T' CBHIPOM
TKaHU), 4eM B Kcuiieme (puc. 1). FI3BecTHO, UTO SKCIIPECCUsSI TEHOB, KOTUPYIOMUX (HEePMEHT
CC, opranocrnenupuyHa W 3aBUCUT OT CTaJuUU pa3BUTHs pacteHus (Sturm, Tang, 1999;
Kladnik et al., 2005), nanbomnee Boicokass akTuBHOCT, CC HaOII0OgaeTCsA B aKIECHTOPHBIX
tkansax (Coleman et al.,, 2008; Coleman et al., 2010). Bo ¢nosme aktuBHOCTh AnlHB
nocruraia 4.9 MKMoJb caxapo3sl Ha I cbIpoi TKaHu (puc. 1).
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VY kapenbckoii Oepe3bl B 30HaX CTPYKTYPHBIX aHOMAaJIWK CTBOJa (popmMHupoBaHHE
KCUJIEMBI MPOUCXOJMUIIO MEHEe MHTEHCHUBHO, 4eM Yy O0ObIuHOW Oepe3bl: akTuBHOCTH CC B
KcuiieMme Oblia B 2.5 pas3a HUKE, 110 CPAaBHEHUIO C OOBIYHOM Oepe3oi, uTo SBIAETCS BaXKHOU
OTJIMYMUTEIBHON 0COOEHHOCTHIO y30pUaThIX pacTeHHil. MeHbIas MeTaboau3anus caxaposbl
[0 CaxapOo30CMHTa3HOMY MYTH KOMIIEHCHPOBAJIACh YBEIMUYEHHUEM €€ MeTa0oM3aluu 110
UHBEpTa3HOMY NyTU. AKTUBHOCTH AnIHB B Kcuieme kapenbckoil Oepe3nl Oblia B 2.5 pasza
Oonblie, MO CpaBHEHUIO ¢ OObuHON Oepesoil. [lonmxennas aktuBHocTh CC B Kcuieme
MO3KET CITOCOOCTBOBATH IMOSIBICHUIO M30BITKA caxapo3bl BO (pyioaMe y30pdaThiX pacTeHUH,
rje akTuBHOCTh AnHB nocTturana 10.4 MKMOJIb caxapo3bl Ha T ChIpoi TKaHu (puc. 1).

Takum oOpa3zoM, B mepuoja KaMOUAIbHOTO pOCTa y OOBIYHOM Oepe3bl MMEET MECTO
MHTEHCUBHBIM MOTOK caxapo3bl U3 (UIOAMBI B KCWIEMY, IJIE OHa pacxoayeTrcs Ha
(dbopMUpOBaHUE CTPYKTYPHBIX 3JEMEHTOB JPEBECHHBI. Y KapelbCKol Oepe3bl OTTOK
caxapo3sl M3 (I0dMBI 3aMensieH, M €€ UCIOJb30BaHME B 3HAUUTEIHHOW CTENEeHU
MIPOUCXOIUT BO (Pi1o3ME.

dJj03ma Kcunema
250 Caxapo3a 60 - Kpaxman 120 Caxaposa 0.6 - Kpaxman
200 | o o Jf |
150 ] 40 - 80 I f: N
~ B —~
E £ E =
100 = 00 | =40 | 02
50 F
0 . 1 0 ,_‘--‘v =l 0 T | 0 .
\Vil| VI A1 VIl
~ CC 12 - AnHuB 15 - CC )
2 2 o
2 I 3 OB § 2
g L S <8 - S 490 F S,
0.4 S g g S 2t
2 5 g 2 2 E
3 g S g S g S g -
2 a 8 = n E
g 027 s "4 s 5| S 1ol
0 - T | 0 T - 1 0 - . '—I_r-l . 0 . /1

Pucynok 1. CopepxaHue caxapo3bl, Kpaxmaia, aKTHBHOCTh caxapo3ocuHTasbl (CC),
arnorutactHoi wHBepTasbl (AnMHB) B TkaHsx crBosia 40-1eTHUX pacteHuit 00brdHOHN (1) M
Kapenbckoil (2) 6epesnl. [IpencraBiensl cpeiHUe 3HAYCHUS U UX CTaHJAPTHBIE OIIUOKH.

B utosie moroHbIe YCIOBHS BBI3BAIN OCTAHOBKY JesiTebHOCTH KamOust (["anubuna n
ap., 2015a). B 3Tux ycnoBusix 3ampoc Ha AaCCHUMMIATBI CO CTOPOHBI KCHJIEMBl CHUIIBHO
ocnabeBaeT. B kcunmeme oObiyHOM Oepe3bl B 27 pa3 cHu3mwinach akTuBHOocTh CC, u
MPAKTUYECKHU MOJTHOCThIO Hcye3na akTUBHOCTh ANMHB. ¥V kapenbckoil 6epe3bl aKTUBHOCTD
CC cumsmiace B 3 pasa, a aktuBHOCTh AnlHB — B 25 pa3 (puc. 1). Y oObruHO#N Oepess
CHI)KEHHME 3allpoca Ha caxapo3y CO CTOPOHBI KCHUJIEMBI COINPOBOXKAAIOCH 2-KpaTHBIM
yBesnuueHueM akTuBHOCTH AnMHB Bo ¢iosme (puc. 1). CxoacTBo myteil mMeTaboiau3anuu
caxapo3bl B TKaHSX CTBOJIa OOBIYHOM Oepesbl B MEeproj] TOPMOKEHHUS KaMOMaJIbHOTO pocTa
(uronlb) W KapenbCKOM Oepe3bl B TEPUOJ AKTHBHBIX POCTOBBIX MPOIECCOB (MIOHB)
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CBUJICTEIILCTBYET B MOJIb3Y MPEIOIO0KEHHUS] O TOM, YTO BBICOKas aKTUBHOCTh AnMHB BO
biosMe KapenbCcKoW Oepesbl SIBISIETCSl  CIIEICTBUEM IOHMKEHHOM aTTparupyromen
CITOCOOHOCTH KCHJIEMEBI, BRI3BAHHOIN HU3KOM aKTHBHOCTHIO CC.

C mpekpallleHHueM KJIETOYHBIX JIeJICHUH B KaMOWaJIbHOM 30HE MEHSETCS OCHOBHOMU
NyTh YTWJIM3AIMS caxapo3bl: MPEUMYIIECTBEHHOE €€ UCIOIb30BaHNe Ha HOBOOOpa30BaHUE
KJIETOK CMEHSIETCS TpaTod B peakIusiX 3amacHoro merabonusma. OgHuM u3 Haunboiee
JaOMJIBHBIX CHOCOOOB yAalieHUs M3JMIIKA C€axapo3bl SBISIETCS CHUHTE3 Kpaxmala
(Kypcanos, 1976; Mokponocos, 1983; Poubxuna, Mokponocos, 1994; KopoBun u nap.,
2003). Coxeprkanue Kpaxmalia U B KCHiIeMe U BO (hjooMe OOBIYHOI Oepe3sl B HIOHE OBLIO
HU3kUM u He mnpeBbimanio 0.1 mr/r. BpeMmMeHHOE€ TOPMOKEHHE POCTOBBIX IPOLIECCOB
MPUBOJNIIO Y OOBIYHOM Oepe3bl K HAKOIUIEHHIO Kpaxmalia, 0co0eHHO BO ¢uiosme (~ 50 Mr/r)
(puc. 1). BpeMenHoe HakOIUIEHHE Kpaxmalla B MAPEHXUMHBIX KJIeTKaxX (hJI03Mbl OOBIYHOU
Oepe3bl MOXKHO paccMaTpuBaTh KakK OJIMH M3 MEXaHU3MOB TMOJACpPXKAHUS KOHIIEHTPAIUU
caxapo3bl B MPOBOAAIIMX MYTSIX Ha OIpEICJICHHOM ypoBHE. B mepuoa TopMoxeHUS
JIeSITENIbBHOCTU KamMOusi, IO CPaBHEHHMIO C aKTUBHBIM KaMOHWAIbHBIM POCTOM, Y OOBIYHOM
Oepesbl colepKaHUE caxapo3bl Kak B KcuJieMe, TaKk M BO (IodMe NpaKTHYEeCKH He
M3MEHUJIOCH.

VY kapenbckoil Oepe3bl B pe3yjibTaTe TOPMOKEHUS JEATEIbHOCTH KaMOHUs B HIOJIE
HAKOIUICHHE KpaxmMaia Bo (jiodMe MPOUCXOAMIO B 5 pa3 cinabee, yeM y 0ObIUHOIM Oepesbl, a
B KCHJIEME €ro cojepkanue cHmwkanoch ¢ 0.4 mr/r B utone 1o 0.1 mr/r B urone (puc. 1).
Bo03MO0XkHO, 4TO MeHbllIee HAKOIJIEHHE KpaxMalla y KapeJabCcKoi Oepe3bl Bo (pjio3Me B HioJIe
CBSI3aHO C HEOOXOAMMOCTBIO YTHUJIM3allMK OOJIBIIEr0 KOJMYECTBA Caxaposbl, KOTOpas B
JAaHHOM cllydae mepepabaTbiBaeTcs B 0ojiee IHEProeMKHE BEIIeCTBA, B YACTHOCTH, JIUTUIBI
u Tanuabs! (Hosuikas, 2008; Novitskaya, Kushnir, 2006).

Takum o6pazom, cHmkeHne akTuBHocTH CC B Kcuiieme pacTeHHi 0ObIYHON Oepesbl,
BBI3BAHHOE TMOTOJAHBIMM  YCJIOBUSIMM B  HIOJIE, COIPOBOXKIAJIOCh  YBEIUYEHUEM
MeTaboau3aluy caxapo3bl BO (JI0dMe MO arnorjiacTHOMY MyTH. Bo3pacTtanue akTHBHOCTU
AnlMHB MOXHO paccmaTpuBaTh KaK KOMIICHCATOPHBIM MEXaHM3M, HaIlPAaBJICHHBIA Ha
ycTpaHeHue U30BITOYHOTO COJEpXKAHUsSI caxapo3bl BO (uiodMe U MOJJEp’KaHue JOHOPHO-
AKIIENTOPHBIX OTHOIIEHUH MEXAY OpTraHaMH U TKaHAMH PACTCHHUSI.

3.3. [lonopHo-axkyenmopHvlie OmHOUIeHUs 8 CUCEME «IUCT-CebeNb-KOPeHb» 8 Nepuoo
KamoOuaibHo2o pocma y pacmenuii 6epezvl NOSUCIION NPU AIbMEPHAMUBHBIX CYEHAPUSX
KCuno2eHesa

B mepuon akTuBHOTO pocTa (OTOCHHTE3MPYIOIIUE JIHCThS SIBISIOTCS OCHOBHBIM
JIOHOPOM aCCUMUJISITOB B pacTeHuu. Y Oepesbl PopMHUpyeTCs: 1Ba OCHOBHBIX THUIIA TIOOETOB:
yIJIMHEHHbIe — aykcuOmactel (AY) u ykopoueHHsle — Opaxubmactsl (BP). Poct AY
MPOAOJDKAETCSI B TEYCHHWE BCErO  BETETAIMOHHOTO TMepruoaa, (HOTOACCHMMIISTHI,
oOpasyromecss B JHCThIX AY, HCIONB3YIOTCSA B XOJA€ POCTa alUKaJIbHBIX MEpPUCTEM
no0eroB M CHOCOOCTBYIOT YBEIMYECHHUIO JIMHEWHBIX MapameTpoB Kpoubel. Ha BP
pa3BepThIBAaHHE JIMCTHEB MPOUCXOAUT OUYEHb OBICTpO, mocie dvero bBP craHoBsaTcs
MCTOYHHKOM aCCHUMMUJISTOB ISl 00ECTIeYeHHSI BTOPUYHOTO (KaMOMAIIbHOTO) pOCTa BETBEH U
crBona (Kozlowski, Clausen, 1966; Hukomnaesa, HoBumkas, 2007).

B mepuon akTMBHOrO pocTa caxapo30CHHTa3HAs aKTUBHOCTh B JIUCTE CMEIEHA B
CTOPOHY CHHTE3a Caxapo3bl, KOTOpas IOCTymaeT BO (JI0AMYy M TI0O HEW OTTEKaeT K
akientopubiM TkaHsaM (Chikov, Bakirova, 2004; Zhang et al., 2014). Ytunuzanus caxapo3sl
M0 MHBEPTA3HOMY ITYTH B JIUCTE MPUBOAMT K 00OPa30BaHUIO TIIFOKO3BI U (PYKTO3BI, KOTOPHIS
HE MOTYT 3arpy»Xarthbcs BO (PIIodMy U pacXoAyITcs B MeTabonu3Me KieTok nucra (Zhang et
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al., 2014). V nByx dopm Oepessr aktuBHOCTE CC B mucthsix AY u BP npeoGmanana Han
akTUBHOCTHI0O AnHB B 2-3 paza (puc. 2), U3 4ero MOXHO 3aKJIIOUUTh, YTO OTTOK Caxapo3bl
U3 JIMCTHEB MOOEroB K AKUENTOPHBIM TKAHAM OBUT OYEHb BBHICOKMM M 3HAYUTEIHHO
MIPEBHIIIAJ HCIIOJIb30BAaHUE INCAXapPHU/Ia B JIUCTE.

VY kapenbckoil 6epesbl, 0 CpaBHEHHIO ¢ OOBIYHOM Oepe3oi, coepKaHue caxapo3bl B
nuctbax AY u BP 6su1o mensine B 4.4 u 2.6 pa3za cooTBeTcTBEeHHO (puc. 2). U3BecTHO, 4TO
BBICOKass WHTEHCHBHOCTH (POTOCHMHTE3a JIMNCTAa OOECIIEYMBACTCS HE TOJBKO ITOCPEICTBOM
OTTOKa MPOJYKTOB (DOTOCHHTE3a K aKIIENTOPHBIM OpraHaM, HO M 3a CYET IepeBojia N30bITKa
NEPBUYHBIX MeTaboNMUTOB (POoTOCHMHTE3a B 3amacHyio (opmy — kpaxman (KmumoB u np.,
1990). V xapenbckoit Oepe3sl copepkaHne Kpaxmaia ObUTO BbIIIEC B 4 pa3a B JIHCThAX AY u
B 1.2 pa3za B mucthsix BP, mo cpaBHeHuto c oObluHOW Oepes3oil (puc. 2). Haxomenue
Kpaxmajia B JIMCTBSIX KapelbCKoil Oepe3bl, BEpOSTHO, OBUIO MPHUUYMHON MEHBIIETO
KOJIMYECTBA B HUX CaXapo3bl.

Caxapo3sa Kpaxmaan Heanrom03a
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Pucynok 2. CopepkaHue caxapo3bl, Kpaxmajia W aKTHUBHOCTh caxaposocuHrtazel (CC),
anorutacTHo wHBepTa3el (AnMHB) B JucThax aykcuOmactoB (AY), OpaxubnactoB (bP),
daosme (DJI), kcueme (KC), kopae (KP) u conepxkanue nemmtonossl B kcmieme (KC) y 6-
neTHUX pacteHudd oObraHOM (1) m kapenbckoil (2) Oepesbl. IlpeacraBiieHbl cpenHme
3HAYCHMS U UX CTaHJapTHbIE omnuOKku. Paznuuus 3Haunmel npu P<0.05.

OCHOBHBIM aKIIEITOPOM ACCUMUIISITOB B MEPUOJI KaMOMATBHOTO POCTA CTAHOBUTCS
KaMmOuasnbpHas 30Ha U auddepeHnupyromascs KcujieMa, pa3BUTHE KOTOPOM, 0OCOOEHHO Ha
CTaJuu OTJIOXKEHUsS] BTOPUYHOM KIIETOYHOM CTEHKH, TpeOyeT OOJbIINX CYOCTPAaTHBIX H
sHepreTuueckux 3arpat (AHToHOBa, 1999; 2011). MmeHHO akmenTtopam acCUMMIIATOB
MPUHAANCKHUT BEAyIIas pojdb B (PYHKIIMOHUPOBAHUHM TOHOPHO-AKIIENTOPHOU CHUCTEMBI
pactenus (MokpoHocoB, 1983). CBsi3b MeXIy TOHOPAMH M aKIENTOPAMHU OCYIIIECTBISETCS
nocpeacTBoM (uioamMHoro TpaHcnopra. Cuila 3ampoca Ha acCUMMIISTHI OIpejessercs
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WHTEHCUBHOCTBIO PAa3rPy3KH CUTOBHJIHBIX JJIEMEHTOB B aKIENTOPHBIX TKAHSIX, TO €CTh
TECHO CBSI3aHA CO CKOPOCTBIO YTHIIM3AIMU MTOCTYMaoIIel 1o ¢guosme caxapossl (PonbxuHa,
MoxkponocoB, 1994). YV o0b1uHO#1 Oepe3bl cofepkanue caxapossl BO (iiosme Obuio B 3 pasa
0osble, YeM B KcuiieMe (puc. 2), 4TO XOpOIIO COrjacyercs ¢ €€ IVIaBHOW (PYyHKIMeH —
IPOBEJICHUE ACCUMWISITOB K MecTaM HX MOTpeOsieHus. BbpICOKHI TpaaueHT caxaposbl
Mexay ¢oamoit u keusemoit (113.6 mr/r - 36.3 Mr/r = 77 MI/T) CBUAETENBCTBYET B MOJB3Y
aKTUBHOTO HCIIOJIb30BaHUsl Jucaxapuja Ha (OPMHUPOBAHHE CTPYKTYPHBIX 3JIEMEHTOB
npeBecuHbl. OCHOBHYIO poJib B MeTaOOJNM3alluu caxapo3bl B KCHIIEME OOBIYHOM Oepesbl
urpaet CC: ee akTUBHOCTb B 9 pa3 BhIle akTUBHOCTH ATIMHB (puc. 2).

dopMmupoBaHne aHOMAJIBHON  y30puaTOW JPEBECHHBI  KapelubCKOW  Oepesbl
MPOUCXOIUT Ha (poHe cpaBHUTENHHO HU3KOH akTHBHOCTH CC (pHC. 2), 9TO KOPPEIUPYET CO
CHIDKEHHEM cofiepaHus 1esuttono3sl (puc. 2). [Ipu s3tom aktuBHocTh AMHB 31ech Oblia
IIPUMEPHO B 2 pasa BbIllIe, IO CpaBHEHHUIO ¢ akTUBHOCTHhIO CC, 1 mpuMepHO B 12 pa3 BbhllIIE,
yeM y oObryHOM Oepe3bl. CopepxaHue caxapo3bl B KCHJIEME KapelbCKoW Oepesbl
JIOCTOBEPHO HE OTIUYAIOCh OT TAKOBOTO y OOBIYHOM Oepesbl, a Bo ¢iiodMe ObLIo B 2 pasa
MEHBIIIE, B CBS3U C YEM T'PAJIUEHT caxapo3bl MEXAY (JIOAMOM U KCHUIIEMOW COCTaBHII BCETO
0.8 mr/r (49 mr/r - 48.2 mr/r = 0.8 mr/r) (puc. 2). Eme ogHa 0cOOEHHOCTh KapeabCKOU
Oepe3bl — BrICOKas akTUBHOCTh ATIMHB BO (h10osMe, 3HAUYCHHUE €€ MMPEBOCXOIMIIO TAKOBYIO Yy
oObryHOW Oepe3sl B 2 pasa (puc. 2). Beicokas aktuBHOCTH ATNMHB CBHIETEIBCTBYET O
BBIXOJIe OOJBIIOrO KOJUYECTBA Caxapo3bl B amoOIUIACT, YTO OOBIYHO HWMEET MECTO TMpHU
MOSIBIICHUM M30BITKA caxapo3bl B KieTke. Kak ykas3pIBaaoch paHee, BAKHBIM MEXaHH3MOM
YTUJIM3AIUKA Caxapo3bl SIBISIETCSl CUHTE3 Kpaxmana. Y KapelbCKoW Oepesbl cojepikaHue
Kpaxmasia Obuto B 5 u 4.5 pasza OGonbine BO (JodMe M KCUIEME COOTBETCTBEHHO, IO
CpaBHEHHUIO C OOBIYHOU Oepesot (puc. 2).

KoMmruiekc TNpUBENCHHBIX BBINIEC JAHHBIX CBUACTCIBCTBYET O TOM, UYTO TIPH
(GopMHUpPOBAaHUM y30pYaTOM JpPEBECHMHBI KapeiabCKOM Oepe3bl HMEeT MECTO CMEHa
MPUOPUTETHOT'O HAMPABICHUS YTHIM3AI[MU CaXapoB B KIETKaX KCHIIEMbl. B maHHOM ciyuae
MPOIECCHI, CBSI3aHHBIE C CHHTE30M/pacmajioM caxapo3bl H Kpaxmajia, HadYMHAIOT
npeo0yaaTh HaJ CUHTE30M CTPYKTYPHBIX KOMIIOHEHTOB BTOPHUYHBIX KJIETOYHBIX CTEHOK.
Takass HampaBIEHHOCTh METa0ONW3Ma XapaKTepHa HJsl KIETOK, COXPAHSIONIMX >KUBOUN
mpoToIIacT. B aHOMaNbHBIX ydacTKaxX JPEBECHHBI KapellbCKOM Oepe3bl BMECTO BOJIOKOH U
COCYZIOB HaOmrojaeTcs akTHUBHas Iu(depeHIMpoBKa KIETOK 3aracarolieil MmapeHXUMBbI.
dopmMupoBaHUE KIETOK MapEeHXMMbl MPOUCXOIUT KaK B pe3ynbrare auddepeHrnpoBKu
MPOM3BOJHBIX KaMOWs, TaKk W 3a CYET aKTHUBHBIX IIOBTOPHBIX JIEJICHUH paHee
c(OpMHUPOBAHHBIX MAPEHXUMHBIX KJIETOK. CIeJCTBHEM TaKOW MepecTpoiku MeTaboIm3Ma
SBJIIETCS COXPAHEHHE U, BEPOSITHO, JIaXKE YCUJICHUE aTTPArupyroIIei CHUIIbl TKaHeH CTBOJA.
[Tocnennee MOMKHO HAXOAUTH OTPAKEHUE B CTPYKTYPHO-(DYHKIIMOHATBHBIX OCOOCHHOCTSIX
JIoHOpa (POTOACCUMUIIATOB — JIUCThEB OpaxubiaacToB. M3BeCTHO, UTO y KapeiabCKOW Oepe3b
OHM uMeloT Oosiee KpymnHble pazMepsl (Huxonaera, Hosuikas, 2007), mo cpaBHEHUIO C
AHAJIOTMYHBIMU TOOETaMu OOBIYHON Oepe3Hl.

3.4 Omauuue nymeti MemaooaU3ayuy caxapo3vl 8 KAMOUANLHOU 30He NpU YOPMUpO8aHuU
Opesecutbvl ¢ pazHoll CMENeHbvio Y30puamocmu
[Tpu moGom BapuaHTEe CKpPEIIMBAHUS POIUTENBCKUX (DOPM B MMOTOMCTBE KapesIbCKOM
Oepesbl MOSBISAIOTCA 0COOM KaK C y30p4yaToid, Tak M 0e3y30puaToil TEKCTYpOil ApeBECHHbI
(JIrob6aBckas, 1978; Epmako, 1986; Mamkuna u ap., 2000; Hoswumkas, 2008). s
BBISICHEHHSI B3aMMOCBSI3M MEXKAY CTENEHBIO y30pUaTOCTU JPEBECHHBI CTBOJIA M IyTEM
YTUIU3AIUN  Caxapo3bl HUCCIEAOBAIM 25-JI€THHUE pacTeHUs KapeiabCKoW  Oepessl,



20

MPOU3PACTAIONINE B JIECHBIX KyJIbTypax, W l1-1eTHHe pacTeHHs OOBIYHON M KapeinbCKOU
Oepessl, mpom3pacTaromue Ha buonormueckoi cranimu KapHII[ PAH. Ot6op o6pa3ios
(mauasno uronst 2016 r.) mpuIiencst Ha MepUoj] AKTUBHOTO YTOJIICHUS KIIETOYHOW CTEHKHU.

VY30puaTeie 0coOM KapesibCKol Oepe3bl, MPOM3pACTAIOUIME B JIECHBIX KYJbTYpax,
o0Jasanu BBICOKMM YpPOBHEM HWHAMBUAYATbHOW HW3MEHUMBOCTH IO PACIOIOKEHUIO U
IUIOTHOCTU PUCYHKA B CTBOJIe. Bce pacTeHus 1Mo cTeneHu MpOosBICHUS Y30pYaTOCTH ObLIN
MOJIETIEHBl HA TPYHIbl COTJACHO CIOCOOY IMAarHOCTUKHM Y30puYaTOil TEKCTYphl JPEBECHHBI
(lFamubuna u 1p., 2016), mpemnoxxennomy B.W. EpmakoBeim (1986). Kaxmoit rpyrre
pactenuit Obu1 npucBoeH 6amt ot 0 mo 3. besy3opuarbie pactenus kapenbckoi 6epesst (0
0aJJIOB) XapaKTEpHU30BAIUCh CICAYIONIMM META0O0JIUYECKUM CTaTyCOM: JUCCUMUIISIUA
caxapo3bl MPOUCXOIUIa TPEUMYIIECTBEHHO MO caXxapo30CUHTa3HOMY MyTH (akTUBHOCTH CC
2.7 u 1.5 Mxmonb/Mr Oenka B KCuieMe M BO (PIodMe COOTBETCTBEHHO); CYIIECTBEHHOE
pacIienjeHre caxapo3bl B anoruiacte HadII0JaloCh TOJIBKO B TKaHAX (P103Mbl (AKTUBHOCTH
AnlHB 6 MKMOJIB/T CBIpOM TKaHM) (puc. 3).

[TokazaHo, 4YTO y pacTeHUM KapenbCKOl Oepe3bl C yBEIUYEHUEM CTEIEHU
y30p4YaTOCTH JPEBECHUHBI CHMXKalTach MeTabonuzanus caxapo3sl mo CC-myTd B KCHIIEMe
(axtuBHOCTH CC 2.0, 2.0 1 1.7 MKMONB caxapo3bl Ha MTI Oellka y pacTeHU# CO CTEMEHBIO
y3opa 1, 2 u 3 6amia coorBeTcTBeHHO) U BO (hrioame (aktuBHOCTH CC 0.7, 0.6 u 0.4 MKMOIIb
caxapo3bl Ha MI 0elika y pacTeHHid co cTemeHblo y3opa 1, 2 u 3 Gayyia COOTBETCTBEHHO)
(puc. 3). IIpu 3TOM, moBbImanack akTuBHOCTh AnMHB B kcuineme (0.8, 2.4 u 4.2 MKMOJIb
caxapo3bl Ha T TKaHHU y PacTeHHUI CO CTeNeHbio y3opa 1, 2 u 3 Gaiia COOTBETCTBEHHO) U BO
daosme (25, 42 1 72 MKMOITIb caxapo3bl HA T TKAHU Y pacTEHUH CO CTemneHbto y3opa 1,2 u 3
Oayisia COOTBETCTBEHHO) (puc. 3).

Koppensiiiust  mexny  OauioM  y30pyaTOCTH UM aKTUBHOCTBIO  (DEPMEHTOB
MeTaboau3alun caxapo3bl Obula OOHapykeHa Toiabko it AnMHB kak Bo (rosme
(xoadpurment xoppensuuu Crmpmena (p) = 0.99, npu p<0.01), tak u B kcuineme (p=0.97,
npu P<0.05). CymecTBeHHBIX OTJIMYHA MEXIY pPACTCHUSMU C pPa3HOW CTEMEHBIO
y30p4aTocTu apeBecunsl 1o akTuBHOCTH CC HE 0OHAPYKEHO.

Kcunema dao3ma
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Pucynok 3. AktuBHOCTH caxapo3ocuHTasbl (CC) u amorutactHoi mHBepTa3sl (AnllHB) B
kcueme U ¢iosme 25-netHux 6e3yzopuatsix (0 6ammoB) u y3opuarsix (1-3 Oamna creneHb
y30p4aTOCTH) PACTEHUH KapeabCKOW Oepesbl, MPOU3pacTAIINX B JECHBIX KylbTypax. [lo
ocH abCIUCC — CTEMEeHb y30p4aTOCTH pacTeHui (6amwinl). [IpencraBieHsl cpeiHUe 3HAUEHUS
Y UX CTaHJapTHBIE OITUOKHU.

N3ydeHne akTUBHOCTH (hepMEHTOB MeTaboIM3aluu caxapo3bl B KaMOMaIbHON 30HE
y30p4aThiX M 0e3y30p4aThiX y4YacTKOB OJHOTO CTBOJIA y30p4YaThiX 11-JIeTHUX pacTeHHit
KapenbCKoil Oepesbl MoKa3ajo, YTO MOBbIIIEHHAs aKTUBHOCTh ATIMIHB B KaMOHanbHOW 30HE
HaOI0aeTcs TOJIbKO B MecTax 00pa3oBaHMs y30pa. B y3opuaToii yacTu cTBOJIA KapenbCKOU
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Oepesbl, IO CpPaBHEHHIO C OOBIYHON Oepe3oi, B KamMOWanbHOW 30HE BBISBICHHBIE
MeTaboInUecKue OTINYMsI OBLITH MOJ00HBI TeM, U4TO MOoKa3aHbl paHee (pasaens! 3.1-3.3). Bo
¢bnoome Ha Qone Menbmiero (B 1.2 paza) comepkaHusi caxaposbl BbIIIE AKTUBHOCTH
(dbepmentoB ee yrumnzanuu — AnluB (B 2.6 paza) u CC (B 1.6 paza). [Ipu sTom, B kcuneme
yTUIU3aus caxapossl Hke B 3.8 pa3a nmo CC-nytu u Bbiie B 1.6 pa3a 1o anormiacTHOMY
IyTH; TaK)Ke BO3pacTaeT B 2.2 pa3a KOJIMYECTBO Kpaxmaia (puc. 4).

B 0Oe3y3opuaroii yacTu cTBOJIa KapenbCKOMl Oepesbl, Kak M y OOBIYHOU Oepesbl,
akTUBHOCT, AnMHB Obla HIKE B 2 pa3a B KCwiemMe U BO (JiodMe, MO CpPaBHEHUIO C
y30pyaTol 4acThio. YTuiu3anus caxaposbl mo CC-myTu mpeBocXo/iujia TaKOBYIO HE TOJIBKO
B Y30p4aTOi 4acTU CTBOJIA KapeibCKOM Oepesbl (B 5 pa3), HO U y oObruHOM Oepessl (B 1.3
pa3a). Eme ogHa ocoGeHHOCTh 0€3y30p4aToil 4acTH CTBOJIA y30p4aThIX PACTEHHH — 3TO
HaKOIUIEHHE Kpaxmasia B auddepeHuupyromieiicss KcuieMe, KOJIUNYECTBO €ro ObLIO0 BHIIIE,
4yeM y 0OBIYHO# Oepe3sl U B y30puyaToil 4acTu cTBoja (puc. 4).

B mepuon kamOuaibHOTO pocTa y 0OBIYHON Oepe3bl B KCHJIEME 3alacaHne Kpaxmasa
npoucxoauio ciabo. Ero comepxkanue He mpebimanio 0.2 mr/r cyxoil Tkanu. Huskue
3HAUEHUs COJEPKAHMs Kpaxmala B KcuieMe HaOonany Ha (oHe BHICOKOW aKTUBHOCTH B
Hux CC. B kcuieme y30pyaThiX pacTeHHM KapeiabCKoil Oepe3bl, Hao0OpOT, Kpaxmal
HakarumBaics (0.5 wm 0.4 wmr/r B 0Oe3y3opuaToil © y30p4yaTOil dacTsIX CTBOJIA
COOTBETCTBEHHO). Hakomenue kpaxmana B 0e3y30puyaToil 4acTU CTBOJIA MPOUCXOAMIO Ha
¢done BbICOKMX 3HaueHUM akTuBHOCTH CC, B y30puaToil yacTu, HAampoTUB, — Ha (oHe
CHIDKEHMSI aKTUBHOCTH (pepMeHTa (puc. 4).

[TomoOHBIE 3aKOHOMEPHOCTH TONY4YeHbl Mg 6-l1eTHUX U 10-IeTHUX pacTeHui
OOBIYHO U KapeIbCKOi Oepesbl.
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Pucynok 4. ComepxaHue caxapo3bl W Kpaxmalia, aKTHBHOCTb arOIUTACTHOW HHBEPTa3bl
(AnMuB) u caxaposocunrtassl (CC) y 11-netHux pacrenuii B. pendula var. pendula (1) u B.
pendula var. carelica B y3opuateix (3) u Oe3y3opuaTbix (2) ydacTkax OJHOTO CTBOJIA.
[pencTaBieHsl CpeIHIE 3HAYCHUS U MX CTAHIAPTHBIC OIIHOKH.

Takum o0pazom, u3meHenue cooTHomeHuss akTUBHOCTH CC/AnMHB B CTOpOHY
YBEJIMYEHHUS aKTUBHOCTH TMOCJIEIHEN — OTIIMYUTENIbHAs 0COOEHHOCTh y30pUaThiX pacTeHUIA,
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M0 CPaBHEHUIO C 0€3y30p4aTbiMM PACTEHUSMH KapeabCKOW Oepe3bl W C pacTeHUSIMU
oObIYHOM Oepe3bl. YBENWYEHHE CTEMEHU Y30pYaTOCTH JPEBECHHBI KOpPpEIupyeT ¢
BO3pacTaHUEM MeETa0OJM3alMM Ccaxapo3bl IO amoIUIaCTHOMY NyTU. B TkaHsAX cTBosa
y30p4arbix pacTeHud cHikeHne akTuBHOocTH CC u Bo3pactanue akTuBHOCTH AnMHB
IPOUCXOAUT JIOKAJIbHO, TOJIBKO B MECTax CTPYKTYPHBIX AaHOMaJIUi. BbIsBICHHBIE
MeTaboIMYecKre HapylIleHWs MOXXHO UCIOJb30BaTh B KAadyecTBE OMOXHMHYECKOTO
WHJIMKATOPa CTENEHU Y30PYaTOCTH JIPEBECUHBI.

3.5. Cooepoicanue caxapos u cOOmHoOueHUue aKmueHOCMuU hepMeHmos Ymuiu3ayuu
caxapo3vl y cesiHyes 08yx ¢hopm bepe3vli NoBUCION

Uccnenoanue aktuBHOCcTH CC 1 AnHB B opranax v TKaHsSX Ha HayaJIbHBIX 3Tamax
OHTOT€HE3a MPOBOJUIU HA 7- U 17-HelenbHBIX CesTHIaX, BhIPAIICHHBIX U3 CEMsH OOBIYHON
U KapenbCcKol Oepes3bl. Y 7-HENENbHBIX pACTEHUH KOPEHb SBISAETCA OCHOBHBIM
MOTPEOJIAIOMM OpraHoM (MeTaboJau3alus caxapo3bl B KOPHSAX BBIIIE, IO CPAaBHEHHUIO CO
ctebnem) (puc. 5). Boicokas akienTopHas cuiia KOpHS TOJJIEP>KUBAETCA, B OCHOBHOM, 3a
cuet aktuBHOCTH CC, 4TO corjacyercs ¢ tureparypHbiMu naHHbiME (HukutuH, U3maitnos,
2016; Coleman et al., 2008, 2010). AxtuBHOCTh CC B KOpHE MPEBOCXOJUIIA TAKOBYIO B
ctebiie B 2.2 u 3 pa3za y 0OBIYHOM U KapesIbCKON Oepe3bl COOTBETCTBEHHO (pHC. 5).

VY 7-HenenbHBIX CESHIEB KapelbCKOW Oepe3bl, MO0 CPaBHEHUIO C pacTCHHUSIMU
oObruHOM Oepesnl, akTuBHOCTH, CC BhINIE Kak B KOpHE (B 2 pasa), Tak u B cTebne (B 1.5
pasa), 4TO MOXET CBUACTEIHCTBOBATH O 00JIee MHTEHCUBHOM MPOTEKAHUHU Y HEE MPOIIECCOB
CTPYKTypooOpa30oBaHUs HA PAHHHX dTAlax Pa3BUTHS.

Y 17-HenenbHbIX pPacTEHUM, 1O CPaBHEHHIO C 7-HENEIbHBIMH, OCHOBHBIM
aKIIENTOPOM ACCUMUJISITOB CTAaHOBUTCS CTEOENb. ATTparupyrolias CIoCOOHOCTh CTEOIIs
BO3pACTaET MO MEpPE POCTa U Pa3BUTHSI IPEBECHBIX PACTECHUMN, MPU ITOM KIJIETOYHBIC CTCHKH
KCUJIEMBbI CTAHOBSITCSI OCHOBHBIMH aKKyMmyJjsitopamu Ouomaccel (AHTOHOBa, 2011). B
ctebne 17-HeAeNbHBIX CesSHIEB OOBIYHOW Oepe3bl, MO CPaBHEHHUIO C 7-HENEIbHBIMU
pacteHusMH, B 7 pa3 Bblie akTUBHOCTh CC 1 B 3.6 pa3a — aktuBHOCTh AnlHB. B KOpHAX K
17-tu Henmensm B 2.5 pasza Bo3pactaeT akTuBHOCTH CC. VY 17-HemenbHBIX CESHIIECB
KapenbCKOW Oepe3bl, M0 CpPaBHEHUIO C 7-HENEJIbHBIMH pACTeHHSIMH, B crelie
MeTtabonm3anus caxaposbl CC yBenmuuuBaercs Bcero B 1.5 pasza, B TO BpeMsi Kak aKTUBHOCTD
AnluB Bo3pacraer B 6.3 pa3a. B kopHsx ormedaercs cHuxeHue aktuBHoctd CC mo 20
MKMOJIB/T CBIPOM TKaHU (pHC. 5).

7 Heaeab 17 Hemenb
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PucyHok 5. AKTUBHOCTH amoruiacTHoW WHBepTassl (AnMHB) u caxaposocuntassl (CC) B
crebiie u kopHe 7- u 17-HenenbHbIX cesHuax B. pendula var. pendula (1) u B. pendula var.
carelica (2). Paznuuus 3naunmsl ipu p<0.05.
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VY 17-HenenbHBIX CEeSHIEB OOBIYHON Oepe3bl, Kak M y 7-HEICNbHBIX PAaCTCHHH, B
ctebne u B kopHe Bbile akTuBHOCTH CC, a aktuBHOCT, AnMHB 3Haunmmo Hmke. Y 17-
HEJEJIbHBIX CESHIEB KapelbCKoW Oepesbl, HampoTuB, B crTebie Ha (oHE MEHbIIEH
aktuBHOCTH CC (B 4 pa3za 1o CpaBHEHHMIO ¢ OObIYHOW Oepe3oif) BO3pacTaeT aKTUBHOCTH
amorutactTHoro ¢epmenTa (B 1.5 pasa mo cpaBHEeHHIO ¢ 00BIYHOM Oepe3oii) (puc. 5).

Takum oOpa3oMm, yke Ha paHHUX dTanmax pa3BUTUS (0 TOSBICHUS BUIUMBIX
OTJIMYUN) Yy KapeabCKol Oepe3bl yMeHbllleHHe MeTabonu3anuu caxapo3bl 1no CC-mytu
KOMIICHCUPYETCS YBEJIIMUEHUEM €€ YTUIIM3AIMU 110 UHBEPTAa3HOMY ITYTH.

['TABA 4. MosnekyIapHO-TeHETUYECKNE MEXaHU3MBbI PETYIISIIIUU Pa3HbIX CIICHApPHEB
KCUJIOTeHEe3a
4.1. Pecynayus axmuenocmu caxapo30CuHma3zvl Ha yposHe IKCNpeccu KoOUpyrouux ee
2€HO08 8 Nepuo0d KamobUuaIbHO20 pocma

Ha 25-neTHux pdepeBbsiX KapeibCKol Oepesbl, pa3nyarouuxcs IO CTENeHU
y30p4YaTOCTH JPEBECHHBI W MPOU3PACTAIONIUX HA JIECOCEMEHHOW IUIAHTAIMM, TPOBEIH
CpaBHHUTENbHOE HM3ydeHue akTUBHOCTH CC M ypOBHS 3KCHPECCHHM KOAMPYIOLIUX €€ I'eHOB
(Susl u Sus2). OT6op 00pa3OB MPHUIIEICS HA TEPHOA aKTUBHOTO (YOPMHUPOBAHUS paHHEH
TOHKOCTEHHOW JpeBecHHBbl. bbIIO mMoOkazaHo, uTOo y 0e3y30pyarhlX pacTeHUM B
pasBuBaromieiicss kcuieme OoOnpmas B 1.7 paza akrtuBHocTh CC, MO CpaBHEHUIO C
y30p4aTbIMM PACTCHUSIMHU, OblIa 0O0ycCIOBIEHA OONBIINM COACPKAHHUEM TPAHCKPUIITOB
MPHK renoB Susl u Sus2 B 1.7 u 1.9 pa3a coorBercTBeHHO. Mexay y30p4aTbIMU
PaCTeHHSIMU, PA3TMYAIONIMMUCS TI0 CTETIEHNU HACBIIIICHHOCTH Y30Pa, TOCTOBEPHBIX OTIMYUN
no aktuBHocTH CC He oOHapyxkeHo. I[Ipu 3TOM MexAy pacTeHHSIMH CO CTEHEHBIO
y3opuatoctu 3 0ajia U pacTeHHSIMHU CO CTEIMEHbI0 y3opyaTocTH 1-2 Gasyuia HaOI0JaIuch
otnuuns B conepkanun TpaHckpuntoB MPHK renoB Susl u Sus2, ypoBeHb 3KcmHpeccuu
KOTOPBIX Y BBICOKOY30pUaThIX pacTeHui (3 6aiia) 6wt BhIie (puc. 6).

OTHOCHUTEIbHBINH YPOBEHb IKCIPECCHH

AxktuBHOCTL CC Susl Sus?
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PucyHok 6. AktuBHOCTh caxapo3ocuHTasbl (CC) M OTHOCHUTEIBHBIA YPOBEHB 3KCIPECCHH
KOAMPYIOIMX ee TeHOB Susl, Sus2 B 30HEe GOpPMHUPOBAHHS KCHUIEMbI 25-IE€THUX
6e3yzopuatsix (0 OamnoB) u y3opuarbix (1-3 Oamna cTemeHb y30p4aTOCTH) PACTCHUU
KapelbCKOi Oepe3bl, Mpou3pacTalouX B JIESCHBIX KynbTypax. [lo ocu alcruce — cTeneHb
y3opuatocTu pacteHuid (O6amiel). IIpencraBiieHbpl cpeAHUE 3HAUCHUS] M MX CTaHIAPTHBIC
omnOku. Paznuuns 3naunmel npu pP<0.05.
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Ente oHa 0cOOEHHOCTH BBICOKOY30pYaTHIX PACTEHHUI KapelabCKoi Oepesnl (3 Oaia)
— 9T0 OOonblIas WHAUBUAYyalbHAs U3MeHYMBOCTh akTuBHOcTH CC. 3HaueHus ee
BapbupoBanu oT 0.3 1o 1.8 MKMOJb caxapo3sl / Mr OeNKka y pacTeHU, MPOU3PACTAIOIINX Ha
pa3HbIX MO TMOYBEHHBIM YycloBUSAM YydacTkax. llpu pasnoit aktuBHOocTM CC ypoBeHb
AKCIIPECCUM KOAMPYIOMIMX ee TeHoB SUSl u SuS2 y BBICOKOY30pYaThIX pacTEHUU
Kapesbckoil Oepe3bl He paznuuancs. M3 storo crnenyer, uto peryisnus aktusHoctu CC y
9TUX PpACTEeHHH OCYIIECTBISAETCS HE TOJbKO HA YpPOBHE TPAHCKPUIILMU, HO U Ha
NOCTTPAHCIALIMOHHOM ypoBHEe. Brnusnue na aktuBHOCTh CC  muonopoAuss MOYBBI
paccMoTpeHo B riaBe 6. 3aKOHOMEPHOCTH, TOJy4YeHHble Ha 25-NETHUX PAaCTEHUsX,
NOATBEpAWIINCH Ha 10-1eTHUX pacTeHUAX OOBIYHOM U KapelbCKON Oepes3bl.

HccnenoBanue BBISBUJIO, YTO OMOXMMUYECKHE U MOJICKYJSIpDHBIC Pa3iuuus MEXITY
pacTeHUsIMU OOBIYHOW M KapeiabCKOM Oepe3bl 3aKiIabIBAlOTCS €llle Ha PaHHUX HTarax
pa3BuTHs, T.e. J0 Hadaida (QOPMHPOBAHHSA XapaKTEPHOW aHOMAJbHOW MO CTPYKType
npeBecuHbl. B crebne 5-10-HemenpHBIX cesHIIEB OOBIYHON Oepe3nl akTUBHOCTH CC C
BO3pacToM yBenuuuBanack oT 0.4 10 2 MKMOJIb caXxapo3bl/MI' Oellka, 4TO COMPOBOKAAIOCH
YBEIIMYCHUEM YPOBHSI IKCIPECCHU KOIUpYyIOHMX ee reHoB Susl m Sus2. B crebme 5-, 6-
HEZIeJIbHBIX CESIHIIEB Kapenbckoil Oepe3bl akTuBHOCTH CC Oblna B 1.5-2 pasza Humxke, K 7
HeJIeNIIM BO3pacTajia /10 ypOBHS OOBIYHON Oepesbl, CHUXKallach B 2 pa3a K 8§ HemensM U
octaBajach Ha 3ToM YypoBHe Yy 10-HemenbHbIX cesHieB. [lpu 3TOM KOJIMYECTBO
tpanckpuntoB MPHK reroB Susl u Sus2 6pu10 mpuMepHO B 2-3 pa3a HUXKE, 110 CPABHEHHUIO
¢ o0bIuHOM Oepe3oit (puc. 7).

AxTHBHOCTE CC OTHOCHUTeIBHBIH YPOBEHD JKCIIPECCHH
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Pucynok 7. AxtuBHocTh caxapo3ocuHTas3bl (CC) M OTHOCUTENBHBI YPOBEHb SKCHPECCUU
KOJMPYIOIIUX ee TeHOB SuSlu SUS2 B cesHIlaX pa3HOTo Bo3pacta pacteHmii B. pendula var.
pendula (1) u B. pendula var. carelica (2). ITo ocu abcuucc — Bo3pact CesiHIIEB (HEICIH).
Paznuuus 3naunmsl ipu p<0.05.

TakuM 00pa3oM, yke Ha Ha4YalbHBIX dTanax pa3BUTHUS YPOBEHb IKCIPECCHUU T'EHOB,
Koaupyronmx n3ohopmel SUS1 1 SUS2, y kKapenbCcKkoil 6epe3bl HIKE, PU 3TOM UHTEPECHBIM
aBisieTcst pakT Bo3pacTanus akTUBHOCTH CC y 7-HeJeNbHBIX CEeSTHIIEB KapelabCKol Oepe3bl B
ctebne. B 3ToM Bo3pacte y cesiHIIeB Kapeibckoit 6epesbl aktuBHOCTh CC B KOpHE Obla B 2
pasa BbIllIe, IO CPABHEHHIO C TAKOBOUM y 0ObIYHOM Oepesbl (pazaen 3.5, puc. 5). To ecth 7-
HeJIeJIbHbIE CEeSHIbI MOXKHO paccMaTpuBaTh KaK PACTEHUS, HAXOMAIIMECS B MEPEXOJHOM
COCTOSIHUU, Yy KOTOPBIX HAUMHAETCA IMEpPEecTpoilka MeTabOJMYeCKHX IyTeH YTHIM3aluu
caxapo3ssl.
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4.2. Yuacmue caxaposocunmasvl 8 cunmese yenion03vl U Kpaxmaia 6 nepuoo
KamOUuaibHo20 pocma

B xone kcunorenesa CC akTHMBHO BKJIIOYAETCS B META0OIM3M KIETOK Ha JTare
OTJIOXKCHUS BTOPUYHOM KIETOYHOW CTEHKH, peryaupys KoaudecTBo Y IdD-riaroko3bl,
UAYIIeH HAa CUHTE3 MUKPOGUOPUIUT IEJUTI0N03bl. JJaHHBIN 3Tan ABISIETCS OYEHb BAXKHBIM,
MOCKOJIbKY UMEHHO BTOPUYHbIE KJIETOYHBIE CTEHKH UMEIOT HAUOOJIBIIIYI0 MACCOBYIO JIONIO B
npeBecune (Dinwoodie, 1975). ¥V 25-neTHUX pacTeHWil KapelbCKoi Oepe3bl B TEPHOJ
KaMOHuaIbHOTO pocTa CHIKeHHe akTUBHOCTH CC ¢ yBelIMUYEHHUEM CTENEeHHU Y30p4YaTOCTH
npeBecuHbl  (puc. 3) COMPOBOXKAANOCH CHI)KCHHEM COJEp)KaHWs LEJUTIOJIO3bl B
dbopmupyromieiicst kcuaeme. Y 0e3y30pdarblX pacTeHUN ee KOJU4ecTBO cocTaBmio 45.5%,
9TO JOCTOBEPHO BHIIIE 10 CPABHEHHIO C Y30pYATBIMH PACTEHUSMH (COIECpKaHHE
nestonossl 42.0, 40.8, 38.2 % y pactreHuil co creneHpio yzopuartoctu 1, 2 u 3 Gamna
cooTBeTcTBEeHHO) (puc. 8). llemmonozocuHTasa komupyercss cemeiicTBoM reHoB CesA,
KOTOPOE COACPIKUT JecaTh win 0osee wieHoB (Liu et al., 2012). Bt ucciaenoBan ypoBeHb
AKCIIPECCUH TPEX N'eHOB, KOJUPYIOIIMX IeiuToIo30cuHTasy, — Ces8, Ces3, Ces7 (Salojarvi
et al., 2017). I'en Ces8 y4yacTByeT B OMOCHHTE3€ BTOPHUYHOM KIECTOYHOU CTeHKH, TeH Ces3
KoaupyeT n30(opMy, yJacTBYIOUIYI0O B OMOCHHTE3€ MEPBHYHBIX KIETOYHBIX CTECHOK, a
TaKKe MOXXET OBITh CBSI3aH C CHHTE30M TOMOTaJakTypoHaHoB, reH Ces7 koaupyer
crerupUYecKyro MEeUTI0II030CUHTa3y KCUJIEMbl U, B OCHOBHOM, Y4acTBYeT B OHMOCHHTE3e
BTOpu4HOM Kierounoi crenku (Liu et al., 2012; Salojarvi et al., 2017). YmeHbmieHue
LEJUTIONI03bI B (POPMUPYIOMICHCS KCHIEME Y KapelbCKOM Oepe3bl MPOUCXOoauiao Ha (oHe
cHIKeHMsT ypoBHsS dkcrpeccun TeHoBCes8, Ces3, Ces7/. VY y3opuaThix pacTeHU
Kapenbckoil Oepe3bl konnuecTBo TpaHckpunTtoB MPHK renos Ces8, Ces3 u Ces7 Owuio
COOTBETCTBEHHO B 4, 2 W 2 pa3a MEHbIIIE, 10 CPAaBHEHUIO C 0€3y30pyaThbIMU PACTEHUSMHU.
JIOCTOBEpHBIX OTIMYHMI MEXAY PACTEHUSIMHU CO CTENEeHbIO y3opa 1-3 Gana oOHapyXeHO He
o110 (puc. 8).

OTHOCUTEILHBIN YPOBCHLb 3KCIIPECCUN IT'CHOB,
KOJUPYIOHUX HCIUT0JIO30CHUHTA3y

Kpaxman Hemmronosa
Ces8 Ces3 Ces7
6 8 09 ¢ 01 - 02 -
5 5}
E4 | 44 - = 06 |
I
S 0.05 H L
5 | 40 - 03 ' 01
0 36 0 IR 0 0
0123 0123 0123 0123 0123

Pucynok 8. Coneprkanue Kpaxmaia U IeJUTIOJI03bI U OTHOCUTENBHBIN YPOBEHb SKCIIPECCHH
TeHOB, Koaupyromux 1emnono3ocuntazy (Ces8, Ces3, Ces7), B kcuieme 25-TE€THUX
6e3yzopuatsix (0 6amioB) M y30puaThiX (cTemeHb y3opuaToctu 1-3 Oamma pacTeHuit
KapenbCKoil Oepe3bl, MpOM3pacTaloIIUX B JIECHBIX KynbTypax. Ilo ocm abcumcc — OGamn
y3opuaroctu. [IpencraBieHbl cpeHue 3HAUYCHUS W WX CTaHIAApTHBIC OmMOKH. Pazmuyms
3HauuMsbl ipu P<0.05.

B y30opuaThix yuacTkax CTBoJa 25-JE€THUX PACTEHHH KapelbCKoil Oepe3bl Ha (oHe
CHIDKCHMSI COJIep KaHMsl LIEJUTIOJIO3bI BO3pAcTajio cojepkaHue Kpaxmana. KomuuecTBo ero
U3MEHsI0Ch OT 1.5 Mr/r y Ge3y3opuarbix pacrenuit (0 6amioB) no 3.7, 3.4 u 4.3 mr/r y
pacTeHuil co cTeneHbio y3opuatoctu 1, 2 u 3 6amna coorBeTcTBeHHO. ClielyeT OTMETHTb,
YTO JJOCTOBEPHBIX OTIWYHMI MO COACPKAHUIO 3aIaCHOTO MOJIMcaxapuaa MEeXy y30p4aTbiIMU
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pacTeHUus MU OOHAPYKEHO He ObUI0 (puc. 8). 3aKOHOMEPHOCTH, MOJTYUYECHHbIE HA 25-ETHUX
pacTeHHsIX, MOATBEpAWINCh Ha 10-JI€THUX pacTeHHUSIX OOBIYHOW U KapelbCKOW Oepesbl ¢
Pa3HOM CTETEHBIO Y30PUYaTOCTH JIPEBECUHBI.

Takum 00pa3oMm, B aHOMAJIbHBIX Y4acTKax CTBOJA, MO CPABHEHUIO C HOPMAJIbHBIMU
0 CTPOCHHUIO YYacTKaMH, MpeodiaaroT MPOIECChl, CBA3aHHBIE C CHUHTE30M/pacraioM
caxapo3bl U KpaxMmaya, a He CHHT€30M CTPYKTYPHBIX KOMIIOHEHTOB BTOPUYHBIX KIETOYHBIX
cteHOK. Ecnmu OWOCHMHTE3 LEUII0J03bl COMPOBOXKIAETCA HEOOpaTUMBIM BBIBEJECHUEM
caxapoB M3 OOMEHa BeIlEeCTB, TO HAKOIUIEHHWE Kpaxmalla — 3TO BPEMEHHOE BBIBEJICHUE
u30bITKa caxapoB. Uepe3 OMOCHHTE3/Ierpafalliio Kpaxmalla peryiupyercsi caxapOo3HbIN
craryc kinetku (Rolland et al., 2006; Nguyen et al.,, 2016). B kieTke MOCTOSHHO
IPOUCXOJUT pa3pyllieHne KpaxMmana U caxaposbl 10 TeKCcO3, KOTOPbIE TPaHCIOPTUPYIOTCS
BHYTPU KOMIIAPTMEHTOB KJIETKH. TpaHCHOpPTEpHI TIIOKO3BI, Caxapo3bl U JIPYTUX Caxapos,
pacrojyio’)keHHble HAa MeMOpaHe aMHJIOIUIaCTOB, TOHOIUIACTE, IJIa3MaTHUYeckod memOpaHe,
o0ecreynBaroT MOCTYIUICHUE/U3BICUCHNE CaxapoB B IUTO30JIb M U3 HETO, YTO JIEJaeT UX
YaCThIO CHCTEMBI, PETYIHPYIOIIEH MOCTOSHHYIO KOHIIEHTPAILMIO TIIIOKO3bl B I[UTO30JIE
(Nagele et al., 2009; Slewinski et al., 2009; Slewinski, 2011).

4.3. U3yuenue axmuenocmu 2eKCOKUHA3bL U YPOBHS IKCNPECCUU 2eHO8, KOOUPYIOUUX
NEePeHOCHUKU Caxapos, ¢ MO4KU 3peHUs UX NOMEHYUANbHO20 Y4aCmus 8 2IlOKO3HOM
CUCHanUHze 8 Kiemke

[Ipy wn3yyeHunm MexaHuU3MOB JUP(GEPEHIUPOBKN KIETOK KaMOHWaIbHOM 30HBI
JIPEeBECHBIX PACTEHU BaXXHBIM BOMIPOCOM  SIBIISIETCS HAJIMYUE WM  OTCYTCTBHUE
TJIa3MOJIECMEHHBIX CBSI3€H MEXAY KJIETKaMH MPOBOIAIIEH (I09MbI M KAMOMAIBHON 30HBI.
Pe3ynbpTaThl IPOBENEHHOTO KCCIIEIOBAHUS MOKA3alu, YTO y Oepe3bl UMEET MECTO eauHas
CUMIUIACTHAsA CETh, OOBEIMHAIONIAS CUTOBUIHBIC TPYOKH (IOAIMBI, KIETKA pPaJaUaTIbHBIX
nydel, MaTepuHckue KieTku (rmosmel. [1nazMonecMeHHbIe KOHTAKThI MEXIY MPOBOISIICH
dbmoomoit 1 30HON auddepeHnnani KCUIEeMbl Yy Oepe3bl MOBUCION OCYIIECTBISIOTCS
TOJIbKO IO MAPEHXUMHBIM KJIETKaM paJualbHBIX JIydel, CUMIUIACTHUECKHE CBSI3U MEXIY
KJIETKaMH JIy4eld M MPO3EHXWMHBIMU KCHJIEMHBIMU NPOU3BOJHBIMU KaMOUSI OTCYTCTBYIOT.
[TosnyyeHHble pe3ynapTaThl MOATBEPKIAIOT BBICKA3aHHOE JApYrMMM asTopamu (Barnett,
Harris, 1975) npenmnonoxenue 00 anoriacTHOM TPAHCIOPTE caxapo3bl U3 KJIETOK JIy4eH B
MPO3EHXMMHBIE KCUJIEMHBIE TIPOU3BOIHBIE KaMOusI.

M3 anomutacra caxapo3a MOXKET IIEPEHOCUTHCS TPAHCIIOPTEPOM, PACIIOI0KEHHOM Ha
Iia3MaTU4eckol MemOpaHe, B KIETKY W/WIM TUAPOJIU30BATHCS BO BHEKJIETOYHOM
npocTpaHcTBe ¢ yuactueM AnlHB 0 rekco3, KOTOpbIe 3aTeM TPAaHCIOPTUPYIOTCS B KIETKY
C TIOMOIIIBIO TIepeHocurKoB rekco3 (Ruan et al., 2010; Wang, Ruan, 2013).

Ha 25-meTHux nepeBpsiX KapeiabCKOM Oepesbl C pa3HOMl CTENEHbIO Y30pYaTOCTH
JPEBECUHBI OMPEJEIUIN YPOBEHb SKCIPECCUU T€HOB, KOJUPYIOIIUX TPAaHCIOPTEPhI FeKCO3
(Hesl, Hes2), B dopmupyromeiics kcwieme. MccnemoBaHnue NpOBOMWIA B TEPUOT
aKTUBHOTO JIeJICHWS B KaMmOuanpbHOW 30HE. Y KapeiabCKOoil Oepe3bl KOJIMYECTBO
tpanckpuntoB MPHK renoB Hex1l u Hex2 6wu10 3HaunTenbHO OOBINE B POPMUPYIOMICHCS
aHOMaJbHOU npeBecuHe (puc. 9). B kaMOuanbHON 30HE y30puyaThIX pacTEHUN CHHUXKAETCS B
2-2.5 paza coxepkaHue rekco3 (puc. 9) u Bo3pacTtaer B 2.5-3 pasza KOJMUYECTBO Kpaxmala
(puc. 8). Ilo coxepxaHuro caxapo3bl Oe3y3opyaTble PAcTEHUS] M pacTeHUs C OayioM
y30p4aToCcTy | U 2 HEe OTAUYAIHCH MEXKIY CoOO0M. Y BBICOKOY30pYaThIX pacTeHwuii (3 Oarmia)
Ha (OHE MEHBIIETr0 COACpPkKAHMUA caxapo3bl (puc. 9) B KIETKaX KCHIEMBI CHHTE3HPYETCS
0oJbIIIee KOJTMYECTBO Kpaxmaa (puc. 8).
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OTHOCHTENbHBIN YPOBEHb SKCHPECCHU T'€HOB, Copepxanvie B KCWJIEMHOW YacTd
KOJIMPYIOIIUX TIEPEHOCYUKU TEeKCO3 KaMOMWAIbHO W 30HEI
(Hex1) (Hex2) caxaposbl rexeos
0.2 r 02 - 90 —_I_ Q0 r
: +
S 015 015 | - 60 - 60 T
o B
s 01 01 - =
L - +
0.05 - 0.05 30 30
0 0 O T T 0 T T
01 2 3 01 2 3 0 1 2 3 0 1 2 3

PucyHok 9. OTHOCHUTENBHBIN YpOBEHb JKCIPECCHU TI'€HOB, KOJIHWPYIOIIUX TPAHCIOPTEPHI
rekco3 Hex1l u Hex2, comeprkanne caxaposbl B TE€KCO3 B KCHiIeMe 25-JIeTHUX 0€3y30pUaThix
(0 6ammoB) M y30pyaThIX (CTENEHb y30puaTocTd 1-3 Oaiia) pacTeHHi KapelbCKOH Oepessl,
MPOU3pACTAIONINX Ha JecoceMeHHOH mmaHTamuu. [lo ocm abcumcc — 6amn y30p4aToCTH.
[IpencraBieHsl cpenHue 3HAUYCHUS M WX CTaHAAPTHBIC OMMUOKH. Pasnmuumst 3HAYUMBI TIpH

p<0.05.

4.4. Pecynayua akmugnocmu anoniacmuou UH8epmasvl Ha MPAHCKPUNYUOHHOM U
ROCIMMPAHCAAYUOHHOM YPOBHAX 8 NepuUod KAMOUAIbHO20 pocma

B nepuon ¢opMupoBaHUS TOHKOCTEHHBIX KJIETOK KCHJIEMbI (paHHSS ApPEBECHHA) Y
0e3y30puarhix 25-TETHUX PACTEHUM KapenbCKoW Oepe3bl akTUBHOCTh ANMHB B Kcuiieme
OblTa HU3KOM M He mpeBblana 0.4 MKMOJIb caxapo3bl/T TKaHU. Y Y30p4aThIX pacTEHUH
akTUBHOCTh AnIHB B kcmiieme Obuta B 2.5-4.5 pasa BeIie u coctaBuia 1, 1.3, 1.8 Mkmonb
caxapo3bl/T TKaHH Y PacTEHUM CO CTENEeHbIO y3opuartocTd 1, 2 U 3 6ajmra COOTBETCTBEHHO.
PaccmoTprM BO3MOXKHBIE ITYTH PETYISLIMN aKTUBHOCTU AnIHB.

VY 0e3y30puaThix pacTeHUU cojaepkaHue TpanckpuntoB reHoB CWINI, CWINI.1,
CWIN4, xomupyromux AnMWuB, B kcuineme cocraBuiao 0.04, 0.03 u 0.01 otH. en.
COOTBETCTBEHHO. Y Yy30p4aTblX pAcTEHUH ypoBeHb 3kcmpeccun reHoB CWINI, CWINI.I,
CWIN4 B aHOMaJIbHBIX Y4aCTKax IPEBBIIIACT TAKOBbIE B HOPMAJIbHBIX TKaHAX KCHUJIEMBI B 4-
5 pa3. Mexly pacTeHUSMU C PaA3HOM CTEMEHBIO Y30pUaTOCTH HE OBUIO OOHAPYKEHO
OTIIMYMI 1O KOoJMM4YecTBY TpaHCKpUNTOB reHoB CWINI, CWINI.1, CWIN4, OTHOCUTEIIbHBII
YPOBEHb UX 3KCHPECCHM, KaAK U aKTUBHOCTh ANMHB, CUJIIBHO BapbUpPOBaJIU B 3aBUCUMOCTH
OT yCJIOBUH NPOU3pacCTaHus AEpeBa.

bonee  ToHkas  perymauus — aktuBHOCTM  AnMHB  ocymiecTBisieTcss  Ha
MOCTTPAHCISIIUOHHOM YpOBHE. BelKoBbIiI MHTMOUTOp anoIuiacTHOM MHBEPTa3bl PACTEHMIA,
komupyemblid reHoM C/VIF (CIF), ydacTByeT B perylsllMM TPAHCIOpTa Caxapo3bl U €e
Merabonmm3ma (Rausch and Greiner, 2004; Roitsch and Gonzalez, 2004). IlosBneHue
n30BITKAa caxapo3bl B amoIuUIacTe CHUXKAET ypOBEHb 3Kcmpeccuu reHoB CIF, mpuBoas K
Bo3pactanuio akTuBHOCTH AnllHB (Ruan et al., 2010; French et al., 2014; Ruan, 2014; Tang
et al., 2016). Huskuii ypoBens sxcnpeccunt CIF B kamMOuanbHON 30HE U (HOpMUpYIOIIEHCS
KcuieMe y obeux ¢opm Oepe3bl CBUACTEIBCTBYET O JOBOJBHO BBICOKOM KOJUYECTBE
caxapo3ssl B anormacte. Kak Obuto mokazaHo B paszzene 4.3, MeXIy KJIE€TKaMU paJuajbHbIX
Jay4yel U MPO3eHXUMHBIMU KCUJIEMHBIMH MPOU3BOAHBIMU KaMOUs TPAHCIIOPT Caxapo3bl UAET
M0 aroIUIaCTHOMY NyTH. Y Y30p4aThiX pacTeHuil Ha (oHe OOoibIel SKCIpPEecCHu TeHOB
CWIN w BbICOKOW aKTUBHOCTH KoaupyeMoil uMu AnHB ObLT BbIIIE U YPOBEHb IKCIIPECCHH
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TeHOB, Koaupyromux OenkoBblii wHrHOUTOp AnMuB (CIF). [lomoGHOe, Ka3zamoch Obl,
IPOTUBOPEUHE MOXKET CBUJETEIILCTBOBATH O TOM, YTO B KaMOHMaJIbHOW 30HE Yy30pHaThIX
pacteHuii B mepuoa GOpMHpPOBaHMS paHHEH TOHKOCTEHHOW JIPEBECHUHBI COJIepKaHUe
caxapo3pl B anoIulacTe MeEHbIIe, YeM Yy Oe3y3opuarblx pacTeHuidl. KocBeHHbIM
HOJTBEPKICHUEM 3TOTO MOXKET ObITh BBICOKAsI YTUIIU3allUs caxapossl ¢ yuactueM AnlHB y
y30p4aThIX pacTeHUH, U TOT (PakT, YTo B (HOPMHUPYIOMICHCS aHOMAJILHOM ApeBecHHe ObLIO
3HAYUTENBHO Oouble KoandecTBO TpaHcKkpuntoB MPHK renoB Hex! u Hex?2.

B cBs13u ¢ 3TUM Tpe/IcTaBIseT HHTEPEC PACCMOTPEHUE MyTeN PEeTyNISINN AaKTUBHOCTH
AnMHB B TKaHSX CTBOJIa OOBIYHOM Oepe3bl ¢ HOpMaIbHBIM CTPOSCHUEM KCHIIEMBI U (PII0AMBI
U KapeabCKOoM Oepe3bl C pa3HOW CTENEHbIO aHOMAJIBHOCTH BTOPUYHBIX MPOBOJSAIIUX TKAaHEH
(y3opuaras u 0e3y3opuaras 4acTu cTBosia). AKTUBHOCTh ATIMIHB B y30p4aroil yacTu cTBOJIa
Kapesbckoil Oepe3bl Obuta B 2.6 W 2 pasa BblllIe, IO CPaBHEHUIO ¢ OObIYHON Oepe3oil, BO
(b105Me U KcuieMe COOTBeTCTBEHHO. Bricokas akTuBHOCT, AnMHB Habmonanacs Ha QoHe
Oomprel dkcrpeccun komupyromux ee reHoB (CWIN1) (8 1.5 u 1.7 pa3a Bo ¢iiodme u
Kcusieme cootrBeTcTBeHHO). [lpum  sTtom coxmepxkanue TpanckpuntoB MPHK rena,
komupyroriero OenkoBbii marHONTOp AnMHB (CIF), 610 B 4.5 M 3 pa3a MeHbIIE BO
(hmosMe u kcusieMe cooTBeTCTBEHHO (puc. 10).

B Tkansx Ge3y3opuaroil 4acTu CTBOJA KapelbCKol Oepe3bl akTUBHOCTh AnlIHB Oblia
B 2 pa3a HWXe, N0 CPaBHEHHUIO C Y30pYaTON YacThlO, U CYIIECTBEHHO HE OTIMYANach OT
TakoBOM y 00bIuHOM Oepessl. [Ipu aTom conepkanne TpanckpurntoB reHa CWINL 6suto B 6
n 9 pa3 MeHbllle, 10 CPAaBHEHUIO C Yy30p4yaToOd 4acThio, U B 4 U 4.6 paza MeHblIe, IO
CpaBHEHHIO C OOBIYHOM Oepe30ii, Bo (i10oMe U KeuiieMe COOTBETCTBEHHO (puc. 10).

diao3Mma Kcunnema
=
2 50 12 - 0.004 3 2 08 r 0.002
o @]
g g
5] . s
5 % = 0.8 | 5 % =
< 2, : c g
é R . 0.002 | 2 C1 =04 0.001
g © 04 g =}
g g
= =
0 0 o U 0 0 0
CWIN1 CIF AnWHe CWIN1 CIF

Pucynok 10. AKTUBHOCTH amoruiacTHOM MHBepTa3bl (AnMHB) U OTHOCHUTENBHBIN YPOBEHb
skcripeccun kogupytomiero ee rena CWIN1 u rena, kogupytomero 0eIKOBbI HHTHOUTOP
AnluB (CIF), B Tkansx ctBosa 11-neTHux pacreHuil oOsruHOM Oepesnl (1), 6e3yzopuaToit
(2) u y3opuaroii (3) yacTsax CTBOJA Kapesibckoi Oepesbl. [IpencraBiensl cpeHrue 3HaUYeHUS
U UX CTaHAapTHbIE omuOKu. Paznmuns 3Haunme! ipu pP<0.05.

Ha ocHOBaHWM TOJYYCHHBIX JaHHBIX MOXKHO TIPEAMOIOKHUTh, YTO PETYISALHUS
aktuBHOCTH AmnMHB B 0e3y30puaToil 4acTW CTBOJA Y30pYaThIX PACTEHUI KapenbCKon
6epessl (puc. 10), kak u y 0e3y30puaTbiX pacTEHHH KapeabCKOil Oepesbl, MPOUCXOIUT Ha
ypoBHe skcrnpeccuu reHoB CWIN. B HopmasibHONW TO CTPOCHHUIO JpEBECHHE OOBIYHOM
Oepe3bl B MEepHOJ KaMOMAIbHOTO POCTa YPOBEHb SKCIPECCUU TeHOB, Koaupyromux AnlHB,
CYIIECTBEHHO HE OTJIHMYAETCS OT TAaKOBOTO Yy KapeiabCKOW Oepes3bl B MecTax aHOMAaJHii, a
peryisiius aKTUBHOCTH (epMEeHTa MPOUCXOIUT, B OCHOBHOM, Ha MOCTTPAHCIAIIMOHHOM
ypoBHe 4epe3 6enkoBbie UHTHOUTOPHI (CIF) (puc. 10). DTo M03BOJAET MPEATOI0XKHUTH, YTO
y 00bIYHON Oepe3bl BO (iodMe HaXOAWTCS B OCHOBHOM BHYTPHUKJIETOYHAs Caxaposa,
KOTOpasi M0 CHUMIUIACTY IOCTYMAeT B KaMOMadbHYIO 30HY, II€ BBIXOJUT B amoIuIacT H,
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6bICTpO nepeaABurasiCb K TMTPO3CHXUMHBIM KCUJICMHBIM IIPOU3BOAHBIM KaM6I/I$[, HEC
HaKaIlJINBACTCA BO BHCKIICTOYHOM ITPOCTPAHCTBC.

4.5. Dxcnepumenmanvhoe usmeHeHue akmusHOCmuy anoniacmHou UH8ePmMasvl y 0ObIYHOU
bepe3vl no8UCIOU

BBeneHue sK30reHHON caxaposbl. J{Jis n3ydeHus BIMSHUSA caxapo3bl HA aKTUBHOCTH
WHBEPTa3bl Y 0OBIYHOUM Oepe3bl ObUT MPOBEJEH IKCIIEPUMEHT C BBEJIEHHEM B TKaHH CTBOJIA
pacTBOpPOB caxapo3sl pazHoit koHIeHTpauuu (1%, 2.5% 5%, 10% u 20 %).

[Toka3aHo, YTO BBEIEHME PACTBOPOB Caxapo3bl MIPUBEIIO K BO3PACTAHUIO aKTUBHOCTH
AnluB. B HenpoBopmsumiedt ¢aosme (1-it cioil) mpu KOHUEHTpauuu caxapo3sl 1%
akTUBHOCTh AmnVHB Bo3pocia, MO CpaBHEHUIO C KOHTpPOJIEM, B 3 pa3a M ocTaBajach Ha
TaKOM BBICOKOM ypoBHE (~ 50 MKMOJIb €axapo3bl/T ChIpOMl Macchl) BO BCEX BapUaHTaX
ombiTa. B kamOuanpHON 30He (2-i ciol) akTUBHOCTH AmNMHB ¢ Bo3pacTaHueM
KOHIICHTPALIMKM Caxapo3bl YBEIUYMBAJIACH JIMHEHHO U JOCTHUIIA MaKCUMaJIbHBIX 3HAYCHUM
(122 mMxmonb caxapo3bl/T chipoil Macchl) B Bapuante 10%. B kcuneme (3-it cnoit) AnlluB
JIOCTUTIIa MAaKCUMAaJIbHON akTUBHOCTH TipH 2.5 % caxapose (30 MKMOJIb caxapo3bl/T ChIPO
Macchel), B Bapuantax 5% u 10% akTuBHOCTH pepMeHTa ObliIa HECKOJIbKO HUXke. To ecTs,
MOCTyIMamass M3 HSK30N€HHOrO pacTBOpa 'MOMOJHUTENbHAA" caxapo3a aKTHUBHO
MeTaboIu3upyeTcs B TKaHAX ¢ ydacTueM AnMHB, U B KaX0il 30He, BEPOSTHO, €CTh CBOU
mpenes, 10 KOTOPOro MOXKET Bo3pacTaTh akTUBHOCTh AnMHB. Tak, B mpoBozsiiei ¢hiaosme
U KaMOuanpHOU 30HE (2- cioif) MakcumanbHash akTUBHOCTh ANMHB coumsmepuma ¢
KOHIIEHTpAIIMEeH caxapo3bl BO (PIIOAMHOM SKCCyaTe B aBTYCTE.

[loBbIIIIEHNE YPOBHS SHAOTEHHOW caxapo3bl. [IyTeM KonblieBaHUs CTBOJA JEPEBHEB
0OBbIYHOI Oepe3bl HapylIald HUCXOASIINNA TPAHCIIOPT caxapoB. YKa3aHHBIM METOIMYECKUN
MIPUEM HIUPOKO UCTIONIB3YETCs ISl U3yYEHUs KaMOUaIbHOTO POCTA B YCIOBUSAX PA3THYHOU
00eCreYeHHOCTH TKaHeW accuMmmistTamu. Ha CTBOIax ONBITHBIX JIEPEBBEB B TEPHOT
aKTUBHBIX JeleHuid B kamOuanbHOM 30He (19.06.2017) ObUIO BBHITIOJHEHO JBOWHOE
KosblieBanue 1o Mmetoauke Daudet et al. (2005). OtOop TkaHeill CTBoJa MPOBOAWIN B 7
30HAX, Pa3IMYAIOIIUXCSA MO 00ECIeueHHOCTH caxapaMmu. YacThb CTBOJIA, PACIOIOKEHHAs
BBIIIIE BEPXHETO KOJIbIA, COXpaHsIa CBSI3b C KPOHOM H MpojoJDKala CcHabKaThes
aCCUMUJIATAaMH, 00pa3yroluMucs B mpoiecce ¢oTtocunTe3a. [IoCKoabKy B SKCIEPUMEHTE
MOJTHOCTBIO yAAJIsSIach MpOBOsIIas (hjrodma, ObLIO BEICKa3aHO MPEANOI0KEHHUE, UTO B ATOM
4acTH CTBOJA OyAyT HAKalJUBaThCSA caxapa ¢ MAaKCHMYMOM B 30HE HEMOCPEJCTBEHHO Hajl
KoJiblioM (1 30HA) ¢ MOCHEAYIOIIMM CHIDKEHHEM Ha pacctosiHud 5, 10, 15 u 35 cm BeIie
BEpXHEH TpaHMIIbI KOJIbIIAa (2-5 30HBI COOTBETCTBEHHO). YYaCTOK CTBOJIA, PACIIOI0KCHHBIM
MEXIy 2-Msl KOJIbIIaMU, ObUI MOJHOCTBIO M30JMPOBAaH OT (PIIOAMHOTO MPHUTOKA CaxapoB U
MOT HCIOJb30BaTh TOJBKO caxapa, oOpasywmuecs TpU PacHISTUICHUH 3amacHBIX
coenuHeHUN (6 30HA). YUYacTOK CTBOJIA, PACTOJOKCHHBIM TMOJ HUXHUM KOJIBIIOM, MOT
MOJTy4aTh YTAEBObI, 3allaCEHHbIC HIKE MO CTBONY U B KOpHAX (7 30Ha). Ha KOHTpOIBHBIX
JepeBbsiX 00pa3lbl OTOMpANM C MECT, COOTBETCTBYIOIIMX IO BBICOTE 1-7 30HaM Yy
OKOJIBIOBAaHHBIX JiepeBbeB. OTOOp 00pasmoB mpoBoawiu Ha 10-i 7eHBH mMociie Havana
skcriepuMenTa (29 urons 2017).

Hapymenune ¢modmMHOro TpaHCOpTa TPHBENO K CYIICCTBEHHOMY H3MEHEHUIO
YPOBHS JKCIIPECCUU TEHOB, Koaupywmmx AnMHB kak Bo (uosme, Tak u B kcuieme. Bo
¢dbnoome kommdectBo TpaHckpuntoB MPHK rena CWIN1 yBenumuwmioch, mo cpaBHEHHUIO C
koHTposiem, B 2.7, 1.9, 1.6 m 1.5 paza B 1, 2, 3 u 4 30Hax COOTBETCTBEHHO (puc. 11).
[lonyueHHble JaHHBIE MOATBEPXKAAIOT HALIE MPEANOJIOKEHUE, YTO H3-3a HaAPYILICHUS
HUCXOJAIIETO (PIIOAMHOTO TpaHCIOPTa B ATHUX MeECTaX MOT 00pa3oBaThCs H30OBITOK
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caxapo3bl, U PaCIIeIIECHUs] KOTOPOW U MOTPeOOBaIoCh yBeIMYeHUE akKTUBHOCTH AnMHB.
MunumanbHbli ypoBeHb dKcnipeccun reHa CWIN1 waGmrogancs B 6 30He, koTopas Oblia
MOJTHOCTBIO N30JIMPOBAaHA OT (DIIOIMHBIX TIOTOKOB (DOTOACCUMMIIATOB M MOTJIA MCIIOIH30BATh
TOJBKO caxapa, OOpa3yloluecss MpH PacHICTUICHHH 3amacHbIX coequHeHuid. [Ipm sTom
konmaecTBO TpaHnckpuntoB MPHK rena CWIN1 B 7 30He, pacmofio)XeHHOW MO HUKHEM
KOJIBIIOM, BO3pOCIIO, TI0 CPaBHEHHIO C KOHTposieM, B 1.6 pa3a. DTO CBUACTEIBCTBYET O
BO3MOXHOCTH TIOCTYIUICHHS B 3TOT Y4acTOK CaxapoB, 3aMIACCHHBIX B HIDKEJICKAIIEH 4acTh
CTBOJIa U B KOPHAX. B Kcuiieme He 0OHapyXeH IpaJUeHT B PACIPEICICHUN TPAHCKPHUIITOB
MPHK rena CWIN B 3aBHCUMOCTH OT 30HBI, UX KOJIHMYECTBO pABHOMEPHO OBLIO BHIMIE B ~1.4
pasa 1o cpaBHEHHIO C KOHTpoJieM (puc. 11).

drosma Kcwiema roama Kcwiema

2
1
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Pucynok 11. YpoBeHb 3KCIIpeccHH IeHOB, KOAUPYIOIMUX arnoruiacTHyto uaeptasy (CWIN1)
1 OCNIKOBBIM MHruouMTOp amorutactHor muBepTassl (Cif), B uccieayeMbIx 30HaX JIEPEBHEB,
MO/IBEPIIINXCS KONbIEBAaHUIO (2), M1 KOHTPOJIbHBIX (1) 1epeBbeB.

JlaHHBIE, OTy4eHHBIE B XOJE€ IKCIIEPUMEHTA C KOJIBIIEBAHUEM CTBOJIA, YKAa3bIBAIOT HA
TO, YTO peryisuusi akTuBHOCTH AnMHB, Mo Bcel BUIMMOCTH, MPOUCXOAMIA HE TOJBKO Ha
YPOBHE DKCIIPECCUU KOIUPYIOLIUX €€ T€HOB, HO M Ha IOCTTPAHCIISIUOHHOM YpPOBHE.
Conepxanue tpanckpuntoB MPHK rena, komupytomero OenkoBblii mHruOutop AnlHB,
BO3pPOCJIO Yy OIBITHBIX PAaCTEHHM, MO CPAaBHEHUIO C KOHTPOJBHBIMH, B 1.6 m 2.6 pa3a BO
¢bao35Me U KcuiieMe COOTBeTCTBEHHO (puc. 11), 4TO CBUAETENHCTBYET 00 yBEJIWYEHUU
KOJIMYECTBA Caxapo3bl B allOIJIaCTe.

['JTABA 5. OcHoBHBIE PEryisITOpbl pa3BUTHS CTBOJIOBBIX KJIETOK KaMOHaIbHOMN 30HbBI
5.1. 3menenue sxcnpeccuu 2enos, kooupyrouwux CLE-nenmuodwt epynnot B (CLE-41) u ux
peyenmop (TDR), 6 nepuoo kambuaibHo2o pocma

Pa3BuTHe cocyaucToil cUCTEMBbI pacTeHUN TpeOyeT CIOXKHOW KOOPIWHAIUU MEXITY
JIBYMs TpolieccaMu: Tpoiudepanuei KIeTOK KaMOuaabHOW 30HBI M WX MOCHEAYIoIen
middepennmanueid. LleHTpanbHyl0 poib B Cyap0€ CTBOJIOBBIX KIETOK JIaTe€paabHOU
mepuctembl urpatoT TDIF-nentuan CLE-41 u ero penentop TDR, xoTopsie BiusIOT Ha
CKOPOCTbH JIeJICHUS KJIETOK, OPUEHTAIIMIO KJIETOYHBIX JeJIeHUN U nuddepeHnnanno KIeToK
(Ito et al., 2006; Fisher, Turner, 2007; Hirakawa et al., 2008; Whitford et al., 2008; Du,
Groover, 2010; Etchells, Turner, 2010; Etchells et al., 2012, 2013, 2015; loayesa u np.,
2012, 2014; Ye, Zhong, 2015; Nieminen et al., 2015).
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OTHOCUTENBHBIN YPOBEHb dKcIIpeccuu reHa, kogupytomniero CLE-nentuabr (CLE41),
y 46-neTHUX pacTeHuil O0ObIYHOW Oepe3bl BO (QuiodmMe B mepuoa  (HopMHUpOBaHUS
TOHKOCTCHHBIX KJICTOK KcuiieMbl (paHHss ApeBecuHa) (15.06.2016) cocraBuin 0.04 yei. en.,
MOBBICWIICA K Hayally MIOJNS B 3 pa3a W OCTaBajcsd HAa 3TOM YpOBHE J0 KOHIA wioisi. B
kcriieMe oObuHOM Oepe3sl reH CLE41 mpakTuuecku HE 3KCIPECCHPOBAICS. DTH JTaHHBIC
COrJacyloTcs C TpeICTaBiIeHMEM O TOM, 4YTO JJs TMOJJEpXKaHUS IPABHIBHO
OpPUEHTUPOBAHHBIX KJIETOYHBIX ACIICHUH HeoOxoauma Jiokanu3zoBanHas skcrpeccust CLE4L
B0 (imosme (Etchells, Turner, 2010).

KonuyectBo TpanckpuntoB MPHK rena PXY, kogupyromero perentop aist CLE-41,
CO CTOPOHBI (JI0AMBI B Tepuoa (OPMHPOBAHHS pPaHHEH TOHKOCTEHHOM JPEBECHHBI
(15.06.2016) cocraBuiio 0.04 ycn. ex. u nossicuioch k 07.07.2016 . B 2 paza. Co CTOpOHBI
KCHJIEMBl YPOBEHb 3KcIpeccuu TreHa PXY ObuT B 2 pasa BHIINIE, IO CPABHEHHIO C (HIIOIMOM.
PXY -penientopHas KMHa3a CHHTE3UPYETCS B KCHIEMHBIX Ipou3BoAHbIX kambOus (Etchells,
Turner, 2010). B nepuoa xamMOHalbHOrO pocTa MPH CHATHH KOPBI C JAPEBECHUHBI Pa3pbIB
TKaHEW MPOUCXOUT MO 30HE aKTUBHOTO PACTsHKEHUsS KJIETOK. B mepuop mccienoBanus 3ta
30Ha NPUXOJIUJIACh HA CcJOoW pocta W AudQepeHnnanud KIETOK KCHUJIEMBI, MO3TOMY
CTPYKTYPHBIE 3JI€MEHTHI KCHJIEMBI OKa3ajiCh KaK CO CTOPOHBI NPEMapHpOBAHHON HaMU
«(}II0dMBI», TaK U CO CTOPOHBI «KCHJIEMBI», YTO MOXET OBITh MPUYUHOW HAJTUYHUS B HUX
tpanckpuntoB MPHK rena PXY.

VY kapenbckoil O6epesbl ObUT OOHApYKEH PANl CYHIECTBEHHBIX OTIMYMNA OT OOBIYHOM
Oepe3bl. Bo-nepBbix, Bo (iioaMe y Hee Obul B 3 pa3a BbILIE YpPOBEHb JKCIPECCUU TI'eHa
CLEA41. Kak co cTtopoHbl (hJI03MBI, TaK U CO CTOPOHBI KCHeMbl B 4-10 pa3 ObLIO BBIIIE
konudecTBo TpaHckpuntoB MPHK rena PXY, xogupytromero penenTtop s nuranga CLE-
41. V kapenbckoil Oepe3bl B MecTax (OpPMHpPOBAaHUS aHOMAJbHOM JpeBeCHMHBI Ha (oHE
Oompmeit skcrpeccun reHoB CLE41 w PXY mmpe 30Ha mpoBomsmed (rodMbl u
KamOuanabHasi 30HA W MEHbIIE pa3Mep 30HbI (POPMUPOBAHMS KCUJIEMBI, 110 CPABHEHUIO C
HOPMaJbHOW JpeBecMHON O0ObIYHOW Oepe3bl. I[lomydeHHbIE JaHHBIE COTJIACYIOTCS C
M3BECTHBIMU (QYHKIMSAMU Juranja-peuentopHoi cucrembl CLE41/PXY, a umenHo, ee
ydacTHEM B TMOJABJICHUHM Pa3BUTHS KCWJIEMBI, a TakXKe B PETYJIHPOBAHUU YHCIIA U
OpPHCHTAIIMY JICJICHUN KIIETOK B cocyaucThix Mepuctemax (Ito et al., 2006; Fisher, Turner,
2007; Hirakawa et al., 2008; Whitford et al., 2008; Du, Groover, 2010; Etchells, Turner,
2010; Etchells et al., 2012, 2013, 2015; Joayesa u ap., 2012, 2014; Gancheva et al., 2015;
Nieminen et al., 2015 Ye, Zhong, 2015).

Ecnu B xcuneme o6bruHOM Oepesbl Ten CLE4L mpakTtudecku He dKCIpeccHupoBacs,
TO B KCHJIEME y30p4aThIX pacTeHuil kapenbckoi O6epesbl Tpanckpunthl MPHK rena CLE41
Obn 0OHapykeHbl. OT jokanu3anuu nentuga CLE41 3aBucuT opueHTanus aeneHus
KJIETOK. JI7Is HOpManbHOTO pa3BUTUS COCYIOB KCHJIEMBI TpeOyeTcsi TpaJueHT
koHueHtpanuu nentuna CLE41, skcnpeccust ero reHa 1omkHa OBITh OrpaHrueHa (hI03MoM
W TpWIETAlOUMU K Hed kietkamu kamOus. B mmumsx 35S::CLE41 (moBcemectHas
skcnpeccusi CLE41) u IRX3::CLE41 (okcmpeccusi CLE41 B kcumiiemMe) NPHUCYTCTBYIOT
COCYZIbl KCHJIEMBI C PE3KO OTIMYAIOUICHCS OpUEHTALMEN: COCY Ibl, UMEIOIINE HOPMAIbHYIO
OPHEHTAIINIO, PACTIONIOKEHBI PSJIOM C COCYIaMU ¢ TIepIICHIUK Y IsIpHON opuenTanueii (Fisher
and Turner, 2007; Etchells, Turner, 2010). Mcxoas u3 BBIIICCKA3aHHOIO, MOHO
MPEINOIOXKUTh, YTO OOHapyXeHHas HaMH OHKTomuyeckas skcrpeccus reHa CLE41 B
KCHUJIEME Y30pUaThIX PACTEHHH KapelabCKOW Oepe3bl MOXKET ObITh MPUYMHON HapyIICHUS
OpPHUCHTAIINY JICTICHUSI KCUJIEMHBIX TTPOU3BOIHBIX KAMOUSI.

[TonyueHHBIE pe3yibTaThl BMECTE C JaHHBIMH JIpyrux uccieposarenein (Ito et al.,
2006; Hirakawa et al., 2008; Whitford et al., 2008; Etchells, Turner, 2010; Ye, Zhong, 2015;
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Etchellset al., 2015; Nieminen et al., 2015) noka3bpIBaioT, YTO Mepeada CHTHAIOB uyepes3
PXY/CLE perynmupyeT pAcileHHE KIETOK B KaMOWalbHOW 30HE. YBEIWYCHHE YPOBHS
skcnpeccunn reHoB CLE41 Bo ¢mosme m PXY B kamOuanbHON 30HE CHOCOOCTBYET
YBEIIMYCHHIO YMCIIA IETICHUN B MEPUKINHATBHOM HAIPABICHUN, a N3MEHEHHUE JIOKATH3AIHH
skcripeccut CLE4L mpuBOAUT K HapyIIEHUIO MJIOCKOCTH JENIEHUs CTBOJIOBBIX KIIETOK.

B cBs3u ¢ BBINIEU3IOKEHHBIM TPEJCTABISET UHTEPEC PACCMOTPEHHUE IKCIPECCUU
resoB, koxupyrommx nentux CLE-41 u ero penentop PXY B HOpManbHBIX 1O CTPOCHHUIO
TKaHSIX CTBOJAa OOBIYHON Oepe3bl W B TKAaHIX CTBOJA Kapelbckoil Oepe3bl C pa3Hou
CTENEeHBbI0 MX aHOMaJbHOCTH (y30puaras U Oe3y3opyaras 4acTH CTBOJa). Y OOBIYHOM
Oepesbl ypoBeHb 3kcnpeccun rena CLE4L Bo ¢utosme Ob1 B 15 pas, a ypoBeHb dKCTIpeccrun
rena PXY B xamOuanbHOU 30HE B 7.8 pasza HIKE, MO CPAaBHEHHUIO C Y30p4YaTOM YacThiO
CTBOJIa Kapenbckoi Oepesnl. Eciu B kcuneme 00bruHO#M 6epe3sl reH CLE4L npakTudecku He
AKCIIPECCUPOBAJICS, TO B KCWJIEME Y30puaTOil YacTH CTBOJIa KapelbCKoM Oepesbl
obnapyxusatorcs Tpanckpuntel MPHK rera CLE41 (puc. 12). Pacnipenenenue sxcnpeccun
reHoB CLE41 u PXY B xamOuanbHOM 30HE y 11-JIeTHUX pacTeHUN ObLIO CX0KE C TAKOBBIM Y
46-netHux pacteHuil. MHTEepecHbI pe3ynbTaT ObUI MONYyYeH Mg 0e3y30p4yaTod 4acTu
CTBOJIAa y30pYaThIX paCTECHUI Kapelbckon Oepesbl. Ecmu ypoBens skcnpeccun rena CLE4L
BO (hj103Me 3aHUMAaN MPOMEKYTOUHOE IMOJIOKEHUE MEXAY OOBIYHOM Oepe3oil M y3opyaTon
YacThIO CTBOJIa KapelbCKON Oepesbl, TO B KCHIIEME €ro 3HaueHue ObUIO B 5 pa3 BhIIIE, IO
CPaBHEHHMIO C y30p4aThiM yuacTkoM. [Ipu aTom xonuuectBo TpanckpuntoB MPHK rena PXY
B KamMOManbHOU 30He Obulo B 1.2 W 9 pa3 HUXKe, 10 CpaBHEHHMIO C OOBIUHOHN Oepe3ol u
y30p4yaToOl 4acThIO CTBOJIA KapelbCcKoi Oepessl (puc. 12).

Yposens 3xcnpeccun CLE4L YpoBensb 3xcnpeccun PXY
05 r 0.05 05 r
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Pucynok 12. OtHocutenbHBIi ypoBeHb dkcnpeccun reHoB CLE41, PXY B TkaHsx cTBona
11-netHux pacteHuii oObIdHON Oepes3nl (1), Oe3ysopuaroit (2) m y3opuaroit (3) wactax
CTBOJIa Kapeibckoit Oepesbl. [IpecTaBiensl cpeHre 3HAUCHHS U UX CTaHAAPTHBIC OITUOKH.
Paznuuns 3naunmel npu p<0.05.

Takum obOpazoMm, dopMHUpOBaHHE HOPMAIBHOW MO CTPOCHHUIO APEBECHHBI OOBIYHOMN
Oepe3bl, B COCTaBe KOTOPOH MpeoOiafaroT COCyIbl M BOJIOKHA, MPOUCXOAUT Ha (oHe
skcnpeccuu Bo (prosme rera CLE4L u B kamOuanbHoil 30He — rena PXY. ®@opmupoBanue
aHOMAJIbHON y30p4aTOil JApPEBECHHBI KapelbCKOM Oepesbl, A KOTOPOW XapaKTepHBI
KpYNHbIE BKIIOYEHHS KIETOK MapeHXWMbl M HapylIeHWe OPHEHTAMH MPOBOJSLINX
AJIEMEHTOB, MPOUCXOIUT Ha ¢oHe (1) CyIIECTBEHHOTO YBEIMUYEHHUS YPOBHS 3KCIIPECCHU
reda CLE41 Bo ¢mosme u rena PXY B kamOuanbHOM 30HE U (2) SKTOMUYECKONM IKCIIPECCHH
CLE41 B kcuneme. B Ge3y3opyaThix ydacTKax CTBOJIA Y30pYaThIX PACTEHUN KapelbCKOMN
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Oepesbl, TIe hopMUpOBaHWE HOPMAILHON MO CTPOCHHIO JIPEBECHHBI MTPOUCXOMUT Ha (hoHe
BBICOKOT'O  COJIEp)KaHMsI CcaxapoB B TKaHIX, (YHKIMOHUPOBAHUE KamMOMaIbHBIX
MIPOU3BOIHBIX TPOUCXOAUT Ha (GoHe (1) MOBBIIIEHHOM, IO CPABHEHUIO ¢ OOBIYHON Oepe3oil,
HO HE TaK CYIIECTBEHHO, KaK B Yy30pYaThIX ydYacTKax CTBOJIa KapeiIbCKOW Oepessl,
skcnpeccun CLE41 Bo ¢osme; (2) 3HAUUTENBHO YBEIMUYCHHON YKTOMWYECKON IKCIIPECCUH
CLEA41 B kcuneme u (3) nonmkeHHOM skcnipeccuu PXY B kaMOuaabHOM 30HE.

5.2. Pacnpedenenue skcnpeccuu 2eHos, Kooupyrowux gaxkmopsr mpaunckpunyuu VNDO,
VND7 u APL, 6 kambuanbHoli 30He Npu pa3HulX CYEHAPUSIX KCUTLO2EeHEe3A

Tpanckpunuuonnsle ¢akropsl VND6 u  VND7 perynupyioT pa3BUTHE H
nuddepeHIMpPOBKY KIETOK KCHIIEMBI, CHHTE3 BTOPUYHOH KierouHou crenku (Kubo et al.
2005; Demura and Fukuda 2007; Zhong and Ye 2007a; Du, Groover, 2010; Kondo et al.,
2015). [Ipu obpazoBaHMM HOpPMAIBHOW MO CTPOCHUIO JPEBECHHBI Y OOBIYHON Oepesbl u
Oe3y30pUaToil KapeiabCkoi Oepesbl ypoBeHb dkcnpeccuu reHoB VND6 u VND7 B kcumeme
OBLJT BBINIE, IO CPABHEHUIO C Y30pyaThIMH PACTCHUSIMH KapeiabCkoi Oepeswl (puc. 13). ¥V
00BIYHOM Oepe3bl B KeuiieMe BhIlie kKoiaudecTBo TpaHckpuntoB MPHK rerna VND7 B 2 pa3a,
M0 CpPaBHEHMIO ¢ 0e3y30puyaThIMHU pacTeHUsIMU, U B 10 pa3, Mo CpaBHEHHIO C y30p4aTbIMU
pacTeHusiMU. Y 0e€3y30pyaTblX PAacTEHUM, HANPOTUB, OOJIbILIE KOJIMYECTBO TPAHCKPHUIITOB
MPHK rena VND6 B 4.7 paza, mo cpaBHEHHIO ¢ OOBIYHOW Oepe3oil U y30p4yaTbIMU
pacTeHHsIMU Kapelbckoil Oepesbl. [lpu 3TOM pacTeHHs KapelnbCkoil Oepe3bl ¢ pa3HOU
CTENEHBIO y30pUaToCTH JapeBecuHbl (1-3 O6amia) He OTIMYAIUCH MEXAY COOOM MO YPOBHIO
akcnpeccrr VNDG6 u VND7 (puc. 13).

APL
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Pucynok 13. OtHocutenbHbI ypoBeHb dkcnpeccun reHoB VNDG, VND7 u APL B kcuneme
25-71eTHUX pacTeHUW OOBIYHONW M KapelbCKOW Oepesbl ¢ pa3HOM CTENEHBI0 y30pYaTOCTH
npesecunbl (0-3 6amna). Ilo ocu abGcnucc — o0o3HaueHne oObIYHOM Oepesnl (V.p. - var.
pendula) u 6amn y3opuaroctu apesecunsl (0, 1, 2, 3) y kapenbsckoii 6epessl. [IpeacraBieHs
CpeIHMEe 3HaYCHHS U UX CTaHAapTHbIe omuOKu. Paznmuus 3naunmel npu p<0.05.

daxtop Tpanckpuniuu APL ydactByer B pasButum (pmosmer (Bonke et al., 2003;
Bonke, 2004; Truernit et al., 2008; Truernit, 2014; Heo et al., 2014; Villalon, 2015; Kondo
et al., 2016). YV oOblyHOW Oepe3bl B KCHUJIEME MPAKTHUYECKU HE OOHApYKUBAIUCh
tpanckpuntel MPHK rena APL, B To Bpems kak y y30puyaTblX pacTeHHMl YpOBEHb €ro
skcrpeccun gocturan 0.10-0.14 otH. en., uro B 1.7 pa3a Bbllle, IO CPABHEHUIO C
0e3y30p4yaThiMd PACTEHUSIMU KapenbCKkoi Oepe3bl (puc. 13). Mexny KoamdecTBOM
tpanckpuntoB MPHK renoB VND7 u APL o6nHapyxeHna oTpuuartenbHas 3aBUCUMOCTD:
Bo3pactaHue B Kcmieme skcrpeccun APL B psny «oObrunas Oepesa — Oe3y3opuarsie
pacTeHusi KapeiabCKoW Oepe3bl — y30pyaThle pPAcTEHHsI  KapelbCKOH  Oepesn»
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COIPOBOKJAIOCH CHIbKeHHEM dKkcripeccud VND7, ypoBeHb KOTOpO#l OblI CaMbIM BBICOKUM
pu GOPMHUPOBAHUH KCHIIEMBbI Y 00bIdHOM O6epesnl (puc. 13). U3BectHO, uTo APL Tpebyercs
HEe Toibko s guddepeHrmanuu  GIOdMBI, HO TaKXKe I HUHTHOUPOBAHUS
muddepeHnuan kcuieMmsl Ha Mecte ¢ioaMbl (Bonke et al., 2003; Bonke, 2004; Truernit
et al., 2008; Truernit, 2014; Heo et al., 2014). IIpeamnonaraercs, uro ¢pyukuus APL coctout
B TOM, YTOOBI OpraHM30BaTh MPaBMIbHYIO AU depeHanuio $Gao3Mbl, MOAIEPKUBATH 3TO
coctossare  nu(p(PepeHInpPOBKH  KIETOK W CIIOCOOCTBOBATH  MPOCTPAHCTBEHHOMY
orpannuennto obmactu kcunemsl (Bonke et al., 2003; Bonke, 2004; Truernit et al., 2008;
Truernit, 2014; Villalon, 2015; Kondo et al., 2016).

TakuMm 00pazoM, y pacTeHui Oepe3bl MOBUCIION MPU Pa3HBIX CLEHAPHIX KCHIIOTeHEe3a
M3MEHSETCSl pacmlpesieNieHue dKcrpeccud TeHoB, koaupyronmx CLAVATA-mogobHyio
cucteMy TDIF-TDR, kotopas omnpenenseT naabHEUITyI0 Cyab0y CTBOJOBBIX KjeToK. [Ipu
TOM CYIIECTBEHHO MEHSETCS YpPOBEHb OJKCIPECCHMM T'€HOB (PAKTOPOB TPAHCKPUIILIUH,
perynupyomux auddepeHIMpoBKy KIETOK KaMOWalbHOW 30HBI. be3y3opuaTeie pacTeHus
KapenbCKOW Oepe3bl, HECMOTpS Ha OTCYTCTBHE BHU3YAJIbHBIX NPU3HAKOB CTPYKTYPHBIX
aHOMAJIMH, OTIMYAIOTCS OT OOBIYHOM Oepe3bl MO XapaKTepy paclpeiesieHus SKCIPEeCcCUuu
TCHOB, KOHTPOJIUPYIONIUX PA3BUTHE KAMOHAIIBHBIX POU3BOTHBIX.

5.3. Hsmenenue yposus sxcnpeccuu ecenos CLE4l u PXY y cesanyes o06bluHOU Oepe3vl
NOBUCIOU U KAPENbCKOLL bepe3vl

[IpoBeneHHOE HccneAOBaHUE BBIBHIIO, UTO YK€ Ha HayalbHBIX 3Talax OHTOIECHE3a,
KOT'/Ia €Ille OTCYTCTBYIOT BUAMMBIC Pa3Inyusi MEXKIY IBYMs popMaMu Oepesbl, SKCIIPECcCcus
reHoB, kogupytomux cucremy TDIF-TDR, y nux paznuvaercs. UHTepeCHO OTMETHTb, YTO
ecu y 2-HenenbHBIX cesHieB dkcrpeccus reHoB CLE41, PXY Obwia Bbime y pacTeHHi
OOBbIYHON Oepe3bl, TO YK€ Yy S-HeIeNbHBIX PACTEHUN KAapTUHA KApAMHAIBHO MEHSETCS:
konuuectBo TpaHckpuntoB MPHK renos CLE41, PXY cymiecTBEHHO BHINIE y PACTCHUMN
KapenbCKoil Oepe3bl, octaerca TakuM 10 10-HenenbHOro BO3pacTa M COXpaHseTcs Y
B3POCIIBIX PACTEHUH.

5.4. Hzmenenue yposua skcnpeccuu cenos CLE41, PXY, VND6, VND7 u APL s
KamouanbHou 30ne 00bIYHOU Depesbl NPU HapyuWeHUU HUCX005uje2o mpancnopma caxaposbul
U CO30aHUU 30H ee U30bIMOUHO20 COOEPICAHUS

DKcrpeccus T'€HOB, PEryIMPYIOIIUX Pa3BUTHE PACTEHUS, KOHTPOIUPYETCS PsIOM
BHYTPEHHHUX (PaKTOPOB, K KOTOPHIM Hapsay C TOPMOHAMHM OTHOCSTCS U caxaposa
(Mengenes, [aposa, 2010). ¥V pacrenuil oObl4HOM Oepesbl yBEIWYEHHE COIEpKaHUs
caxaposbl B aromjiacTe, MPOUCXOJAIIee IPH HapYIIEHWH KOJIbLIEBAHUEM TpaHCIIOpTa
(doToaccUMUIIATOB, COMPOBOXKAAETCS BO3pacTaHueM ypoBHs skcrpeccun reHoB CLE41 Bo
¢daosme B 2 paza u PXY B kambuanbHoil 30He B 1.3 paza (puc. 14). Ilpu sTom Bo3pactaer
sktonnueckas dkcrpeccus CLE41l B kcunmeme (puc. 14), 3HaueHHE €€ COU3ZMEPUMO C
TaKOBBIM JUI PAacCTeHMH KapenbCcKoi Oepesbl ¢ 1-2 OammaMu y30p4aToOCTH JIPEBECHHBI.
Okcrpeccuss TEHOB (aKTOPOB TPAHCKPHIILKHK, KOHTPOIUPYIOMIHNX IU(PPEpEeHITUPOBKY
¢doomel (APL) u kcuemsl (VNDG), takke yBenunumBaetcs (puc. 14). CrneayeT OTMETHUTD,
4T0 y 0€3y30puaThiX pacTeHUi KapelbCKol Oepesbl, (HOpMUPOBAHUE KCHUIIEMBI Y KOTOPOU
uAeT Ha (hOHE MOBBIIICHHOTO COJAEP)KaHUS CaxapoB, TOKE ObUI BBIIIE YPOBEHb IKCIIPECCUU
reHa VNDG, o cpaBHeHHUIO ¢ 00bI4HOM Oepe3oit (puc. 13).

Mexanusmbl, oobsicHsomue HapymeHue padotei CLAVATA-nono6HON cHCTEMBI
TDIF-TDR, ocratorcs 10 cuX NOp HEU3YYEHHBIMU. ODKCIIEPUMEHTBHI IO KOJBIEBAHUIO
CTBOJIa OOBIYHOM Oepe3bl MO3BOJIAIOT MPEANOJI0KHUTh, YTO HSHAOICHHOE MOBBIIICHNE



35

COJIEpXKaHUs CaxapoB HE TOJIBKO NPUBOIUT K YBEIMYECHHIO YPOBHS JKCIPECCUHM T'€HOB,
komupyromux nentug CLE-41 u ero pemnentop PXY, cmocoOCTBYs Bo3pacTaHUIO 4YHCIIA
JeTIeHU B KaMOUaIbHON 30HE, HO TaKKe U3MEHSET JIOKaIn3anuio skcnpeccuu rera CLE41.
[locnennee, B CBOIO oudepeab, MOXKET OBbITh MPUYMHON HAPYIIEHUS IJIOCKOCTU JENEHUs
KaMOUaIbHBIX MPOU3BOAHBIX. [loNydeHHbIE TaHHBIE COTIACYIOTCS ¢ TPEANOIOKEHUEM, YTO
HaJiMyue U30bITKAa caxapoB B KaMOWATbHOW 30HE M3MEHSET MYTH Pa3BUTUS MPOU3BOTHBIX
KamoOusl.

PXY VND6 VND7 APL
0.14 CZLE41 0.14 042 r 035 -
. 0.35 F
= . 0os 0.28
E: ' 0.21
o 0.07 F 0.07 0.21
0.14 0.14
0.07 0.07
0 0 0 0
drosma kcunema KaMOMaIbHAs Kcunema ¢nosma

30Ha
Pucynok 14. OtHocuTenbHBIN ypoBeHb dKcripeccuu (oTH.ef.) renoB CLE41, PXY, VNDG,
VND7 u APL B TkaHSX CTBOJa Y KOHTPOJBHBIX (1) M ONBITHBIX (IMOCJE KoJblieBaHuUs) (2)
pacteHuii oObrgHOM Oepesbl. [laTta oT6opa — 29.06.2017. IlpeacraBieHsl CpeiHUE 3HAUCHUS
Y X CTaHAapTHBIC OmuOKuU. Pa3mmuns 3Haunmel ipu pP<0.05.

Bompoc o cBsa3u CLAVATA-cuctemsl TDIF-TDR u TpaHCKpUIIIIMOHHBIX (aKTOPOB
(VNDG6, VND7, APL), perynupyronmx auHepeHIHpPOBKY MPOU3BOIHBIX KAMOUS U MyTH
MeTaboau3aliyl caxapo3bl B KaMOMAIbHOW 30HE Y KapelbCKOW Oepes3bl, OcTaeTcs IMoKa
OTKpbITBIM. C OJIHON CTOPOHBI, BO3pACTaHUE AIOIUIACTHOW YTHUIIM3AlUUA Caxapo3bl 4yepes
TCKCO3HBI CHUTHAJIMHT MOXET BIMATh HAa MyTH IU((PEpeHIUPOBKU KIETOK, C JPYrou
CTOPOHBI, JaHHBIC, MMOJYYCHHBIC HA CESHIAX, CBUACTEIBCTBYIOT O TOM, YTO OTKJIOHEHHS B
pabore CLE-mentumoB mnpeamecTByoT MeTabOIMYecKUM oTinuusM. JlanmpHeiimnee
uccienoBaHue (PYHKIIMOHATLHOTO COCTOSIHUSI KaMOWaIbHOW 30HBI U OOECIICUEHHOCTH €e
cyOcTpaTamMu B TIEPHUOJ JESATEIFHOCTH KaMOWsS BMECTE C M3YYCHHEM YPOBHSI DKCIIPECCHU
T€HOB, KOHTPOJUPYIOIIUX O3TOT TPOIECC, TO3BOJUT TMOJYYUTHh JIOTIOTHUTEIBHYIO
MH(OPMAIIMIO 0 MEXaHU3MaxX aHOMAaJIbHOTO KCUJIOTeHe3a y TIPEBECHBIX PACTEHUH.

I'JTABA 6. BnusHue ypoBHS MJIOIOPOIMs TOYBBI HA PEaM3allii0 TEHETUYECKON
MIPOrpaMMBbl y KapelbCKoi Oepessl

Bonbiioe BiausiHME Ha KCHJIOTEHE3 OKa3bIBAIOT (PAKTOPHI BHEIIHEW Cpelbl, Cpeau
KOTOPBIX MMOYBEHHBIC YCIOBUS 3aHUMAIOT BaXXHOE MeCTO. JIMMUTHPYIOIIUM (paKkTOpoM s
pocTa WM pa3sBUTHA JPEBECHBIX PACTEHUM SBIAETCS JIOCTYNHOCTh a3oTa. B mouBax
JOCTYITHBIM PACTEHUSIM a30T MPEACTaBIICH, TJIaBHBIM 00pa3oM, B pOopMe KaTHOHA aMMOHUS
(NH,") u uurpar anmona (NOj3). B mouBax GopeanbHBIX JIECOB MX KOHIIEHTpAIUs, Kak
npasuio, Huskas. Conepsxanne NH, B mouse 3aBUCHT OT ee 0GOTrallleHHOCTH TYMYCOM,
aMMOHHU(UKaIus (TepeBo]] OPraHUIECKOr0 a30Ta TyMyca B aMMOHUKHYIO (POPMY) KOTOPOTO
MPOUCXOAUT 3a CYET JACSITEIbHOCTH IIOYBEHHBIX TETEPOTPOPHBIX MHUKPOOPTaHH3MOB.
[loBbllIEHME acCUMWISLMU a30Ta JAPEBECHBIMU PACTEHUSAMHM JOCTUTAeTCsl 3a CYET
obOpazoBanusi mukopu3bl (Suarez et al.,, 2002; Castro-Rodriguez et al., 2017). IlouBs
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OepesnsikoB OoraThl Oaktepusimu u aktuHOMuieramu (I'epmanoBa, MenseneBa, 2006), B
HUX OOHapy)XeHa BBICOKAas HHUTpOTeHa3Has akTUBHOCTh (Mawmaii, 2014), uyto MoOXeT
CBUJETENbCTBOBATh 00 MHTEHCUBHBIX MUKOPHU3HBIX Ipoleccax. Hurpar-uonsl oOpa3yrorcs
B MOYBE B mpouecce HUTpuukauuu. l[loriomeHHble HUTpaTbl MOTYT BKJIKOYAThCS B
MeTaboNIM3M pacTeHUsi TOJbKO IIOCJIE€ BOCCTAHOBIEHUS HMX JO aMMOHHUsA. [lepBbIM
(bepMEeHTOM IIeMM BOCCTAaHOBJICHUS HUTPATOB siBisieTcs HUuTpartpenykrasza (HP, EC 1.7.1.2).
HP katanusupyeT nepeHoc AByX 3J1eKTpoHOB OoT BoccTaHoBiIeHHOro HAJI(®)H x Hutpaty ¢
o0pa3oBaHUEM HHUTPHUTA, KOTOPBII B CBOIO OY€pe/ib BOCCTAHABIMBACTCS HUTPUTPEIYKTA30M
(EC 1.7.1.4) no ammoHwUs.

6.1. H3061mok 29K302eHHbIX HUMPAMO8 NO0AssAem PopMuUposanue aHOMAIbHOU OpPegecurbl
YV KapenbcKotl bepesbl

B orimume oT KaTMOHa aMMOHHUS HHUTpPAT-aHUOH BBIMIOJIHAET B PACTEHUHU e€lle U
curHanmbHy0 posib (Forde, 2002). Munaynupyromiee AeHCTBHE HUTPATHOTO aHWUOHA Ha
AKCIIPECCHIO psifia TEHOB a30THOTO U YIJIEPOJIHOTO OOMEHOB HEOJHOKPATHO OIMKCHIBAJIOCH B
muteparype (Crawford, 1995; Lam et al.,, 1996; Campbell, 1999; Stitt, 1999). [dns
uccregoanuss BuusHUS NO; Ha MeTtaGonm3anuio caxapo3bl B CTBOJE OOBIYHOW H
KapenbCKol Oepe3pl B MEpUOj] KaMOMAIBHOTO pOCTa OBUT TMOCTABJICH JKCIEPUMEHT C
BHECCHHEM B MMOYBY 3K30reHHoro Hurpara (I"aimmbuna u ap., 2016).

Y o0blyHOM Oepe3bl BHECEHHWE HHUTPATOB IMPHUBEIO K yBelauMueHuro B 1.5 pasa
aktuBHocTH CC B kcwieme (puc. 15A). TlomydeHHble HaMU JaHHBIE TOJTBEPKIAIOT
M3BECTHOE CTUMYJIMpyollee AeiicTBUe HUTpaTOB Ha akTuBHOCTH CC (JIronmenoma, 2007,
bpyckosa u np., 2009; Hukutws u ap., 2010; Gordon et al., 1999, 2002 u ap.).

VY xkapenbckoil Oepe3bl BHECEHHE B I[OYBY HHMTPATHOTO a30Ta HE IMPHUBEIO K
Bo3pacTtanuto CC B kcuieme, 0osiee TOro, akTUBHOCTh (pepMEHTa CHU3UIIACH, IO CPABHEHUIO
¢ KoHTpoJsieM, B 2.2 pa3za. [Ipu sToM npousonuio cHukeHue B 1.7 paza aktuBHocTH AnIHB
(puc. 15b). Huzkuii ypoBeHb HCMOJIB30BaHUS Caxapo3bl B KcuiieMe Habromancs Ha QoHe
YBEJIMUYEHHUS €€ paclleryieHuss Bo (uosme ¢ nomombio AnMHB, akTUBHOCTb KOTOPOM
nocturana 73 MKMOJB/T CBIPOM TKaHM, YTO CBUAETEILCTBYET 00 WHTEHCHBHOM BBIXOJIC
caxapo3sl B amoruiacT ¢uodMbel. Y 0ObuHON Oepe3bl akTHBHOCTH ANMHB BO (iodme
coctaBuiia 24 MKMOJIB/T CHIPOM TKaHU U HE U3MEHSJIACh.

A b

15 - 15 - PucyHnok 15. AKTUBHOCTD
= caxapozocunrassl (CC) u
3 arnoruIacTHOM uHBepTasbl (AnHB)
=9 a
S B 10 10 B KCHUJIEME KOHTPOJIbHBIX (KOHTp.) U
S g OMBITHBIX (OMBIT) PACTEHUI
) o )
5~ 5 5 - 00bIuHOI (A) u kapenbckoit (b)
2 oepesbl. [IpencraBieHsl cpennue
= 3HAYEHUS U UX CTaHAAPTHBIE

0 0
OIIUOKH.
KOHTpP.  OIIBIT KOHTp.  OIIBIT

AHanu3 XapakTepUCTHKH MIOYB B Mpeeiax apeasia KapelbCKoi Oepesbl mokaszal, 4yTo
OHa HE pacHpocTpaHseTcss Kak B 00JacTH O4YeHb O€THBIX (IPUMUTHUBHBIX W TOPHO-
TYHAPOBBIX), TAK U OTHOCUTEIHHO OoraThix (0ypo3eMoB TeMHOLBETHBIX) mouB (HoBwuirkas,
2008). JI.JI. HoBuIikoii OBLTO BBIIBUHYTO MPEANOIOKECHHE, YTO (POPMUPOBAHUE Y30pUATOM
JPEBECUHBl KapelnbCKOW Oepe3bl MPOUCXOAMT MPHU MOJJACpNKAHWUM B KaMOHMAIbHOW 30HE
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onpenenennoro C/N oTHomieHHs, a MMEHHO, M30bITKa caxapoB Ha ()OHE HEKOTOPOro
nedunmta a3otHoro nutanus (Hosumkas, 2008).

Pe3ynbpTaThl Hamero wcciieOBaHUS MOTYT OBITh WCIOJIB30BAHBI JJISI OOBSICHCHWS,
oYeMy apeall KapellbCKoi Oepe3bl He BKIIIOYAET IJI00pOAHbIC MOYBEL. [lo1 Bo3melicTBHeM
BBICOKOT'O YpPOBHSI a30THOTO TMHUTaHUs (HUTPATOB) B KCHIIEME Kapelibckoil Oepesbl
CHIDKaeTcs MeTabonM3anusi caxaposbl M0 Caxapo30CHHTa3HOMY M WHBEPTa3HOMY IMYTH.
[lepBoe BemeTr K yMEHBIICHHUIO TPUPOCTOB KCHIIEMBI, BTOPOE — K CHUXKCHHIO B HEH
COJIEp’)KaHUS TMAPEHXUMBI, T.€. TMOAABICHHUIO (OPMHUPOBAHUS y30p4YATOW TEKCTYpPHI
IpeBecuHbl. B nmaHHOM ciyyae caxaposa, MOCTYMArolasi M3 JIMCTHEB, PacXOJyeTcsl BO
diosMme. 31ech ¢ ydacTheM amoIUIaCTHOW WHBEPTa3bl OHA MHTCHCHBHO HCIIONB3YETCS B
peaKnusx  3amacHoro  MeTabonm3Ma, 49TO  TMOMJEPKUBACT  JKU3HEACATEIHLHOCTH
CYLIECTBYIOIIMX H oOpa3oBaHME HOBBIX KJETOK 3amacaromeil mapeHxumbl. [loaTomy
OTIUYUTENFHON O0COOCHHOCThIO Oepe3, MPOoU3pACTAIONIUX Ha IUIOAOPOJHBIX IMOYBAaX,
CTAaHOBHTCS TOJICTas KOpa, a MAaKCHMAJIbHBIM BBIPOKEHUEM STUX TCHICHIIMA — TIOSBICHUE
rpyookopsix ¢opm 6epesnl (HoBumkas, 2008).

6.2. [Jocmynnocms no08UMCHO20 A30Ma 6 Nouse OKA3bleAen GlUsAHUe HA NPOsEIeHUE
NPU3HAKA Y30pUamocmu Opesecutsl y KapeabCeKol bepesvl

B ecTecTBeHHBIX yCIOBUSX MPOU3PACTAHUS KapeabCKO Oepe3bl H3yueHUe BIUSHUS
MMOYBEHHOT'O TUIOAOPOIUs Ha (hepMEHTHI METa0O0IM3AINHN CaXxapo3bl paHee He MPOBOAUIIOCH.
OnHoil u3 3aady MCCIEAOBAHHUS OBUIO BBISIBUTH IMOYBEHHBIE YCJIOBHUS, B KOTOPBIX
HapylieHue oOMEHa BEIIECTB, MPOSBISIONICECS B WU3MEHEHHHM COOTHOLICHUS aKTHBHOCTU
CC u AulHuB, a, cienoBaTenbHO, U PA3BUTHE «y30PYaTOCTH» OYJET BHIPAXKEHO B OOJbIIEH
creneHu. CUuTaeTCs, YTO HUTPATPEYKTAa3HASL PEAKIIHS SBJISICTCS TUMUTHUPYIOLIUM IIarOM B
1enu accuMuisinuu azota B pacrenuu (Campbell, 1999), nostomy HP paccmaTpuBaroT kak
KIroueBoi pepmeHT B a3oTHOM Metabomm3me (Huber et al., 1996; Kaiser et al., 1999; Stitt,
1999). 1o aktuBHOCTH HP MOXHO CcynuTh, Kakas ¢opma MOJBHKHOTO a30Ta HUCIOIb3YETCS
pacTeHHeM B TeX WIM UWHBIX YCIOBUSX. B CBs3M c 3TuUM, Hapsay ¢ depMeHTaMH
MeTaboIM3alliy CaXxapo3bl, Y PACTEHUN KapelbCKON Oepesbl, MPOU3pACTAIONINX Ha Pa3HbIX
Mo TIJIOJIOPOJMIO YyYacTKaxX, Obla W3ydeHa akTuBHOCTH HP — kimroueBoro depmenra
ACCUMUJISALIMM HUTPATOB.

HccnenoBanue mNpoBOAMIM Ha 25-J€THUX pACTEHUSAX KapelabCKod Oepesbl,
MPOU3PACTAIONIUX B JIECHBIX KyJIbTypax Ha Tepputopun Kapenuu. beuto monobpano gersipe
y4acTKa, Pa3IMYalONIMXCs MO YPOBHIO E€CTECTBEHHOIO IJIOAOPOAMS. 3amachl JOCTYIHBIX
pacTeHUsIM OCHOBHBIX 3JIEMEHTOB MUTAHUS B 25-CaHTUMETPOBOM cioe mouB aia N, P, K
coctaBuin: 104, 65, 146 kr/ra niusa 1 yuactka; 67, 34, 67 kr/ra — jy1sl BTOPOTO y4acTka; 44,
80, 108 xr/ra — must Tpethero ywactka u 43, 124, 61 kr/ra — uig 4eTBEpTOro y4acTka.
CornacHo TUTEPATYpHBIM JaHHBIM, XapaKTEPU3YIOLUIUM MOTPEOHOCTh Oepe3bl B AJIEMEHTax
MuHepanbHoro nutanus (basuneBuu, TutnsHoBa, 2008), ywactok 1 (mouyBa aepHOBO-
CpeIlHe-TIO[30JIMCTasl, TIeCYaHast, KAMEHUCTAs) MO 3aracaM MOJBIKHBIX ()OPM OCHOBHBIX
AJIEMEHTOB NMUTaHUsI OTHOCHIICS K HOpMme. Ha yuactke 2 (mouBa TOp(sHUCTO-IIOA30IUCTO-
rieeBaras cyrnecyaHasi) HaOJI0OaJOCh CHIDKEHHE JIOCTYIMHOTO a30Ta M CHIXKEHHE
MUHEpaJIM3alliM B YCJIOBHUSX BBICOKOro YyBiaxHeHus. Ha ywactkax 3 u 4 (mousa
MOBEPXHOCTHO-TIO/I30JIUCTAs TecYaHasi) PacTeHHsI WCIBIThIBANN nedunut azora Ha QoHe
MOBBIILIEHHOTO cojiepkanus pochopa, 0cOOEHHO 3TO ObLIO BRIPAXKEHO Ha 4-OM y4acTKe.

CaMblil HachIIEHHBIH y30p Ha (JOHE aKTMBHOTO POCTa KCHIIEMbl (OpMUPOBAJICA y
pacTeHuil ydactka 2. Y HUX B CTPYKType€ APEBECHHBI OBLIO OOJBINE TEMHOOKPAIIEHHBIX
BKJIFOUCHUN, OOpa3ylonmxcss B pe3ylbrare MNapeHXWMaTU3alMk TKAaHEW CTBOJA.
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dopMUpPOBAHHUE Yy30pUYATOW APEBECHHBI NPOTEKAET HAa (POHE MOBBILIEHHOW AKTUBHOCTHU
AnlHB BO (uiosme, 3HaUYeHHE €€ JOCTHrajgo 57 MKMOJB/T ChIpoM TkaHu (puc. 16). Y
y30p4aThiX pacTeHUM ydacTka 2 HaOmonanoch cHmkeHue aktuBHoctu CC (puc. 16) Ha
(oHE CHIDKEHMS TOABMXKHOTO a3oTa B mouBe (67 kr/ra) u cHmwxkeHue aktuBHOocTH HP B
TKaHsAx cTBoia (9 Hmomb/mMr Oenka). B mepumom kaMOWaabHOTO pOCTa MEHBINAS
MeTaboIM3aIus caXxapo3bl M0 CaXapo30CUHTA3HOMY ITyTH COMPOBOXKIAETCS YBEIMUCHUEM €€
MeTaboaM3aluy 0 UHBEPTA3HOMY IYTU B KCHJIEME U, OCOOEHHO, BO (PJI03Me, YTO BEJET K
YCUJIEHHON TeHepaluu B HHUX TeKco3. ['eKCo3bl HMHAYIUPYIOT peakiMH 3aracHOTo
merabomuzma (Smeekens, 2000; Koch, 2004; Rolland et al., 2006), uro BemeT K
YBEJIMYEHUIO  KOJMYECTBAa  3allaCHBIX  BEIIECTB M  CONPOBOXKJIAETCS  YCHICHHEM
MapeHXMMAaTU3AlNNA KCWIEMbI Y PaCTEHUI yyacTKa 2, 10 CPABHEHUIO C PACTEHUSAMH y4acTKa
1 (puc. 16). Ucxons U3 ckazaHHOTO, MOXKHO MPEAINOJIOKUTh, YTO HEKOTOPOE CHUKEHUE
IUIOZIOPO/IMSL TOYBBI M ACCUMIIAIIMM HHUTPATOB B TKAaHSIX CTBOJIA OJArOMpUATHBI MJis
MOJIYYEHHUSI paCTEHUHN KapeabCKOM Oepe3bl ¢ BBICOKOM CTENEHBI0 Y30p4YaTOCTH APEBECUHBI U
BBICOKUMU TaKCAITMOHHBIMU XapaKTEPUCTUKAMH.

VY30opuarble pacTeHUss ydacTka | He HCHBITBIBAIOT HEJOCTaTKa B OCHOBHBIX
MUHEpaJIbHBIX 3JieMeHTax. AKTUBHOCTh HP B kcuneme y pactenuii yuactka 1 (81 HMonb/mr
Oenka) B 9 pa3 BbIlle, IO CPAaBHEHHUIO C pacTeHUsSIMU ydacTka 2 (9 HMoub/Mr Oenka).
dopmupoBaHue KCUIeMbl Y HUX HUJeT Ha ¢Gone Bbicokod akTuBHOCTH CC (70 MKMOJIB/MT
Oenka), B pe3yjbTaTe PAacTCHHs MMEIOT BBICOKHE TaKCAalMOHHBIE mapamerphl (puc. 16).
[loBpiieHne metabonuzauuu caxapo3bl 1Mo CC-myTH CHHXKA€T KOMIIEHCATOPHBIM MYTh
MeTaboIM3alMy caxapo3bl MO MHBEpTa3HOMY NyTH. AKTHUBHOCTH AnMHB Bo ¢dmosme y
y30puaThix pacTeHuil yuactka 1 (17 mxMounb/r TkaHu) B 3.4 pa3a MeHbIIIE, YeM y pacTeHUN
yuyactka 2 (57 Mkmoub/T TkaHu). B wutore y pacrenuit ywdactka 1, mo cpaBHEHHUIO C
pacTeHHsIMM ydacTKa 2, MEHbIIE MapeHXuMmarh3anus TkaHeil crtBona (puc. 16), w,
CJIeZIOBaTENbHO, 00JIee HU3Kask HACHIIIEHHOCTD y30pa B IPEBECHHE.

[Tpu nedummre nocrymHoro asora B mouBe (43-44 kr/ra) Ha ¢oHE yBETUUYCHUS
conepxkanus Qocdopa y y3opuaThlX pacTeHMM KapelnbCKOW Oepe3bl B TKaHSAX CTBOJA
BO3pacTaeT acCUMUJIISAIIUA HUTpaToB ¢ yaactueM HP (10 55 u 60 HMonb/Mr Genka B Kcuieme
u 110 93 u 47 amons/mMr Genka Bo (rodme y pacteHuit 3 U 4 y4acTKOB COOTBETCTBEHHO).
Hutpar siBasieTcss oAHMM M3 KJIIOUYEBBIX META0OJUYECKUX (PAKTOPOB, KOTOPbIE MOAYIUPYS
aKTUBHOCThH NMPOTEUHKUHA3bl U Oe’aKoBOM (ocdaTasbl, MOTYT BIUATH Ha paclpejaesieHue
yriepoja MEXAy caxapo3oi u ammHokuciotamu (Huber, Huber, 1992). Bo3spacranue
aktuBHOCTH HP y y30puarhix pacreHuil MpUBOIUT K YCYryOJEHUIO KOHKYPEHIIMH ABYX
MIPOLIECCOB, JIs1 KOTOPBIX HEOOXOAMMO OOJIBIIOE KOJTUYECTBO (DOTOACCUMUIIATOB, @ UMEHHO,
pocta fepeBa U (GOPMUPOBAHUS y30pUATO CTPYKTYPHI IPEBECHHBI 3a CUET BO3PACTAHUS €€
MapeHXUMAaTU3AIHH.

B nepBom ciywae (ydactok 3) y3opuarble pacTeHUs (QOpMUPYIOTCS Ha (oHe
BbicOKOM akTuBHOCTH CC B Kcmiieme (Kak y pacTeHHil ydacTtka 2) u Bo (pyosme (B 2 paza
BBIIIE, YeM Y pacTeHuil yuactka 2). [Ipu srom metabonu3zaius caxapo3bl 0 HHBEPTa3HOMY
NyTH Y HHUX TMOHIKEHA 10 22 MKMOJB/T TKaHU. DTO MPHUBOJUT K TOMY, YTO PACTEHHUS
ydacTka 3 He OTJIMYaIOTCs MO BBICOTE U JUAMETPy OT PACTEHUM ydacTKa 2, HO UX JIpeBeCHHa
uMeeT cnalklil y3op (puc. 16).

Bo BropoMm ciywae (ydactok 4) y3opyaTble pacTeHus (GOpMUPYIOTCS Ha (oHe
BBICOKOW akTUBHOCTH ANMHB Bo (1o3Me (65 MKMOIIB/T TKaHH). B ntore y HUX CHUXarOTCA
Mop(dooruyeckue napaMeTpbl U BO3pacTaeT CTENEeHb y30pyaToCTH ApeBecHHbl (puc. 16).



39

Vuacrok 1 Yuactok 2 Yuactok 3 Vuactok 4

OxopeHHAasi NOBEPXHOCTD [PeBeCHHbI

5 \ ‘ »i
AKTHBHOCTB caxapo3ocuHTa3bl (CC, MKMOJIb caxapo3bl/MI §eJiKa) H anonJacTHO|
uHBepTa3bl (ANMHB, MKMOJIb €aXapo3bl/T TKaHM) B TKaHAX KcuaeMbl (1) u ¢piodmsl (2)
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Pucynok 16. OxopeHHasi MOBEPXHOCTh CTBOJIA, MOMNEPEYHbIE CIMJIIBI CTBOJIA, AKTUBHOCTH
caxapo3ocunTtasbl (CC) u anomnactHoil nHBepTasbl (AnMHB) B kcuneme (1) u dpnosme (2),
nauametp (d) crBona Ha BeicoTe 1.3 M oT 3emuu u BbicoTa (h) nepeBbeB Kapenbckoit Oepessl,
MPOM3PACTAIONIUX HA Pa3HBIX MO YPOBHIO Tmuogopomusi ydactkax (1-4). Hax cnmmamum
nudpamMu ykazaHa IUIOLI[a/Ib NMapEHXUMHBIX BKItoueHU# (%) B MPAMOYTroJbHHUKE 5 cM™ B
nepudepruyecKoii 30He monepeyHoro cnuna. Bar — 1 cm.

Pe3ynbTaThl CBUIETENBCTBYIOT, YTO JOCTYMHOCTb MOJBHUKHOTO a30Ta B IMOYBE
OKa3bIBaeT OOJbIIOE BIMSHUE HA TMPOSIBICHHE IPU3HAKA Y30pPUYaTOCTH JIPEBECUHBI Yy
KapenbCcKol Oepe3bl. BbIckazaHO MPEANONOKEHHWE, YTO YBEIWYCHHE TOCTYIUICHUS
HUTPATHOTO a30Ta B pacTEHHE, CIEICTBUEM UETO CTAHOBUTCS Bo3pacTtaHue aktuBHocTH HP,
OKa3bIBaeT OTpUIIATeNIbHOE BIUSHUE Ha (POpMUPOBAHUE Yy30pa.
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SAKIIOYEHUE

[IpoBeneHHOE MCCIENOBAHUE TO3BOJWIO BBIABUTH MOJEKYISIPHO-TEHETUUECKUE
3aKOHOMEPHOCTH pa3HbIX CIIEHApUEB KCUJIOTEHE3a JPEBECHBIX pacTeHuil. l3yueHue
MEXaHU3MOB KCHJIOT€HE3a NPOBEIEHO Ha JBYX (opMmax Oepesbl MOBUCIONW — OOBIYHOU
oepese (Betula pendula var. pendula) u kapensckoii 6epese (B. pendula Roth var. carelica
(Mercl.) Hamet-Ahti), y koTopoii B mpeaeiax OJHOIO aepeBa Hapsay ¢ (pOpMHpPOBaHHEM
HOPMQJIbHOM TI0O CTPOCHHUIO MPOUCXOJUT OO0pa3oBaHHE aHOMaIbHOW (y30puaToil)
JPEBECUHBI.

VY kapenbckoit 6epesbl HapylIeHHe KCUJIOTeHe3a MPOUCXOAUT Y)Ke Ha CTAIUH JIeJICHUS
MHULMAaJIe KaMOus: M3MEHSAETCs HalpaBJICHUE JEJEHUS JIy4eBbIX MHHULIMAIEH — BMECTO
YHOPSAJOYEHHBIX NMEPUKINHAIBHBIX JEJIEHUM, UMEIOIUX MECTO B KaMOUU OOBIYHOM Oepe3sbl
MIOBUCJION, OHU MPETEPHEBAIOT AHTUKIMHAJIBHBIE U MONEPEYHBIE JEJICHUS], YTO IPUBOJUT K
YBEJIMYEHUIO B KaMOHMaJIbHOM CJIO€ YHCJIA JIY4eBBIX WHHUIMATEH U HU3MEHEHUIO
COOTHOILIEHUS! BEPETCHOBUJIHBIE/TyueBble MHUIMANH. [loka3aHO, 4TO pa3Hble ClEHapuu
KCUJIOTeHE3a y KapelbCKOM M OOBIYHOM Oepe3bl OTIMYAIOTCS MO pacIpeleNiCHUI0 YPOBHS
skcripeccuu reHoB, koaupyromux TDIF-nentug CLE-41 u ero peuentop TDR, urparommux
LHEHTPAJIbHYIO pOJIb B Cy/IbO€ CTBOJIOBBIX KJIETOK JIaTepajbHON MepucteMbl. DopMUpOBaHUE
HOPMAaJIbHOW MO CTPOEHUIO JIPEBECUHBI OOBIYHON Oepe3bl, B COCTaBE KOTOPOM MmpeolnaiatoT
COCYIbl M BOJIOKHA, TMPOUCXOAUT Ha ¢oHe sKcrpeccuu Bo ¢umosme reHa CLE4] u B
KamMOWaibHOW 30HE TeHa PXY. ®opMupoBaHHWE aHOMAaJbHOH Yy30pUaTO JIPEBECHHBI
KapesbCKol Oepesbl, UIsl KOTOPOM XapaKTepHbI KPYIHbIE BKIIOUEHUS KJIETOK MapeHXHUMBbI U
HapylIeHHEe OpUEHTAllMd TMPOBOISIIMX  O3JIEMEHTOB, mpoucxoguT Ha Qoue (1)
CYIIECTBEHHOTO YBEJIMYEHUS YypoBHs skcnpeccuu reHa CLE4] Bo ¢nosme u reHa PXY B
KamMOuaJIbHOM 30HE U (2) axTonu4eckoit axcnpeccuu CLE41 B kcuieme.

OcCHOBBIBasICh Ha TOJYYEHHBIX JAHHBIX MOXKHO MPEANOJI0XKHUTb, 4To (1) OGombiias
skcripeccusi reHoB CLE4] u PXY, NOAaBisIOIIUX Pa3BUTUE KCUJIEMBl M PETYIUPYIOLIUX
YHUCIIO JAETICHUM KJIETOK B COCYAMCTBIX MEPUCTEMAaX, MOXET ObITh NMPUYMHON yBETUUYEHUS
MpUpocTa NpoBoAsIIeH (I03MbI M IIMPUHBI KAMOHAIBHON 30HBI U MEHBIIIETO pa3Mepa 30HbI
(dbopMUpOBaHHs KCUJIEMBI y KapelnbCKOW Oepesbl, 1Mo CpaBHEHUIO ¢ OOBIYHOHN Oepe3oif; (2)
sKTonuYeckas skcrpeccuss reHa CLE4] B Kcuwieme y30pyaThlX PACTEHUU KapeibCKOM
Oepe3bl MOXKET ObITh MNPUYMHOM HAapyIIEHUS OpPUEHTALMU JEJICHUS KCHIJIEMHBIX
MIPOU3BOJHBIX KaMOusl.

Pa3BuTre HOpMaAIBHBIX IO CTPOSHHIO TKaHEW CTBOJIA MPOUCXOIUT Ha (POHE BHICOKOTO
YPOBHSI DKCIPECCHH T€HOB, KOJAMPYIONIMX TpaHCKpurinoHHbie daktopsl VND6, VND7 ¢
NAC-nomenom (VASCULAR-RELATED NAC-DOMAIN), koTopble KOHTPOJUPYIOT
CHUHTE3 BTOPUYHOHN KJIETOYHOW CTEHKH, pa3BUTHE U TUP(PEPEHLUUPOBKY KIETOK KCHIEMBI.
dopMHpOBaHHE AHOMAJIBHOW JIPEBECHHBI CONPOBOXKIACTCA CHUKEHHEM B KaMOHWaIbHOU
3oHe TpaHckpunToB MPHK renoB VNDG6, VND7 u yBenuuenuem tpanckpuntoB MPHK rena
APL, xonupyromero  ¢aktop  Tpanckpunuuu (APL, ALTERED PHLOEM
DEVELOPMENT), xotopsiii TpeOyeTcst He TOibKO it muddepeHimanuu GrodmMel, HO
TaKkKe U1 MHruOupoBanus nuddepeHnmnanum KCuieMsl Ha MecTe (DJI0IMBI.

HccnenoBanne (QyHKIIMOHUpOBaHUS KamMOHWsi Ha mnpumepe IBYyX ¢GopMm Oepesbl
MOBHCIION TIO3BOJIMIIO BBISIBUTH (PU3HOJIOTO-OMOXUMUYECKHE U MOJIEKYIISIPHO-TeHETUYECKHE
MapKepbl pa3HbIX ClieHapueB KcuioreHeza. dDopmupoBaHMEe HOPMAJIBHON IO CTPOEHUIO
JpeBecHHbl OOBIYHON Oepe3bl, B COCTaBe KOTOPOW Mpeo0aafaroT COCyAbl U BOJIOKHA,
npoucxoauT Ha ¢oHe BbicokoW akTuBHOCTU CC moa KoHTposiem reHoB Susl um Sus2 wu
COIPOBOYKJAETCSI AKTUBHBIM CHHTE30M CTPYKTYPHBIX KOMIIOHEHTOB KJIETOYHBIX CTEHOK. B
HOPMAJIBHBIX IO CTPOCHHIO TKaHSAX HAONIOAANM BBICOKUN YPOBEHB SKCIIPECCUU T'€HOB,
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koaupyromux nemnoiao3ocunTasy (Ces8, Ces3, Ces7). Brimouenue caxapossl yepe3 CC-
YTk B CUHTE3 LIEJUII0JIO3bI IIPUBOUT K HEOOpAaTUMOMY BBIBOJY €€ U3 oOMeHa BeliecTB. Bo
(¢a03Me 0OBIUHON Oepe3bl B 3TOT MEpUOa Ha (OHE BBICOKOTO COACPKAHUS Caxapo3bl
aKTUBHOCTbH ()EPMEHTOB €€ METAa00IN3aLMN HUXKE, 10 CPABHEHHIO C KCHUIIEMOM.

Juddepennmanys Npou3BOAHBIX KamMOusi B MapeHXUMHBIE KIIETKH, SBISIOLIHECS
OCHOBHBIMH AaHAaTOMUYECKHMMHM 3JIEMEHTAaMU B 30HAaX CTPYKTYPHBIX aHOMAIMUH y30p4yaToi
JPEBECUHBI KapelabCKOU Oepe3bl, Mpoucxoaut Ha ¢oHe Hu3koil aktuBHOCTU CC B CBSI3U CO
CHMKEHUEM 3KCIIpeccHH reHoB SUS1 u SUS2 1 conpoBOKIaeTcss yMEHbILIEHHUEM COAEP KAHUS
LIEJUTI0JIO3bI B KCUJIEME. YPOBEHb SKCIPECCUU TE€HOB, KOAMPYIOIIUX LEJUII0JI030CUHTA3Y
(Ces8, Ces3, Ces7), B aHOMaJbHBIX y4YacTKaX CHIDKEH. B 3TOM cllydae BBICOKas
aKLENTOpHAas CUJIa TKAHEW CTBOJIA MOAJEPKUBAETCS 3a CUET META00IM3ALUHU TPUTEKAIOIIEH
caxapo3bl ¢ ydactueM AnMHB. VHTEHCHBHBI THUAPOJIN3 caxapo3bl B aloIliacTe
IPOMCXOJUT KaK B KCHIIEME, TaK U BO (piiosMme. C yBeTMYEHNEM y30p4aTOCTH JPEBECUHBI Ha
(oHE CHIKEHUS COJEpKaHUs LEJUII0JIO3bl  (HeoOpaThMoe BbIBEACHHE  OOJBIIOTO
KOJINYECTBA CaxapoB U3 OOMEHA BEIECTB) BO3PACTAET KOJUYECTBO Kpaxmaia (BpeMEHHOE
BbIBe/IeHHE W30BITKAa caxapoB). Uepe3 OMOCHHTE3/merpajalMio Kpaxmaia peryiupyercs
caxapo3Hblil ctaryc KieTKu. [lomyueHHble pe3yabTaThl CBUAETEIBCTBYIOT, YTO YMEHbIIIEHUE
otHomeHust akTUBHOCTU CC/AnMHB KOppenupyeT CO CTENEHBIO Pa3BUTHUS CTPYKTYPHBIX
aHOMAaJIMi B KaMOHMaJIbHOM 30HE Oepe3bl IOBHUCIION.

YcTaHOBIEHO, YTO B MEepUOJl KaMOUaIbHOIO pocTa peryssuus akTUBHOCTH AnlHB
MPOMCXOMT Ha MOCTTPAHCIIIIIMOHHOM ypoBHE 4epe3 OeikoBbie nHruOuTOpel AnluB (CIF).
VY xkapenbckoil Oepe3bl YpPOBEHb 3Kcmpeccud TeHoB, komupyromux Anldas (CWINI,
CWINL1.1, CWIN4), npuMepHO Takoi e Kak y 0ObIYHOM Oepe3bl, HO CHIIKEHO KOJIHMYECTBO
tpanckpuntoB MPHK rena Cif, skcrpeccuss KOTOpOro yMEHbBIIACTCS TPU BO3pPACTaHUH
KOHILEHTPALlUU caxapo3bl B amoruiacte. BpickazaHO NpennonokeHue, YTO BO3PACTAHUE
akTUBHOCTU AnNVIHB B aHOMaJbHBIX 10 CTPOCHUIO TKAHAX CTBOJA KapelbCKOil Oepes3bl U B
HOPMAJbHBIX TKaHAX OOBIYHON Oepe3bl mpu (1) BBeIEHWM PK30TE€HHOWM caxapo3bl u (2)
cHmkeHnn akTuBHOCTH CC B KCWiIeME MOXXHO pPaccMaTpuBaTh, Kak KOMIIEHCATOPHBIN
MEXaHW3M Ui MNOAJEpPKAHMUS JTOHOPHO-aKLENTOPHBIX OTHOIIEHWH, HalpaBJICHHbIA Ha
ycTpaHeHUe U30BITOYHOTO COIEPKAHUS Ucaxapuia Bo iosme.

[TokazaHo, 4TO MpHU pa3HBIX CIIEHAPUSAX KCHIIOI€HE3a MPO3EHXUMHBIE KCHUIJIEMHBIE
MPOM3BOJIHbIE KamMOMs MOJIy4arOT acCUMMIATHI B pasHoil dopme. [lpu dopmupoBanuu
HOPMAJIBHOM MO CTPOCHHIO KCUJIEMBI, B KOTOPOH MpeobiaatoT cocy bl M BOJIOKHA, caxapa
MOCTYNAOT B KJIETKM B OCHOBHOM B BHUE caxapo3bl. [Ipu ¢opMupoBaHUM aHOMaIbHBIX
TKaHEW, B KOTOPBIX Mpeo0IaaloT MapeHXUMHBIE KJIETKH, caxapo3a B aroIuiacTe akTUBHO
MmeTabonuzupyercss AnlHB, 1 B KJI€TKY B OCHOBHOM IOCTYMAIOT 00pa3yIoIIUecs] TeKCO3bl,
KOTOpbIE B CBOI OYEpeAb 3amacaroTcsi B BHUAE Kpaxmaia. B cBA3M ¢ 3TUM, CBS3b
MOBBIIIEHHOW aKTUBHOCTH AmNMHB ¢ TpaHCHmOpTEpamMH TIeKCO3 M TEeKCOKMHA3aMH, Kak
KJIFOUEBBIMU KOMIIOHEHTAaMU YIJIEBOAHOI'O CUTHAJIMHIA, OCOOCHHO MPUBJIEKaeT BHUMAHUE U
TpeOyeT NONOJHUTEIBHOTO U3yUEHHUSI.

besy3opuatbie pacTeHus: Kapenbckol 0epes3bl, HeCMOTPsI Ha OTCYTCTBHE BU3YaJIbHBIX
MPU3HAKOB, OTIUYAIOTCS OT OOBIYHOM Oepe3bl MO XapaKTepy paclpeleleHHs] dKCIpPecCuu
T€HOB, KOHTPOJUPYIOMINX Pa3BUTHE KaMOUaIbHBIX MPOU3BOAHBIX. KapTuHa pacnpenenenus
SKCIpeccuu TreHoB, komupyromux cucremy TDIF-TDR, y 0e3y3opuaTbix pacTteHudl, a
UMCHHO — BBICOKHH YypOBEHb O3KTOommuyeckod oskcrpeccuun CLE-41/44 B xcuieme mpu
nmoHmxkeHHoN skcnpeccuu PXY, cxoxka ¢ TakoBoWl B 0e3y30puaThiX ydacTKax CTBOJA
y30pUaThIX PACTEHUU KapenbCKoil Oepesbl. M3 ATOro MOXHO MPEANONIOXKUTh HAIAYUE
00IIero MexaHu3Ma PeryJyIsIi Pa3BUTHS CTBOJIOBBIX KJIETOK Y Y30pUaThIX U O€3y30pUaThixX
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pacteHuil kapeiabckoir Oepesbl. HecomHeHnHo, 6e3y30puaThie pacTeHHs KapeslbCKOi Oepessl
IPEJICTABISAIOT COO0N YHUKAIBHBIN OOBEKT AJI1 U3YUYCHHs TIEPEXOTHOTO COCTOSTHUS MEXIY
HOpPMaJIbHBIM TPOIIECCOM KCHioreHe3a y pacrenuit B. pendula var. pendula u ero
aHOMAaJILHBIM BapHAaHTOM Y y30puaThix pactenuit B. pendula var. carelica.

Mexanusmbl, o0bsicHsAomue HapymeHue padotei CLAVATA-1ono0HON CHCTEMBI
TDIF-TDR ocraroTcs 10 CHX TIOp HEHM3yYCHHBIMH. Pe3ynbTaThl SKCHEpPHMEHTa II0
KOJIBIIEBAHUIO CTBOJA OOBIYHOW Oepe3bl MO3BOJSIIOT MPEANOJIOKUTH, YTO HHIOTEHHOE
MOBBILIEHUE COJIEPKAHMSI CaXxapoB HE TOJHKO MPHUBOJIUT K YBEITMUYCHUIO YPOBHS SKCIPECCUU
reHoB, kogupyromux nentua CLE-41 u ero peunentop PXY, crnocoOcTBys Bo3pacTaHHUIO
gyrcia AeNeHUH B KaMOMANbHOM 30HE, HO TaKXKE W3MEHSET JOKATU3AIUI0 SKCIPECCHU
CLE41, uyto B CBOIO OYepeab MOXKET ObITh MPUYMHON HAPYHICHHWS TUIOCKOCTU JICTICHHS
IPOU3BOJHBIX KaMOMs. DTO cOrjlacyeTcsi ¢ MHEHHMEM, YTO Haluyue M30bITKa caxapoB B
KaMOUaIbHOU 30HE U3MEHSET MYTH Pa3BUTHSI MPOU3BOIHBIX KAMOUSI.

HccrnenoBanne cesHieB AByX (opM Oepe3bl MOBUCION MOKAa3ano, 4YTO MEXKIY
OOBIYHON M KapenbCKoM Oepe3oil HAaOMI0JAIOTCS OTIWYHS B YPOBHE SKCIIPECCUU TEHOB,
koaupytomux cucremy 1 DIF-TDR u depmentst metabonuzanuu caxapossl (CC u AnlHB),
MoI00HBIE TEM, KOTOPhIE XapaKTePHBI IS B3POCIBIX pacTeHud. Takum oOpaszom, yxke Ha
PaHHMX ATarax pa3BUTH (0 MOSBICHUS BUAUMBIX OTINYHIA) Y KapeITbCKOW Oepe3bl HMEIOT
MECTO M3MEHEHUS TyTeW YTWIM3AIMU Caxapo3bl, KOTOPbIE BO B3POCIOM COCTOSHUU
SBJISIOTCS MHAUKATOPaMU HapYIICHUH B KAMOMAIIbLHOMN 1€ITeTbHOCTH.

Bomnpoc o cBs3u CLAVATA-cucremsr TDIF-TDR, TpanCKpuNInoHHBIX (aKTOPOB,
perynupyronmx naddepenimporky kamouanpHbeIx mpou3BoaHbsix (VNDG, VND7, APL), u
myTei MeTabon3aluK caxapo3bl B KaMOUaIbHOM 30HE Y KapelbCKON Oepe3bl ocTaeTcs Mmoka
OTKpBITHIM. JlanmpHeliee uccieaoBanue GyHKIIMOHAIBHOTO COCTOSHUS KaMOMATbHON 30HHI,
ee cyOcTpaTHON 00ecreyeHHOCTH B MEpPUOJ KaMOMAlbHOTO POCTa M YPOBHS SKCIIPECCUU
T€HOB, KOHTPOJHUPYIOMIUX 3TOT MPOIECC, BO3MOKHO, TO3BOJIUT MOTYYUTh JONOTHUTEIBHYIO
MH(pOpMAIIMIO 0 MEXaHU3MaX aHOMAJIbHOTO KCUJIOTEHEe3a Y IPEBECHBIX PACTEHUH.

Bonbmioe BnusiHUE Ha MPOSIBICHUE TIPU3HAKA Y30PUaTOCTH JAPEBECHHBI Y KapellbCKON
Oepe3bl OKa3bIBaeT JOCTYNMHOCTh MOJBHUKHOIO a30Ta B MOYBe. B ycCloBUSAX HOpMaibHOTO
obecrieueHust a30ToM (pOpMHUPOBaHKE y30pa HIET Ha (POHE MHTEHCHUBHOI'O POCTa (BBICOKHE
aktuBHOCTH CC u AnMHB B kcuneme u aktuBHOCTH AnMHB Bo (mosme). Hekoropoe
CHIDKEHUE TUIOJOPOJMUS TOYBHI TMPHUBOAUT K CHIDKeHWIo akTuBHOCTH CC Ha QoHe
BO3pacTaHusi akTHUBHOCTH AmnMHB ¥ CONpoOBOXKIAeTcs yBEIWYCHHEM KOJIMYECTBA
TEMHOOKpAIICHHBIX BKJIIOYEHUN MapeHXHMbl B JpeBecuHe. Ilpu 3ToM Mopdonornyeckue
MoKas3aTelld PacTeHU He W3MeHsTcsA. llpu cuinbHOM aeduiMTe MOABMKHOTO a30Ta B
nmouBe Ha (hoHE yBeIMYEHHUs cojepkanus ¢ocdopa BO3pacTaeT aCCUMUIISIUS HUTPATOB B
TKaHSAX CTBOJIA. B 3THX yCIOBHAX yCHIMBAaeTCSd KOHKYPEHIHS 32 (OTOACCUMUIISTH MEXKIY
(dbopMHUpOBaHHEM y30pYaTOil IpeBECHHBI (NPOIECC CBS3aH C YCHWJICHHOW MeTabonm3anuei
caxaposbl 10 afoIUIaCTHOMY TyTH BO (QuodMe) ¥ paauadbHBIM pPOCTOM CTBOJIA
(ucronp30BaHUE caxapo3bl B KcujieMe Ha (P OpMUPOBAHUE KIETOUHBIX CTEHOK). [lomyueHnHbie
JaHHbIE CBUJETEIBCTBYIOT O TOM, YTO YBEJIMWYECHHE IMOCTYIUIEHHS HUTPATHOrO a30Ta B
pacTeHue, CIEACTBHEM 4YEero CTAaHOBUTCS Bo3pacTraHue aktuBHoctd HP, oxaseiBaer
OTpHIIATEIbHOE BIMSIHUE Ha (OpMHUpOBaHUE y30pa. Pe3ynbTaTsl Mccae0BaHUS MOTYT OBITH
UCTIOJB30BaHbl JUIsI OOBSCHEHMs, MOYEeMy apean KapelbCKoil Oepe3bl He BKIIOYaeT
TUIOAOPOAHBIE TIOYBHL. [10/1 BO3ICHICTBIEM BBICOKOTO YPOBHS a30THOTO MUTAHUS (HUTPATOB)
B KCHJIEME KapelmbCKOW  Oepe3bl  CHIKAeTcs  MeTadojm3alysl — caxapo3bl  TI0
Caxapo30CHHTAa3HOMY M HHBepTazHoOMYy IyTu. [lepBoe BeneT K yMEHBIIEHHIO MPUPOCTOB
KCUJIEMBI, BTOpPO€ — K CHIDKEHHIO B HEW COJEp)KaHHUS TMapeHXUMBI, T.€. MOJaBJICHUIO
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dbopMupoBaHUST y30p4YaTOM TEKCTYphl JpPEBECMHBI. B 3TUX yclIoBHSX caxaposa,
MOCTyMAaromas M3 JUCThEB, pacxomyeTcss Bo (osMme. 31ech C ydacTHEM aroIUIacTHOU
WHBEPTa3bl OHA MHTCHCHBHO HCIIOJIB3YETCS B PEAKIUAX 3alacHOTO MeTa0oiM3Ma, YTO
MOJIJIEP)KUBACT JKU3HEACSITEILHOCTh CYIIECTBYIONIMX H OOpa3oBaHUE HOBBIX KIIETOK
3amacaromnieid  mapeHXWMbl.  [loaToOMy — OTIMYMTENBHOH  OCcOoOEHHOCThIO  Oepes,
MPOM3PACTAIONINX Ha TUIOJOPOJHBIX MOYBaX, CTAHOBHUTCS TOJICTAask KOpa, a MaKCHMaJIbHBIM
BBIpAKEHUEM ITUX TEHACHIIUN — MOSBJICHUE TPYOOKOPBIX opM Oepesbl.

BbIBO/1bI
1. Huddepennmanus cocyJoB U BOJIOKOH, COCTABIISIIOIIUX CTPYKTYPHYIO OCHOBY
HOPMAJIbHOM MO CTPOEHHUIO JPEBECUHBI Oepe3bl MOBUCIION, TPOUCXOIUT Ha (POHE BHICOKOU
aKTUBHOCTH IIMTOIJIa3MAaTUYECKON HMHBEPTa3bl U CaXapO30CHMHTAa3bl M KOPPEIUpYyeT C
BBICOKMM YpPOBHEM 5KCIPECCHM TE€HOB, Koaupyroommx mneutono3ocunTazy (Ces8, Ces3,
Ces7).
2. Hubdepernuanus MOpOU3BOJHBIX KaMOMsT B IMApEHXHWMHBIE KICTKH  IIPH
(GbopMUPOBaHUHU CTPYKTYPHBIX aHOMAJIMHA Yy30pYaTOd JIPEBECHUHBI KapelbCKOW Oepesbl
MPOUCXOIUT Ha (OHE HHUZKOM aKTUBHOCTUM CAaXapO30CHHTa3bl M CONPOBOXKJIAETCS
YMEHBIIEHUEM COJEpKaHMs LEJUII0JIO3bl HA EIMHUIY MAacchl KCHJIEMBbl. YPOBEHb
skcnpeccun reHoB Ces8, Ces3, Ces7 B aHOMaJIbHBIX y4acTKaX CHHKCH.
3. Bricokasi aknenTopHasi cujia TKaHEW CTBOJa B MecTaX (POPMHUPOBAHHS y30pyaTOu
JPEBECUHBI KapesbCKOW Oepesbl MOACPKUBAETCS 3a CUET METa00NIM3alUU MPUTEKAoIEn
caxapo3pl C YyYacTHEeM amoIlacTHOW uHBepTa3bl. (CTeneHb HACBHIIIEHHOCTH Y30pa
KOppEJIUpPYET C YyBEIWYEHUEM AKTHUBHOCTH AaloIUIACTHOM HMHBEPTa3bl B KCWJIEME M BO
¢aosme. B ocHOBe pa3zHOOOpa3usi TEKCTYpbl JPEBECHUHBI KapelbCKOM Oepesbl JIEKUT
W3MEHEHHE COOTHOILIEHHS AKTUBHOCTH CaxapO30CHMHTAa3bl M amloIUIACTHOW HWHBEPTa3bl B
KaMOHaJIbHOW 30HE.
4, Perynsitiuss akTHBHOCTH — anoOIUTACTHOM  WHBEPTa3bl y  KapelnbCKOW  Oepesbl
OCYIIECTBIIIETCA Ha YpPOBHE OKCIPECCHUM KOAMPYIOUIMX €€ TEeHOB. Y 0e3y30puaThixX
pacTeHuil kapenbckoit 6epesnl cogepxkanue TpanckpuntoB MPHK reros CWIN1, CWIN1.1,
CWIN4 B kcuieme MeHbINE, MO CPaBHEHUIO C Yy30pYaThIMU pacTeHHSMHU. Perymnsius
AaKTUBHOCTH aroIlJIaCTHOW HHBEPTa3bl y OOBIUHON Oepe3bl MPOUCXOAUT B OCHOBHOM Ha
MOCTTPAHCIISILIMIOHHOM YpOBHE 4Yepe3 OeNKOBble MHIMOUTOpPHI amoIUIaCTHOM HMHBEPTa3bl
(CIF).
o. [Ipu dopMupoBaHUM CTPYKTYPHBIX aHOMAJUN JPEBECHHBI KapeIbCKOM Oepesbl B
KJIETKM KaMOMadbHOM 30HBI M3 amoIulacTa MOCTyHmaeT OO0JbIIOe KOJIMYECTBO T'EKCO3,
KOTOpbIE MHAYLIUPYIOT B HHUX 3amacHbli MeTabosin3Mm. Bmecto ruaponmsa coaepKumoro
MPOTOIUIACTA, YTO MUMEET MECTO NMpHU OO0Pa30BaHWUU COCYIOB M BOJOKOH, B KJIETKAaX HJET
CHUHTE3 BBICOKOIOJIMMEPHBIX 3allaCHbIX COEIWHEHUHM, B IMEPBYIO Ouepelb Kpaxmaa.
Pe3ynpTaToM  HM3MEHEHHs  HAmNpaBlIEeHHOCTH MeTabonu3Ma CTAHOBUTCS — MaccoBas
i QepeHMpoBKa KIETOK 3aracarouieil MapeHXUMbl, CKOIJICHHSI KOTOPBIX OOpa3yioT B
JPEBECHHE XapaKTEPHBIN y30p.
6. CueHapuu KCUJIOTEHE3a, CBSI3aHHBIE C MPEUMYIIECTBEHHBIM (HOPMHUPOBAHUEM
COCYZIOB M BOJIOKOH WJIM KJIETOK MapeHXHMbI, OTIMYAIOTCA MEXAYy cO00i MO YpOBHIO
AKCIIPECCUH TE€HOB, KOJMPYIOIINX OCHOBHBIE peryistopbl kamOus (memrtun CLE41 u ero
peuentop TDR-PXY). ®opmupoBanue y30puaTodl JPEBECHHBI KapelabCKOW Oepesbl, JIs
KOTOpOIl XapaKTepHbl KPYMHbIE BKIOYEHUS KJIETOK MapEHXUMBbI U HapyIlIEHUE OPUEHTALUU
MPOBOJSALINX D3JEMEHTOB, MPOUCXOAUT HA (POHE CYIIECTBEHHOTO YBEIUYEHHUS YPOBHS
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skcripeccun reHa CLE41 Bo ¢osme n rena PXY B kamOManbHOU 30HE, M DKTOMHYECKON
skcnpeccnn CLE41 B kcuneme.

7. JHuddepeHnmanusi KCUJIEMHBIX MPOU3BOAHBIX KaMmMOHMs B 30HaX CTPYKTYPHBIX
aHOMaJIMK CTBOJA KapelbCKOW Oepe3bl COMPOBOXKIACTCS CHWIKEHHEM YPOBHS SKCIIPECCHUU
renoB VND6, VND7 (koaupyroT TpaHCKPHIIIHOHHBIC (AKTOPHI, PEryIHPYIOIINE CHHTE3
BTOPUYHON KJICTOYHOW CTEHKH, pa3BUTHE W IU(PPEPCHIUPOBKY KJICTOK KCHUJIEMbI) H
YBEJIMYEHUEM YPOBHs 3Kkcnpeccun reHa APL (koaupyet gakTop TpaHCKPUIIMH, UTPAIOLIUI
POJIb B pa3BUTHH (DIOIMBI).

8. MeTtabonndeckre 0COOCHHOCTH MyTel yTHIIM3AIMU caxapo3bl Y KapenbCcKoil Oepesbl
MPOSABIIAIOTCS YK€ Ha HAdallbHBIX 3Talax OHToreHesza. B crebie cesHIEB KapeabCKOn
Oepe3bl HIKE aKTHBHOCThH CaXapO30CHHTA3bl M YPOBEHB HKCIIPECCUU KOAUPYIOUINX €€ TEHOB
(Susl, Sus2), Beime konuyectBo TpanckpuntoB MPHK renos CLE41, PXY, mo cpaBHEHHIO ¢
CesHIIaMH OOBIYHON OepesHbl.

0. VYBennyeHne MoCTYIUICHUSI HUTPATHOTO a30Ta B PACTECHHE OKA3hIBACT OTPHIIATEIIHHOE
BIUsiHUE Ha (OPMHUPOBAHHUE Yy30pa JIPEBECUHBI KapelbCcKoW Oepe3bl. B manHOM ciydae B
KcUJieMe  KapelbCckoW ~ Oepe3bl  CHIDKaeTcss  MeTabonu3aius — caxapo3bl 10
Caxapo30CHHTA3HOMY M HMHBepTazHOMY IyTd. [lepBoe BemeT K yMEHBIICHHIO MPHUPOCTOB
KCHUJIEMBI, BTOpPO€ — K CHIDKEHHIO B HEW CONEp)KaHUS IMapEeHXUMBI, T.€. TOJABJICHHUIO
(dbopMUpOBaHUS y30pUATON TEKCTYPHI IPEBECUHBI.
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