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YcTaHOBJIEHO, YTO B TEepHOA KaMOWAaJIBHOTO POCTa PETYJISIMSA aKTUBHOCTH allOIJIaCTHOW WHBEpPTa3bl
(AnHB) y Kapenbckoii 6epesbl (Betula pendula var. carelica) ocylieCcTBISIETCSI HA YPOBHE 3KCITPECCUM KO-
IUPYIOIINX ee TeHOB. Y 0e3y30puaThiXx pacTeHUI KapelbCKOM 6epe3bl colaepKaHue TPaHCKPUIITOB TeHOB
CWINI, CWINI.1, CWIN4 B XcujieMe MEHbIIIe, TI0 CPAaBHEHUIO C Y30p4aThIMU pacTeHUsIMU. Perynsiiust
akTuBHOCTH ATIMHB y 00bI4HOM Oepe3kl (B. pendula var. pendula) mponcxonuT B OCHOBHOM Ha MOCTTPaHC-
JSIMMOHHOM ypoBHe uyepe3 GeskoBble nHruouTopsl (CIF, cell-wall inhibitor of B-fructosidase). B TkaHsix
CTBOJIa OOBIYHOM 6epe3bl YpOBEHb 9KCITPECCHU TeHOB, Kogupylomux A HB, MpruMepHO Takoi ke, KaK y
KapeJIbCKOI 6epe3bl, HO YBEJIMYEHO KOJIMYECTBO TPaHCKPUIITOB reHa Cif, 3KCIpeccust KOTOPOro Bo3pacTta-
€T IMPY CHIKEHU Y KOHIICHTPAIIMK caxapo3bl B anoruiacTe. Beicokast akTHBHOCTb ATTVIHB y KapeJIbcKoi 6e-
pe3bl MOIIEPXKUBAET aKLIENITOPHYIO CHITY KaMOMaIbHOI 30HBI, a 00pa3yIolIrecs IIPU 3TOM B 0OJIbIIIOM KO-
JINYECTBE TeKCO3bl MTHTEHCUBHO PACXOMYIOTCS Ha CUHTE3 3aITaCHOTO MeTaboJInTa — Kpaxmaia. YBeJInIeHne
Y30pUYaTOCTU APEBECUHBI KOPPEJIUPYET C BO3pACTAHMEM MeTaboJIM3allMK caXxapo3bl 110 aroILIaCTHOMY ITy-
TH. B cTBOJIE y30pUaThIX pacTeHUI B IEpHO KaMOMATbHOTO POCTa U3BMEHEHHWE COOTHOIICHUST aKTUBHOCTEM
caxapo30ocHUHTa3bl U AMIHB B CTOPOHY TOC/IeIHEN HAOII01al0TCsl JIOKAJIbHO, TOJIBKO B MECTAaX aHOMAJTUIA.

Kuiouesvie croea: xapeibckass 0epe3a, aHOMaIbHBIM KCUJIOT€HE3, alloIIacTHAsh MHBEPTa3a, SKCIPECCUsI
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BBEAJEHUWE

Kapennckas 6epesa (B. pendula Roth var. carelica
(Mercl.) Hamet-Ahti), ¢opma Oepe3bl HOBHUCION,
MpeaCTaBIIsIET COO0M YHUKATBbHBIM OOBEKT UCCIIEn0-
BaHUSI IJI NO3HAHMS MeXaHM3MOB MopdoreHes3a
IpeBeCHBIX pacTeHuii. M3 Bcex mpeBeCcHBIX ITOPOL
CTPYKTYpPHBbIE aHOMAaJuUu APEBECUHbI BBIPAXKEHBI Y
KapeJabCKoi Oepe3bl HamboJiee SIPKO, XapaKTepu3y-
JOTCSI OOJNIBIINM pa3HOOOpasmeM IIPOSIBJICHUSI B OH-
TOTeHe3e U BBICOKUM YPOBHEM SHIOTEHHOI M3MEH-
YMBOCTU, UX MOSIBJICHNUE, pa3BUTHE U 3aTyxXxaHUE 3a-
BUCHT OT Bo31eicTBHS (pakTopoB cpenbl (HoBuiikas,
2008; Novitskaya et al., 2016). OpurnHajbHas1 TeK-
CTypa ApeBeCUHBI KapeJIbCKOil Oepe3bl (hOPMUPYETCS
B pe3yJIbTaTe OTKJIOHEHUM B IESITEIbHOCTHU JIaTepaib-
HoOU MepucteMbl — Kambust (bapuibckas, 1978; Ko-
poBuH u ap., 2003; Hosumkas, 2008; Novitskaya,
Kushnir, 2006). B 30Hax pa3BUTUS CTPYKTYPHBIX
aHOMaJIMi1 He 3allycKaeTcsl mporpaMma rubean Kie-
TOK, IIpUBOAsIas K (GOPMUPOBAHUIO COCYIOB U BO-
JIOKOH KCWJIEMbI M1 CUTOBHUIHBIX 3JIEMEHTOB (DJIOOMBI,
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nuddepeHIUpyonecs: KaMOuaabHbIE ITPOU3BOI-
Hble COXpaHSIIOT MPOTOIUIACT M TMpeBpalllaloTcs B
KJIETKM 3aliacamplleil mapeHXUMblI, KOTOpPBIE HaKall-
JINBAIOT OOJIbIIINE KOJUYECTBA 3allaCHBIX BEIIECTB
(Novitskaya, Kushnir, 2006).

B pesyabTaTe Tpeablaylux UCCaeqOBaHUI BbISIB-
JIeHbl TIyTU YTWIM3allud OCHOBHOTO cyOcTpaTa st
CHHTE3a DJIEMEHTOB APEBECUHBLI — CaxXapo3bl — MpU
HOPMaJbHOM M aHOMAaJbHOM KCUJIOTeHe3e Oepes3bl
nosuciioi (I'ambuna u ap., 2015a, 20156, 2016; Mo-
IIeHCcKad u ap., 2016, 2017). Ipu tunmrmaHoM st Betu-
la pendula ctpoeHnun TkaHeu crBona (“HopMa”) B IIe-
pUOI aKTMBHOTO KaMOMaJbHOTO pOCTa YTUJIM3AlUS
caxapo3bl B pacTymux u auddepeHINPYOINXCS
KJIETKAaX KCUJIEMbI MAET MPEUMYILIECTBEHHO C YJacTH-
eMm caxapo3ocuHTtasbl (CC) (I'anubuHa u ap., 2015a,
2016; MoeHckas u ap., 2017). B pesynbrarte caxapo-
30CMHTA3HOIO pacIIeIICHUsI caxapo3bl o0pa3yeTcs
VJ1®-rnoko3a, Urpamliiasi BakHYIO poJib B CUHTE3e
MOJIMMEPHBIX KOMIIOHEHTOB KJIETOYHBLIX CTEHOK
(Sturm, Tang, 1999; Winter, Huber, 2000; Ruan et al.,
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2003; Tuskan et al., 2006; An et al., 2014; Gerber et al.,
2014). B aHOMaJIbHBIX TI0 CTPOECHMIO TKAHSIX CTBOJIA
KapeJbcKoil 6epe3bl akTuBHOCTh CC B KcuiieMe To-
HUKEHa, B TO e BpeMsi UMEET MeCTO BbICOKAs aKTHB-
HOCTb aroIiacTHOi MHBepTa3bl (AT HB) B KCUieMe U,
0ocobeHHo, Bo ¢1oame (FaymbuHa u ap., 20156, 2016),
YTO BEAET K YCWJIEHHOM r'eHepalii B HUX FeKCo3.

C omHOIf cTOpOHHBI, BeIicOKast AMMHB B TeueHNE
JIJIUTEIBHOTO BPEMEHM CMeEIlaeT COOTHOIIIEHNE TeK-
CO3bl/caxapo3a B CTOPOHY HAaKOIICHUsI TeKCO3 U, TEM
CaMbIM, CIIOCOOCTBYET MHAYKIIMU KJIETOUYHBIX OejIe-
Huii (Cheng et al., 1999; Koch, Zeng, 2002; Koch,
2004; Roitsch, Gonzalez, 2004). B maHHOi1 cBSI3M,
MOXHO TIPEIIOJIOXUTh, YTO BBICOKAsl aKTHMBHOCTh
AnHHB y y30p4yaThbIX paCTeHUM, BO3MOXHO, SIBISIET-
CsI IIPUYMHOM YBEJIMYSHMS YK CIa KJIETOK B 30HE ITPO-
Bomseit ¢pimosmel (bapunbckast, 1978; HoBuiikas,
2008). C gpyroii CTOpOHHBI, YBEJIUYSHUE aKTUBHOCTU
AnHB MOXeT, B CBOIO OYEPE/Ib, IIOBHIIIATH AKIIEITOP-
HYIO CHITy (DJTIOSMBI M CITOCOOCTBOBATH €IIle OOJBIIIEMY
MPUTOKY caxapo3bl B 30HY aHOMaJuii. MI3BeCTHO, 4TO
CBEPX3KCIPECCHSI MHBEPTA3bl KJIETOYHOM CTEHKU B JIM-
CTBSIX NPUBOIMWT K IIOJABIICHUIO B HUX TOHOPHOM
(GYHKIIMM U TIEpeXO1y JIUCThEB B COCTOSIHUE aKIIENTO-
poB accuMwitToB (Stitt, Sonnewald, 1995).

BosHukaeT Bompoc, 4To MOXET OBbITh IIPUYMHOI
W3MEHEHUST MyTU MEeTa00IM3aii caxapo3bl, a UMEH-
HO, TIepexoia OT MIPEUMYIIECTBEHHOTO e¢ pacllerie-
Hus ¢ yaactueM CC Ha mperMyIIeCTBEHHOE pacIle-
neane AnHB? Ha nByx dpopmax Oepe3bl TTOBUCIOMN
OBLJIO TTOKAa3aHO, 4To peryisumss aktuBHoctu CC B
KaMOMaIbHOM 30HE OCYILIECTBIISIETCSI Ha YPOBHE DKC-
Mpeccuy KOMUPYIOIIMX €¢ T'eHOB. BhicoKas akTuB-
HocTb CC B KcujieMe OObIYHOM 0epe3bl MoaaepXKBa-
eTcs 3a cueT m3odopMbl SuSyl, 0 4yeM CBUIETEIb-
CTBYET BBICOKasi TPaHCKPMIILIMOHHAS aKTUBHOCTh
Koaupylolero ee reHa Sus/ (MomeHckas u ap., 2017).
YcuneHune mapeHXuMaTUu3ali KCUJIEMBI y Y30p4aThIX
pacTeHM KapeJbCKOil Oepe3bl TIPUBOIUT K PE3KOMY
cHkeHuto aktuBHOCTU CC B aT0it TKaHU (I'amnbnHa
u ap., 2015a, 2016; MoieHckast u ap., 2017), Bcaen-
CTBHME CHIDKECHMSI YPOBHS TPAaHCKPHUITIINU TeHOB Sus /,
Sus2, Sus3 (MoeHckas u ap., 2017).

DKcrpeccusl TeHOB, Koaupytomux AnMHB, TKa-
He- 1 opraHocrenupuuHa, 3aBUCUT OT CTaauU pa3-
Butus pacteHus (Lorenz et al., 1995; Sturm et al.,
1995; Weber et al., 1995; Davies, Robinson, 1996),
npucyrcTBug caxapoB (Roitsch et al., 1995; Xu et al.,
1995), Bo3OynuTesneit mHpeKuunii 1 paHeHui (Sturm,
Chrispeels, 1990), a Takzke BO3AECTBUS HU3KUX TEM-
nepatyp (Zhou et al., 1994). benok AtIHB siBsIeTCS
YCTOIYMBBIM Oarogaps rmmko3winpoBaHuio (Rausch,
Greiner 2004; Ruan et al., 2010; Ruan, 2014), B cBs13u ¢
yeM ObICTpasli peryssuuvsi akTUBHOCTH ANMHB ocy-
LIECTBJISIETCSI HA MOCTTPAHCIISIIMOHHOM YPOBHE Yepe3
o6enkoBbie MHTUOUTOPHI (CIF, cell-wall inhibitor of
B-fructosidase) (Rausch, Greiner, 2004; Bocock et al.,
2008; Ruan, 2014; Wang et al., 2014). CIF — aTo HM3-

KoMoJIeKyJIsipHbIe 0enku (MeHb1e 20 k/1a), KoTophie
CBSI3BIBAIOTCSl HEMOCPEACTBEHHO C aKTUBHBIM caii-
TOM WHBEPTa3bl, KOHKYPUPYSI, TEM CAMBIM, C caxapo-
301 (Hothorn et al., 2010). Maru6utopsr AnMHB mo-
CTaTOYHO XOPOIIIO WM3yYeHBl B pPaCTEHUSX Tabaka
(Greiner et al., 1998), kykypy3sl (Bate et al., 2004),
tomatoB (Qin et al., 2016), kaprodens (Liu et al.,
2010), cou (Tang et al., 2017) u Arabidopsis (Su et al.,
2016). [NokazaHo, YTO YPOBEHb IKCIIPECCUH KOAUPY-
IOIINX UX TEHOB 3aBUCUT OT KOJIMYECTBA CaxXapo3bl B
aroriacTe: MOsIBJIeHWEe W30bITKa aucaxapuaa CHU-
JKaeT ypOBeHb 3Kcrpeccuy reHoB Cif, IPUBOIS K BO3-
pacranuio aktuBHoctu AIMHB (Ruan, 2014).

HecMmoTpst Ha GoJbIlIoe KOIUYECTBO paboOT, MO-
CBSIIIIEHHBIX UCCEA0BAHUIO pa3HbIX (hOPM MHBEPTAa-
3bl, CBEOSHUI O peryasanuy akKTMBHOCTH ANKWHB B
Ipoliecce KCuJoreHesa IpakTU4YecKd HeT. B aToii
CBSI3U, B 3aJayd HallleTo HCCIeIOBaHUSI BXOAUJIO
W3y4YeHME PeryJIsIInuU aKTUBHOCTH AnHB Ha TpaH-
CKPUITLIIMOHHOM U TTOCTTPAHC/ISIIMOHHOM YPOBHSIX B
KaMOMaJIbHO# 30HE y ABYX (hOopM Oepe3bl IMTOBUCION
IIpUA pa3HbIX CIHEHApMsIX KCmioreHesa (popMupoBa-
HME TUIIMYHOM AJIS1 BUOA MPSIMOCIOMHOI ApeBECUHbI
co ¢1ab0 BBIPaKEHHO TEKCTYPOU Yy OOBIYHOM Oepe3bl
W M3MEHEHHME MpPOrpaMMBl Pa3sBUTHUSI IIPOU3BOIHBIX
KaMOus y KapeJIbCKOit 0epe3bl, a UMEeHHO, ThddepeH-
LIMPOBKA KJIETOK MapeHXUMbI BMECTO BOJIOKOH U COCY-
JIOB KCWJIEMBI 1 CUTOBUIHBIX TPYOOK (PII0O3MEL).

MATEPHAJIBI U METO/1bI
Pacmumenvnuoiii mamepuan

OCHOBHBIMU OOBEKTAMU UCCIEI0OBaHUS ObLIU IBE
¢dopMbI Gepe3bl MOBUCIION pa3HOTO BO3pacTa: OObIY-
Has Oepesa rmoBucias (najgee oobrdyHast oepesa) — Bet-
ula pendula Roth var. pendula n xapenbckasi 6epesa —
B. pendula var. carelica (Mercl.) Himet-Ahti.

25-nernue pacrenus B. pendula var. carelica ¢ pa3-
HOIl CTeneHbI0 y30pY4aTOCTH ApeBeCHHbI CTBoJIa. Pac-
TeHUST KapeJbCKOU Oepe3bl MPOU3pacTaiv B JIECHBIX
KyJIbTypax Ha Tepputopuu Pecnyonuku Kapenus.
Bo3spact nepeBbeB Ha MOMEHT OTOOpaA MaTepuraa co-
craBisit 25 net. Bce pacteHust ObUIM BbIpallleHbl 13
CEsIHLIEB, MOJYYEHHBIX M3 CEMSIH OT KOHTPOJUpYe-
MOTO OIBUIEHUS TUTIOCOBBIX JEPEBBEB KapeabCKOM
Oepesbl. Y3opuarble 0COOM KapesibCKOol Oepe3bl Ha
HCCeayeMbIX yYacTKax 001aaaar BBICOKUM YPOBHEM
WHIWBUAYAJbHOU WM3MEHUYMBOCTU II0 paCIojioxe-
HUIO Y TUIOTHOCTY pUCYHKa Ha cTBosie. [ToaTomy Bce
pacTeHusl ObUIM TIOAeIeHbl Ha TPYIIbI 10 CTeNeHU
MPOSIBJIEHUST Y30pYaTOCTU, COIIACHO CIIOCOO0Y nua-
THOCTUKM Yy30pYaTOil TeKCTyphl ApeBecuHbl (IMaiu-
6uHa u ap., 2016). Kaxmoii rpymie pacTeHuil ObIT
npucsoeH 6ait ot 0 o 3. K mepBoit rpymnme (0 6a-
JIOB) OTHECJIM pacTeHMsI, HE UMeloIIue yriayoJeHui
Ha MOBEPXHOCTU APEBECUHBI (IePEBbsI C MPSIMOCIIOH -
HOM IpeBeCUHOIi), KO BTopoii (1 6amn) — uMeroiue
1—3 yrry6nenus Ha 1 cm? (penkuii pUCyHOK), B Tpe-
OHTOTEHE3 Ne 1

ToM 50 2019



PETVJIALIMSA AKTUBHOCTU ATIOTIJIACTHOW MHBEPTA3EI 55

ThIO rpymHITy (2 6aia) moraiu pacteHus ¢ 4—6 yriryo-
geHusaMuy Ha 1 cM? (IUIOTHBINM PUCYHOK) U B YETBEP-
Ty1o (3 Ganna) ocodu ¢ 7 u 6osee yriayoJieHUSIMU Ha
1 cM? (OYeHb MJIOTHBIM pUCYHOK). Yncno pacteHunii B
1—4 rpynirte cocraswio 10, 7, 7 1 6 COOTBETCTBEHHO.
OT160p 00pa3loB HNPOBOAWIM B NEPUOI aKTUBHOTO
KaMOuabHOro pocta (Havajuo utois 2017 r.).

11-nernue pacrenuss B. pendula var. pendula m
B. pendula var. carelica. I1ocagku pacTeHUit co30aHbI
Ha buosnoruueckoii craHuuu Kapeabckoro HayqYHoOro
nenTtpa PAH. PacTtenus BepaliieHbI 13 CEMSIH, TTOJTY-
YEeHHBIX OT KOHTpoJupyemoro omnbuieHus (Forelia
OY, ®Ounngaausa). Cpeay ONBITHBEIX IePEBbEB Ka-
peJIbCKOi Oepe3bl MoAOUpPaIN IK3EMILISIPhl C BBICO-
KO CTEIEeHbIO Y30p4aTOCTU ApeBecuHbI. OTOOp 00-
pa3loB MPOBOAWIM B TMEPUOI aKTUBHOTO (hyHKIIMO-
HUpOBaHMSI KamMOust (Havyano uiojis 2016 1.). O6pasibl
JIJIST aHa/IM3a oTOupanu ¢: 1) nepeBbeB OOBIUHOI Oepe-
3bl, 2) O6e3y30pyaToii YacTu CTBOJIA Y30pyaThiX Aepe-
BbEB KapesbCcKoii 0epesbl, 3) y3opuaToii yacTu cTBoJIa
TeX Xe JepeBbeB. B Kaxknoii rpyrine ObLI0 10 ISITh pac-
TeHUI.

Omobop 06pa3uyos

OOpa3ibl TKaHeil cTBoja I OMOXUMHYECKOTO
aHanm3a Opany Ha BeIicoTe 1.3 M OoT 3eMin. Y Kapeib-
CKOM 6epe3bl BRIOMpaI y9acTKM ¢ HauOoIbIIei cTe-
IICHBIO TPOSIBJICHUSI CTPYKTYPHBIX aHoManuii. Ha
CTBOJIe Gepe3bl BhIPe3aay OKOIIKU 4 X 6 CM U OTIEeJIs -
JI1 Kopy OT npeBecuHbl. C 00HaXKeHHOU MOBEPXHO-
CTHU IPEBECUHBI OPUTBEHHBIM JIe3BUEM COCKAOIMBA-
JIU TKaHW KCUJIEMbI, KyJa BXOAWJIU MaTepUHCKUE
KJIETKM KCUJIEMBI U HApyXXHbI€ CJIOU IMPUPOCTA KCU-
JIeMbl TeKyuiero roga. C BHYTPEHHEN MOBEPXHOCTU
KOPBHI ITpenaprpoBalii KOMIUIEKC TKaHell, BKITIOYalo-
Ui KaMOMaIbHYIO 30HY, IPOBOASIIYIO (DIOIMY U
caMble BHYTPEHHHUE CJIOU HEIIPOBOASINEH (DJIOIMEL.
OT160p 00pa3loB TKaHE CTBOJIAa KOHTPOJMPOBAIN
IOJI CBETOBBIM MUKPOCKOIIOM. Bech pacTuTtesbHbIi
MaTepHral 3aMOPaXKMBAJIM B XKMAKOM a30Te U XpaHU-
JI1 B HU3KOTEMIEPATYPHOII MOPO3WILHOII Kamepe
npu —80°C.

Buoxumuueckue uccaedosanus

Anamu3 aktuBHoctH ¢epmenToB. s ompenene-
HUSI aKTUBHOCTHU (pepMEHTOB pacTUTEJIbHbIE TKaHU
pacTUpaIv B XKMIKOM a30Te 10 OAHOPOIHOMN MaccChl U
roMmoreHu3upoBaiu 1pu 4°C B 6ydepe ciienyroliero
cocrtaBa: 50 MM Hepes (pH 7.5), 1 MM BTA, 1 MM
OI'TA, 3mMM DTT, 5 MM MgCl,, 0.5 MM PMSEF. Io-
cie 20-MUHYTHOM 3KCTPaKIIMM TOMOTeHAT IEeHTPU-
dyruposBanu npu 10000 g B TeueHue 20 MUHYT (1LIeH-
tpudyra MPW-351R, ITonpmia). Ocamok TpoeKpaTHO
npoMbIBaJn 0ydepoM. Ocamok u oObeIMHEHHEBIN Cy-
nepHartaHT auaiau3oBaiu mpu 4°C B TeueHue 18—20 u
MpoTUB Oydepa 1jIs TOMOTeHU3aluu, pa30aBIeHHOTO
B 10 pa3. B ocanke omnpenensiim akTuBHOCTE AT HB,

OHTOTEHE3 Ne 1
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B cynepHataHTe — CC. AKTUBHOCTH (PEpPMEHTOB
OIpeNeISIIN TT0C/Ie MHKYOALMY TTOJyYeHHOTo Tiperna-
para nipu 30°C B TeueHue 30 MUH.

MukybanmoHHas1 cpena Ik onpeaeieHIs aKTUB-
Hoctn AnTHB copepxama 100 MM arieTaTHEI Oy-
dep, pH 4.7, 25 MM caxapogy. KonanuecTBo o6pa3o-
BaBIIIEICS B IIPOLIECCE MHKYOAIIUM TJIFOKO3hI OIIpeie-
JISUIM TJIIOKO300KCHJIa3HBIM METOIOM. AKTHUBHOCTH
AnHB BbIpaxkaar B MKMOJIb pacHaBIIeiCs caxapo-
36l Ha T ChIpoii TKaHu. MHKyOanmoHHasi cpeaa IS
onpeneneHuss aktuBHoctu CC B CTOpOHY pacnana
caxapo3sbl conepxaina 70 MM Hepes (pH 7.4), 5 MM
MgCl,, 1 MM ypununaudocdar, 1 MM nupodoc-
dart, 1 MM HAI D, 50 MM caxapo3y, 1 U rimoko30-
6-docdaraernaporeHassl, 2 U dochormoKoMyTassl.
AxtuBHOCTh CC B HaIlpaBJIECHUM pacliafa caxapo3bl
onpeaeisiu CIIeKTPO(OTOMETPUYECKH II0 BOCCTa-
HosyieHno HAJI® mipu A = 340 M (criektpodoTo-
meTp CD-2000, “OKB Crextp”, Poccust). AKTUB-
HocTh CC BBIpaXKaJii B MKMOJIb pacItaBIIeiics caxa-
po3bl Ha Mr G6enika. CyMMapHoOe coliepxKaHue Oelka B
TKaHsX omnpenelsiv 1o merony bpendopa.

Omnpenenenne kpaxmajia. Kpaxman u3 TkaHeit ns-
BJIeKaJn 56% XJIOpHOIT KMcaoToi 1o Metony ITbioue-
pa. Conmep:kaHue Kpaxmaa OIpeaessiii III0KO300K-
CHUIA3HBIM METOJOM IO KOJIMYECTBY IJIIOKO3bI, 00pa-
30BaBIIIEICS B pe3y/IbTaTe KUCIOTHOTO THAPOIU3A.

OnpenejieHne NMeJLTI0I03bI. LleuTi0n03y BEIICTATN
no Mmerony KropmrHepa—Xoddepa cMecblo KOHIIEH-
TPUPOBAHHOM a30THOM KUCIOTHI M 3TUJIOBOTO CIIUPTA
B cooTHomeHue 1 : 4 (1mo 06bemy). ComepxaHue 1Hei-
JTIOJTO3BI OTIPENEISIITA TPABUMETPUIECKIM METOIIOM.

Onpedenerue yposHs SKCnpeccul 2eHos

HakonseHre TpaHCKPUIITOB FTeHOB aHAJIM3MPOBa-
JIA TIpY TIOMOIIY TTOJMMEPA3ZHOM LIEMHON peaxklivu
(ITLIP) B pexxuMe peasibHOTO BpeMeHU. J1j1s1 aHanmu3a
ObLIM BBIOpaHbl TEHBI, KOAMUpPYIOIINE HW30(OPMBbI
AnHuB (CWIN I, CWIN 1.1, CWIN 4), 6enkoBblii
uHruourop AnMus (Cif).

IToa6op npaiimepoB. Crietinpuyeckue mpaiimMepsl
(EBporeH, Poccus) minsa ammandukalum y9acTKOB
HUCCJIeAyeMBbIX TeHOB (TabJ1. 1) KOHCTPYUPOBAJIH C ITO-
MOIIBIO TIporpaMMHOTO obecriedeHust Primer Express
Software (Applied Biosystems) Ha OCHOBe IT0C/IeTOBa-
tesbHOCTei reHoB (https://genomevolution.org/CoGe/
Genomelnfo.pl?gid=35079), uaeHTUDULIMPOBAHHBIX
st Betula pendula Roth (Salojarvi et al., 2017). D¢-
dextuBHOCTh TP ny1s mpaitMepoB pedepeHCHBIX U
LIEJIEBBIX T€HOB OIpeAesIsiIn ImyTeM nposeaeHus [11IP
C MocJIeI0BaTeIbHbIMU pa30aBAEHUSIMU UCCIEAYEMO-
ro oopasua kJIHK (Pebpukos u ap., 2011). Crnenu-
¢uyHOCTb NoMydYeHHBIX HpoayKToB I11IP Orr1a o1e-
HEHa C TOMOIIbIO KPUBBIX IUIaBjieHUs. B KauyecTse
pedepeHCHOro reHa Il pacyeTa OTHOCUTEIbHOM 9KC-
MPEeCCUM HCITOIL30BaId reH aktuHa (Tadi. 1). s
OLIEHKY NTPUTOJHOCTU JaHHOIO TPAHCKPUIITA B Kaue-
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Tab6auna 1. HyxiieorumHast rocyienoBaTeIbHOCTD MpaiiMepoB ais ripoeaeHus [T P B pexxuMe peasibHOro BpeMeHu

Ten IIpssmoii paiimep (5" — 3') OO6parHblii mpaiimep (5' — 3") Jlokyc (Salojarvi et al., 2017)
Actin GGTGGTGAATGAGTAGCC TTCTTTCCCTTTATGCC Bpev01.c0427.g0027
CWINI TATCAGACTCAAGCACCCAG |ATTACACGCCCAGAACAGAC Bpev01.¢0237.g0050
CWINI1.1 |AGTGCCCCGATTTCTTCCCTG |GTCCACCTGCCCCTTGTCCG |Bpev01.c0333.g0031
CWIN4 GCTCTACCACAATCCTCCCA GCACTCGCATTCATCCCCTC Bpev01.c0516.g0006
Cif GCAAGCAGACACCCTTTTAT GTTTAGTTTTGGGCTACCGT | Bpev01.c0932.20004

cTBe pehepeHCHOTO OTIPENEIISIIN CTAOMIIPHOCTD 9KC-
MPEeCCUM TeHa IMPU MOMOIIM MPUKIATHOM IMporpaM-
Mbl 1711 Microsoft Excel — BestKeeper (Pfaffl et al.,
2004).

Boiaenenne ToraanHoii PHK u cuHTe3 KOMILIeMeH-
taproii JIHK. [lpouenypy BblAeIeHUS TOTAIBLHONU
PHK (rPHK) npoBoaumu ¢ momoinbio peareHTa Ex-
tract RNA (EsporeH, Poccust), coriacHO IpOTOKOJTY
npousBoauteisi. Komrmremenrapnayio JHK (kJIHK)
CUHTE3UPOBAIN, UCMHOJIb3ysl HabOp peakTUBOB LIS
oOpatHoii TpaHckpuniuu MMLV RT kit (EBporeH,
Poccust), comepxammii oOpaTHYIO TpPaHCKPUIITA3y
(MMLYV peBeprasa), cinyqaiiabie mpaiiMepsl (Randoom
(dN)10-primer) u 5% 0ydep 111 CUHTe3a IepBO 11e-
mu kK IHK (280 MM Tpuc-HCI, pH 8.7; 375 MM KCI;
30 MM MgCl,). KonuuecTBo 1 KauecTBO BblIEJEH-
Hoit PHK wu cunresupoBannoit kJIHK mposepsiimn
CeKTpo(OTOMETPUYECKM C TIOMOIIbIO Tpubopa
SmartSpecPlus (“Bio-Rad”, CIIIA).

IIIIP B pexxume peajibHOro BpeMenu. AMIuinduka-
110 00pa3uoB npoBoawin B npubdope iCycler ¢ orr-
THyeckoi npucraskoit iQ5 (“Bio-Rad”, CIIIA), uc-
TOJIb3YST HAOOPHBI ISl aMIUTU(UKALIMUA ¢ UHTepKaIr-
pyronM kpacutenem SYBR Green. Cmech mist TTLP
oobemoM 25 Mk comepxana 100 ar kK IHK (2 mxi),
Smkn peakuuoHHoit cmecu qPCRmix-HS SYBR
(“EBporen”, Poccust), mpsiMoit 1 0OpaTHBII1 IpaiiMe-
pHI (KoHeuHast KoHLeHTpauus 0.4 MKM) u 16 MK fe-
MOHN30BaHHOI BOIbI, CBOOOIHOI OT HyKJea3. IIpo-
tokoa ITHP: 5 mun npu 95°C, nanee 45 uukioB 15 ¢
pu 95°C, 15 ¢ ipu 48—60°C. Crieun(pUIHOCTH TIPO-
IYKTOB aMIIM(MPUKALIMK TPOBEPSIIN TUIaBJICHUEM
I P-dparmenTtos: 30 ¢ ipu 72°C, 1 MuH nipu 95°C,
1 muH nipu 50°C.

HaHHble, mojsyyeHHble B pe3yabtaTte I[P, aHa-
JIM3UPOBAJIA IIPU IIOMOIIM IPOTPAaMMHOIO MHCTPY-
meHTa Relative Expression Software Tool 2009
Vv.2.0.13 (REST 2009).

AdpdexruBHocTh 1P (£) Bhrumcnsm mo ¢op-
myie (1):
E =10"", (1)

rne a — Koa(pGuumneHT ypaBHeHUsI 3aBUCUMOCTHU T10-
poroBoro nukia (Ct) ot noraprgpma NCXOTHOM KOH-
nenTtpauuu JHK-marpun. ITHP nig pedpepercHoro

U 1IEJIEBBIX T€HOB IIPOTeKaia CO CXOTHOM 3(pheKTUB-
HOCTBIO, IPUMEPHO PABHOI 2.

OTHOCUTENIBHBIN YPOBEHb TPAHCKPHUITOB T'€HOB
(RQ) Buruucasuiu no gopmyie (2):

RQ =2, ()

rie ACt — pa3HMLIA 3HAYCHUI MOPOTOBBIX LIMKJIOB
ST pepepeHCHOro M 1IeJeBOro reHoB, 2 — 3¢ ek~
tuBHOCTE IILIP. YpoBeHp skcrmpeccnn crienmdpund-
HbIX TEHOB BbIpaXKaid B OTHOCUTEJbHBIX €AMHUIIAX
(OTH. en.), HOPMAJIU30BaHHBIX K YPOBHIO 3KCIIpEC-
cnu pedepeHCHOTO TeHa.

Cmamucmuueckas obpabomka

CraTtuctuyeckass oopadboTKa HaHHBIX MPOBOIM-
Jachk B cpene StatGraphics nis Windows u PAST.
JaHHbIe Ha AUarpaMMax IpeacTaBIeHbl B BUIE Cpel-
HMX 3HAYCHUI U CTaHIAPTHBIX OIIMOOK. Paznuuus B
pacnpeaelieHIM IoKa3aTesieil MexKay rpyIimnaMu pac-
TeHUI ONpeaessuii IBYXBLIOOPOUYHBIM /-TECT C pa3-
JIMYHBIMU JUCTIEPCUSIMU. 171 OLICHKU HAJTUUMSI CBSI-
31 MEXIY CTEIEHbIO Y30pYaTOCTU U AKTHUBHOCTLIO
depMEHTOB OBIJI MCITOIb30BaH KO3(M(MUINEHT paH-
roBoii koppesnsiuuu CnupmeHna (p). Cratuctuuecku
3HAYMMBIMU cuuTaIu pa3nuuus mmpu p < 0.05.

HMccnenoBaHusi BBITIOJIHEHBI HA HAYYHOM 00OpY-
nmoBaHuu LleHTpa KOJUIEKTUBHOTO TT0J1b30BaHUs De-
JIepajibHOTO HcclienoBaTeIbcKoro neHrpa “Kapenb-
CKUi1 Hay4YHBI HeHTp Poccuiickoii akaneMuy HayK .

PE3VJIBTATHI

Memaboauzauus caxaposwt 6 kcuneme 25-1emHux
pacmeHull Kapeavckolii bepesnl, NPOU3PACMarOuux
8 NeCHbIX KYAbMYypax

VY 06e3y30pyaThiX pacTeHUIl KapeiabCKON Oepe3bl
(0 6amI0B) yTUIM3aLMS caXapo3bl B KCUJIEMEe IIPOMC-
XOIWJIA TIPEUMYIIIECTBEHHO 10 CaXapO30CUHTA3HOMY
nmytu (aktTuBHOCTH CC 1.9 MKMOJIb caxapo3bl/Mr OeJ-
Ka), TIpY 3TOM aKTHMBHOCTb ATTMHB He TIpeBhIIIaja
0.4 MxMOJIb caxapo3bl/T ChIpoil TKaHU (puc. la, 10).
C yBeIMYEHUEM CTEIIeHM y30p4YaTOCTU APEeBECUHBI
aktuBHOCTb CC B 30He (OpMHMpPOBAHUS KCUJIEMbI
cHukanach (1.2, 1.2 u 0.8 MKMOJIb caxapo3bl/MT OeIKa

OHTOIEHE3 Ttom 50 Nel 2019
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Puc. 1. AktuBHOCTB caxapo3ocuHTasbl, CC (a), anoriacTHO nHBepTasbl, AU HB (6), comepkaHue Kpaxmaa (B) 1 LIeJUTI0JIO-
3bl (T) B KcujieMme 25-JeTHUX IepeBbeB KapeabCKOIi 6epe3bl ¢ pa3HOM CTeNeHbIO y30puaToCTU ApeBecuHbl (0T 0 1o 3 6asioB),
MpoM3pacTalolIX Ha JiecoceMeHHOM utanTauuu. [1o ocu abeuuce — creneHb y30pyaTocTH ApeBecuHbl (6autbl). [TpemcraB-
JIEHBI cpenHue 3HauyeHus necstu (0 6amutoB), cemu (1, 2 6ayuia) u mectu (3 6aj1a) ITIOBTOPHOCTEM U UX CTaHAAPTHBIE OIIIMOKH.

Paznuuust 3Hauumel ripu p < 0.05.

y pacTeHUI co cTeneHkblo y3opa 1, 2 u 3 6aj1a coot-
BeTCTBeHHO) (puc. la). Ha ¢oHe CHMKEHUST aKTUB-
Hoctu CC noBhllIajgach akTUBHOCTL ANHB B KCU-
neme (1.0, 1.3 1 1.8 MKMOJIb caxapo3bl/T TKaHU Y pac-
TEHUI Cco cTerneHblo y3opa 1, 2 m 3 Oamia
COOTBETCTBEHHO) (puc. 10).

Koppensiuss mexay 6aioM y30pyaTOCTH M aK-
TUBHOCTBIO (DEPMEHTOB METa0OJIM3AIMU CaxapOo3bl
6bu1a 0OOHapyKeHa Tonbko w1t AnHB (p = 0.97, npu
p <0.05). AxtuBHocTh CC ObLIa BhIlIE Y Oe3y30pda-
TBIX PACTEHMIA, IO CpaBHEHUIO C y3opdaThiMu. Cyliie-
CTBEHHBIX OTJIMYMI MEXOY pacTeHMSIMH C pPa3HOI
CTEIIEHbIO Yy30pYaTOCTU APEBECUHBI 110 aKTUBHOCTU
CC He obHapyXeHO.

OHTOTEHE3 Ne 1

ToM 50 2019

B xcuneme y3opuarhiX pacTeHUiT BO3pacTajio Co-
Jiep>KaHUe 3allacHOro Iosimcaxapuaa Kpaxmaia. Ko-
JIMYECTBO €0 UBMEHSIIOCH OT 1.5 Mr/r y 6e3y30puarhix
pacrenwuii (0 6amioB) 1o 3.7, 3.4 u 4.3 Mr/T y pacTeHUiA
CO CTerneHbIo y3opuaTocTu 1, 2 m 3 Gajjia COOTBET-
cTBeHHO. Clie1yeT OTMETUTh, YTO TIOCTOBEPHBIX OTJIM-
YU TI0 COAEPKaHUIO Kpaxmajia MeXIy y30p4aTbIMU
pacTeHusIMUA OOHapyKeHOo He ObLIo (puc. 1r).

VBenumueHue CTENeHU Y30pYaTOCTU APEBECUHBI
COMPOBOXIAJIOCHh CHMDKEHUEM COIEepXKaHUS LIEJUTIO-
JIO3bl B (hopmupyouieiicsa kcuieMe ¢ 45.9% y 6e3y3-
opuyatbIx pacrenuii 1o 42.0, 39.9 u 38.2% y y3opuya-
TBIX pacTeHHWIl CO CcTelleHbIo y3opyaTtocTtu 1, 2 m 3
OaJ1a COOTBETCTBEHHO (puc. 1B).
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Puc. 2. AktuBHOCTh caxapo3ocuHTasbl (CC) B Kcuiteme (a), aroruracTHoit mHBepTasbl (ATMHB) B Keuieme (0) u Bo itoame
(B), comepxxaHue Kpaxmaia (I) U LeJUI0JI03bl (1) B KcuiieMe 11-JIeTHUX pacTeHuit oO0bIuHOI O6epe3bl (1), 6e3y3opuatoii (2) u
y3opuaroii (3) yacTsix CTBoOJIa KapeabCKoii 6epe3bl. [1pencraBiaeHbl cpeqHre 3HaYeHYs MSITH TTOBTOPHOCTEH 1 MX CTaHIapTHbIE

omm6oku. Pazmuums sHaunmmel ripu p < 0.05.

Memaboauzayus caxapo3vt 6 KaMOUANbHOI 30He
y3opuambix u 6e3y30puamsix YuacmKo8 00H020 CMeoad
11-nremuux pacmenuii kapeavbckoil bepe3vl

B kxcumeme oObryHOIT Oepe3nl akTUBHOCTHL CC
(1.2 MKMOJIb caxapo3bl/MT Oenka) Obla B 4 pa3a BBI-
11Ie IO CPAaBHEHUIO C y30pUyaToil 4acThlO CTBOJIA Ka-
peabckoii 6epesbl (0.3 MKMOJIb caxapo3bl/MT OeIKa)
(puc. 2a). Ilpu aToM akTuBHOCTHL ATMHB cocTaBmia
1.1 MKMOJIb caxapo3bl/T ChIpOI TKaHU, 4TO B 1.6 pa3
HUKE, 10 CPaBHEHHWIO C Y30p4aTOid 4acThlO CTBOJIA
KapeJbcKoii 6epessbl (1.8 MKMOJIb caxapo3bl/T ChHIPOA
TKaHU) (puc. 20).

B 6e3y30puaToii yacTu cTBOJIa KapeabCcKoil bepe-
3bl yTuiM3anus caxapos3bl 1Mo CC-myTu B KCUEeMe
(1.5 MKMOJIb/MTI OejIKa) TpeBOCXOauIa TaKOBYIO He
TOJILKO B y30p4yaToii yacTu (B 5 pa3), HO U 'y OOBIYHOM
oepessl (B 1.3 pasza) (puc. 2a). [1pu aToM aKTUBHOCTh
AMHB (0.9 m 16.1 MKMOJTb caxapo3bl/T CEIPOil TKaHU
B KcuieMe U (p1o3Me COOTBETCTBEHHO) TOCTOBEPHO
HE OTJINJaJIach OT TAKOBOM Y OOBITHOM Oepe3hl, UTO B

2 pasa HUXe, IO CPaBHEHUIO C y30pYaTOil YacThiO
CTBOJIa KapeJIbCcKoit 0epesnl (puc. 20, 2B).

B xcuneme 6e3y30pduaToif 9acTU CTBOJIA Kapelb-
CKOIf 6epe3bl MPOMCXOIMIIO HaKOIIJIEHNEe KpaxMaia,
kosnuecTBo ero (0.5 Mr/r) ObLIO BbIIIIE, YEM Y OObIU-
Holt 6epessl (0.16 MT/T) 1 B y30p4aToii 4acTU CTBOJIA
Kapesbckoit 6epessl (0.35 mr/r) (puc. 2r). Eie onHa
0COOGEHHOCTH 6e3y30pUaToii 9acTH CTBOJIA Y30pUYaThIX
pacTeHUuit — 3TO BBICOKOE COIepsKaHWE IIEUTIOIO03BI
(42%), 4TO 3HAYMMO BBIIIIE, IO CPABHEHUIO C OOBIY-
Hoi1 6epesoit (41%) v y3op4aToil YacThIO CTBOJIA Ka-
pelibckoii 6epesnl (38.4%) (puc. 2n).

Yposenw sxcnpeccuu eenoe CWINI, CWINI. 1, CWIN4
u Cif 6 mxausx cmeoaa y pacmenuii B. pendula
6 nepuod KambuaibHo20 pocma

V 06e3y3opuarhix 25-JETHUX pPacTEHUM Kapeib-
CKOii Oepe3bl coaep:KaHUE TPAHCKPUIITOB TI€HOB
CWINI, CWINI.1, CWIN4 B KcuieMe COCTaBWJIO
0.04, 0.03 1 0.01 oTH. el1. COOTBETCTBEHHO. Y y30pya-

OHTOI'EHE3 Ne 1
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Puc. 3. OTHOCUTEIBHBI YPOBEHDb DKCIIPECCUM TEHOB, KOAUPYIOLIMX aroriactHyio uaBeprasy (CWINI, CWINI. 1, CWIN4) u
OeJIKOBBIN MHIMOUTOP anoriacTHoit mHBepTassbl (Cif) B KCUieMe 25-JIeTHUX AePEeBbeB KapeabCKOM Gepe3bl C pa3HOM CTEIEHbIO
y3opuatocTtu npeBecuHbl (0T 0 mo 3 6aju10oB), MPOMU3PACTAIOIINX HA JIECOCEMEHHOM TUIaHTaluu. 1| — Ge3y3opuarbie pacTeHUs
KapeJIbcKOoi Oepesbl; 2 — pacTeHUsl KapesibCKOi Oepe3bl CO CTeNeHbIo y3opyaTtocTu 1 6aiut; 3 — pacTeHust KapeabcKoii 6epe3bl
CO CTEIEeHbIO Yy30p4yaTocTH 2 6ajia; 4 — pacTeHMsl KapeJbCKOil 6epe3bl CO CTeneHblo y3opyaTocTu 3 Gauta. [1peacraBiieHbI
cpennue 3HayeHus necsatu (0 6amnos), cemu (1, 2 6aina) u mectu (3 6ajuta) MOBTOPHOCTEH M MX CTaHAAPTHBIE oInOKu. Pa3-

Jsnuust 3HauuMel ripu p < 0.05.

TBIX PacTeHUl KapellbCKOM Oepe3bl YpPOBEHb 3KC-
TIpeccuy TeHOB, Kogupylommux AnHB, B aHOMaIb-
HBIX y4YacTKaX MpPEeBBIIIA] TaKOBOl B HOPMaJbHBIX
TKaHSX KCUJIeMBI Oe3y30p4YaThIX pacTeHuil B 4.5, 4.3
n 6 pasz gna CWINI, CWINI.1, CWIN4 cooTBeT-
CTBEHHO. MeXIy pacTeHUSIMU C Pa3HO CTEIeHbIO
Y30pYaTOCTH APEBECUHBI HE ObLIO OOHApPYKEHO OT-
JIMIUH IO KOJTMYECTBY TpaHCKpUNToB TeHOB CWIN I,
CWINI.1, CWIN4 (puc. 3a).

YpoBeHb 3KCMpeccuu TeHa, KOAUpYollero oen-
KoBbIii nHrnouTop AnMHB ( Cif), B KaMOMuaabHOI1 30-
He 1 popMUpyIoIIeiicsa KcuiieMe y 25-JIESTHUX pacTe-
HUI KapeabCKou 6epe3bl ObLT HU3KUM U HE TPEBbI-
maj 0.004 orH. exn. I1pu aToM, y y30p4aThIX paCTeHUI
ypoBeHb 3KcIipeccuu reHa Cif ObLI BBIIIIE, 10 CpaBHE-
HUIO ¢ Oe3y30pyaTbIMU pacTeHUusIMU (puc. 30).

B nepuon akTMBHOrO KamMOWaJIbLHOTO pocTa CO-
nepxkaHue TpaHckpunTa reHa CWINy 11-neTHHUX pac-
TeHU 00bIYHOM Oepesbl cocTtaBwio 0.37 u 0.64 oTH. e,
B KcwieMe U (PJIo3Me COOTBETCTBEHHO (puc. 4a, 4B).
INosiBieHue y3opuaTtoit ApeBeCUHbI Y KapeJabCcKoit Oe-
pe3bl COMPOBOXIAIOCH ITOBBIIIEHUEM KOJIMYECTBA
tpaHckpunTa reHa CWINI no 0.69 u 0.97 oTH. en. B
KcuieMe U (GJIO3Me COOTBETCTBEHHO (puc. 4a, 4B).
B xamOuanpHOI 30HE Oe3y30p4yaToil 4acTH CTBOJIA
pacTeHUil KapeJIbCKOU Oepesbl coaepkaHue TpaH-
ckpuntoB reHa CWIN I 6b110 3HAYNTEJILHO MEHbIIIE,
KaK OTHOCUTEIbHO y30pUyaToil 4acTu TOTO XKe AepeBa,
TaK U 110 CPaBHEHUIO C OOBIYHOI Oepe3oii. B kcuneme
ypoBeHb MPHK rena CWINI (0.08 oTH. en.) ObLT B
8.6 pa3 HIXKe, YeM B y30p4aToil YacTu, U B 4.6 pa3 HU-

OHTOTEHE3 Ne 1

ToM 50 2019

Xe, 9yeM y oObyHOIi Oepe3bl. Bo ¢osme ypoBeHb
akcrpeccuu CWINI (0.16 oTH. en.) — B 6 pa3 HIXe,
YyeM B y30pyaToii 4yacTu, M B 4 paza HUXE, YeM Y
0OBIUHOI1 Oepe3nl (puc. 4a, 4B).

VY 11-neTHUX pacTeHUIT KapeabCKOu Oepe3bl ypo-
BE€Hb JKCIIPECCUM TIeHa, KOOUPYIOIIEro OeIKOBBIM
nHruourTop AnMHB, B 6e3y30puyaToii U y30p4yaToii ya-
CTH CTBOJIa HE OTJIMYAJICS MEXIY cO00ii. ¥ 0ObIYHOI
Oepesnl comepXaHue TpaHCKpunToB reHa Cif OBLIO
Oousbliie B kcuyieme B 1.9 u 2.8 pasa, a Bo ¢pi1osme B
4 paza, mo CpaBHEHHMIO ¢ 6e3y30p4aToil 1 y30p4yaToid
JacThIO CTBOJIA KapeJIbCKOM Oepe3nl (puc. 40, 4r).

OBCYXIEHMNE

PazButue kcmiaembl (OCOOEHHO CTaausl OTJIOXKE-
HMSI BTOPUYHOI KJIIETOYHOM CTEHKH) TpeOyeT 0O0Jib-
IIUX CYOCTPaTHBIX M 9HEepTreTudYecKux 3aTrpat (AHTO-
HoBa, 1999). TpaHcnopT caxapo3bl U3 MPOBOASIIIEH
GII05MBI K KaMOMaTbHOI 30HE BO3MOXKEH Yepe3 aro-
TUTACTHBINA M CUMILIACTHBIN MyTU. B TiepBoM ciiydae
caxapo3a 13 CUTOBUIHBIX 3JIEMEHTOB (hJIO3MBEI ITOTIa-
JIaeT B KJIETOYHYIO CTEHKY, OTKyda Oiaromapsi repe-
HOCYHMKaM TpaHCIIOPTUPYETCs B KJIeTKY. Bo BTopom
cliyyae ImaccuBHas (6e3 3aTpar 3HepTruM) pas3rpy3ka
M0 TPAIUEHTY KOHIIEHTPALUX IIPOUCXOIUT U3 CUTO-
BUIHBIX TPYOOK 4Yepe3 IIa3MOAECMBbI TIPSIMO B 9H/IO-
MJ1a3MaTUYEeCKHUE CETU OKPYXKAIOIIMX ITapeHXUMHBIX
kinerok (I'amaneir, 2004). Ilpu u3yyeHUn MexXaHU3-
MOB 11 GepeHINPOBKU KIETOK KaAMOMAJTbHOMN 30HbI
JIPEBECHBIX PACTEHMII BaxKHBIM BOIIPOCOM SIBJISICTCSI
HaJIMYKMe WIN OTCYTCTBHUE IJIa3MOASCMEHHBIX CBSI3Ei
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Puc. 4. OTHOCHUTENIBHBIN YPOBEHB 3KCIIPECCUN TEHOB, KO-
NUPYIOIIYX anoruiacTHyto nuHBeptasy (CWINI) n 6enko-
BBIIf MHTMOMTOP arorutacTHou nHBepTassbl (Cif) B Kcuie-
Me (a, 6) 1 Bo ¢1oame (B, T) 11-JTeTHUX pacTeHUI OOBIYHOI
oepesbl (1), 6e3yzopuaroil (2) u yzopuaroil (3) yacTsx
CTBOJIa KapeibCcKoi Gepesbl. [lpeacraBieHbl cpemaHue
3HAYECHMS TISITU TIOBTOPHOCTEM 1 MX CTAHIAPTHBIE OO~
ku. Paznuums 3naunmel npu p < 0.05.

MEXIy KJIeTKaMU MpoBonsieil (Gpjo3Mbl 1 KaMOU-
aJIbHOI 30HKI. MccitenoBaHMs, IIPOBEIEHHBIC HA COC-
He CKpy4YeHHOI1, moKa3aiau, YTo B KaMOUaJIbHOM 30HE
HM B BEPETCHOBHUIHBLIX MHUINAJISIX, HU B paaualib-
HBIX CTeHKaxX HeanddepeHINPOBaAaHHBIX KaMOnalb-
HBIX KJIETOK IIJIa3MOJIESCMEHHBIX CBSI3€i U IOPOBBIX
moJiel He 0OHapyXKeHO. ABTOPHI IIPEIITONAraioT, 9To
JIO HavaJia pocTa pacTskeHueM, Korna yxke HabJrona-
€TCsI MOSIBJICHNE IIOPOBBIX II0JIEli, B TPAHCIIOPTE ac-
CUMMUJISITOB OCHOBHASI POJIb MPUHAMJIEKUT aIrloriacTy
(Barnett, Harris, 1975). DnekTpoHHO-MUKpPOCKOMHYe-
CKO€ MCCJIeIoBaHWEe KaMOUaJIbHOU 30HBI Oepe3bl Mo-
BUCHoOi, mpoBeneHHOe JI.A. Bapuibckoii mokasaio,
YTO IPU OTIOXKEHUU KaMOMeM KJIETOK, ITpeo0pa3yro-
IUXCS B XoAe mociueaymooieii nuddepeHInanum B
COCYJIbl U BOJIOKHA APEeBECHUHbBI, UMEET MECTO MOJIHAs
M30JISILS UX IIPOTOIIACTOB YK€ B IIpoliecce (hopMu-
pOBaHMS KJICTOYHOM IUIACTMHKM, MOCKOJbKY ILIa3-

MOIeCMbl B HUX HE 3aKjampIBaloTcsa. BmecTe ¢ TeM
Ipy 00pa3oBaHUM OYAYIIUX MAapEHXUMHbBIX KJIETOK
JIPeBECUHEI 3aJI0XKEHUE TUIa3MOAECM BO BpeMs Jejie-
HHSI IIPOUCXOIUT, BCJEICTBUE YEro MUTOILIA3MaTH-
yecKasl HEMPEePbIBHOCTD B 3TUX KJIETKaX COXpPaHsIeTCs
(bapunbckast, 1978). Takum o0Opa3oM, MOXHO 3a-
KIIIOYNTh, YTO B KaMOMAaIbHOM 30HE B TPaHCIIOPTE
aCCUMMWJISITOB MeXIy (bJIOOMOM M IPO3EHXUMHBIMU
3JIEMEHTAMU KCUJIEMBI alloMjIacTy IPpUHAIJICKUT OC-
HOBHas poJjib. O0I3aTeIbHOE YIYaCTHUE allOIJIaCTHOIO
IMYyTU B TPAHCIIOPTE caxapo3bl HA OIPEeAeICHHOM 3Ta-
e pa3BUTUS SIBISIETCS OOIIE 0COOEHHOCThIO 00JIb-
IIMHCTBA penpoayKTUBHEIX opraHoB (Patrick, Offler,
2001; Jin et al., 2009; Ruan et al., 2010).

IIpu mocTyIuieHM caxapo3bl B allOIIACT B KOJIM-
YeCTBe, TPEBOCXOMSIIEM TTPOU3BOIUTEIBLHOCTD Te-
PEHOCUYMKOB, OHa JOJIbIIIe HAXOMUTCSI B KOHTAaKTe C
A HB, B cBSI3M ¢ YeM OOJIbllIee €€ KOJTUISCTBO Me-
Tabosam3upyercs. IlpoBeaeHHOE HCcClIeqOBaHUE IO-
Kazajlo, 4TO B IIEpUO aKTUBHOTO KaMOMAaILHOIO PO-
CTa yCWJICHUE pacIISIUICHUS caXapo3bl O alloILIacT-
HOMY TIyTM BO3pacTaeT C YyBEJIUUYEHUEM CTeIeHU
y3opuartoctu pacteHus (puc. 16). IIpu 3TOM MOBEI-
ImeHHass akKTUBHOCTh ANMHB y pacTeHuii Kapeib-
CKOM Oepe3bl HAbJIIogaeTCs JIOKaJIbHO, B MecTaxX oopa-
30BaHU y3opa. Tak, B y30pyaThIX ydacTKax 11-1eTHux
pacTeHWT KapeJibcKoi Oepe3bl aKTUBHOCTh ATTMHB
Oblj1a BBIIIE, HE TOJIBLKO IO CPABHEHUIO C PACTCHUSIMU
OOBIYHOIT Oepe3bl, HO 1 ¢ 0€3y30pUaThIMU yYacTKaMU
TOTO Xe cTBOja (puc. 26, 2B). MOXHO IIpeAIrono-
>KUTb, YTO TIPU Pa3HBIX CLICHAPUSIX KCUJIOTeHEe3a IMPO-
3eHXUMHBIE KCUJIEMHbBIE IIPOM3BOIHBIC KAMOMSI IOy~
JaloT aCCUMIUISTHI B pa3Hoii ¢popme. ITpnu popmupo-
BaHUM aHOMAJIBHBIX TKaHE, B KOTOPBIX ITpe001a1aoT
MapeHXUMHbIC KJIETKH, caxapo3a B aloIuiacTe aKTUB-
HO MeTabomu3upyercss AnMHB (puc. 10, 26, 2B), U B
KJIETKY, B OCHOBHOM, TTOCTYMAalOT 00pa3yoliecs rek-
co3bl. [locnenoBarenbHast KO-3KCIIPECCUsI TEHOB, KO-
nupytomnx AmHB 1 TpaHCTIOPTEPHI TeKC03, HAOJII0-
nmaetcss Bo MHorux cucremax (Roitsch, Gonzalez,
2004), Bxiouast oopaszoBanue ¢ppykroB (Hayes et al.,
2007) u cemsan (Weber et al., 2005). O6pasyrominecs
reKCO3bl SIBJISIIOTCSI CyOCTPATOM [IJIsl BHYTPUKJIIETOY -
HBIX CMHTE30B, UTO KOPPEIUPYeT C HAaKOILJICHUEM B
MapeHXUMHBIX KJIETKaX IIPOBOISIIEH (DIIO3MEI y30P-
YaThIX PACTEHUM OOJIBIIIOTO KOJUYECTBA JIMITUIOB,
tanHnHOB (bapunbckas, 1978; Novitskaya, Kushnir,
2006; Hopuukas, 2008) 1 kpaxmana (puc. 1B, 2B). Ta-
KM 00pa30oM, BBICOKasl aKTUBHOCTh MHBEPTa3bl, O4e-
BUIHO, MOXET IPUBOIUTH K YCHJICHUIO (DYHKIIM 3aI1a-
caHMs Yepe3 00pa30BaHUE 3aIlaCHBIX BEIIECTB 1 TU(D-
depeHLIMPOBKY KJIETOK 3aItacalolleii mapeHXUMBbI.

Bo3spactanne aktuBHocTM AnMHB M, Kak ciel-
CTBME, CHIDKEHME MOCTYIUICHUST CaXapo3bl B KIIETKY
MOXKET CTaTh IMIPUYMHOM CHIXKeHUS akTuBHOCTH CC
(puc. la, 2a). CC otHOCUTCS K (pepMeHTaM, AeATEIb-
HOCTb KOTOPBIX )KeCTKO 00yCJIOBJIEHA CTaTyCOM yTJie-
BOIHOro OoOMeHa pacTEeHUSsI, B YaCTHOCTU, MeTabo-
JIM3Ma caxaposbl. Meraboau3alims caxapossl 110 ca-
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XapO30CUHTA3HOMY IIYTU TPOUCXOAUT TOJILKO B
YCJIOBUSIX BBICOKMX KOHIIEHTPALIMM Aucaxapuaa, Tak
K, utst caxaposbl cocTaBisieT 63.5 MM, B To BpeMst Kak
st YD, YAD-rmo u ppykrossl — 0.45, 5.0 1 2.0 MM
cootBeTcTBeHHO (KypcaHoB u ap., 1989). I1pu MeHb-
et KoHueHTpauu caxapo3bl CC B KJIeTKe HAQUMHAET
paboTaTh B HalpaBJIeHUU cuHTe3a nucaxapuaa (Har-
din et al., 2006; Dunkan, Huber, 2007).

V 25-n1eTHUX pacTeHWI KapelIbCKOM Oepe3bl pery-
AU aKTUBHOCTM ANMHB ocyllecTBIsSIeTCS Ha
YPOBHE 3KCHpeccuu Koaupytoiiux ee reHoB CWIN.
Bboiee Bricokast akTuBHOCTb ATHB B KcuiieMe y30p-
yaThIX pacTeHUi (puc. 16) oOycioBaeHa OOJBIINM B
4.5—6 pa3 ypoBHeM »sKcrpeccuu reHoB CWINI,
CWINI.1, CWIN4 (puc. 3a). bonee ToHKas1 perynsi-
111 aKTUBHOCTU ANTMHB OCyIlIeCTBIIsIETCST Ha MOCT-
TPaHCISILUOHHOM YpOBHE. bBelaKOBEIII WMHTHOUTOP
AnMHB pacteHuii, Kogupyemsblii reHoM Cif, y4acTBY-
eT B peryJisiiuy TpaHCIIOpTa caxapo3bl U ee MeTabo-
mm3Mma. [TosiBeHue n30bITKa caxapo3bl B alloILIacTe
CHMZKAET YpPOBEHb 3KCIIpeccuu reHoB Cif, IprUBOIs K
BO3pacTaHUIO akKTUBHOCTU ANWHB, u, HAo0OOpOT,
CHIMDKEHME KOHIEHTpAallMM caxapo3bl B alloIlIacTe
aKTUBUPYET OeJIKOBBIe MHTNONTOPHI ATTMHB, UTO CO-
MMpoBoOXaaeTcsl MHakTuBauueit pepmenta (Rausch,
Greiner, 2004; Roitsch, Gonzalez, 2004; Ruan et al.,
2010; French et al., 2014; Ruan, 2014; Tang et al.,
2017). Huzkuii ypoBeHb akcrpeccuu Cif B KaMOUab-
HOI1 30He U (OPMUPYIONIIEIiCSI KCuaeMe Yy 25-JIeTHUX
pacTeHuni1 KapeabCKoit 6epe3bl (puc. 30) cBUACTEIb-
CTBYET O JJOBOJIbHO BBICOKOM KOJIMYECTBE CaXapo3bl B
aroIJIacTe, 4TO COIJIACYEeTCSI ¢ BHICKA3aHHBIM IIpE/I-
MOJIOKEHNEM O IIPEUMYIIECTBEHHOM aIlOIJIACTHOM
TPaHCHOPTE Caxapo3bl MEXIY KJIETKAMU paiuaIbHBIX
JIy4eil ¥ TIPO3eHXUMHBIMU KCUJIEMHBIMU IIPOU3BO/I -
HBIMM KaMOMsI.

B nmaHHOI1 CBsI3M, mpencTaBiseT MHTEpPEC pac-
CMOTpEHME TyTel peryiasaunu akTuBHOCT ATTMHB B
TKaHSIX CTBOJIa OOBIYHOU Oepe3bl ¢ HOPMaJbHBIM
CTPOEHUEM KCHJIEMBI U (hJIOIMEL U KapeJIbCKOIi Oepe-
3bl C Pa3HOM CTENEHbIO aHOMAIbHOCTU BTOPUYHBIX
MPOBOASIIIMX TKaHel (y3opyaTasi U 0e3y3opyaras ya-
CTH CTBOJa). B 0e3y3opuaToii yacTu cTBOJIa Kapeib-
CKoOM Oepe3bl, Kak M y 0e3y30pUyaThIX pacTeHHUMN Ka-
peabCKOi Oepe3bl, MEHbIIasi B 2 pa3a aKTUBHOCTb
AnHuB (puc. 26, 2B), II0 CpaBHEHUIO C y30p4aToOil
JacThio, ObIJIa OOYCIOBJIEHA HU3KMM YPOBHEM 3KC-
npeccuu reHa CWINI (puc. 4a, 4B) Kak B KCUJIeMe,
TaK 1 BO pJioaMe. B TKaHSIX CTBOJIa OOBIYHOM Oepe3bl,
10 CpaBHEHUIO C 0€3y30pYaThIMM y9aCTKaMU CTBOJIA
KapeJIbCKOM Oepe3bl, HeCMOTpsI Ha TO, YTO aKTUB-
HocTh AnTMIHB Obl1a Takas ke Hu3Kas (puc. 20, 2B),
ypoBeHb akcripeccunn CWIN] o1 B 4—5 pa3 BhIlIe
(puc. 4a, 48). To ecTb, B HOpMaJIbHOI IO CTPOSHUIO
JIpeBecMHEe OOBIYHOII Oepe3bl YpPOBEHb SKCIPECCUU
reHoB, Koaupyoomux ATMHB, cyliecTBeHHO HE OT-
JIMYaeTCcsT OT TAKOBOTO y KapebCKOU Oepesbl, a pery-
JISIIMSI aKTUBHOCTU (pepMeHTa IIPOUCXOIUT, B OCHOB-
HOM, Ha IOCTTPaHCJISIHIMOHHOM YPOBHE Uyepe3 0eJIKO-
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Bole mHruouTopsl (CIF). Tak, ypoBeHb aKcnpeccuu
reHa, KOOUPYIOLIEro 0eJKOBbIi MHIruouTop AtIMHB,
Y OOBIUHOIT 6€pe3bl, IO CPABHEHUIO C KapeIbCKOU Oe-
pe3oii, ObL1 Boile (puc. 40 1 41). OCOOEHHO BHICOKOE
KOJIMYECTBO TpaHCKpultoB reHa Cif Bo ¢oame
00ObIYHOIT Oepedbl (puc. 4r) MO3BOJSIET MPEAIoJo-
XKHUTb, YTO Y Hee BHYTPUKIIETOYHASI Caxapo3a I10 CUM-
IUIACTy MOCTyMNaeT B KaMOMaJIbHYIO 30HY, BBIXOIUT B
arnomnjacT M, OBICTPO IMEPEABUTASICh K ITPO3CHXUM-
HBIM KCUJIEMHBIM IIPOM3BOAHBIM KaMOWsI, He HaKall-
JIMBaeTCs BO BHEKJIETOYHOM IpocTpaHcTBe. ToT
¢daxkr, yTo ypoBeHb 3Kcmpeccuu reHoB CWIN 'y
OOBIYHOI Oepe3bl OIM30K K TAKOBOMY Y KapeIbCKOM
Oepesnl (puc. 3a, 3B) CBUIETEILCTBYET O TOM, YTO B
Ieprof, aKTUBHOTO OTTOKA ACCUMMISITOB B CTBOII
pacTeHne MOTCHIUAILHO T'OTOBO MHOBBICUTH AKTHB-
HocTh ANTHB B cityyae yBeJIMYCHUS CONEPKaHMS ca-
Xapo3bl B anoIruiacte. B HaIMX mpeablaylux 3KCIe-
pUMeHTax ObLIO ITOKA3aHO, YTO BBEACHHE SK30TCHHOM
caxapo3bl B KaMOMaIbHYIO 30HY (HEOMyOJIMKOBaHHBIC
nmanHele H.A. T'annbuna, JI.JI. HoBuukast) niamu cHu-
XKEHME pPacxXOIOBaHUS Caxapo3bl Ha POCTOBBLIE IIPO-
LIECCHI BCJIEJACTBUE BPEMEHHOIO TOPMOXKEHUS KaM-
ouanbHoro pocta (I'ayimbuHa u ap., 20156) npuBoAUT
K YBEIMYCHUIO Y OOBIYHOI Oepe3bl aKTUBHOCTU
AnHB.

Takum obOpa3zoM, BBICOKAsl akKlLENTOpHas cujia
TKaHei CTBoOJIa B MecTaX (DOPMUPOBAHUS y30pUaTOid
JIPeBECUHBI KapeIbCKOM Oepe3bl MOAIepKUBAETCS 3a
CUeT MeTabonau3aluy MOpUTEeKalolleld caxapo3bl C
yuactueM ATt HB. O0Opa3yoniecs Ipy 3TOM B 00JIb-
IIIOM KOJIMYECTBE I'€KCO3bl MHTEHCUBHO PACXOIYIOT-
Csl Ha CUHTE3 3allacCHOro MeTabojMTa — Kpaxmalia,
KOJIMYECTBO KOTOPOTO YBEeIMYMBAETCsI Ha (DOHE CHU-
XKEHUST CoAepXKaHUs 1IeJUTI0N03bl B Kcuiieme. Eciau
aKTUBHBII OMOCUHTE3 LE/UTIO03bl, COMPOBOXIAIO-
IIUICST HEOOpaTUMBIM BBIBEICHHEM OOJIBIIOTO KO-
JIMYECTBa caxapoB M3 OOMEHa BEIEeCTB, IIPOUCXOIUT
npu ¢GOpMUPOBAHUN OCHOBHBIX CTPYKTYPHBIX 3Jie-
MEHTOB KCHWJIEMHBI (BOJIOKOH 1 COCYIOB), TO BpEMEH-
HO€ BbIBEJIeHME M30bITKA cCaxapoB B BUIE Kpaxmaja
MPUYpPOUYeHO K (POPMUPOBAHUIO MAPEHXUMHBIX KJie-
TOK. TO ecThb, alloIUIACTHBII ITyTh YTIN3ALM CaXapo-
36l B KaMOMaJIbHOM 30HE Oepe3bl MOXHO paccMaTpu-
BaTh KaK KpUTEpUii Bo3pacTaHUs TTapeHXUMaTU3aluu
JIpeBeCUHBL. MBI ITOIYYIIIN, YTO CTEIIEHb HACHIIIIEHHO-
CTU y30pa IPEBECUHBI Y KapeabCKOM Oepe3bl KOppeIu-
pyeT ¢ yBeJIMYeHHEeM aKTUBHOCTU ATIMHB B KCWJIEMeE.
YpoBeHb 3Kcnpeccun Konupyromux AnAHB reHOB y
OOBIYHOI Oepe3bl CYIIECTBEHHO HE OTIMYAeTCs OT
TaKOBOTO B y30pUaThIX y4acTKax KapeabCKoit 6epe3bl.
Boiee ToHKas peryasuus aKTUBHOCTHU aIllOILIACTHOM
MHBEpPTa3bl MPOUCXOAUT Ha IMOCTTPAHCISIIIMOHHOM
YPOBHE uepe3 OeJIKOBbIe MHTMOUTOPHI aroIIaCTHOM
nHBepTasbl. Ha ocHOBe BBIIIIECKA3aHHOIO MOXKHO
MPEIITONIOXKUTD, YTO Y KapeJIbCKO Oepe3bl HabJoma -
€TCsI BBICOKOE COIEp>KaHME caxapo3bl B allOILIACTe, B
TO BpeMsI KaK y OOBIYHOM Oepe3bl OOJIbIlast 4acTh ca-
Xapo3bl SBISETCS MUTOILIA3MAaTUIECKOM M PacXOIy-
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eTCs Ha CHUHTE3 KOMITOHEHTOB KJIETOYHON CTEHKU
KcuiieMbl. [IpyM4MHBI, NPpUBOIAIINE K YBEJINYESHUIO
JUcaxapuaa B arioIuiacTe aHOMAaJIbHBIX yJaCTKOB Ka-
pelIbCKOM Gepe3bl, TToKa He U3BeCTHHI. CBS3aHO U
yBEJIMYEHUE caxapo3bl B alloruiacTe y KapeabCKOM
Gepe3bl ¢ MPOU3BOAUTEILHOCTBIO ITEPEHOCUMKOB Ca-
XapoB MPEICTOUT BLISICHUTD B JaJIbHEHIIINX UCCIIEI0-
BaHMUSIX.

duHaHcoBOe obecrneueHUe MCCIEeIOBAaHUI OCy-
LIECTBIISIIIOCH U3 CPEACTB heaepaabHOro O10IKeTa Ha
BBIMIOJTHEHWE rocygapcTBeHHoro 3agaHust KapHIL
PAH (Muctutyt neca KapHILI PAH) n npu ¢dunaH-
coBoit mommepxkke PODPU (mpoekter Ne 16-04-
100639 p awu 16-04-01191).

CIINUCOK JIMTEPATYPbI

Anmonosa I.®. Poct kieTok xBOWHBIX. HoBocMOMpCK:
Cubupckas wusnatenbckas ¢upma “Hayka” PAH,
1999. 232 c.

bapunvckas J1.A. CpaBHUTEIbHBIN CTPYKTYPHBIM aHaIU3
JIIpeBECUHbBI Oepe3bl TOBUCIION U KapeJibCKOi O6epe3bl:
IMc. ... KaHa. ouoi. HaykK. [lerpo3aBonck, 1978. 157 c.

Tanubuna H.A., Hosuyxas J1.JI., Kpacasuna M.C., Mowen-
ckasn 10.JI. AXTUBHOCTb CaxapO30CHMHTa3bl B TKaHSIX
CTBOJIA KapeJIbCKOIl Oepe3bl B MEPHO KaMOMAIBHOTO
pocta // ®usunonorus pactenuit. 2015a. T. 62. No 3.
C. 1-10.

Tarubuna H.A., Hosuukxas J1.J1., Kpacasuna M.C., Mowen-
cxasn FO.JI. AKTUBHOCTb MHBEPTa3bl B TKAHSIX CTBOJIA

KapeJibcKoii 6epe3bl // Pusznosorus pacteHuii. 20156.
T. 62. Ne 6. C. 804—813.

Taaubuna H.A., Hosuuykas J1.J1., Hukepoea K.M. N136b1TOK
9K30T€HHbIX HUTPATOB TIOJABISIET (HOPMUPOBAHUE
aHOMAJILHOI1 IPEeBECUHBI Y KapeJIbcKoii 6epe3bl // OH-
toreHes. 2016. T. 47. Ne 2. C. 83—-91.

Tamaneit 10.B. TpaHcIoOpTHasA CHUCTeMa COCYIMCTBIX pac-
tenuii. CI16.: U3n-Bo Cankr-IleTepOyprckoro rocy-
IapcTBEeHHOro yHuBepcureTa, 2004. 422 c.

Kopoeun B.B., Hosuuykas J1.J1., Kypnocoeé I.A. CTpyKTyp-
HbIe aHOMAaJIMU CTeOJIST APEBECHBIX PACTCHUI. 2-€ U3,
M.: MI'VJI, 2003. 280 c.

Kypcanos A.JI., Ilpacososa M.D., Ilasaunosa O.A. Tlytu
(bepMeHTaTMBHOIO IpeBpallleHUs caxapo3bl B KOPHE
CaxapHOM CBEKJIBI B CBSI3M C €r0 aTparupyoolein hyHk-
meit // @usnonorust pacteHuit. 1989. T. 36. No 4.
C. 629—-640.

Mowenckas F0.J1., Taaubuna H.A., Huxeposea K.M., Ho-
euukas JI.JI. AKTUBHOCTb (pepMEHTOB TUCCUMWJISILINNA
caxapo3bl B paHHEM OHTOTreHe3€e pa3HbIX (hopM Gepesbl
nosBucnoit // Tpyasl KapHII PAH. Cepust Dxcriepu-
MeHTabHast 6uojiorus. 2016. Ne 11. C. 78—87.

Mowenckas I0.J1., Iaaubuna H.A., Tonuueea JI.B., Hosuu-
kas JI.JI. DKcrpeccusi TeHOB, KOAMPYIOLINX U30(DOPMBbI
caxapo30CUHTa3bl, B X0JIe aHOMAJILHOTO KCUJIOTeHe3a
Kapenabckoit 6epesbl // Pusnonorust pacreHuii. 2017.
T. 64. Ne 3. C. 301-310.

Hoeuukas JI.JI. KapenbcKasi 0epe3a: MeXaHU3MbI pOcTa U

pPa3BUTHUSI CTPYKTYPHBIX aHoMaiuii. IleTpo3aBojck:
Verso, 2008. 144 c.

Pebpukos /1.B., Camamos I'.A., Tpogpumos /1. 1O. u dop. I11LIP
“B peaibHOM BpeMeHun”. M.: BMUHOM. JlaGoparopust
3HaHuii, 2011. 223 c.

An X., Chen Zh., Wang J., Ye M., Ji l., Wang J., Liao W.,
Ma H. ldentification and characterization of the Popu-
lus sucrose synthase gene family // Gene. 2014. V. 539.
Ne 1. P. 58—67.

Barnett J.R., Harris J.M. Early stages of bordered pit forma-
tion in radiata pine // Wood Sci. Techn. 1975. V. 9. Ne 3.
P. 233-241.

Bate N.J., Niu X., Wang Y., Reimann K.S., Helentjaris T.G.
Aninvertase inhibitor from maize localizes to the em-

bryo surrounding region during early kernel develop-
ment // Plant Physiol. 2004. V. 134. No 1. P. 246—254.

Bocock P.N., Morse A.M., Dervinis C. Davis J.M. Evolution
and diversity of invertase genes in Populus trichocarpa //
Planta. 2008. V. 227. Ne 3. P. 565—576.

Bradford M. M. A rapid and sensitive method for the quanti-
tation of microgram quantities of protein utilizing the
principle of protein dye binding // Anal. Biochem. 1976.
V.72. Ne 1-2. P. 248—254.

Cheng W.-H., Taliercio E.W., Chourey P.S. Sugars modulate
an unusual mode of control of the cell-wall invertase
gene (/newl) through its 3' untranslated region in a cell
suspension culture of maize // PNAS. 1999. V. 96.
Ne 18. P. 10512—10517.

Davies C., Robinson S.P. Sugar accumulation in grape ber-
ries. Cloning of two putative vacuolar invertase cDNAs
and their expression in grapevine tissues // Plant Physi-
ol. 1996. V. 111. Ne 1. P. 275—-283.

Duncan K.A., Huber S.C. Sucrose synthase oligomerization
and F-actin association are regulated by sucrose con-
centration and phosphorylation // Plant Cell Physiol.
2007. V. 48. Ne 11. P. 1612—1623.

French A.D. Idealized powder diffraction patterns for cellulose
polymorphs // Cellulose. 2014. V. 21. Ne 2. P. 885—896.

Gerber L., Zhang B., Roach M., Rende U., Gorzsas A., Ku-
mar M., Burgert I., Niittylla T., Sundberg B. Deficient su-
crose synthase activity in developing wood does not spe-
cifically affect cellulose biosynthesis, but causes an
overall decrease in cell wall polymers // New Phytol.
2014. V. 203. Ne 4. P. 1220—1230.

Greiner S., Krausgrill S., Rausch T. Cloning of a tobacco ap-
oplasmic invertase inhibitor: proof of function of the re-
combinant protein and expression analysis during plant
development // Plant Physiol. 1998. V. 116. Ne 2.
P. 733—742.

Hardin S.C., Duncan KA., Huber S.C. Determination of
structural requirements and probable regulatory effectors
for membrane association of maize sucrose synthasel //
Plant Physiol. 2006. V. 141. Ne 3. P. 1106—1119.

Hayes M.A., Davies C., Dry I.B. Isolation, functional char-
acterization, and expression analysis of grapevine (Vitis
vinifera L.) hexose transporters: differential roles in sink
and source tissues // J. Exp. Bot. 2007. V. 58. Ne 8.
P. 1985—1997.

Hothorn M., Van den Ende W., Lammens W., Rybin V., Schef-
Jfzek K. Structural insights into the pH-controlled target-
ing of plant cell-wall invertase by a specific inhibitor
protein // PNAS. 2010. V. 107. Ne 40. P. 17427—17432.

OHTOIEHE3 Ttom 50 Nel 2019



PETVJIALIMSA AKTUBHOCTU ATIOTIJIACTHOW MHBEPTA3EI 63

Jin Y., Ni D.A., Ruan Y L. Posttranslational elevation of cell
wall invertase activity by silencing its inhibitor in tomato
delays leaf senescence and increases seed weight and
fruit hexose level // Plant Cell. 2009. V. 21. Ne 7.
P. 2072—2089.

Koch K. E. Sucrose metabolism: regulatory mechanisms and
pivotal roles in sugar sensing and plant development //
Curr. Opin. Plant Biol. 2004. V. 7. Ne 3. P. 235—-246.

Koch K.E., Zeng Y. Molecular approaches to altered C par-
titioning: genes for sucrose metabolism // J. Amer. Soc.
Hort. Sci. 2002. V. 127. No 4. P. 474—483.

Liu X., Song B., Zhang H., Li X.Q., Xie C., Liu J. Cloning
and molecular characterization of putative invertase in-
hibitor genes and their possible contributions to cold-in-
duced sweetening of potato tubers // Mol. Gen. Ge-
nomics. 2010. V. 284. Ne 3. P. 147—159.

Lorenz K., Lienhard S., Sturm A. Structural organization
and differential expression of carrot B-fructofuranosi-
dase genes: identification of a gene coding for a flower
bud-specific isozyme // Plant Mol. Biol. 1995. V. 28.
Ne 1. P. 189—194.

Novitskaya L., Nikolaeva N., Galibina N., Tarelkina T., Se-
menova L. The greatest density of parenchyma inclu-
sions in Karelian birch wood occurs at confluences of
phloem flows // Silva Fennica. 2016. V. 50. Ne 3.
P. 1461—1478.

Novitskaya L. L., Kushnir F.V. The role of sucrose in regulation
of trunk tissue development in Betula pendula Roth // J.
Plant Growth Regul. 2006. V. 25. Ne 1. P. 18—29.

Patrick J.W., Offler C.E. Compartmentation of transport
and transfer events in developing seeds // J. Exp. Bot.
2001. V. 52. Ne 356. P. 551-564.

Pfaffl M.W., Tichopad A., Prgomet C., Neuvians T. P. Deter-
mination of stable housekeeping genes, differentially reg-
ulated target genes and sample integrity: BestKeeper —
Excel-based tool using pair-wise correlations // Biotech-
nol. Lett. 2004. V. 26. Ne 6. P. 509—515.

OinG., Zhu Z., Wang W.H., Cai J.H., Chen Y., Li L., Tian S.P.
A tomato vacuolar Invertase inhibitor mediates sucrose

metabolism and influences fruit ripening // Plant
Physiol. 2016. V. 172. Ne 3. P. 1596—1611.

Rausch T., Greiner S. Plant protein inhibitors of invertases //
BBA — Proteins and Proteomics. 2004. V. 1696. Ne 2.
P. 253-261.

Roitsch T., Bittner M., Codt D.E. Induction of apoplastic in-
vertase of Chenopodium rubrum by D-glucose and a glu-
cose analog and tissue-specific expression suggest a role
in sink-source regulation // Plant Physiol. 1995. V. 108.
Ne 1. P. 285—294.

Roitsch T., Gonzdlez M.-C. Function and regulation of plant
invertases: sweet sensations // Trends Plant Sci. 2004.
V. 9. Ne 12. P. 606—613.

Ruan Y L. Sucrose metabolism: gateway to diverse carbon
use and sugar signaling // Annu. Rev. Plant Biol. 2014.
V. 65.P. 33-67.

Ruan Y.L., Jin Y., Yang Y.J., Li G.J., Boyer J.S. Sugar input,
metabolism, and signaling mediated by invertase: roles
in development, yield potential, and response to drought
and heat // Mol. Plant. 2010. V. 3. Ne 6. P. 942—955.

Ruan Y.L., Llewellyn D.J., Furbank R.T. Suppression of su-
crose synthase gene expression represses cotton fiber
OHTOTEHE3 Ne 1

ToM 50 2019

cell initiation, elongation, and seed development //
Plant Cell. 2003. V. 15. Ne 4. P. 952—-964.

Salojirvi J., Smolander O.-P., Nieminen K. et al. Genome
sequencing and population genomic analyses provide
insights into the adaptive landscape of silver birch //
Nat. Genet. 2017. V. 49. P. 904—-912.

Stitt M., Sonnewald U. Regulation of metabolism in trans-
genic plants // Annu. Rev. Plant Physiol. Plant Mol. Bi-
ol. 1995. V. 46. P. 341—-368.

Sturm A., Chrispeels M.J. cDNA cloning of carrot extracel-
lular beta-fructosidase and its expression in response to
wounding and bacterial infection // Plant Cell. 1990.
V. 2. Ne 11. P. 1107—1119.

Sturm A., Sebkova V., Lorenz K., Hardegger M., Lienhard §S.,
Unger C. Developmental-specific and organ-specific
expression of the genes for sucrose synthase and three
isoenzymes of acid beta-fructofuranosidase in carrot //
Planta. 1995. V. 195. Ne 4. P. 601—610.

Sturm A., Tang G.Q. The sucrose-cleaving enzymes of
plants are crucial for development, growth and carbon
partitioning // Trends Plant Sci. 1999. V. 4. Ne 10.
P. 401—407.

Su T, Wolf S., Han M., Zhao H., Wei H., Greiner S., Rausch T.
Reassessment of an Arabidopsis cell wall invertase inhib-
itor AtCIF1 reveals its role in seed germination and early
seedling growth // Plant Mol. Biol. 2016. V. 90. Ne 1-2.
P. 137—155.

Tang X.F, Su T., Han M., Wei L., Wang WW., Yu Z.Y., Xue Y.G.,
Wei H.B., Du Y.J., Greiner S., Rausch 1., Liu L.J. Suppres-
sion of extracellular invertase inhibitor gene expression
improves seed weight in soybean (Glycine max) //
J. Exp. Bot. 2017. V. 68. Ne 3. P. 469—482.

Tuskan G.A., DiFazio S., Jansson S. et al. The genome of
black cottonwood, Populus trichocarpa (Torr. & Gray) //
Science. 2006. V. 313. Ne 5793. P. 1596—1604.

Wang L., Cook A., Patrick JW., Chen X.Y., Ruan Y.L. Si-
lencing the vacuolar invertase gene GhVIN 1 blocks cot-
ton fiber initiation from the ovule epidermis, probably
by suppressing a cohort of regulatory genes via sugar sig-
naling // Plant J. 2014. V. 78. Ne 4. P. 686—696.

Weber H., Borisjuk L., Heim U., Buchner P, Wobus U. Seed
coat-associated invertases of fava bean control both un-
loading and storage functions: cloning of cDNAs and
cell type-specific expression // Plant Cell. 1995. V. 7.
Ne 11. P. 1835—1846.

Weber H., Borisjuk L., Wobus U. Molecular physiology of
legume seed development // Annu. Rev. Plant Biol.
2005. V. 56. P. 253-279.

Winter H., Huber S.C. Regulation of sucrose metabolism in
higher plants: localization and regulation of activity of
key enzymes // Crit. Rev. Plant Sci. 2000. V. 19. Ne 1.
P. 31-67.

Xu J., Pemberton G.H., Almira E.C., McCarty D.R., Koch K.E.
The Ivri gene for invertase from maize // Plant Physiol.
1995. V. 108. Ne 3. P. 1293—1294.

Zhou J., Fritz L. Okadaic acid antibody localizes to chloro-
plasts in the DSP-toxin-producing dinoflagellates Pro-
rocentrum lima and Prorocentrum maculosum // Phyco-
logia. 1994. V. 33. No 6. P. 455—461.



T'AJIMBUHA u np.

Apoplastic Invertase Activity Regulation in the Cambial Zone of Karelian Birch
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We found that the regulation of apoplastic invertase (Al) activity in the cambial growth period in Karelian
birch (Betula pendula var. carelica) is provided by the expression of encoding genes. In Karelian birches with
normal wood, the content of CWINI1, CWINI. 1, and CWIN4 gene transcripts in xylem is lower than in birch-
es with patterned wood. The regulation of Al activity in common silver birch (B. pendula var. pendula) is
mainly provided at the posttranslational level by protein inhibitors (cell-wall inhibitor of B-fructosidase,
CIF). In the trunk tissues of common silver birch, the expression level of Al encoding genes is similar to that
of Karelian birch, but the concentration of C/F gene transcripts is increased; high expression rate of the CIF
gene is caused by increased sucrose concentration in the apoplast. High activity rate of Al in Karelian birch
provides high acceptor capacity of the cambial zone; a large amount of formed hexoses is intensely used for
the formation of starch, a reserve metabolite. An increase in the wood pattern intensity correlates with the
sucrose metabolization rate in the apoplastic pathway. In the trunks of birches with patterned wood, there are
only local changes in the ratio of Al and sucrose synthase activity rates (Al activity higher) in the cambial
growth period.

Keywords: Karelian birch, abnormal xylogenesis, apoplastic invertase, CWIN 1, CWIN 1.1, CWIN 4, Cif ex-
pression, starch, cellulose
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