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TPAHCNOPT U SANACAHUE CAXAPOB BO ®JIOOME
BETULA PENDULA ROTH VAR. PENDULA UVAR. CARELICA

J1. J1. HoBuukas, H. A. FTlann6uHa, K. M. HukepoBa

UHcTuTyT Neca Kapesibckoro Hay4Horo ueHTpa PAH

PaHee Mbl NpeanonoXunm, 4To NPUYMHON GOPMUPOBAHMS Yy30PYaATON OPEBECUHbI Ka-
penbckoli 6epesbl (Betula pendula Roth var. carelica) cnyxunt nosiBneHne nabbitka ca-
Xxapo3bl BO ¢sioame 1 kambuasnbHoi 30He. B ocHoBe apdekTMBHONO MexaHM3Ma caxa-
POYYBCTBUTENBHOCTU NIEXUT CMOCOOHOCTb KNETOK OLLYLLIATh CKOPEE NOTOK CaxapoB, YEM
NPOCTO X NPUCYTCTBME BO BHYTPU- U BHEKJIETOYHOM MPOCTPaHCTBE. [10STOMY C TOYKM
3pEeHUS BINSIHUS Ha MOPdOreHes KNeTOK U TKaHel pacTeHns ocobas ponb NpUHaONEXnT
TPaHCMNOPTHOM caxapo3e, NOTOK KOTOPOI BO3AENCTBYET HA CEHCOPbI, NHALMUPYIOLLME
curHanel, nepefaBaemble Ha caxap-MoaynMpyemble reHbl. Mbl ccnenoBany nyn caxa-
pO3bl B TKaHAX CTBOJA 0ObIYHOM Bepesbl noBucnol (B. pendula var. pendula) n kapenb-
CKOW 6epesbl, NPUHMMas BO BHYMaHME TPaHCMOPTHYIO 1 3anacHylo GopMbl aucaxapu-
pa. ns aToro onpenensinm cogepxaHme caxaposbl M akTMBHOCTb PACLLENMSIOWMX ee
$pepMeHTOB (Caxapo30CuMHTa3a, MHBEPTa3bl: anornjacTHas BakyonsipHas, uMtonnasma-
Tnyeckas). YCTaHOBMEHO, YTO B NeEPUOA KaMbranbHOro pocTa y kapenbckoi 6epessbl, kak
1 y 0Obl4HOM Bepesbl, caxapo3a SBASETCs NPakTUYECKN eOUHCTBEHHbIM caxapoM dio-
3MHOI0 9KccyaaTa, T. €. CAYXXUT OCHOBHOW TpaHCNOPTHOM dopmMon yrneroaos. Ha ocHo-
BE COMOCTAB/IEHNS AAHHbIX MO COAEPXAHWUIO CaxapoB N akTUBHOCTM GEPMEHTOB nokasa-
HO, 4TO: (1) caxapo3a Bo ¢pioame 6epesdbl He BbIMOJHAET 3anacHyo GyHKUMIO, (2) BeCb
nyn caxaposbl 30eCb CllelyeT paccMaTpuBaTb Kak TPAHCMOPTHYO caxapoasy, (3) B ne-
pVoA 0esTeNbHOCTM Kambumsa posib MOBUIIbHOrO pe3epBa caxapoB BO ¢Gnoame 6epesbl
BbINONHAET BpyKTO3a, (4) PppykTo3a y 6epesbl ABISeTCs 3anacHbIM caxapoM B Nepuog,
3UMHEr0 NOKOsi, COBMELLAs 3Ty GYHKLMIO C POJIbIO KPMOMNPOTEKTOPA.

KniwouyeBble cnoBa: Betula pendula Roth; y3opyaTtaa gpesecuHa; ¢pnosma; akTuB-
HOCTb MHBEPTAa3bl N CaxapO30CUHTa3bl; COAepXaHne caxapo3bl, MOKO3bl N GPYKTO3bI.

L. L. Novitskaya, N. A. Galibina, K. M. Nikerova. SUGAR TRANSPORT AND
STORAGE IN THE PHLOEM OF BETULA PENDULA ROTH VAR. PENDULA
AND VAR. CARELICA

We have previously hypothesized that the cause of figured wood formation in Karelian
birch (Betula pendula Roth var. carelica) is excessive sucrose supply to the phloem and
the cambial zone. The ability of cells to sense the flux of sugars rather than the presence
of sugars in the intra- and extracellular space forms the basis of an efficient sugar sensing
machinery. Therefore, transport sucrose plays a special role in terms of the impact on the
morphogenesis of plant cells and tissues. Sucrose flow affects the sensors that trigger
the signals transmitted to sugar-modulated genes. We investigated the pool of sucrose
in trunk tissues of common silver birch (B. pendula var. pendula) and Karelian birch tak-
ing into account transport and storage forms of the disaccharide. For this purpose the
sucrose content and the activity of enzymes which break it down (sucrose synthase, in-
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vertases: apoplastic, vacuolar, cytoplasmic) were determined. It was found that during
the period of cambial growth sucrose is almost the only sugar in the phloem exudate of
Karelian birch as in common silver birch, i. e. it serves as the main transport form of car-
bohydrates. Data on sugar content and the activity of enzymes were compared to show
that: (1) sucrose in birch phloem does not perform the storage function, (2) the entire su-
crose pool here should be regarded as transport sucrose, (3) during the cambial activity
period the role of the labile sugar pool in birch phloem is performed by fructose, (4) fruc-
tose in birch is the storage sugar during winter dormancy, as well as a cryoprotectant.

Keywords: Silver Birch; patterned wood; phloem; activity of invertase and sucrose

synthase; content of sucrose, fructose and glucose.

BBepeHune

B cooTBeTCcTBUM C padpabaTbiBaeMo HaMu -
notesom, GopM1UpoBaHME CTPYKTYPHbLIX aHOManMm
cTBONa Kapesnbckol 6epesbl (Betula pendula Roth
var. carelica) nHoyumpyeTcs NosiBNeHNEM U30bIT-
Ka TPaHCMNOPTHOM caxapo3bl B NpoBoadLLein Gaoa-
Me 1 KambuanbHOM 30He. [JaHHbI BbIBOA caenaH
Ha OCHOBE pe3ysibTaToB GU3N00ro-GrmoxmMmMmnyec-
KMX M aHATOMO-UUTONIOMMYECKMX WCCNeaoBaHUm
1N MOCTAHOBKM 3KcnepumeHToB [Hosuukas 1997,
1999, 2008; Novitskaya, 1998; Novitskaya, Kush-
nir, 2006; Manubuna n gp., 2012, 2013, 2014,
2015a, 6; r'annbuHa, Tepebosa, 2014].

MopdoreHeTnyeckas poJib caxapo3bl onpe-
Jensetcd AByMA OCHOBHbIMU dakTopamu: (1) oHa
ABNSETCA TPAHCNOPTHOM (opmMon GoTOoaCCUMU-
NSTOB Y PaCTEHUM U NO3TOMY CAYXUT UCXOAHbIM
cyObCcTpaToM AN CUHTe3a CTPYKTYPHbIX 3JIEMEH-
TOB KJIETOK WU TKaHen; (2) caxapo3a oKa3biBaeT
BAIMSIHNE HA 3KCMPECCUI0 Caxap-MOoayInMpyeMbIX
reHoB [Graham, 1996; Koch, 1996; Sheen et al.,
1999; Smeekens, 1998; Gibson, 2000, 2004], 4yTto
MMeeT cepbe3Hble MeTabonuyeckme nocnen-
CTBUS, BMJIOTb A0 U3MEHEHUS MPOrpaMmMbl Pa3Bu-
TNS KIETOK.

MeTabonnam KneTok pacTeHUss BO MHOIMOM
3aBUCUT OT KOHLLEHTPaAUUM CaxapoB, OOHAKO CO-
JepxaHue caxapa camMo no cebe He gaeT NoJIHO-
ro NpPeacTaBieHns O CaxapHOM CTaTyCe KIEeTKW.
Cuntaetcs, 4To B OCHOBE 9(PDEKTUBHOIrO Mexa-
HM3Ma Caxapo4yBCTBUTENIbHOCTM NEXMUT CNoco6-
HOCTb KJETOK OLLyLlIaThb CKOpee MOTOK Caxapos,
4YeM NPOCTO UX NPUCYTCTBME BO BHYTPU- U BHEKIIE-
TO4HOM npocTpaHcTee [Loreti et al., 2001]. Takum
00pasom, C TOUYKM 3PEHUST BIUSIHUS HA Mopdore-
He3 KNeTok 1 TKaHel pacTeHns ocobas ponb nNpu-
HaAMEXUT TPAHCMOPTHOM caxapo3e, NOTOK KOTO-
poi BO3OENCTBYET HA CEHCOPbI, NHULMMPYOLWME
CuUrHanbl, NepefaBaemMble Ha caxap-moaynvpye-
MbI€ FEeHbI.

M3BECTHO, YTO Y HEKOTOPbIX PACTEHUI Caxapo-
3a, MOMUMO y4yacTus B TpaHcnopTe U obMeHe Be-
LLECTB, BbINOJHAET PYHKLMN 3aNacHOro coeamHe-
HUK. Hanpumep, y caxapHOM CBeKJIbl 1 CaxapHOro

TPOCTHMKA OHa B OONbLUMX KOMMYECTBAX Hakar-
NMBAETCa B BaKyONSIPHOM MPOCTPAHCTBE KIIETOK
[KypcaHoB, 1976]. 3anacHasa caxapo3a — 370 Me-
Tabo/nT, KOTOPbIA BDEMEHHO HE y4acTByeT B 00-
MEHHbIX MPOLEeCCax 1 XPaHUTCS B BaKyOsIsIX KNETOK
napeHxmMmMbl Nog, 3awmMTon ToHonnacTta. [loatomy
npu obcyxaeHnn mopdoreHeTnHeckoro apdpexrta
caxapoa3bl cnenyeT 3HaTb, B KAKOM BUAE OHA Mpu-
CYTCTBYET — B BUAe TPAHCNOPTHOW N 3anacHOMN.

YcTaHoBNEHO, 4TO Yy 00ObI4HOM Gepesbl NoBuUC-
NOoN B Nepuop Beretaumm caxapos3a SBASeTCs
NPaKTUY4EeCKN €OUHCTBEHHbIM caxapom (I03MHO-
ro 9aKccygarta, Nnllb OCEHbK 30eCb MOSBAAETCS
HebonbLloe KonnyecTBo paddPrHO3bl U CTaxMO3bl
[KonecHunyeHko, 1985]. na kapenbckon 6epesbl
nofo06Hble CBEOEHNS OTCYTCTBYIOT.

B 3apmauyu Hawero wmuccnepoBaHus BXOAMNO:
(1) BbIABUTb OCHOBHYIO TPAHCMOPTHYIO PpOpMy ca-
XapoB Yy Kapenbckon 6epesbl; (2) yCTaHOBUTb, Bbl-
MOJIHAET NN caxapo3a y 6epesbl NOBUCIION TOJIbKO
TPaHCMOPTHYIO GYHKLMIO NN ABASETCS Takxke 3a-
rnacHom opmMomn aCCUMUNSTOB.

O0beKTbl U MeToAbl UCClIef0BaHUS
O6bekTbl uccsie0BaHus

Ob6bekTaMmn uccnegoBaHus Obinv aBe dop-
Mbl 6epesbl noBucoli: obblyHas Gepesa NnoBuUCc-
nas (nanee — obbiyHaa G6epesa) Betula pendula
Roth var. pendula, ¢ npaMmocnonHon opeBecnHoOm,
n kapenbckas 6epesa B. pendula var. carelica
(Mercklin) Hamet-Ahti, ¢ aHOManbHbIM CTPOEHU-
eM npoBOsALLMX TKaHeW cTBosa. Bce onbiTHbIE
pacTeHus npom3pacTtany B OOMHAKOBbLIX MOYBEH-
HO-K/IMMaTUYeCKMX YycrnoBusx Ha Arpobuonoru-
yeckon ctaHuum KapenbCkoro Hay4Horo LeHTpa
PAH B 2 km oT r. NeTpo3aBoacka (61°45" c. wi.,
34°20'B. 0.).

BospacT onbiTHeIX aepeBbeB 30 net. Uccne-
[OBaHVS MNPOBOAUAU MNPU PasHbIX GU3NOIOru-
YeCKMX COCTOSIHUAX OepeBa: nepuoapl HabyxaHus
noyek (anpesnb), akTMBHOro kambuanbHOro poc-
Ta (MIOHb—WIOSb), MOArOTOBKM K MOKO (OKTAOPb)
1 BbIHY>XOEHHOIro Nokos (despanb).
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Ot60op 06pa3LoB

O6pasupl TkaHel cTBosa A5 BUOXMMMYECKOro
aHannaa 6panu Ha BbicoTe 1,3 M OT 3emnn. Y ka-
penbckoi 6epesbl BbIOMpanu y4actkm ¢ Hanbosb-
LIEeN CTEeNeHblO NMPOSIBEHUS CTPYKTYPHbIX aHOMa-
nnin. OToensanu Kopy ot apeBecuHbl. C BHYTPEHHEN
CTOPOHbI KOPbl C MOMOLLbIO GPUTBEHHOIO Ne3BUS
cpesanu Cnoun TkaHel, COOTBETCTBYIOLLME KaMbu-
anbHOM 30HEe, 30HaM MPOBOASALLEN U HENPOBOAS-
e dnoamel. C NOBEPXHOCTU KOPbI yaansam npob-
Ky (6epecTy) n CHAManu Crioi, COOTBETCTBYIOLLNMA
dennogepme. C 0O6HaXEHHOIW NMOBEPXHOCTU Ope-
BECMHbI CPE3ann HaPYXHbIE COUN KCUNEMbl TEKy-
wero roga. BapmaHTbl, 0603Ha4YeHHblEe «doamMa»,
BKJIlOYaNn B cebs kambunasnbHyio 30HY M 30HY NPO-
Boasen gpnoambl. COOTBETCTBME TKAHEN TEM UK
WHbIM CNTOSIM KOHTPONMPOBANU N0, MUKPOCKOMOM.

MaTepuan onst GUOXMMNYECKNX NCCedoBaHuin
dUKCUpoBaNM XMOKMM a30TOM C MOCNeAyloL MM
NMOGUNBHBIM BbICYLLMBAHNEM.

MeTonouka cbopa KCUIEMHOro 3KcC-
cypata B Nepuoa BECEHHEero COKOABU-
XeHusa («nnay» 6epe3dbl). [MoACOUKY OMNbITHBLIX
[epeBbeB OCYLLECTBASANN B COOTBETCTBUMU C MNPU-
HATBIMU pekomeHpaumsamun [Opnos, 1963]. C ox-
HOI CTOPOHBI AepeBa Ha BbicoTe 1,3 M OT KOPHEBOM
ek C NoMOoLLblo BypaBa NPOCBEPMBaM OTBEP-
CcTVe gMmameTpom 5 MM C HeBOJIbLUMM HaKIOHOM
K 3emne. Cnegunu, 4tobbl OypaB BXoaus B ApeBe-
CWHY Ha rnybuHy 1,5 cm. B oTBepcTust BCTaBnsm
CKpYy4YeHHblE BOJIOKHA NunwanHuka ycHewn (Usnea),
KOHUbI KOTOPbIX onyckanu B Npobupku. Mpobupkn
C COKOM MOMeLLANN B KOHTENHEP CO NbAOM.

Buoxumunyeckmne nccaenoBaHusi

OnpepneneHne caxapoB. BbgeneHue
M 3KCTPAKLMIO caxapOB MPOBOAMAN MO METOAMU-
ke, KoTopasi Nnoapo6HOo onucaHa paHee [FannbuHa
n ap., 2014]. Yrnesoabl oBaxnbl 3KCTparnposanm
80%-M aTunoBbiM cnvpTtoMm npu 50 °C B TeueHue
30 muHYT. CnNnpTOBbLIE 9KCTPaKTbl 0ObEAVHANN
1 ynapmBanu Ha BoasiHol 6aHe npu TemnepaTtype
35-40 °C. lNony4eHHbI Cyxoi 0CTaToK, coagepa-
WA MOHO-, AN- U OnMrocaxapuibl, pacTBOpsIv
B 3-5 M (B 3aBMCMMOCTU OT MNpeanosiaraemMoro
KonuyecTBa YrneeBogoB) OUAMCTUNINPOBAHHOWN
BOAObl M pUbTpoBanu Yepes GyMmaxHble GUNbLTPHI.
[MonyyeHHbIN GUnbTPaT NoaBepraam TwaTenbHON
O4YMCTKE MEeTOoAOM TBepLodaszHON 3IKCTPaKuum
(TPI) ana ocBOOOXAEHUSA OT MOCTOPOHHUX KOM-
MOHEHTOB, TaKMUX KakK MUIMEHTbI, MNOAuCaxapu-
Obl, PasnuyHble CONMM N OPraHMYeckue KUCHOTbI.
[Ona atoro pacteBopbl 06pa3uoB nponyckanm ye-
pe3 MembpaHHble GunbTpbl (d = 25 mm, 0.45um,
Nylon) (ProFill, TepmaHuda), a noTtom 4epes

kapTpuoxu ang TP (NH,, 500 mg/6 ml, 55 um,
70 A) (Phenomemex Strata, CLLA).

OxnaxgeHHbI KCUIEMHbIM COK noaBepranu
TLWaTesIbHOM o4McTKe meTogom T3,

CopepxaHne pacTBOPUMBIX YrieBOOOB B 9KC-
TpakTe aHanu3upoBanu Ha BO)KX-cucteme cepun
«Crtarnep» (AkBunoH, Poccusa) npu cnegyoumx
ycnoBusax: konoHka Rezex RCM-Monosccharide
(Phenomenex, CLUA), anmoeHT - Ouanctun-
NMpoBaHHaa BOOA, CKOPOCTb MOTOKa 3JoeHTa
0,6 mn/mMuH, petekTop — pedpaktomeTp. Kputepu-
eM naeHTMdurKaumMm NMKoB CAYXWUI0 BpeMsa yaep-
KMBaHNSA CTaHOAPTHbLIX BELECTB: caxapo3dbl, Mo-
ko3bl, dpykTOo3bl (Panreac, Wcnanuga). Copnepxa-
HWe YrNeBOAOB BbIPaXasn B MI HA I CYyXOM TKaHW.

AHasin3 akTUBHOCTU (OepPMEHTOB

TpaHcnopT caxapo3bl B KNETKax U TKaHAX pac-
TEHNS OCYLLLECTBASIETCA MO rPaguMeHTy KOHLEHT-
paumn, KOTOpPbIA CO30aeTCa B pe3ynbTate akTuB-
HOCTU pacuwennswmx ee depmeHToB. Pacnag,
caxapo3bl MPOUCXOAUT C yd4actuem (HepmMeHTOB,
OT/INHAIOLLMXCH MO MECTY NOKanM3aLnn: KIeTou-
Has cTeHka — anornsactHaa uHBepTasa (AnWHB),
BakyoOJib — BakyonsipHasa nHeepTtasa (BakMHB), un-
TO30/b — uMTOnaasmarmyeckas nHeeprasa (LUut-
MHB) n caxapo3ocuHTasa (CC).

AKTUBHOCTb PEPMEHTOB ONpenensnn rno MeTo-
avke, Kotopas onucaHa paHee [[anmbuHa n gp.,
2015a, 6]. PacTuTenbHble TKaHW pacTupanm B Xua-
KOM a30Te OO OAHOPOOHOM MacChbl U FOMOrEHU-
3upoBanu npu 4°C B Oydepe cnenyollero co-
ctaea: 50 MM Hepes (pH 7,5), 1TMM 34TA, 1 MM
9ITA, 3 MM DTT, 5 MM MgCl,, 0,5 mM PMSF. lMo-
cne 20-MWHYTHOM 3KCTPakuMM rOMOreHart LEHT-
pudyrmposanu npu 10 000 g B TeyeHne 20 MUHYT
(ueHTpudyra Sigma 2-16PK, Tlepmanusg). Oca-
OOK TpoekpaTHO npombiBann Oydpepom. Ocanok
N 0ObeAMHEHHbIV CynepHaTaHT auanMs3oBann npu
4 °C B TeyeHne 18-20 yacoB npoTtmB Oydepa ons
romoreHnsaumm, pasbasneHHoro B 10 pas. B ocaa-
ke onpenenann AnlHBe, B cynepHataHte — BakWH,
LUnthHB 1 CC. AKTMBHOCTb EPMEHTOB Onpenens-
N1 noce nHKybGaLmm Nony4eHHoro npenapara npu
30 °C B TeueHne 30 MuHyT. MHKyBaLMOHHas cpena
Ons onpeneneHns akTMBHOCTU MHBEPTa3bl Coaep-
xana 100 mM aueTtaTtHoro 6ydepa, pH 4,7 (anon-
NacTHbIA 1 BakyonsipHbli depmeHT) unn 50 MM
Hepes, pH 7,5 (uMTonnaamartmnyeckas nHeepTasa),
KOHUEeHTpauma caxaposbl — 25 MM. Konuyectso
obpasoBaBLUelics B NpoLecce MHKybaLmMm roko3bl
onpenensany rnoko300KkCnaa3HbiM MeToaoM. NH-
KybaumoHHas cpea ons onpeneneHns akTMBHOCTU
caxapo3ocuHTasbl cogepxana 70 mM Hepes (pH
7,4), 5 MM MgCIz, 1 MM ypunanHgnoocoarta, 1 MM
nupodocdara, 1 MM HALAD, 50 MM caxaposbl,
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Puc. 1. CogepxaHune TpaHCMOPTHbIX (GOpPM caxaposB
(Mr/r cyxoro Beca) Bo ¢psioame 06bl4HOM 6epesbl MoBUC-
now (var. pendula) n kapenbckoii 6epessbl (var. carelica)
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Puc. 2. CopepxaHune caxapoB B KCUIEMHOM COKe (Mr/n)
0o6blyHOM Gepesbl noBucnon (var. pendula) v kapenb-
ckoli 6epeatl (var. carelica) B nepnof BeCeHHero coko-
OBuxXeHus («nnada» 6epes). 21 anpens
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Puc. 3. CopepxaHune caxapodbl (Mr/r Cyxoro Beca) BO
dnoame ob6bIYHOM Gepesbl nNoBucnon (var. pendula) v
Kapenbckon 6epessbl (var. carelica) npu pasHbix GrU3no-
JIOMMYECKNX COCTOSIHUAX AepeBa: nepuombl HabyxaHus
noyek (21 anpens), akTMBHOro KamoOuanbHOro pocTa
(22 vitoHg, 28 uonsa), NoaroToBky kK nokot (11 n 22 ok-
T96ps) 1 BbIHYXXAEHHOIO Nokos (28 deBpans)

1 U rnoko30-6-docdargernaporenHassl, 2 U dpoc-
dornokomyTasbl. AkTuBHocTb CC  onpegensanu
B HanpaefeHuu pacnaga caxapo3bl CnekTpodo-
TOMETpMYECKN Mo BoccTaHoBneHuio HALD npu
A =340 Hm (cnekTpodoTomeTp CP-2000, Poccus).
AKTMBHOCTb MHBepTaabl U CC Bbipaxkann B MKMOJIb
pacnaBLUencs caxapo3bl Ha I CbIPOIA TKaHW.

Bce Ounoxmmunyeckme aHanuabl Obliv BbINOS-
HeHbl C UCMNOJIb30BaHMEM 000pPyOOBaHUSA LIEHTpa
KOJIEKTUBHOIO MOJIb30BaHUA  «AHanmMTuyeckas
nabopatopus» MHcTuTyTa neca KapHL, PAH.

Cratuctnyeckasi obpaboTka

JaHHble 00paboTaHbl CTAaTUCTUYECKU C UC-
nonb30BaHVEM nakeTa nporpamm Statgraphics for
Windows 7.0. [laHHble NpeacTaBfieHbl B BUOE Cpe-
HUX 3HAYEHUI U LOBEPUTENBHbBIX NHTEPBAOB.

Pe3ynbTaTtbl

CoaepxaHue TpaHCNOPTHbLIX CaxaposB
BO ¢si0aMme

Cpenn TpaHCNopPTHbLIX GOpPM caxapoB y bepe-
3bl MOBUCIION BbIAENSIOT caxapo3y 1 onmrocaxapa
cemeincrtea papduHo3bl (paddrHO3a, CTaXmo-
3a, Bepbackosa). NMockonbky Bepbacko3a penko
BCTpeyaeTcs y BUAoB 6epesbl 1 TONbKO B cneno-
BbIX Konm4yecTtBax [Zimmermann, Ziegler, 1975],
ee coaepxaHve He onpenensnn.

10 nionsa Bo dnoame OAsyx popm 6epesbl No-
BMCOM Habnoganock BbICOKOE COAepXaHue ca-
Xapo3bl, B TO BPpeMA Kak KOnm4ecTso padprHO3bI
n ctaxmosbl 6b1o B 20-40 pa3 MeHbLue (puc. 1).
K 21 niona cogepxaHme caxapo3bl BO3POCNO ~
B 1,5 paza, a onurocaxapngoB CyLWECTBEHHO He
M3MEHNNOCb. Y KapenbCckoi 6epesbl No cpaBHe-
HUIO ¢ 0OblYHOM Bepe3oli KONMMYECTBO Caxapos3bl
BO ¢dnoame B 1,5-2 pasa MeHbLLE.

ConepxaHue caxapoB B KCUJIEMHOM COKE

Y kapesnbckon 6epedbl CyMMapHOE KOJINYECTBO
caxapoB B kcunemHom coke (14,4 mr/n) B 2,5 pasa
Oonblle No CpaBHEHWIO C 0Obl4HOW Gepesoi
(5,8 mr/n). Cpeau caxapoB y 06enx popm depesbl
npeobnaganu MoHocaxapa ((ppykTo3a U KO-
3a), KONIMYEeCTBO KOTOpbIX Oblno B 57 pa3 60osb-
e, 4eM caxapo3sbl (puc. 2).

LuHamuka caxapo3bl BO ¢psioame

C anpena no oktaAbpb coaepxaHue caxapo-
3bl BO $noame 00blMHOM Oepesbl OblIo Bbille,
4yeMm y Kapenbcko 6epe3bl. Ce30HHble koneba-
HUS caxapo3bl y 0benx 6epe3 oaMHakoBble. Tak,

@



dennonepma

w
o

N
(=]

MI{T CYX 0ro Beca

b
o

MI{T CYX 0Oro Beca

var. carelica  var. pendula

NPOBOAALLAA PNO3IMA
250

250
o 200 g 20
2 2
é 150 g 15
. 8
; 100 + 210
s g
50 +
7 Dm
var.carelica var. pendula
Keunema
40
a 30 F
o
o
=
z
S 20 |
<
)
o
£
g 10
0 - rza. [
var. carelica

(=]

o

o

&

[@ caxaposa
0 rrroxosa
B dpyxrosa

HENpPOBOAALLAA GNO3MA

var. carelica  var. pendula

KamBUanbHaA 30Ha

var. carelica var. pendula

var. pendula

Puc. 4. ConoepxxaHne caxaposbl, MoKO3bl U GPYyKTO3bl (MI/I CyXOro Beca) B CNI0siX TKaHel CTBos1a 00bIYHOW 6epesbl
nosucnomn (var. pendula) n kapenbckon 6epeasl (var. carelica) B nepuon kamburanbHOro pocta (28 nions)

B Hayane BeretaumoHHOro nepunoga KonanyecTBO
ancaxapuaga yBenmymMBanoChb, OOCTUras K KOHLY
BTOPO AeKaabl NIOHA MaKCMMAalbHOrO 3Ha4YeHns —
144,6 n 104,5 mMr/r y obbl4HOWN 1 Kapenbckon be-
pe3bl COOTBETCTBEHHO. K KOHLUY uona cogepxa-
H1e caxapo3bl CHU3WJOCh B 2,5-3 pasa, B OKTa0pe
OHO CTano eLe HUXe, B peBpane caxaposa npak-
TUYeckm oTcyTcTBOBana (puc. 3).

ConepxxaHne caxapoB B TKaHsIX CTBOJ1a
BO BTOpOl7I roJ1I0oBUHe riepunoga aktuBHoro
kambuasibHOro pocra

V3y4yeHne pacrnpeneneHns caxapos no TKaHaM
CTBOJIa B KOHLIE MIONS NMoKasaso, YTO OCHOBHOE UX

KONMYECTBO MPUXOANNOCH Ha MPoBOASALLYD GnOo-
3aMy 1 KaMbuanbHylo 30HY. [o4TK BO BCEX TKaHSX
(3a ncknoyeHnem nNpoBoasLen Goambl y 06bly-
Hol Oepe3bl) copepxaHve GPyKTO3bl Bbile Mo
CpaBHEHMIO C Caxapo30M W [JIOKO30M (puc. 4).
PacnpeneneHne caxapoB Mo TKaHSAM Y ABYX HOPM
6epe3bl paznuyanoce. B dennonepme copepxa-
HVe caxapo3bl MPUMEPHO OAVHAKOBOE, NPU 3TOM
y 00ObI4HOW 6epe3bl Habnaanock B 5 pa3 6osblue
roKo3bl U GPYKTO3bl. B HenposoadLen ¢pnoave
y 00Obl4HOI 6epe3bl nNpu 6onbluem B 10 pa3 konu-
YecTBE Caxapo3bl coaepXaHue rnokKo3bl 1 Gpyk-
TO3bl 6bI1O Bhilwe B 3 1 10 pas coOTBETCTBEH-
HO, a B NpoBoasuien Gnoame — Ha poHe 6nu3-
KX YPOBHENM caxapo3bl COAepXaHwe TroKOoS3bl
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AKTUBHOCTb anonnactHon (AnHB), BakyonspHoii (BakHB), umtonnasmatmnyeckon (LmtHB) nHeeptas
1 caxapo3ocuHTasbl (CC) Bo proame obbI4HOM Bepesbl MOBUCIION 1 kapenbekoii 6epesbl (Betula pendula Roth var.

pendula nvar. carelica).

Jata AKTUBHOCTb ©EepPMEHTa, MKMOJ1b Ha I’ CbIPOI TKaHW % BakWHB B
otGopa AnlHB BakMHB LnTtWHB cc Z BakMuB+LUnTUHB+CC
var. var. var. var. var. var. var. var. var. var.
pendula | carelica | pendula | carelica | pendula | carelica | pendula | carelica pendula carelica
21 anpens 12,8 = 49,9+ 1,05+ 1,06 = 0,32+ 0,60 = 0,06 = 0,003 £ 73 64
1,1 4,2 0,07 0,07 0,02 0,04 0,004 0,0002
22 nioHs 4,5+ 10,7 = 0,96 £ 4,20+ 0,95+ 1,10+ 0,02+ 0,01+ 50 79
0,5 1,1 0,06 0,30 0,07 0,08 0,001 0,001
11 okTa6ps 57+ 22,5+ 0,85+ 1,32+ 0,21+ 0,08+ 0,19+ 91 76
0,61 2,3 0,05 0,09 0,01 0,005 0,010

n dpykTo3bl 66110 ~ B 10 pa3 MmeHblue. B kambu-
aNbHOM 30HE MpU OANHAKOBOM KOJINYECTBE caxa-
po3bl coaepXaHure roKo3bl U GPYKTO3bl Y 0ObIY-
Hol Gepe3sbl Bbiwe B 1,3 paza. B kcuneme 601b-
wee B 3,5 pasa cogepxxaHme caxapo3bl y 0ObIYHOM
O6epesbl conpoBoXaanocb donbwim B 13 pas ko-
JINYECTBOM T/IOKO3bl U PPYKTO3bl MO CPaBHEHWUIO
C Kapenbckon 6epe3oit (CM. puc. 4).

ConepxxaHue caxapoB B riepuos rnokosi

B koHue d®eBpana cogepxaHne caxaposbl
y Kapenbckon 6epesbl 61M3KO K Hyto (CM. puc. 3).
YpoBeHb ¢pykTo3bl (31,8 Mr/r) nperocxoaun co-
nep>xaHue rnkoabl (7,2 mr/r) B 4 pasa.

AKTUBHOCTb (hepMeHTOB MeTaboam3aumm
caxapo3sbl

Y o6bl4HOM 6epedbl NoBUCON BO GJI03MeE ak-
TMBHOCTb AnNMHB Oblna 3HAYMTENbHO BbIlLE MO
CPaBHEHMIO C APYruMn hepmMeHTamMum, pacLLensio-
WwmMmM caxapogdy (Tabn.). Bo ¢pnosme kapenbckoi
Oepe3bl Takke Hanmbosbluel akTMBHOCTbIO OT/N-
yanacb anonnacTHasa nHeepTasa. B mae y kapenb-
ckoi 6epesbl 3Ha4YeHMs ee OblIM CaMbIMU BbICOKN -
MK 3a BECb C€30H Beretaumm (50 MKMOnb/ I Cbipon
TkaHn) 1 B 3,9 pasa npeBbICUIN TaKOBYIO BO (GN103-
Me 00Obl4HONM Oepesbl. B nioHe akTnBHOCTb AnMHB
y Kapenbckon 6epes3bl Obina Bbie B 2,4 pasa,
a B okTabpe B 4 pasa, 4eM y 00bl4HOM 6epessbl. Ewle
OfHa OTAnYMTENbHas OCOOEHHOCTb KapesnbCkon
Oepe3bl — BblCOKask aKkTUBHOCTb B MioHe BakMHB;
3HayeHus ee GbiNM B 4 pasa Bbllle MO CPaBHEHMIO
c 00bI4HON Hepe3oit. B okTabpe Bo pnoame akTmB-
HOCTb KUCHbIX MHBepTa3 (AnWHB 1 BakWMHB) Gbina
[OBOMBHO BbICOKOW, HO HUXE, YEM B Mae.

OOGcyxaeHune

dopmMmpoBaHMe CTPYKTYPHbIX aHOManuii nNpo-
BOOSLLMX TKaAHeW B CTBOJIE Kapenbckol 6epesbl
NMoOOBEPXEHO Ce30HHbIM  KonebaHuam. OObly-
HO rMocne BEeCeHHero npobyxaeHus Kambus

bOPMUPYIOTCSA TKAHU OTHOCUTENIBHO HOPMAasIbHOIO
CTPOEHUS, a C Ha4vana una B Kope 1 ApeBecuHe
ondodepeHumpyeTcs 60NbLIOE KONMMYECTBO Na-
PEHXVMHBIX KIEeTOK, KOTOpble B OpeBecuHe 06-
pasyloT XxapakTepHblh y3op [J/liobaBckas, 1978;
Hosuukasn, 2008]. OCHOBHbIM MCTOYHWUKOM [ON4
bGOPMUPOBAHUA CTPYKTYPHbIX 3JIEMEHTOB TKaHEN
CTBOMA SBAKAOTCA POTOCUHTAThl. AHaNM3 copep-
>KaHNSA TPAHCMOPTHbLIX CaxapoB BO GpJI03Me uccre-
nyemMbix dopm 6epesbl B NepBOii 1 TpeTbel aeka-
Jax 1ofis nokasaln, YTo kapenbckas 6epesa He OT-
nnyaeTcs oT 0Obl4HOM Bepesbl N0 Ka4yeCTBEHHOMY
COCTaBy CaxapoB: B 060MX C/y4Yasix TPAHCMOPTHbIE
caxapa npefcrasfieHbl NPakTUyecku OOHOW ca-
xapo3on (cMm. puc. 1). lonydyeHHble pe3ynbTarthl
COBMaJalT C U3BECTHLIMU AAaHHBIMU A7151 OObIYHOM
6epesbl nosucnoi [KonecHnyeHko, 1985].

Ona nopoepxaHna TpaHcnopTa caxapo3bl He-
06xooMMO co3jaHne ee  KOHLEHTPALMOHHOro
rpagueHTa Mexay OOHOPHbIMU U aKLEeNTOPHbIMU
Knetkamu u TKaHsMKW, 4To obecneymBaeTcs WH-
TEHCUBHOW yTunmMaaumen gucaxapmaa B 30Hax rno-
TpebneHus. Bo ¢noame nccnepyembix nepeBbEB
Obln 06HapYXXeHbl BCe GEPMEHTbI, OCYLLLECTBNISA-
lowye pacuienneHme caxaposbl: AnViHe, BakHB,
LUuntHB n CC. 3T0 ykasbiBaeT Ha pacnag caxapo-
3bl KaK BO BHYTPUKIIETOYHbIX KOMMAPTMEHTax, Tak
n B anonnacte (cMm. Tabn.). MI3BecTHO, 4TO B CU-
TOBUAHbLIX TPyOKax nHBepTasda oTcyTcTByeT [Ken-
necke et al., 1971; KypcaHoB, 1976], noatomy
BbISIBIEHHYIO aKTMBHOCTb Tpex GOopM MHBEPTAS3bI
cnegyeT OTHOCUTb K MAPEHXMMHBIM KJTIETKaM.

Ha npumepe caxapHOro TpOCTHMKA U CaxapHOW
CBEKJ1bl YCTAHOBJIEHO, YTO HaKOIMJIEHME Caxapo3bl
B TKaHSX COMPSXEHO C NOAABNEHVNEM aKTUBHOCTU
BakWHB [Hatch, Glasziou, 1963; SHrenb, Xonono-
Ba, 1969]. Mockonbky y 0b6enx ¢popm 6epesbl ak-
TMBHOCTb BakMHB cocTtaBuna 50-91 % ot obuiei
aKTUBHOCTU BHYTPUKIETOYHbIX (PEPMEHTOB (CM.
Tabn.), MOXHO caenaTb BbiBOO 00 MHTEHCUBHOM
pacLienneHny caxapodbl B BakKyosidX MapeHXmm-
HbIX KNETOK P/I03MbI 3TUX pacTeHuin. CpaBHUTESb-
HO BbICOKasi akTMBHOCTb BaKyossipHOro depmeHTa
NO3BOJISET 3aK/II04UTb, YTO caxapo3a He MOXET
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Puc. 5. CopepxaHue caxaposbl BO GpI0dMe (Mr/I Cyxoro Beca) 1 KCUIEMHOM COke (Mr/n) (ykasaH oTaenbHo, cobpaH
21 anpens) obbl4yHOM Bepe3bl NoBUCNoN (var. pendula) v kapenbckoi 6epesbl (var. carelica) npu pasHbix GU3nono-
rMYeCKnX COCTOSIHUSAX AepeBa: nepmnoabl HabyxaHus nodek (21 anpens), akTMBHOro kaMmbmanbHOro pocTa (22 1ioHS,
28 nions), noAroToBku K NOKoto (11 1 22 okTabps) 1 BeIHYXAEHHOrO Nokos (28 ¢pespans).

CaeTble cToNIOMKM — 00bl4HasA 6epesa, TeMHble CTONOVKM — Kapenbckas 6epesa. AnMHB — anonnacTHas uHBepTasa, /1 — rniokosa,

Cax - caxapo3a, @p — dpykTo3a

HakanaMBaTbCs BO (PJIOSIMHOI napeHxume bepe-
3bl MOBUCNON WU, CNeaoBaTeflbHO, HE BbIMOJHAET
30ecb GYHKLUMIO 3anacHoro metabonura.

YCTaHOBMEHO, YTO U3 BCEX PACLLENNSIOLLMX Ca-
xapo3y GepMeHTOB B Nepuon Beretauum camas
BbICOKasi akTMBHOCTb BO (nioame npuHagnexana
anonfacTtHon uHBepTase (cMm. Tabn.). N3 atoro
MOXHO 3aKJIlo4UTb, 4TO BO (pnoamMe 6epesbl B 3TO
BpPEeMS MOCTOSIHHO MMEET MEeCTO TPaHCMNOopT caxa-
pO3bl U3 CMMMIACTa B anonnacT.

B anpene aktmBHocTb AnMHB BO dnioame Obina
Hambonblen (cMm. Tabn.). B aTto Bpemsi caxapo-
3a B CTBOMle [PEBECHbLIX pacTeHuii obpasyeTcs
B peaysbTarte rmaponnaa kpaxmana [Cortes, Sinclair,
1985; Essiamah, Eschrich, 1985]. Ons 006bly-
HOW U KapesbCKo Gepesbl 3TO XOPOLUO MoKasaHo
B pabote JI. A. bapunbckoii [1978]. M3BecTHO, yTO
MacCOBbI TMAPONN3 Kpaxmana MNpPOUCXOAUT npu
Temnepatypax ot 0 go 5°C [Sauter, Kloth, 1987].
Temnepatypa B nepuon oTbopa 00pasuoB Obina
+4 °C, T. e. cnoco6CcTBOBaNA PaCLUENSIEHNIO 3TOro
nonavcaxapuaa. Hambosnbluee KOMYECTBO Kpaxmana
COCPEAOTOYEHO B MAPEHXMMHBbIX KNeTkax Kopbl. Pac-
naz caxaposbl BO ¢p1oame nog gencremem AnVIHB Ha
rOKO3Y U PPYKTO3Y CO30AET BbICOKUM MPaANEHT ee
KOHLUEHTpAaLMK, KOTOPbI MOAAEPXKMBAET Harpas-
JIEHHbIN MOTOK AmMcaxapuga n3 nepmdepuninHblx Cno-
€B KOpPbl B CTOPOHY KCUnemsbl (puc. 5).

Y kapenbckoii 6epe3bl BeCHOW Habnioganoch
MeHbLLEee coaepxaHne caxapo3bl BO Gprio3ame, 4eMm
y 006bl4HOM 6epedbl (cM. puc. 3). MNpuynHa aTtoro,
04YEBUOHO, KpoeTcs B HamMHoro 6osiee BbICOKOW
y Hee (B 3,9 pas3a) akTMBHOCTM anornjiacTHOM WH-
BepTasbl (CM. Tabn.). B aT0 Bpems rekcosbl, obpa-
3ylowmecs Bo ¢nooMe B pedynbrate paclienne-
HUS1 caxapo3bl, OTTEKAIOT B COCYyAbl KCUEMbI, NO
KOTOPbIM MOAHMMAIOTCS K HabyxaloWwuM Mnoykam
(cMm. puc. 5). N3 atoro cnepyet, YTO aKTUBHOCTb
An/HB pomkHa KoppenuposaTb C COLEPXAHUEM
MOHOCaxapoB B KCUNEMHOM coke. Ha puc. 2 Bua-
HO, YTO YPOBEHb FEKCO3 B KCUJIEMHOM COKE Ka-
penbckoi 6epesbl ObiN CYLECTBEHHO Bbille, YEM
y 00bI4HOM Bepe3bl noBuMcIon. Bo mHormx padoTax
NOKa3aHO, YTO HAKOMIEHUEe rAKO3bl N GPYKTO-
3bl OKa3blBaeT WHrMbupylowee OENCTBME Ha WH-
BepTasy [Glasziou et al., 1967; Lopez et al., 1988;
Isla et al., 1991; Burch et al., 1992; Zhang, Wang,
2002], a ux ypaneHue cnocobcTByeT noaaepxa-
HMIO aKTUBHOCTWN pepMeHTa. VI3 cka3zaHHOro MOX-
HO 3aKJIl04YNTb, YTO MaKCUMyM akTUBHOCTU AnMHB
BO ¢noame B anpene ob6ycroBfieH OTTOKOM Mpo-
OYKTOB peakumn B KCUEMY U Aanee B Hanpasse-
HUK NpobyxpatoLlelics KpoHbl. O600LWweHne no-
JIY4EHHbIX B Hayane Beretauuv AaHHbIX MO3BOJIS-
€T 3aKJII04YNTb, YTO BECHOM MPaKTUYeCKn BECb Myn
caxapo3bl TKaHEW CTBOJS1IA HAXOAMTCS B ABMXXEHUM:
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caxaposa TpaHcrnopTupyeTca n3 6onee nepude-
pUYEeCKNX CNoeB KOopbl BO GJI03MY, rae UHTEHCUB-
HO pacLLenseTcs anoniacTHOM MHBEPTa30M. Bbl-
cokasi aTTparvpyoLas cuna nodek obecrneyvsaet
ObICTPOE yaaneHne MoHocaxapoB B COCYAbl KCune-
Mbl. B pesynbrate BblcOkasi akTUBHOCTb pepMeHTa
n, cnegoBaTesnlbHO, BbICOKAA MHTEHCUMBHOCTb Ha-
NpPasJIEHHOr0 TPAHCMNOPTa caxapo3bl COXPaHATCH
B TE€YEeHMe MPOLAOIKNTENBHOMO BPEMEHMU.

B nepuon akTMBHOro BTOPUYHOrO pPOCTa
(MIOHBb—MIONb) Caxapo3a MOCTYNaeT B TKaHW CTBO-
na n3 GOTOCUHTE3UPYIOLWKUX NINCTLEB. Hucxoana-
LLMIA NOTOK Caxapo3bl NAET N0 Creuvann3npoBaH-
HbIM KaHanam JanbHero TpaHcrnopta — CUTOBUA-
HbiM Tpybkam npoogsien Gnosambl. OCHOBHbLIM
akLenTopoM caxapo3bl B 3TO BPEMS CIYXUT KaMm-
OvianbHas 30Ha, HeKoTopasl 4acTb caxapo3bl Mo-
nagaet B 6onee nepudepuiniHble Mo OTHOLLEHUIO
K npoBoadauen paoame com Kopbl (CM. puc. 5).
B HOopme pasrpyska caxapo3bl U3 CUTOBUOHbIX
TPYOOK 1 ABMXEHUNE ee K KambunasnbHOM 30He Npo-
ncxooat no cumnnacty [Fisher, Oparka, 1996;
Oparka, Santa Cruz, 2000]. 910 3Ha4uT, 4TO Caxa-
po3a ABuXeTCcs K KambOuio No kaHanam aHaonas-
MaTU4YeCcKOn ceTu, nepexons U3 KJIeTku B KIIEeTKy
no nnasmogecmam [Famanen, 2004]. Hannume nH-
TEHCMBHOIN0 CUMIJIACTHONO MOTOKa OrpaHun4mBa-
€T BbIX0O[, caxapo3bl B anoriacTt KNeTok (GsioaMsbl,
NO3TOMY akTMBHOCTb AnVIHB BO dioamMme uccne-
nyemMbix 6epes B MIOHE B HECKOJIbKO pa3 HuXKe Mo
CpaBHEHMIO C anpenem (cMm. Tabn.).

Ona obbl4HOM Gepesbl xapakTepHO MHTEHCUB-
HOE UCMONb30BaHMe caxaposbl B npouecce $op-
MUPOBaHUS OPEBECUHbI, Y Kapesbckol 6epessl,
HanpoTue, MeTabonnaaums caxaposbl B KCUIEM-
HOW YacTn KaMbUanbHOM 30HbI CYLLLECTBEHHO HXKE
[FannbuHa n pp., 2015a]. Bonee cnabas yTunm-
3aumsa caxapo3bl B X04e KCuioreHesa 3amegnser
ee OTTOK 13 ¢pnoambl. CneacTtenemM 3Toro MOXeT
CTaTb NosiB/IeHNE BO HJI03ME «JINLIHEN» (He UC-
Nnonb3yeMomn B XOA€e OeATeNbHOCTM kamMbus) caxa-
pO3bl, PE3YNbLTATOM Yero, B CBOIO 04epeb, CTaHeT
YMEHbLLEHMEe rpaneHTa ee KOHLEeHTpauum 1 yxya-
LeHne JOHOPHO-aKLUEeNnTOPHbIX OTHOLLIEHWIA B CUC-
Teme «JIMCT—CTBOJI». Y Kapenbckoi 6epesbl caxa-
po3a BO ¢J1I03ME He HakanamBaeTCH B CBA3U C Bbl-
COKOM aKTUBHOCTbIO anorsiacTHOW N BaKyOJIIPHOM
nHBepTas (cM. Tabn.). PacwenneHne 60JbLLIOIO
KOMMyecTBa Caxapo3bl B anoniacre 1 BaKyosisax
NapeHXUMHbIX KJIETOK CnocoBCTBYEeT YMeHbLUe-
HUIO KOHUEeHTpaumu gmcaxapunaa o groamMe a10-
ro APEBECHOr0 pacTeHus 4O YPOBHS Aaxe OGonee
HM3KOro, 4em y 0Obl4HOI Bepesbl (CM. puc. 3, 5).

Mcxopoa 3 npencrtaBieHHbIX OAHHbIX MOXHO
chenartb BblBOA, HTO B Nepmo, kambuasnbHoro poc-
Ta nyn caxaposbl BO GJI03Me nccnenyemolx 6epes
CYLLLEeCTBYET B BUAE YETbIPEX OCHOBHbLIX NMOTOKOB:

(1) HMcxopawero nNoTtoka caxapos3bl B pycrie ee
JanbHEero TpaHcrnopTta no CUTOBUAHbIM Tpybkam,
(2) pagmanbHOro MexkKneTo4yHOro noToka Mo Ka-
Hanam 9HOOoMJa3MaTM4eCcKom ceTu KJeToK na-
PEHXVMbl B CTOPOHY POPMUPYIOLLLENCH KCUNEMBI,
(3) noToka caxapo3bl N3 KIETOK MapPeHXMMbl BO
BHEKJIETOYHOE MPOCTPAHCTBO, rAe OHa pacLuen-
NIsieTcs anonaacTHOM MHBepTasomn, (4) noTtoka ca-
Xapo3bl B BaKyOM MapeHXMMHbIX KNEeTOK, rae oHa
pacLiennaeTcs BakyoISpHON NHBEPTA30M.

Ha puvc. 4 nokasaHo pacnpefeneHme caxapo3sbl
M NPOAYKTOB ee pacLUenieHnsa cpean CrioeB Tka-
Hell CTBOJ1a BO BTOPOI NoMoBMHE nepuoaa kambu-
anbHOro pocta (28 nons). B 910 Bpemsa cnegosano
oXxmnpate Hambornee BbICOKOrO YPOBHSI Caxapo3bl
B CNoe npoBojsuLeinn pgo3Mbl, B COCTaB KOTOPOW
BXOOSAT CUTOBUAHbIE TPYOKM — Crieuvann3mpoBaH-
Hble KaHanbl JafibHEro TpaHcnopTa aCCUMUIATOB.
OpHako camasl BbICOKasi KOHLEHTpauus amcaxa-
puga y obenx ¢opm Oepesbl Obina obHapyXxeHa
B kamOuanbHoli 30He. O6bsiCHEHNE 3TOMy (akTy
MOXeT ObITb cnenytlollee: NpeacTaB/ieHHble OaH-
Hble OTpaxatoT CoAepXaHue caxapo3bl BO BCEM
KOMIJieKkce CTPYKTYPHbIX 3JIEMEHTOB NPOBOAALLEN
&N103Mbl, Toe, NOMUMO CUTOBUOHBLIX TPYOOK, Ha-
XOANTCH 3HAYUTESIbHAA YaCTb KJIETOK NMapeHX1MbI,
B anornsacTte 1 BaKyonsx KOTOPbIX UAET UHTEHCUB-
Hoe pacLiensieHme caxapo3bl (cM. Tabn.). Kam-
OuanbHas 30Ha B NMepuof, KCuoreHesa sIBAsSIeTCs
MOLLHbIM aKLLeNTOPOM Caxapo3bl, NO3TOMY ee OT-
HOCUTENIbHO BbICOKMIA YPOBEHb 34ECb MMOHATEH.
AkuenTtopHas cwuia Henposogdwen ¢GnoaMbl, No
CpaBHEHUIO C KaMbuanbHO 30HOM, HAMHOIO HUXeE,
NO3TOMY 4eM Janblie K nepudepun oT NpoBOas-
e dnoambl, TeM cnabdee goskeH ObITb MOTOK ca-
Xapo3bl. OTO HAXOAMT OTpaxkeHne B 60siee HU3KOM
cofepXaHnm caxapo3bl B HenpoBoaswen ¢noa-
Me 1 ee ClefOBblX KONMYecTBax B dennonepme.
CpaBHUTENBHO HU3KMIA YPOBEHb Caxapo3bl B KCU-
JleMe MOXHO CBsi3aTb CO CHabXeHMEM 3TOWN TKaHU
Mo OCTaTOYHOMY MPUHLMMY MOCSe KambuanbHOM
30Hbl, KJIETKM KOTOPOM B NepmoL, BTOPNYHOIO POC-
Ta nepexsaTbiBalOT OCHOBHOE KONMYECTBO AMcaxa-
pvaa. NpeacraBneHHble AaHHbIE NOKa3blBAKOT, YTO
KOJIN4ECTBO Caxapo3bl B TKAHAX CTBOJIA KOPpPen-
pyeT C UX akuenTtopHOW cunon. lNocnenHssa onpe-
[enaeT HarnpasJieHNe U MHTEHCUBHOCTb OTTOKA Ca-
Xapo3bl N3 MPOBOASLLEN DNIOOMBI.

'MoKo3a MMeeT 04eHb BbICOKYIO MeTabonnyec-
KYO aKTMBHOCTb M B 30HaxX MHTEHCMBHOIO POCTa,
Kak npasufio, He HakanameaeTcs. PpykTo3a BXO-
OnT B MeTabonnyeckme npoLecchbl MeasieHHee Mo
CpaBHEHUIO C [JIIOKO30M, NO3TOMY B MeCTax ak-
TUBHOIO MCMNONb30BaHNA Caxapo3bl CoLepXaHue
dpyKTO3bl 0OLIYHO yBENMYMBaeTcs. B naHHoM cBs-
31 HaKorJiIeHNe B TKaHAX GPYKTO3bl MHOIME aBTOpPbI
paccmaTpuBaloT B KQ4eCTBe MHOAMKATOPA aKTUBHbIX
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pocTtoBbix npoueccoB [CodpoHoBa, 1985; Uggla
et al., 2001; Magel et al., 2006]. NMockonbky y o6e-
1x 6epes B utosie kamobuii npoaosixan popMmpoBa-
HVUE OpPEBECUHbI, TO BbICOKOE CoAepXaHue pyk-
TO3bl B KambOuanbHoM 30He (CM. puc. 4) NnpeacTas-
nseT cobon HopMasnbHoe sBneHue. MNpuyem 6onee
HN3KMIN YPOBEHb DPYKTO3bI Yy KapesbCcKo 6epesbl
KOppPennpyeT C MEHbLLEN MHTEHCUBHOCTbIO KCUIIO-
reHesa rno cpaBHeHWIO ¢ 0OblYHOW Bepe30oit NoBUC-
noi. BaxHon 0CcoBEHHOCTbIO Kapenbckon Hepessbl
aBnsieTcs 00sbLION MUK (GPYKTO3bl B MPOBOAS-
wen pnoame (cMm. puc. 4). icxoos U3 ckasaHHOro
BbiLLE, 9TO MOXET CBUAETENbCTBOBATL O TOM, YTO
npv GopMNPOBaHNU CTPYKTYPHbIX aHOManumn ape-
BECWHbI akTVBHbIE POCTOBbIE MPOLLECCHl Habnto-
[aloTCsa He TONbKO B KambuanbHOW 30HE, HO U BO
dnoame. [JaHHbIl BbIBOL COrnacyeTcs ¢ pesybra-
TaMm HaLLMX MUKPOCKOMMUYECKMX 1 BUOXUMNYECKNX
nccnegosanuii [Novitskaya, Kushnir, 2006; Hosuu-
kasi, 2008; Nanmbuna n gp., 2015a, 6]. Akkymynsi-
uMa Gonbloro kKonmnyecTBa GPyKTO3bl B TKaHSX
B NEepUOL OeATENbHOCTN KaMOUsl CBUOETENLCTBYET
0 TOM, YTO OHa BPEMEHHO He y4acTByeT B MeTabo-
NINYECKUX peakumsax. M ecnu caxapo3sa B 9TO BpeMS
BbIMOSHAET (QYHKUMIO TPAHCNOPTUPOBKU YrieBo-
[0B, TO GPYKTO3a, O4EBUAHO, BbICTYNAET B KA4eC-
TBe nabunbHOro 3anaca caxapos.

B okTsbpe, korga nMcTbsl yXXe onanu, Hanndme
caxapo3bl B MAPEHXMUMHBbIX KIETKax TKaHen CTBONa
ABNAETCS TUMNYHBLIM A5 IMCTBEHHbIX APEBECHbIX
nopoa 1 CBA3aHO C rmapoanN30M Kpaxmana B OTBET
Ha NoHMXeHne Temnepatypsbl [Sauter, Kloth, 1987;
Sauter, van Cleve, 1994; Kasuga et al., 2007;
Yamada et al., 2011]. B oceHHuin cpok dukca-
LMM TemnepaTtypa Bo3ayxa konebanacb oT +6 oo
+1 °C, 7. e. coOoTBETCTBOBAJA YKa3aHHOMY paHee
TemMnepaTypHOMy Anana3oHy, Npu KOTOPOM Kpax-
Man npespawaetca B caxap. B oktabpe AnMHB
Oblna 6onee akTUBHOW, YeM B utoHe (y OObIYHOM
6epesbl B 1,3 1y kapenbckoi 6epesbl B 2,1 pasa)
(cm. Tabn.), 4TO ykasblBaeT Ha Bbixon, 60JSbLIEro
KOnMyecTBa caxaposbl B anonnact. [puyvHa aTo-
ro, CKopee BCEro, CBsi3aHa C HEBO3MOXHOCTbIO
yOaneHus caxapoB M3 KJeTOK N0 CMMMAACTy (npu
TemnepaTtype Huxe 8 °C nna3amoaecmbl 3aKpbITbl)
[Famanern, 2004]. B okTtsabpe rekcosbl, 06pasyio-
Lecs B anoniacTte, BO3BPaLLaloTCs B KNETKy, rae
OHM Yepes rMNKONN3, LUK TPUKapOOHOBLIX KNCNOT
M NeHTO30hOoCdaTHbIN NYyTb WUCMNOJL3YIOTCA AN4
CUHTE3a 3anacHbIX BELLECTB HEyrieBogHOM npu-
poapl [KypcaHos, 1976; Roitsch et al., 1995; Koch,
1996]. OcBoboxaeHue arnonfacta OT [J0KO3bl
1 GPYKTO3bl B pedynbTaTe Ux NepeHoca B KIeTky
yepes nNIasdMoNieEMMy NPOUCXOOUT HAMHOIO Mefn-
JIEHHee, YeM Npu BECEHHEM OTTOKE MOHOCaxapoB
C KCMAEMHbBIM COKOM. MOXHO NpeanonoXmnTb, 4TO
NPUYNHOIN NpPMMEpHO B OBa pas3a 0oJsiee HU3KOW

akTMBHOCTM anorniacTHOW MHBepTa3bl B OKTAOPE,
Mo CpaBHEHWIO C anpesiem (cm. Tabn.), sSBMNOCh
nogaeneHve GepMeHTa npoaykTaMmn peakuumun.
Y kapenbckoi 6epesbl 0CeHbio akTMBHOCTb AnHB
BO ¢pyioame Obina B 4 pasa Bbille, 4eM Yy 0OblYHOM
6epesbl, YTO KOPPENMPYeT C HAMHOIMO MEHbLINM
coaepxaHnem y Hee caxaposbl (CM. puc. 3, 5).
C TOYKM 3peHus TpaHCnopTa BELLECTB BbICOKast
akTUBHOCTb AnMHB B OKTS6pe CBUAETENLCTBYET
00 MHTEHCUBHOM MOTOKE Caxapo3bl U3 BHYTPUKIIE-
TOYHOrO NPOCTPAHCTBA B anonnacT.

B ¢eBpane wuccnenyemble [OepeBbs  Haxo-
OWINCb B COCTOSIHAM  BbIHYXAEHHOrO MOKOS.
B neHb oTtOopa npob TemMnepaTypa Bo3ayxa Obina
—10°C. lpu HM3KMX Temnepartypax TpaHCrnopT
1N 0OMeH BELLECTB CUJIbHO 3aTopMoXeHbl. Coaep-
XaHne caxapo3bl BO ¢Jioame 31Mmolt y obeunx be-
pe3 61n3Ko K Hyto (CcMm. puc. 3, 5). 310 yKkasbiBaeT
Ha TECHYK B3aMMOCBSI3b MEXAY TPaHCMOPTHbI-
MW NpOLEeCcCaMn N HaNMYMeEM caxapo3bl B TKaHU
1 NOATBEPXAAET ee TPAHCMOPTHYIO GYHKLMIO.

Bo ¢noame kapenbckoi 6epesbl Hapsay C ca-
Xapo30i B deBpasne Onpemenssiv Takke KOHLEHT-
paumio rioKo3bl U GPYKTO3bl. YPOBEHb PYKTO3bI
B AAHHOM Cly4yae nNpeBOCXOaumS coaepXaHue ro-
kKo3bl B 4 pasa. Hannune pocrtaTtoyHo 605bLIOro
KonnyecTsa GPyKTO3bl BO G103ME B Nepuom, nokod
yKa3bIBaeT Ha TO, 4TO OHa y 6epesbl ABNsSeTCs 3anac-
HbIM caxapom. Mpn oTpruaTenbHbIX TeMnepaTypax
caxapa B TKaHSX APEBECHbIX PACTEHWUIN BbIMNOHAIOT
KPNOMPOTEKTOPHYIO (PYHKLUMIO, MPUYEM OCHOBHOMN
caxap, CBSI3aHHbI C MOPO30CTOMKOCTbIO PpaCTEeHUS,
Yy pa3HbIX BUOOB MOXET OblTb pa3HbiM [Lee et al.,
2012]. B MOpO30CTOMKOCTM TKaHeW CTBONA, Hanpu-
Mep, OCUHbI 1 ay6a BaxHYO poJib UrpatoT MOHoca-
xapa — rnoko3a n ¢pykrosa [Cox, Stushnoff, 2001;
Morin et al., 2007]. Ncxoaa M3 NOAy4YEHHbIX HAMU
OaHHbIX MOXHO cAenaTtb BblBOf, H4TO 3UMOl y 6epe-
3bl MOBUCIION GPYKTO3a coBMeLLaeT B cebe PyHk-
L1 3anaCHOro COEANHEHNS N KPMOMPOTEKTOPA.

3aknio4yeHue

B xone nccnenoBaHuii yCTaHOBAEHO, 4TO Y Ka-
penbckoii 6epesbl, kak 1 'y 0bbl4HOM Bepesbl, ca-
Xapo3a ABNSEeTCH OCHOBHOW TPaHCMNOPTHOW ¢dop-
MOW yrnieBooB.

B nepuop Beretaumm Bo ¢pnoame obeunx d6epes
Oblna oTMeYeHa akTUMBHOCTb BCeEX epMEHTOB, pac-
wenngowmx caxaposy, — AnMns, BakMuB, LUuTVHB
n CC. Bbicokasi akTUBHOCTb BaKyOJISPHOW MHBEpPTA-
3bl (50-91 % cymMmapHOW akTMBHOCTW BHYTPUKIIE-
TOYHbIX PEPMEHTOB) CBUAETENLCTBYET O TOM, 4TO
B TKaHW UCCeayeMbIX PACTEHUI Caxapo3a He MOXET
BbIMOJIHATL POJib 3aMacHOro metabosimTa, MOCKOsbKyY
B 3aMnacaroLLeM caxapa NPOCTPaHCTBE KNETOK (Baky-
onsixX) pacnagaeTcs Ha roKo3y 1 GpyKToay.
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06006LeHe AaHHbIX N0 aKTUBHOCTU pEPMEH-
TOB MOKasano, Yto B NMEPUOL Beretaumm caxapo-
3a BO ¢pnoame 6epesbl HaxoaUTCA B MOCTOSTHHOM
OBVXKEHUM K 30HAM €€ pacLUeneHns, rmaBHbIMN
M3 KOTOPbIX SIBASIOTCA anoniacT 1 Bakyonu Kie-
TOK DNOSMHONM NMapeHxnMbl U kKambuanbHas 30Ha,
NO3TOMY BECb MyN caxapo3bl BO G103ME MOXHO
paccMatpuBaTtb Kak TPaHCMOPTHYIO Caxaposy.
TpaHcnopTHas GyHKUMS caxapo3bl NoAvYepKmnBa-
€TCsl OTCYTCTBMEM AMcaxapuaa B knetkax 6epesbl
npy 3MMHUX OTPULATENbHbBIX TEMMepaTypax, Kor-
ha metabonnyeckne NPOoLLECCHl U NepeaBuXeHne
BELLECTB B PACTEHMN CUJIbHO 3aTOPMOXKEHDI.

B xope BTOPMYHOro yTONLWEHNS CTBOMA B KaM-
OunanbHOM 30He 0b6enx dopm 6epesbl U BO o3-
Me KapenbCkor 6epesdbl HakanamBaeTcs 00abLoe
KOMMYecTBO GPYKTO3bl. OTO CBUAOETENbCTBYET
O TOM, Y4TO B NEPUOA OEATENBHOCTM KaMOUs 4acTb
$pPYKTO3bI, 0OpPa3yoLLEeics Npu pacLlenieHnn ca-
Xapo3bl, BDEMEHHO He UCMONb3yeTcs B MeTabonu-
YeCKMX peakumsax v, cnenoBaTesnbHO, BbIMOMHAET
dyHkunio nabunbHoro pesepsa. OTHOCUTENBLHO
BbICOKMIA YPOBEHb DPYKTO3bl B KNEeTKax (Go3Mbl
Oepesbl B Nepunop 3MMHEro Mokosi noarsepxaa-
€T ee 3anacHyi0 GYHKLMIO 1 YKa3bIBAET HA TO, YTO
npu OTpULLATENBHBIX TEMMAEpPaTypax OHa BbINOJIHS-
€T TaKXe poJsib KpMonpoTekTopa.

ABTOpbI BbipaxarT 6narogapHoctb M. H. Co-
¢ppPOHOBOV 3a NMoOMoLLb B rNpoBeaAeHU BUOXUMU-
4eCKUX aHaJIN30B.

PaboTta BbIroJIHEHa B paMKax rocyaapCTBEH-
Horo 3aaaxHus MIHctutyTta neca KapHL] PAH.
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