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AKTUBHOCTb ®EPMEHTOB ANCCUMUNALNN CAXAPO3bI
B PAHHEM OHTOIMEHE3E PA3HbIX ®OPM BEPE3bl MTOBUCJIOMU

0. J1. MoweHckasa, H. A. FTannouna, K. M. Hukeposa, J1. J1. HoBuukas

UHcTuTyT Neca Kapesibckoro Hay4Horo ueHTpa PAH

M3y4eHo pacnpeneneHne akTMBHOCTM caxapo3opacliennsiowmx (GepMeHToB B ak-
LenTopHbIX opraHax (ctebnun, KopHU) cesHUEB 0b6bl4HON (Betula pendula var. pendula)
1 Kkapenbckol (B. pendula var. carelica) 6epe3bl. Y 1,5-MeCAYHbIX CESHLLEB OCHOBHbIM
aTTParnpyroLLUM LLEHTPOM SIBNIIETCS KOPEHb, @ PACLLENIEHNE Caxapo3bl OCYLLECTBSET-
CSl NPENMYLLECTBEHHO 3a CHET Caxapo30CKHTa3bl. [lokaszaHo, 4To Y kKapesbekol 6epesbl
MeTabonmsaums caxaposbl nponcxoamna 60nee MHTEHCUBHO MO CPABHEHWIO C pacTEHN-
MU 0b6bl4HOM 6epesbl. OBHapyXeHa BbICOKash aKTMBHOCTb EPMEHTOB AUCCUMUNSLAN
caxapo3bl B cTebONSAX 5-MeCsUHbIX PacTeEHUI, YTO CBUAETENbCTBYET O PAaCXOL40BaHUU
OCHOBHOW MaccCbl MeTaboMTOB HAa 06pa3oBaHME CTPYKTYPbl 3TUX OpraHoB. [pun aTom
y 5-Mecsa4HbIX cesHUeB 0bblYHON HGepesbl HablaaeTCcs BbiCOKash akTMBHOCTb caxapo-
30CUHTa3bl, Y Kapenbckol 6epesbl — anoniacTHOM nHBepTasbl. Takum o6pa3om, 61oxm-
MUYECKME N MOJIEKYNSIPHBIE PA3NINUNS MEXAY PaCTEHUAMUN 0ObIYHOM 1 Kapenbckon be-
pesbl 3aKnaaplBalOTCS eLLe Ha PaHHKX 3Tanax OHTOreHe3a [0 NOSIBIEHMS Y KapebCKOM
6epesbl BUANMbIX NMPU3HAKOB aHOMaJslbHOWM MO CTPYKTYpe ApeBecKHbI. [Toka3aHo Bnvs-
HWE YPOBHS OOCTYMHOIrO a3oTa Ha akTMBHOCTb Caxap030pacCLUEnSoWmMX GEPMEHTOB.
BblpallmBaHme onbITHBIX PACTEHWI HA Cpeae C HU3KUM COAePXaHMEM a30Ta NPUBOANIIO
K noAaBfieHno MeTabonnaaumnm caxaposbl B aKLLENTOPHbIX opraHax. Y 06bl4HON 6epesbl —
3a CYET CHUXEHUS aKTUBHOCTM Caxap030CKHTa3bl, Y Kapenbckol 6epesbl — akTMBHOCTHU
KNCIbIX MHBEPTA3. To ecTb y CesHLUEB 6epesbl MOBMCIION B YCNOBUSIX HU3KO 06eCneYeH-
HOCTM a30TOM NPOUCXOAMNIIO MNOAABNIEHNE KCUTOrEHES3A N BCE PECYPCHI PACXOL0BAIMCh
Ha nogaepxaHne GromMacchl KOPHEN, NPY 3TOM Y Kapesnbckol 6epesbl CHMXanacb MeTa-
6onn3auus caxaposbl B anonnacTte, NpUBOASALLAS K NapeHXnMaTn3aumm TKaHen.

KniwoueBble cnosa: Betula pendula Roth; caxapo3ocuHTasa; anonnacTtHas, Bakyo-
NApHas, yMTonna3maTmyeckas MHBepTasa.

Yu. L. Moshchenskaya, N. A. Galibina, K. M. Nikerova, L. L. Novitskaya.
ACTIVITY OF SUCROSE DISSIMILATING ENZYMES IN EARLY ONTOGENY
IN DIFFERENT FORMS OF SILVER BIRCH

The distribution of interchangeable sucrose-cleaving enzymes’ activities in sink organs
(stem, root) of silver birch (Betula pendula var. pendula) and Karelian birch (B. pendu-
la var. carelica) seedlings was investigated. It is shown that the dominant sink organ in
1.5-month-old seedlings is the root, and sucrose cleavage is mainly performed by su-
crose synthase. Early in the ontogeny sucrose metabolism in Karelian birch sink organs
is more intensive compared to silver birch. As confirmed by the high activity of sucrose-
cleaving enzymes in the stem, the bulk of metabolites in 5-month-old silver birch plants
were spent on the formation of the stem’s structure. We observed high activity of sucrose
synthase in the stem of 5-month-old silver birch seedlings and high activity cell-wall in-
vertase in Karelian birch. Thus, biochemical and molecular differences between silver
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birch and Karelian birch originate from the early stages of the plants’ ontogeny, before
the traits of abnormal wood structure become visible in Karelian birch. The effect nitrogen
availability on the activity of alternative sucrose-cleaving enzymes is shown. Cultivation of
experimental plants in nitrogen-deficient media suppressed sucrose metabolism in sink
organs: through reduced activity of sucrose synthase in silver birch, and through reduced
activity of acid invertase in Karelian birch. This means that low nitrogen availability to silver
birch seedlings resulted in inhibition of xylogenesis, and all the plant’s resources were uti-
lized to support root biomass, whereas in Karelian birch it caused a reduction in sucrose
cleavage in the apoplast, thus leading to an increase in the amount of parenchyma cells.

Keywords: Betula pendula Roth; sucrose synthase; apoplastic invertase; vacuolar in-

vertase; cytosolic invertase.

BBepeHune

Caxapo3sa ABnsieTcs BaXHbIM CybCcTpaToM MHO-
rmx GUOXMMWYECKUX MpeBpaLleHnii, obecneyn-
BaAKOLMX POCT M PasBUTUE MNPOBOAALLUMX TKaHen
CTBOJIa [OPEBECHbIX pacTeHuin. Ha npoTsxkeHuun
BCEro BereTauyoHHoro nepmopa y 6epesabl NnoBuUC-
JIO OHa npepacTaBnsieT coboli OCHOBHYIO TpaHC-
NOPTHYIO dopMy doToaccMmMmmnaTos [HosuLkada
n ap., 2015]. depmeHTHasa cuctemMa gerpagaumm
caxaposbl y pacTeHuin BkIoHaeT B cebs caxapo-
3ocuHTagdy (CC, K. ®d. 2.4.1.13), untonnasmaTu-
yeckylo (LinWHB), BakyondapHyo (BakMHB) n ano-
nnacTHyto (AnHB) nHeepTtasbl (K. d. 3.2.1.26). Ha
B3POCSIbIX pacTeHusx AByx ¢dopm 6epesbl NoBUC-
IO — Ha 00Obl4HOW Gepel3e C HopMasibHbIM CTPO-
eHnemM TkaHen ctBona (Betula pendula Roth var.
pendula) v kapenbckoi 6epese (B. pendula var.
carelica) ¢ NPoOABUBLUMMUCSH NPU3HaKamMun CTPYK-
TYPHbIX @aHOManuMi — NokKasaHbl Pa3nnynsa B pac-
npeneneHnn aktneHoctn CC n AnMHB B kKcuneme
B Nepuop, akTMBHOIro kambuanbHoro pocta. Y pac-
TeHuI 0Obl4HOM 6epedbl Ha POoHEe NOHMKEHHOWN aK-
TMBHOCTU AnNWMHB HabMOAal0TCs BbICOKME 3Ha4e-
Husa akTmBHocTu CC. MNMepexon K y3opyaToMy CTPO-
€HUI0 APEBECVHbI MPUBOAUT K CMEHE HanpaBfieHust
OnpPepeHUMpPoBKN  KNETOK KamMbus B CTOPOHY
YBENNYEHUS YMCNa MAPEHXUMHbIX KNEeTOK WU ne-
peopueHTauun mMeTabonnama akLenTopHbIX Tka-
Hel Ha HakornJeHne 3anacHbix MeTabonuTos. Mpn
3TOM aKkTMBHOCTb CC B KCuneme pes3ko CHUXKAET-
csa n Bo3pacTtaet Bknan AnMHB B npouecc gerpa-
Jaumm caxapo3bl B aKUENTOPHbIX TKaHSAX CTBONA,
0 4YEM CBMOETENbCTBYET BbICOKAsh aKTUBHOCTb AAH-
Horo ¢pepmeHTa [FanmbuHa u ap., 2015a, 6]. danb-
HerLre nccnenoBaHns nokasanu, 4To akTMBHOCTb
CC v AnlHB B Kcuneme 6e3y3opyaTthbix OepeBbEB
KapenbCcKom 6epedbl TakXKe OT/INYAETCS OT TakOBOW
y pacTteHuii obblyHOM Gepe3bl [[anubuHa n ap.,
2016a)]. BblgBMHYTO NpeanofioXeHue, 4To Hapy-
LweHns GYHKUMOHNPOBAHNA HEPMEHTHbLIX CUCTEM
yrneBoAHOro oOMeHa y KapenbCckoi 6epedbl Hauu-
HaIOTCH eLLle B XO4e pPaHHero OHToreHesa, o Hava-
na GopMmMpoBaHmna aHOMasbHOW APEBECUHbI.

MoMmMMO caxapoB [Ais1 HOPManbHOro pocTa
pacTeHUs W YyBENNYEHUS €ero MNpPOAYKTUBHOCTU
HEeOOXOAMMbI HUTPATbl, KOTOPbIE HE TOJIbKO WH-
OyuMpyloT NyTb aCCUMUASLMN a30Ta B PacTEHUU,
HO W MOryT nepenporpamMmumpoBaTb Yriepos-
Hbli MeTabosIM3M B HanpaeneHun co3paHus 6o-
nee 61aronpusTHbIX YCIOBUA 01 3TOM acCUMM-
naumn [Coruzzi, Bush, 2001; Chikov, Bakirova,
2004; Crawford, 2006; Tsay et al., 2011]. AHann3a
XapakTepuCTUK MO4YB BOKPYr apeana KapebCkKomn
6epe3bl nokasasn, YTO OHa He PacnpoOCTPaHsEeT-
csl B 06nactu Kak o4YeHb 6efHbIX (MPUMUTUBHbIX
N FOPHO-TYHOPOBbLIX), TaK U OTHOCUTENLHO Gora-
ThIX NOYB (6Yp0O3eMOB TEMHOLBETHbIX) [HoBMLKaS,
2008]. bbino nokasaHo, YTO OrpaHMYeHne apeana
KapesibCckoi 6epe3bl CO CTOPOHbLI MI0O0POAHbLIX
NMO4YB MOXET ObITb 0OYC/IOBNEHO CMELLLEHMEM 30HbI
WHTEHCMBHOIO anornjiacTHOro yCBOEHUSI Caxapo-
3bl B CTOPOHY (PJI0OBMbI MO, BAUSHUEM BbICOKMX
[03 a30THOro nutaHusa [FannéuHa n gp., 20160].
Y 00bl4HOM Gepedbl gelicTBue M3bbITKa HUTPA-
TOB YCMMBAJNO MCMOJMIb30BaHME Caxapo3bl Yepes
Ccaxapo30CUHTa3HbIN NyTb ee MeTabonmsauuu,
pesysibTaToM 4ero Oblflo yBENMYEeHWe Mpupoc-
Ta ApeBecuHbl. B kcuneme kapenbckoii 6epesbl
HUTPaTbl MNPUBOOWAN K CHUXEHUID aKTUBHOCTU
kak CC (ymeHbLLEeHMEe NpuUpoCcTa APEBECKUHBI), Tak
n AnHB (YMEHbLUEHVE KONMYeCTBa NapeHXUMBbI,
T. €. HopMannsaumsa CTPOeHUs ApeBecuHbl) [[a-
nmbuHa n ap., 20166]. NonobHOro nccnenoBaHns
BUSIHNS HEQOCTaTKa a30Ta HA akTUBHOCTb OCHOB-
HbIX caxapo3opacLuennsiowmx ¢epmeHToB bepe-
3bl NOBUCION paHee He NPOBOANIOCH.

Llenb paboTbl 3akntoyanack B UCCNeLoBaHUN
aKTMBHOCTW CaxapO30CMHTa3bl U MHBEPTa3 y ce-
AHUEeB 6epedbl MOBUCON Ha PaHHUX 3Tanax OHTo-
reHesa, Kak B HOpMe, Tak 1 B YCNOBUSX HEaocTaT-
Ka a30THOro NUTaHus.

O0beKkTbl U MeToAbl UCCIief0BaHUs
MccnepoBaHne npoBOAMIN Ha CesHLUAx, Bbl-

paLLEHHbIX N3 CeMSH 00bI4HOM Gepesbl NMOBUCON
(Betula pendula Roth var. pendula) n kapenbckon
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6epesbl (B. pendula var. carelica (Merklin)). Pac-
TEHUNS BbIpALLEHbl U3 CEMSIH, NMOSTYYEHHbIX OT KOH-
Tponupyemoro onbineHus (Forelia QY, ®uHnsaH-
ouns). CemeHa Kapenbckon 6epesbl MoJly4eHbl OT
POOVTENLCKNX AEPEBBEB C APKO BbIPAXEHHbLIMU
npmM3Hakamu y3op4yaTocTn ApeBecuHbl. PacTte-
HUS BblpalLMBanM B KamMepe npu Temnepartype
23 °C, 16-4yacoBoM ¢poTonepmoae, OCBELLEeHHOCTU
8 knk Ha nuTaTenbHOM rpyHTe Terra Vita cnepyto-
wero coctaBa: N-0,91 %, P -0,2 %, K- 0,094 %.

MiccnepoBaHme akTUBHOCTU (DEPMEHTOB AUCCU-
MUNSLMN Caxapo3bl HA PaHHUX 3Tanax OHTOreHesa
NPOBOOVAN Ha OBYX rpynnax pacTteHuin. PacteHus
NepBON rpynmnbl BbipALLMBaAM NPUMEPHO A0 3-5 cM
B BbICOTY M CHUMaJIV AJ1s aHanm3sa B Bogpacte 1,5 me-
cqua. Bo3pacT pacteHuii BTOPON rpynrnbl HA MOMEHT
oTbopa coctaBun 5 mecsiLeB, BbiCOTa HaA3eMHOM
4yacTu pacTeHWin AaHHol rpynnbl 6bina ~25 cm.

Onsa onpepeneHvs BAMsHUA a30Ta Ha aKTUB-
HOCTb (YEPMEHTOB AUCCUMUNALUM  Caxapo3bl
4YacTb PaCTEHU BbIPALLMBAIMN B YCNOBUSAX HEOO-
cTaTka a30THOro NMUTaHUA Ha €CTECTBEHHOM MOY-
BOrpyHTE (Mo4BeHHbIN ropmn3oHT Bf), coctas: N —
0,095 %, P - 0,051 %, K- 0,065 %. OT60op TkaHel
NPOBOAVAN MO OOCTMXKEHUN PaCTeHusMu 5-me-
CSIYHOro BO3pacTa.

Ha aHanna otbupanu kopHu 1 ctebnu. Pactn-
TeNbHbIN MaTtepuan GUKCMpoBanu B XUAKOM a30-
Te u xpanunu npm —-80 °C.

Ona onpeneneHna GepMeHTaTMBHON aKTUBHO-
CTW paCTUTENbHbIE TKAHU pacTupanu B XMAKOM a30-
Te 1 romoreHmnsunposanu npu 4 °C 8 50 MM 6ydepe
Hepes (pH 7,5), copepxawem 1mM 3OTA, 1 MM
9ITA, 3mMM ATT, 5 MM MgCl,, 0,5 MM PMSF. MNocne
20-MVHYTHOM 3KCTPAKLMN FOMOreHaT LeHTpudyrn-
posanu npu 10 000 g B TeuyeHme 20 MUHYT (LEeHTpU-
dyra Sigma 2-16PK, N'epmanHusa). Ocagok Tpoekpar-
HO npombiBann 6ydpepom. OOLEONHEHHbIN Ccynep-
HaTaHT 1 0cafok avanusosanu npu 4 °C B TeyeHne
18-20 yacoB npoTuB Bydepa a9 roMmoreHn3aumm,
pasbasnieHHoro B 10 pas3. B nony4yeHHbIX nocne
onannsa GepmMeHTaTUBHbIX NpenapaTtax cBoboaHble
rekco3bl 1 caxaposa He onpegensnucb. B ocanke
onpenensann akTuBHoCTb AnlHB, B cyrnepHartaHTe —
LInMHB, BakMHB, CC. AKTUBHOCTL (PEPMEHTOB Onpe-
Oensanv nocne nHkybaumm nony4eHHoro npenapara
npu 30 °C B TeyeHme 30 MuHyT. NHKyHaumoOHHas
cpepa ans onpenenenuns aktneHoctn CC copepxa-
na 73 mM Tpuc-HCI (pH 7,5), 2,5 MM YO®d-rntoko-
3y, 20 MM ¢pykTody, 5 MM MgCl,, 3 MM DTT. Ak-
TnBHOCTE CC onpenensnv B HaNnpaBfieHUM CMHTE3a
caxapo3bl Mo konmyecTBy obpasdoBasLuencs pyk-
TO3bl CMNEKTPOPOTOMETPUYECKN  (CNEKTPOPOTO-
meTp CP-2000, Poccus) [Fannbuna v ap., 2015a].
MukybaumoHHas cpefa ofis onpenesnieHns akTuB-
HOCTK MHBepTasbl cogepxana 100 MM aueTaTHbIN
6ydep (pH 4,7) (AHB 1 BakMHB) nnn 50 MM Hepes

(pH 7,5) (UutWHB) 1 25 MM caxapo3y. Konnyectso
obpasoBaBLUeiica B NpoLecce MHKyGaLmm riokoabl
onpeaenann rankKo300KCUOAA3HbIM METOA0M (Ha-
6op peareHToB «[Noko3a-Arat», Poccus) [Fanmbu-
Ha n gp., 20156]. AKTMBHOCTb PEPMEHTOB Bbipaxa-
M B MKMOJ1b PacnaBLUencsi caxapo3bl HA I CbIpOW
TKaH (MKMOJIb/T CbIPOI TKaHU).

O6paboTKy AaHHbIX MO peaynbTaTamM uccne-
[OBaHMs NPOBOAWAM C WCMONb30BaHMEM 0bLue-
NPUHATBIX METOA0B CTaTUCTUYeckol 06paboTku
OAHHbIX C MCMOSIb30BAaHMEM MAKETOB MPOrpamm
Microsoft Excel n StatGraphics gna Windows.

lMpuBeaeHHbIE AaHHbIE NPEeACcTaBEeHbl B BUOE
CpefHuX apudMeTUHecknx 3Ha4eHnin no Gronoru-
4eCKoW NOBTOPHOCTM B Konndectese 5-10 anepesb-
€B Kaxaown rpynnbl. AHanMTn4yeckasa rnoBTOPHOCTb
TpexkpaTHasa. bapbl Ha agmarpammax — owmbka
cpenHen. Pasnuuna B pacrnpenesieHnn nokasare-
nen mexay rpynnamuv pacteHuin onpenensnm me-
TOAOM OLLEHKM 3HAYMMOCTU Pa3nuyni CpeaHux Be-
nnuvH (t-kputepuin CtelogeHTa). CTtatucTrnyeckm
3HAYNMbIMK cUYUTaNMCh pasnnyama npu p < 0,05.

Pe3ynbTaTtbl

AKTUBHOCTb pEPMEHTOB ANCCUMUIISLNN
caxapo3bl B akLiernTopHbIX opraHax
1,5-mecs4Hbix cesiHUueB Betula pendula Roth

Y cesaHueB B. pendula var. pendula npute-
KaloLwas M3 NMCTbeB Caxapo3a pacliennsnach
NPENMYLLECTBEHHO B KOPHSIX 32 CYeT AesTellb-
HocTn CC, aKTMBHOCTb KOTOPOW AgocTturana
44 MKMOJb/T CbIPOI TKaHW, 4TO B 2,2 pa3a 60sb-
we, 4em B cTebne (puc. 1). B oTamMyne oT KOpHS
B cTebne Habnoganack BelcOkasi cTeneHb yTuin-
3auum gucaxapuga no MHBepTasHOMY NyTu, B OC-
HOBHOM 3a cyeT padoTbl AnHB (10 MKMOJb/T Cbl-
pow TKkaHu), a Takke BakVHB (2,4 MKMONb/I CbIpOM
TkaHn) n UnuthHe (0,9 MKMONb/I CbipOM TKaHW)
(puc. 1, A). B KOpHSIX aKTMBHOCTb MHBEpTa3 Obina
MeHbLue B 1,5-2 pasza (puc. 1, b).

Y cesHueB B. pendula var. carelica meTtabo-
nmM3aums caxapo3bl B KOPHSX 33 CYET aKTUBHO-
ctn CC (88 mkmonb/r ceipon TkaHu) (puc. 1, B)
6bina B 3 pasa 6onblue, 4em B ctebne (puc. 1, A).
B oTnmumne oT cesHueB 0Obl4HOM Gepesbl pacTe-
HWUS, BblpalLEeHHble U3 CeMsH Kapenbckol Gepe-
3bl, UMenn 6onbLuyto akTueBHOCTbL CC kak B cTebne
(8 1,5 pasa), Tak 1 B KOpHe (B 2 pasa) (puc. 1).

AKTUBHOCTb pEePMEHTOB ANCCUMUIISLNN
caxapo3bl B akLlernTopHbIX opraHax
5-mecs4HbIx cesiHueB Betula pendula Roth

Y 5-meca4HbIX cesHueB B. pendula var. pendula
NO CpaBHEHUIO C 1,5-MeCsYHbIMU pPaCTEHUAMU
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BO3pacTaeT MUHTEHCUBHOCTbL MeTabomM3aunm caxa-
pO3bl, 0COOEHHO B HAA3EMHOW YacTu. Tak, B CTe6-
e 5-MeCa4YHbIX CeSHLEB B 7 pas Bbllle aKTUBHOCTb
CC (139 mkmoOnb/T Cbipoi TkaHu), B 3,6 pasa — ak-
TMBHOCTb ANVIHB (37 MKMOb/I CbIPOM TKaHW) U B
2,3 pasa — akTuBHOCTb LIMTUHB (3,3 MKMO#b/T Cbl-
pown TkaHu) (puc. 2, A). B KOpHAX K 09T MecsLuam
B 2,5 pasa Bo3pacTtaeT aktnBHocTb CC, 3Hauye-
HUe ee pocturaetr 111 MKMONb/T CbIPpON TKaHU
(puc. 2, B).

Y 5-mecsa4HbIX cesHues B. pendula var. careli-
ca, No cpaBHeHUO C 1,5-MecaYHbIMU paCTeHUSs-
Mu, B cTebne metabonmsauns caxapo3dbl caxapo-
30CMHTA30M yBenn4mneaeTcs Bcero B 1,5 pasa, B 710
BPEMS KakK aKTMBHOCTb anonaacTHOW MHBepTasbl
Bo3pacTtaeT B 6,3 pasa, 3HadyeHue ee poctura-
eT 54 MKMOnb/r Cbipon TkaHu (puc. 2, A). B kop-
HAX OTMeYaeTcs CHuxeHue aktuBHoctu CC pgo
20 MKMONb/T CbIpOW TKaHu (puc. 2, b).

BbiCOKkME 3HaYEeHNs aKTUBHOCTM caxapo3opac-
wennsowmx depMeHToB B cTebsie CBUAETENLCT-
BYIOT, YTO Y 5-MECSYHbIX CEAHLEB OH CTaHOBUTCS
OCHOBHbIM aTTparmpyoLmm opraHom. CymmapHasi
akTMBHOCTb pepMeHToB B cTebsie, N0 CPaBHEHMUIO
C KopHeM, npeobnanaet B 1,5 1 3,4 pasa y obbly-
HOI 1 KapesbCKol 6epe3bl COOTBETCTBEHHO.

Y 5-MecCHYHbIX pacTeHuin, N0 CPaBHEHUIO
¢ 1,5-Mecs4HbIMM, NPOUCXOONT NSMEHEHME COOT-
HOLLEHMSs1 aKTUBHOCTM ABYX Caxapo30pacLLensisto-
wnx pepMeHToB. Y 006bl4HO Bepesbl B akLenTop-
HbIX opraHax Hab[aeTcs BbiCOKasi akTUBHOCTb
CC, 3Ha4yeHune koTopon B 4 pasa Bbille aKTUBHO-
cTn AnMHB. Y kapenbckon 6epesdbl, HanpoTMB, NP
HeBbICOKOM akTmBHOCTM CC (B 3 pasa Huxe no
CpaBHEHMIO C 0ObI4HOM 6epe30il) CyLLeCTBEHHO
NOBbILLIAETCS aKTUBHOCTb ANHB (puc. 2, A).

BnusiHue Hu3kovi obecriedyeHHOCTY a30TOM
Ha MopgomeTpuydeckme rnokasaresim

M aKTUBHOCTb Caxapo30pacLLerisiioLmx
¢pepmeHTOB y cesiHLeB 6epe3bl MOBUCIION

Y pacTeHui, BblpalleHHbIX Ha 6edHbIX Moy-
Bax, MO CPaBHEHMIO C HOPMOW CYLLECTBEHHO CHU-
3unacb anmHa rnobera — B 4 1 6 pa3 y obbIMHOM
1 KapesibCcKon 6epesbl COOTBETCTBEHHO. [1pn 3TOM
OnHa KopHel y 06enx ¢popm 6epesbl MOBUCIION
yMeHbLUWIachk BCero B 2 pasa (puc. 3).

Y cesqHueB B. pendula var. pendula, Bbl-
palleHHbIX Ha Mo4YBax C HU3KUM cofepxa-
HMEM [OOCTYNHOro as3oTa, MO  CPaBHEHMUIO
C HOPMOW, cHmXkanacb cTeneHb MeTabonmaa-
LMK caxapo3bl B cTebne u B KopHax B 13 n 5 pas
COOTBETCTBEHHO (puc. 4). OCOOEHHO CyLlecT-
BEHHO YyMeHblunacb akTuBHocTb CC. Tak,
B cTebne aktmBHOoCcTb CC cHuaunacb B 31 pas,
a aKTMBHOCTb MHBEPTA3 B 3—-5 pas; B KOPHe caxa-
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Puc. 2. AKTMBHOCTb anonnactHon (AnWHB), Bakyonsp-
Hon (BakWHB), umtonnasamatmyeckon (LntWHB) nHeep-
Ta3bl 1 caxapo3ocuHTasbl (CC) B ctebne (A) n kopHe (bB)
5-MecCsIUHbIX cesHLEB OObIYHOM (CBET/Ible CTONOUKN) U
KapenbCckom (TeMHble CTON61KM) 6epessbl
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Puc. 3. Ha ¢poTorpadusax BHELLHMIA BUA, 5-MeCsaYHbIX CesiHLEB 00bI4HOM (A, B, [1) n kapenb-
ckon (B, ', E) 6epesbl, BbIPOCLUMX NPU HOPMAanbHOM ypoBHe a3oTa (A-I) n HegocTaTke
asoTHoro nutaHua (4, E). Ha anarpamme aonnHa nobera n KOpHeENn 5-MecsyHbIX CEAHLUER
06bi4HOM (1, 3) n kapenbckon (2, 4) 6epesbl, BbIPOCLUMX NPY HOPMAJIbHOM YPOBHE a30Ta
(1, 2) n HepocTaTKe a30THOrO NUTaHus (3, 4). * 3geck 1 Ha puc. 4 pa3nuynsa cTaTucTuye-
CKM 3HA4YMMbl MO OTHOLLEHWIO K KOHTpOoto (p < 0,05)

pPO30CHHTa3Has akTMBHOCTb YMEHbLUMIACh B 7 pa3
Ha OHEe CHMXEHUS VMHBEPTA3HOW aKTUBHOCTU B
2-3 pa3za.

Y pacTeHuln kapenbckoi 6epe3bl MeTtabonu-
3aumsl caxapo3dbl B cTebne cHusunacb B 3 pasa,
a B KOPHE He n3meHunaco (puc. 4). YMeHblLleHne
pacLienneHus gucaxapuga B ctebne npon3oLno
B OOJIbLLEN CTEMNEHN 3a CHET CHUXEHUS aKTUBHO-
CTU K1CbIX MHBepTas AnlHB (B 5 pa3) n BakMHB
(B 4 pasa), aktnBHocTb LUntHB n CC nameHmnaco
He TaKk CUNbHO (yMeHbLueHne B 2-3 pasa). lMpu
9TOM Yy pacTeHUI KapenbCckon 6epessbl, BblpalleH-
HbIX Npu geduunTe asoTa, akTBHOCTL CC B CTE6-
ne 6bi1a B 4 pasa Bbille, YeM Y TaKUX XXe pacTeHUI

O6GcyxaeHue

TpaHcnopT caxapodbl N3 GOTOCUHTEIMPYIOLLMX
JINCTbEB KOHTPOIMPYETCS CNOCOOHOCTBIO akLEenTo-
POB K €€ pacLLENIEHNIO, YTO NOAAEPXKMBAET rpagn-
EeHT ancaxapuaa. B noBbIlWEHNM aKL,EeNTOPHOM CUSlbl
opraHa BaxkHylo pPOfib UrpatoT anonnacTHasa MHBep-
Tasa [Koch, 2004; Iraqi et al., 2005; Godt, Roitsch,
2006; Canam et al., 2008; Barratt et al., 2009 n gp.]
n caxapo3ocuHTasda [Godt, Roitsh, 2006; Coleman
et al., 2008; Nilsson et al., 2010 n gp.]. B akuenTop-
HbIX opraHax kak 1,5-Mecsi4HbIX, Tak U S-MEeCHAYHbIX
pacTeHnli akTUBHOCTb OAHHbIX GPEPMEHTOB 3HAYU-
MO BbILLIE MO CPaBHEHWIO C APYrMMK caxapo3opac-
wennaowumn - depmeHtamn  (BakMHe, LInWHB).

00bl4HOI 6epesbl.
®
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Puc. 4. AkTnBHOCTb anonnactHon (AnWHB), BakyonsipHon (BakWHB), untonnasmarmnyec-
ko (LlmtWHB) nueepTtasbl n caxapo3ocuHtasbl (CC) B ctebne (A) u kopHe (B) 5-mecsayHbIx
cesiHueB 06bI4HOM (1, 3) 1 kapenbckoit (2, 4) 6epesbl, BbIPOCLLMX NPU HOPMasibHOM YpPO-
BHe a3oTa (1, 2) n HegocTaTke a30THOro nuTanus (3, 4)

Y 1,5-MecsiuHbIX pacTeHuin 6epesbl NOBUCIION KO-
peHb SIBNSIETCA OCHOBHbIM MOTPebnsAoWmMM opra-
HOM (MeTabonunaaums caxapo3bl B KOPHSX BbilLe Mo
cpaBHeHuo co ctebnem) (puc. 1).

Bbicokas akuenTtopHas cwuna KOpHa noa-
[epXvBaeTcqd B OCHOBHOM 3a CHET aKTUBHOCTU
CC (puc. 1, B), uTo cornacyetca ¢ nurepatyp-
HbIMW OaHHbIMW [HuknTtuH, W3mannos, 2016].
Caxapo3ocuHTasa npucyTCTBYET B pacTeHuun
NMOBCEMECTHO, HO Haumbosbllasi ee aKTUBHOCTb
obHapyXeHa B MOMOAbIX pacTymx TkaHsx [Cole-
man et al., 2008, 2010]. B knetke CC Haxoautcs
B CBOOOJHOM UM CBSA3AHHOM C Mia3MaTUHecKom
MemMbpaHoi coctosHun [Amor et al., 1995; Sturm,
Tang, 1999]. MembpaHocBa3aHHasa dopmMa caxa-
pPO30CKHTa3bl 06pa3yeT KOMMJEKC C Lesloso-
3ocuHTason [Sturm, Tang, 1999; Winter, Huber,
2000; Ruan et al., 2003], 4To maeT BOSMOXHOCTb

NPSIMOro MCronb3oBaHus 06pazyemMoi B pesysib-
TaTte aktmBHOCTM CC YA ®D-rniokosbl gns 6MocuH-
Tesa Uennono3bl, BXOOALWEN B COCTaB KIIETOYHbIX
cTeHok. B peaynbtate geatensHoctn CC yrnepog
pacxodyeTcs Ha MOCTPOEHUE KIETOUHbIX CTPYKTYP
1N HeoOpaTMMOo BbIBOAMTCH M3 MeTabonnama. Ta-
KuM 06pas3om, y cesHues 6epesbl nosucnon CC —
OCHOBHOW (EepMEHT, co3halomn akuenToOpPHYIO
CUy reTepoTPOdHbIX TKAHEMN.

Y 1,5-Mecsa4HbIX CesHLEB KapesbCKol 6epessbl
Mo CpaBHEHUIO C pacTeHUsMU 0Obl4HOW Oepesbl
akTMBHOCTb CC BblLLIE KakK B KOPHe, Tak 1 B cTebne,
4YTO MOXET CBUOETENbCTBOBAaTb O 00nee UHTEeH-
CMBHOM MNPOTEKAHUM Yy Hee MNpPOoLEeCCOB CTPYKTY-
poobpa3oBaHNS yXe Ha PaHHUX 3Tanax pasBUTUS.
PaHee Ha B3pOC/bix pacTeHMSX Kapenbckoin 6epe-
3bl NOKa3aHO, 4YTO HambonbLuas akTMBHOCTb CC Ha
dOHE WVHTEHCMBHOINO MPOTEKAHUA KCUSoreHesa
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HabnopaeTcsa B kcuneme 6e3y3opyaTbiX yHacTKOB
CTBOJIA Y30p4yaTbhiX PpacTEeHNIn KapenbCcKor bepesbl
[FannbuHa n gp., 2016a].

Mo pe3ynbratamM Hawux  uMCCNenoBaHUn
(puc. 2, A) MOXHO 3aK/io4YnNTb, YTO YXE Yy 5-Mecsu-
HbIX PACTEHU, MO CPaBHEHUIO C 1,5-MeCSAYHbIMU,
OCHOBHbIM aKLLENTOPOM aCCUMUNSATOB CTaHOBUTCS
cTebenb. ATTparvpyoliasl crnocobHOCTb cTedbns
BO3pacTaeT No Mepe pocTa 1 pas3BuTUS OpeBec-
HbIX PACTEHWUI, NPU 3TOM KJIETOYHbIE CTEHKM KCU-
NleMbl CTAHOBSATCS OCHOBHbIMUW akKKyMynsiTopamu
o6vomacchl [AHToHOBa, 2011]. MNpenmyllecTBeH-
Hoe pas3BuTue cTedbNs UM KOPHS (OBYX KOHKYpWU-
PYIOLWVX aKUEenTOPHbIX OpraHoB) perynupyetcs
B paCTEHUU CUrHaNbHBIMU MpoLeccamMm, onocpe-
[OBaHHbIMN PaACTUTENIbHbIMU FOPMOHaMK (aykcu-
Hbl, UMTOKMHWHbLI). HepgaBHO nosiBUNMCH PaboThl,
yKa3blBaKOLLME TAKXKe HA yHacTue caxapoB B peak-
uMax ObICTPOro oTBeTa, HeOOXOAUMbIX OIS MOof-
Jep>XxaHus KoopauHauum pasBuTUS KOPHSA 1 cTeb-
N9 B YCNIOBUSIX OENCTBUSA SHOOMEHHbIX U 3K30reH-
HbIX ¢pakTopoB [Wang, Ruan, 2016].

Y 5-MecsuHbIX cesaHueB 00bl4HOM Bepesbl, kak
ny 1,5-Mecsa4HbIX pacTeHui, B ctebnie U B KOpHe
Bbllle akTMBHOCTbL CC, a akTMBHOCTb AnNMIHB 3Ha-
YnMMOo Hmke (puc. 2). Y cesiHUEB Kapenbckoln be-
pes3bl, HanNpPoTMB, B cTebne Ha GpoHe MeHbLLel ak-
TnBHocTn CC (B 4 pasa no cpaBHEHMIO C OObIYHOW
Oepesoil) Bo3pacTaeT akTMBHOCTb aronjacTHOro
depmeHTa (B 1,5 pasa no cpaBHEHUIO C OObIYHOM
6epesoin). Takum obpa3om, B cTedrie KapesbCKomn
6epesbl yMeHblleHne meTabonmsaumm caxaposbl
NoO CaxapO30CUMHTA3HOMY MyTU KOMMEHCUPYyeTCs
yBENMYEHNEM €€ YTUIN3auum no UHBEPTA3HOMY
nyTn. 9T 3aKOHOMEPHOCTU COrNacylTCs C AaH-
HbIMW, MONYYEHHbIMM Ha B3POCbIX AepeBbsx [[a-
nmbuHa n ap., 2015a, 6]. To ecTb yXXe Ha paHHUX
aTanax pas3sutus y apyx dGopm 6epesbl MOBMCION
HabnpalTCa pasnuyumsa B NyTsax mMetabonmsaumm
avcaxapupa. Y obbli4HOM Oepesbl caxaposa npe-
MMYLLLECTBEHHO PACXOAyeTCsl Ha CUHTE3 KJ1eTou-
HbIX CTEHOK ANGOEPEHLUNPYIOLLNXCH KNETOK KCU-
nemsbl. Y kapenbckoi 6epeabl HabnogaeTcs 6onee
HU3Kas akTUBHOCTb HGEPMEHTOB C BHYTPUKIIETON-
Hol nokanudaumeni (CC, BakWHB, LUnTWHB) 1 BbI-
cokasi akTMBHOCTb AnVIHB, YTO CBUAOETENbCTBYET
O pacLienneHn caxapo3bl B anonaacte u Hakomn-
JNIEHMN Trekco3, KOTopble, ABAAACH CUrHasbHbIMU
MOJsiekynamu, MOryT y4acTBOBaTb B peann3auuuv
MOp@dOreHeTn4ecknx ap@eKToB, nexalimx B 0c-
HOBE aHOMaJslbHOro KCuoreHesa kapesibckoln 6e-
pe3bl. lNoBbilleHHas akTMBHOCTb AnMHB B cTebne
Kapesnbckol 6epesbl Ha GOHEe CHUXEHHOW aKkTUB-
HocTn CC noaTeepXgaeT BbiCKa3aHHblE OPYriMuM
aBTOpamu npeanonoxeHuns [Barratt et al., 2009;
Gerber et al., 2014] 0 BO3MOXHOM y4aCTUN NHBEP-
Ta3bl B CMHTE3€ KOMMOHEHTOB KJIIETOYHbIX CTEHOK.

MpenmyLLecTBo UCNOb30BAHNSA aCCUMUISTOB
B PACTEHUM HA Pa3BUTUE PA3/INYHbIX aKLLENTOPHbIX
OpraHoB ONpPeaensaeTcs He TObKO 3HAOMEHHbIMU
MexaHn3Mamu, HO 1 BHELLIHUMK dakTopamu cpe-
Obl, B TOM 4yncne naogopoamemM noysbl. Beipauy-
BaHMe pacTeHuin AByx hopm Gepesbl NMOBUCIION Ha
NnoYyBe C HU3KNUM coepKaHnem AOCTYNHOro asora
NPMBEJIO K COKPALLEHUIO TEMIMOB poCTa Haa3em-
HOI GuomMacchl, NP 3TOM OHU UMENN TOHKWE, HO
ONVIHHBIE KOPHU (purc. 3).

Y cesHUEB 00Obl4HOW 0Oepesbl, BblpaLLEHHbIX
npu geduunTe MUHepanbHbIX 3IEMEHTOB, Habto-
[anoCb CHWMXeHne GepMeHTaTUBHOM aKTUBHO-
CTW BCexX caxapo3opacLiennsaowmx GepmMeHToB
(puc. 4). OcobeHHO CUIbHO CHM3UNAcb akTUB-
HocTb CC (B cTebne B 31 pa3 1 B KOpHe B 7 pa3) Ha
GOHEe HEe3HAYUTESIbHOrO CHUXEHUA VMHBEPTaA3HOMN
aKkTUMBHOCTU (B 3—5 1 2—-3 pa3a B cTebs1e 1 B KOPHSAX
COOTBETCTBEHHO). bosnblliee nageHve caxapo30-
CUHTa3HOW akTMBHOCTWU B cTebNe, Mo CpaBHEHMUIO
C KOpHEeM, NpuBeso 1 K 6osbLLEel NoTepe Haa3em-
Hol BGuomacchl. Ha ropoxe noceBHOM MnokasaHo,
41O gaxe HM3kune (1 MM) KoHUEeHTpaumMm HATPaToB
MOryT yBenn4mBaTb akTMBHOCTbL CC 1 npmBoanTb
K HaKOMJeHuIo BereTaTMBHOM OMOMacchl pacTe-
HUI [HukutuH, U3mannos, 2016].

Y pacTeHuii kapenbckoii 6epesbl Npu HegocTa-
TOYHOM a30THOM MUTaHUK akTUBHOCTL CC B CcTED-
Jle CHMXaeTcs Bcero B 2 pasa, npu 3Tom B 60/1b-
e CTEMEHN CHMXAETCS aKTUBHOCTb KUCIbIX WH-
BepTad — BakMHB (B 4 pa3a) u ocobeHHO AnMHB
(B 5 pad). To ecTb B yCnoBusaxX HegocTaTka MUHe-
pasibHbIX 3/IEMEHTOB Y KapenbCcko 6epedbl yMeHb-
LWaeTcs BbIXxod, cBOOOOHbLIX rekco3 B anorniacrt,
KOTOpbIE B CBOI O4Yepenb MOryT U3MeHsTb Mpo-
rpaMmmy anpdepeHUPOBKU KIIETOK KaMOranbHOM
30HbI 1 MPUBOANTDL K MOBbLILLUEHMIO CTEMEHN NAPEH-
XnmMaTn3aunm TkaHen cTeona, Nnpuaasasi PeBecU-
He Kapenbckol 6epesbl xapakTepHbIn y30p.

Taknm o6pa3om, Npu HeJocTaTke a30THOMO M-
TaHusa y cesiHueB 6epesbl MOBUCIION NMPOUCXOANT
nogasnieHne KCunoreHesa 1 Bce pecypchbl TpaTaT-
csl Ha nogaepXxaHne 6omMacchl KOpHe, NPy 3ToM
y kapenbckoii 6epesbl cHMXKaeTcs MeTabonmaaums
caxapo3bl B anonjacTe, NpMBOAsLLAa K MApPEHXn-
MaTu3aumny TKaHen.

3aknioyeHue

B xope npoBeneHHOW paboTbl NMokasaHo, YTO
y pacTeHui B Bo3pacTte 1,5 mecsaua OCHOBHbIM aT-
Tparnpyowmm LEHTPOM ABNSETCH KOPEHb, a pac-
LLensieHre caxaposbl B akLenTOPHbIX TKaHsX pac-
TEHUS OCYLLECTBAGETCS NPENMYLLECTBEHHO 3a
cyeT aktmBHOCTM CC. BbIiBNEHO, YTO HA pPaHHMX
aTanax (GopMMpPoOBaHUA pacTeHus meTabonmaa-
LMS caxapo3bl Y Kapenbckon 6epesbl MponcxoanT
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00onee MHTEHCUBHO MO CPaBHEHWIO C pacTeHus-
MU 0ObIYHOM BGepesbl NoBMUCOoN. o A0CTMXEHUN
pacTeHUs MU 5-MecssHHOro Bo3pacTta npoucxoauT
nepeopueHTaumsa nyTen ytunmsaumm caxapo3bl,
1N Hambonee BbiCOKasi akTMBHOCTb caxapo3opac-
wennswowmx depmMeHToB Habnwgaetcs B cTeb-
ne. Y obbl4yHOW Bepesbl NOBUCON BoNbLLAs YacTb
CUHTE3MPYIOLMXCSH MeTaboINTOB pacxoayeTcs Ha
NPOLLECChI CTPYKTYpPOoOoOpa3oBaHus, 0 HeM CBUae-
TeNnbCTBYET BbicOkas akTMBHOCTb CC. Y pacTteHuit
KapenbCckon 6epe3bl BbICOKME 3HAYEHUS aKTUBHO-
CTW KACTbIX MHBEPTAa3 CNOoCOOCTBYIOT HAKOMIEHWIO
0O0NbLIOro KONMYEeCcTBa reKkco3 B aKUENTOPHbIX
opraHax v 3anacHblx MeTtabonmtoB. Takum obpa-
30M, OMOXMMUYECKNE U MOJIEKYNISIDHBIE PA3NINYUS
MeXay pacTeHus MK 0OblYHOW Gepesbl MOBUCION
N Kapenbckol Gepesbl 3aknagblBaldTCs elle Ha
paHHMX 3Tanax pas3BUTUS pacTeHMst OO0 Hadvana
GOPMUPOBAHUS  XapakTEPHOM aHOMaJsIbHOM o
CTPYKTYP€E APEBECUHBI.

BbipawyBaHue pacTeHuin B YCNOBUSIX He-
[OCTaTOYHOr0 a30THOr0 MUTaHUA MPUBOAUIIO
K CHWXEHWIO YPOBHA MeTabonmaauum caxapo-
3bl B @KLEMTOPHbIX OpraHax, y obbl4HOW Gepesbl
NOBUCNON — 3a CYET CHWMXeHus akTuBHocTu CC,
Yy pacTeHuin Kapenbckoih 6epe3bl — akTMBHOCTU
KUCIbIX UHBEPTAS.

ABTOpbI BbipaxarT bnarogapHocTb Y. H. Co-
¢poHoBovi u M. H. lNoaropHov 3a NMOMOLLb B rpo-
BeneHn OMOXUMNYECKUX aHaIN30B.

UccrnepoBaHne BbINOJIHEHO C MCMO/b30Ba-
Huem obopyaoBaHus LIKI «AHanuTuyeckasi na-
6opatopusi» WUJ1 KapHL PAH npu ¢uHaHcoBov
roanepxke w3 cpeacts ¢enepanabHoro 6i0a-
XeTa Ha BbINOJIHEHNE rOCyAapCTBEHHOro 3aja-
Hus (Tema N2 0220-2014-0001) n rpaHTa PODOU
N2 16-04-100639 p_a.
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