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A content of carbohydrates and dehydrins in the leaves, activities of the alternative (AP) and
the cytochrome (CP) pathways of respiration in mitochondria, isolated from leaves, during cold
hardening continuous light (5 °C) and dark conditions with sucrose (2 °C) and relationships
among these parameters and a frost-resistance of winter wheat have been investigated. The
direct relationship among the content of carbohydrates, the activity of AP and frost-resistance
of winter wheat has been detected. It has been concluded that the activity of the alternative
oxidase during cold hardening of winter wheat depends on the content of soluble
carbohydrates and is necessary to maintain metabolic (red/ox) homeostasis in the cell at low
temperatures.
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ORIGINAL ARTICLE
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CopeprkaHuem Caxapos u Mopo3oycTonumBocTbio O3mmoit MweHuupbl
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¢usuonoeuu u 6uoxumuu pacmeHuli Cubupckozo omdesneHus Pocculickoli Akademuu Hayk,
664033, UpkymcK, Poccus

*E-Mail: ol.boroviki@mail.ru

Moctynuna B pegakumio 14 nona 2013 r.

M3yyeHO BAMSIHME XO/N0A40BOr0 3aKa/IMBaHMA B YC0BUSAX HEMPEPbIBHOTO ocBelleHus npu 5 °C u B
TeMHoOTe Ha 12%-om pacTBope caxapo3bl Npu 2 °C Ha copeprkaHne BOAOPACTBOPUMbIX YINEBOAOB U
OErMOpuUHOB B /INCTbAX, aKTUBHOCTb anbrepHatusHoro (AM) w uutoxpomHoro (LM) nyTtein
TpaHCNOpTa 3N1EKTPOHOB B M30/IMPOBAHHbLIX U3 JINCTBEB MWUTOXOHAPUAX U MOPO30YCTOMYMBOCTb
pacTeHWUin 03MMOM MeHuUbl. BbiiBneHa npAmas 3aBUCUMOCTb MEXAY COAEpKaHMEeM Caxapos,
aKTMBHOCTbIO All M MOPO30YCTOMYMBOCTBIO 03MMOWM MweHuubl. CaenaH BbIBOA, YTO AKTUBHOCTb
aNbTepHaTMBHOW OKcMAasbl NPW  XON040BOM 3aKa/IMBaHUMM O3MMOM MNIWIEHWUUbl 3aBUCUT OT
coAepyaHMA BOAOPACTBOPUMBIX YrIeBOAOB M ee (YHKUMOHMPOBaHWE Heobxoanmo AnAa
nogaepaHua metabonnyeckoro (red/ox) romeocTasa B K/JeTKe B YCI0BUAX HU3KMUX TeMNepaTyp.

Key words: alternative pathway, carbohydrates, mitochondria, frost-resistance, Triticum aestivum L.

XonopoBoe 3aKannBaHue pacTeHui Hanunune cBeTa ABNAETCA BaXHbIM ycnoBuem ANA
npeacrasnaet coboi CNOXHbIN npouecc, YCNEeLWHOro NpoTeKkaHua nepsoi ¢asbl X01040BOMO
COMPOBOXAAOWMNCA TNTYBOKMMU U3MEHEHMAMU B 3aKanuBaHuA pacteHuit (TymaHos, 1979). B
3KCMPEeCcCUn MHOXKECTBA TE€HOB, W3MEHEHUAMU B YC/NIOBUAX  3aKa/NMBAHWMA Ha CBeTy 3a cyeT
CTPyKTYype MmembpaH, HaKonmaeHMeM Caxapos, doTocuHTE3a 06pa3yloTcA caxapa, a NOHWMKeHWue
aMWHOKWUC/IOT,  aHTMOKCMAAHTOB, MOBbIWEHUEM TemnepaTypbl 3HAYNTE/IbHO CHUXKAET MUX Pacxon Ha
CTPECCoBbIX TFOPMOHOB, CWUHTE30M CTPECCOBbIX AblxaHue u npoueccbl pocTta. Caxapa BbINOAHAKOT
6e/1IKOB, TOPMOMKEHNEM LE/EHUA U POCTa KNETOK, a OCMOPErYNATOPHYHO, aHTUPU3HYIO,
TaKxke M3MeHeHnem SHepreTMyeckom KPMONPOTEKTOPHYIO U aHTUOKCUAAHTHYO GYHKLMMK,
cocTaBastoLLel KNeTo4yHOro meTabonmama HanpAMyl WAM ONOCPefOBaHHO Y4yacTBYIOT B
(TpyHoBa, 2007; Viswanathan, lJian-Kang, 2002; nepegave HM3KOTEMNEpPaTypPHOro CUrHana,
Heidarvand, Amiri, 2010; Kosova et al.,, 2012). AKTMBUPYA  TPAHCKPUMUMUIO  MHOXecTBa reHoB

JOURNAL OF STRESS PHYSIOLOGY & BIOCHEMISTRY Vol. 9 No. 4 2013


mailto:ol.borovik@mail.ru

Borovik et al.

(TpyHoBa, 2007; Viswanathan, Jian-Kang, 2002;
Heidarvand, Amiri, 2010). MuTOoXOHAPWM pacTeHUN,
byayum  oAHMM M3 LEHTPOB  perynaumu
3HepreTMyeckoro metabosnsma, UrpatoT KAYEBYHO
posb B OTBETe pacCTeHUMM Ha  CTpeccosble
Bo3aelicTeun (Jezek et al., 2000; Grabelnych, 2005).
OT  OYHKUMOHMPOBAHUA MUTOXOHAPWUA  3aBUCUT
obecneyeHHOCTb KNEeToK 3Hepruen "
3G PEKTUBHOCTb X01040BOr0 3aKaIMBaAHUA. BarkHyto
pO/ib B HU3KOTEMNEPATYPHOW aganTaumm pacTeHuni
urpaet aKTMBaumA MWTOXOHAPUANbHbIX
3HepropaccemBamlLWmx cuctem. B pacTuTenbHbIX
MWUTOXOHAPUAX  OBHApY)KEeHbl:  anbTepHaTUBHasA
LUMaHMApesncTeHTHan oKcuaasa (AO)
(Vanlerberghe, 1992) v anbTepHaTUBHbIE POTEHOH-
HEYyBCTBUTE/IbHbIE HAL(P)H-pernaporeHassbl
(Rasmusson, 2004; Rasmusson et al., 2008), a
Takxe pasobuwatowme 6enkun (Ricquier, Bouillaud,
2000). MNpu  [EencTBUM  HU3KUX  TemnepaTyp
npoucxoguT WMHIrMBMpPOBaHNE OCHOBHOIO
LMTOXPOMHOIO MyTWU TPAHCNOPTA 3NEKTPOHOB M
aKTMBALUMA  anbTepPHATMBHOIO, CBA3aHHOMO C
bYHKLMOHUPOBAHMEM anbTepHATUBHOW OKCUAA3bl
(Armstrong et al., 2008). B HacToswee Bpems
noJsly4YeHbl MHOTOYMCNEHHDIE, 3ayacTyto
HEOAHO3HaYHble 3KCMepUMeEHTaNbHble AaHHble, O
OYHKUMOHUPOBAHUM AO B yCNnoBuAx
HU3KOTEMMNepPaTypPHOro cTpecca. Tak, nog,
OENCTBMEM HUBKMX MOJMOXMKUTENbHBIX Temnepartyp
npoucxoaut noBblLeHne TPaHCKPMMTOB
aNbTepHaTMBHOW OKCMAasbl, copepKaHua benka
AO, a TaKKe YyBE/NMYEHME ee aKTUBHOCTU
(TpabenbHbix 1 ap., 2011; Armstrong et al., 2008;
Mizuno et al., 2008; Wang et al., 2011). B To e
BpeEMA APYrMMW aBTOpamM NpeacTaB/eHbl AaHHble
06  OTCYTCTBMM  MOJIOKMUTENIbHON  KOppensaumu
mexagy cogepxaHmem AO, ee aKTMBHOCTbO M

YCTOMYMBOCTBIO pacTeHuit K xonoay (Stewart et al.,
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1990; Ribas-Carbo et al., 2000). OgHolt 13 GyHKUNIA
AO saBnsetcA npepoTBpaweHve ob6pa3oBaHUA
cBOOOAHLIX  PafAMKaNOB 33 CYET  CHUNKEHWA
MeMBpaHHOro MoTeHUMana npu HecomnpaKeHHOM
ablxaHuu.  PyHKuMoHupoBaHne AO  aBnsetcA
nepBon  /JIMHMEN  3aWUTbl  MUTOXOHAPWUIN  OT
oKucauTenbHoro ctpecca (FpabenbHbix 1 ap., 2011;
Maxwell et al.,, 1999; Mgller, 2001; Blokhina,
Fagerstedt, 2010). AKTMBaLMA NOTOKa 3/IEKTPOHOB
yepes Al MoXeT npeaoTBpaLLaTb
CBEPXBOCCTAHOBAEHNE 3/1EKTPOH-TPAHCNOPTHOM
Lenu XJ0ponaacToB Npu n3BbbITOYHOM OCBELLEHUM,
n36bITOK

3pdeKTUBHO pacceunBan

BOCCTAHOBUTE/IbHbIX 3KBUBA/NIEHTOB oT
xnoponnactos (Yoshida et al., 2011; Xu et al., 2011).
AKTMBHOCTL All Koppenupyetr ¢ coaeprkaHnem
caxapoB, U ero ¢yHKUMOHMPOBaAHME Heobxoanmo
ONA yhoaneHua U3NULWKOB yrnesogoBs (Azcon-Bieto
et al., 1983). dyHKUNOHUPOBaAHUE aNbTEPHATUBHbIX
nyTel  AbIXaHWA  MOMKET  OblTb  YKM3HEHHO
HeobxoAMMO B CUTyauMAX, KOraa OTHOLIEeHWUs
[HAOH]/[HAL] n [AT®]/[AAP] sasnsAoTCA O4yeHb
BbICOKMMW, WMMeHHO b6narogaps TOMYy, UYTO OHM
CcnocobHbl okucautb bGonblie HAAH, npowussogs
npu 3TomMm MmeHble AT®, yBennuMBan, TakKum

o6pa3om, NOTOK CybCTPAaTOB OKUC/AEHMA 4epes

AblxaTesibHyto Lenb (Rasmusson et al., 2008).

Takum obpasom, HecmoTpA Ha bosbluoe
KO/IMYeCTBO pabor, NOCBALLEHHbIX
byHKUMOHMpoBaHMO AO, BOMPOC O PO/IM 3TOrO
bepmeHTa B yCNOBUAX HU3KMX TemMepaTyp ocTaercs
ANCKYCCUOHHbIM " ero CBA3b C
MOPO30YCTOMUYMBOCTBIO 40 KOHLUA He BblAcHeHa. B
CBA3M C 3TUM, LieNbl0 HacToAwWen paboTbl ABMIOCH
usydyeHue

perynaunun a1IbTEePHATUBHOIO

UMaHngpe3ncTteHTHoOro nyTun AbIXaHUA B
MUTOXOHOPUAX U3  3e/1eHblIX JINCTbeB 03MMOi

nuweHunubl, a TakKXe OLeHKa B3aMMOCBA3U MeXay
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aKTMBHOCTbIO All, coaepXaHMem caxapos MU

MOPO30YyCTOMYUBOCTbHO.
MATEPUAIbI U METOAbI

B KayecTBe obbekTa nccnenoBaHnA

MCMONb30Ba/IM  PACTEHMA  03MMOM  MWeEHULbI
(Triticum aestivum L., copT UpKyTcKan). PacteHus
BbIpallMBaAM Ha ONbITHOW CcTaHumMn PUTOTPOH
CUDPUBP CO PAH B Kamepe BINDER KBW 720
(Tepmanms) Ha % pactBopa KHona npu 23/20 °C
(aeHb/HOub), 16 4 doTONEpMoae U OCBELLEHHOCTU
250 mkmonb m™ c*. XonogoBoe 3akanusaHue 7-mu
CYTOYHbIX PacTeHUN NPOBOAUNN B TeyeHue 7 AHeMn
Ha cseTy npu 5 °C (24 4 ¢oTonepmoa, 200 MKMONb
m? ¢') n B TemHoTe npu 2 °C Ha 12%-om pacTsope
caxapo3bl. KoHTponbHble  pacTeHMa  03MMOM
NweHUUbl MCNONb30BaAW B BO3pacTe 9 CyTOK, B
3TOM BO3pacTe Mo CcBOUM  GU3MONOTUYECKUM
napameTpam OHM COOTBETCTBOBA/IN 3aKasleHHbIM
pacteHuAm. [nAa OUEHKM MOpPO30YCTOMYMBOCTU
pacteHnA npomoparkusanm B Kamepe BINDER MKT
240 (FepmaHusa) npu Temnepatypax ot —2 ao —20 °C
(cHU»KeHWe TemnepaTypbl NPOUCXOLMU0 Pa3 B CYTKU
co cKopoctbto 1 °C/u). KonnyectseHHoe

copepraHue BOZLOPACTBOPUMbIX caxapos
onpefensnM C aHTPOHOBbLIM peakTMBOM (Auwe,
1967). MuToxoHAPWUW BbLIAENAAN U3 3eNeHbIX
UCcTbeB € nomouwbio  AnddepeHUMansHOro
LEeHTPUODYrMPOBaHMA W  OYUWAAW B TpagueHTe
nepkosnna. Bce onepauun nNo  BblAeNeHUIO
MUWTOXOHAPWIN NpoBoauau nNpu TemnepaType 0-3 °C.
PaspylweHne pactutenbHo TKaHu (50-60 )
OCYLLLECTBAANN B CTYMKe, COOTHOLUEHWE HaBECKM
pactutenbHoro martepuana (r) u obbema cpeabl
BblgeneHua (mn) coctasnsno 1:4. [Ana BbliaeneHus
MWUTOXOHAPUIA OblIM  UCMONb30BaHbl  cpeabl Mo
Keech c coasT. (Keech et al., 2005) c HeKoTopbIMM
MmoguduKaLmamm. Cpegna romoreHu3saumm

cogeprkana 300 mM caxaposy, 40 mM MOPS-KOH

(pH 8,0), 2 MM 3ATA, 10 MM KH,PO,, 1 MM ranumH,
1% PVP-40 (BogopactBopuMblit), 50 MM ackopbar,
20 mM umctenH u 0,5% 6bluMiA CbIBOPOTOYHBIN
anbbymuH (BCA). FomoreHaT, NoAy4YeHHbIn nocne
pa3pyLeHUs pacTUTENBHOIO MaTepmana, OTKUMANU
Yyepes KanpoHOBYIO TKaHb U ANA OCAXKAEHUA aaep U
KPYMHbIX KNIETOYHbIX ¢bparmeHTOB
ueHTpuoyrnposanm 10 mmH npm 3000 g. Ocagok
oTbpacbiBaM U CynepHaTaHT UeHTpudyruposanm
ewe pa3 npu 3000 g B TeyeHne 5 muH. 3aTem
0CafoK oTbpacbiBanu, a  MUTOXOHAPUM U3
cynepHaTaHTa ocaxkganm npm 15000 g B TeveHune 15
MUH. TonyyeHHbIN OCafoK NPOMbIBAAN Cpeaon,
copepauwen 300 mM caxaposy, 10 MM MOPS-KOH
(pH 7,5), 10 mM KH,PO, n 0,5% BCA. NoBTopHOE
OCa)KeHWe MUTOXOHAPUIM nocne NPOMbIBAHUA
nposogmuan npu 15000 g B TeyeHne 15 MuUH.
CycneHsnio NPoMbITbIX MUTOXOHApUI (170-200 mr
6enka) pecycneHgvpoBaam B 1 mn  cpeppl
NPOMbIBAaHWA M HacnauBaAW  Ha  rPajueHT
nepkonna, NPUroTOB/EHHbIN Ha cpeae,
copepauwen 300 mM caxaposy, 10 MM MOPS-KOH
(pH 7,5), PVP-40 1 0,1% BCA. MpagueHT coctoan u3
22, 8 u 6 mn 28, 45 n 60% (o6bem/ob6bem)
nepkoana (“Sigma”, CLLUA), cooTBeTcTBeHHO. MNocne
ueHTpudbyrmposaHma rpagueHta npu 24500 g B8
TeyeHne 60 MWH (ON1A 3aKaneHHbIXx pacTeHuit 40
MWH) nonyy4anu uyeTbipe GpaKUUKM  KNETOYHbIX
KOMMOHEHTOB, GpPaKUMs MHTAKTHbIX MWUTOXOHAPUMN
JIOKaNn30Banacb B HUXKHEN YacTn 28% nepkonia Ha
rpaHmue ¢ 45% nepkonnom. OcBoboxKaeHue
MUTOXOHAPUI ~ OT  NEepKo/ina  OCYLLEeCTBAANM
pasbaBneHnem nocnegHero B 20 pas cpeaomn
npombiBaHua (o6bem/obbem) ¢ 0,1% BCA.
OcaxkgeHne MUTOXOHOPUIA n3  pas3baBieHHOM
cycneHsmn nposoaunn npu 24500 g B TeyeHne 15

MUH. OCafoK OYMLLEHHBIX MUTOXOHAPUI NOBTOPHO

npombiBann 10 obbemamun cpeapl NPOMbIBAHUA C
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0,1% BCA u nepeocaxpanu B TeyeHMe 5 MUH npwu
24500 g. Bce ykasaHHble UeHTPUDYrMpoBaHuA
ocywectensnm B uUeHTpudyre Allegra 64 R
BECKMAN COULTER (CLLA). CycneHsutio
OUYULLEHHbIX MUTOXOHApUIA (1,4-2,0 mr 6enka)
pecycneHampoBanu B cpege npombiBaHua ¢ 0,1%

BCA 1 XpaHunu Ha nbay.

OKUCIUTENbHYIO " dochopunmpytoLLyto
aKTUBHOCTb BblAe/IeHHbIX MWUTOXOHAPUI
peructpuposanu nonaporpadpuyecku c

NAaTUHOBbLIM  3/1EKTPOAOM  3aKpbITOrO  TUMa
(anekTpon Knapka) B Avyeitke obbemom 1,4 mn Ha
nonsaporpade OH-105 (BeHrpus) npu TemnepaType
26 °C. Cpeaa UHKyb6aumm coagepkana 18 mM KH,PO,
(pH 7,4), 300 MM caxaposy, 125 mM KCl, 5 mM
30TA n 0,3% BCA. Mpwu okmucnenmn HAQH u3 cpegpbl
uckntoyanm  SAOTA. B  KauectBe cybcTpaTtos
OKuUCNeHna wucnonb3osaam 10 mM  manat B
npucytcteun 10 mM raytamata, 1 mM HAOH n 1
MM ravumH. TnytamaT go6asnanu ana ycrpaHeHus
OKCafoaLeTaTHOro WHrMBUpPOBaHWUA. Mpwu
okucneHuun HAH B cpeay nHkybaumnmn gobasnsanu 3
MKM pOTEHOH (MHIMBUTOP TPaHCMOPTa 3/IEKTPOHOB
yepes Komnekc | gpixatenbHol uenu) u 0,06 mM
Ca®  (aktmBaTop POTEHOH-HEYYBCTBUTENbHbIX
HAL(®)H-pernaporeHas). Mpu oKMCAEHUN FAMLMHA
B cpeay BHocuau 0,2 mM HAL'. [Ona akTueauum
anbTepHAaTMBHOM  OKcuMAasbl cpefa  MHKybaumum
cogeprkana 1 mM nupysat n 5 mM gutmnotpeuton.
KoHeuHaa KoHueHTpauma AP B suelike 6bi1a 100
MKM. BKknag, anbTepHaTUBHOrO MyTU PaccymUTbiBaIN
B % KaK AblxaHWe, pe3ncTeHTHoe K 1,2 MM unaHunay
Kaima  (KCN)  wn  uHrMbupyemoe 3 mMM

6eH3rngpokcamoBoi Kucaotoi (BrK).

MHTaKTHOCTb BHELLHEN MeMbpaHbI
MWTOXOHAPUIMA  PacCUUTbIBaM MO CKOPOCTU
ackopbaT-3aBUCMMOro CTUMYNPYEMOTO

umtoxpomom ¢ KCN-4yBCTBUTENBHOIO NOr/IOLWEHUA
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Kucnopoga B otcytrcteue u npucytcteum 0,04%
TputoHa X-100 (Davy de Virville et al., 1994).
MHTaKTHOCTb ~ MUTOXOHAPWIA,  BblAENEHHbIX W3
nunctbes, coctasnana 85-90%. CopeprkaHue cymmbl
xnopodunnos (a+b) B rpyboit n ouMLEHHOWN

dparumax MWTOXOHAPUI

onpeaenanu Ha
cnekTpodoTomeTpe npu 652 HM nocne saKCTpaKumm
80% aueToHom no dopmyne ApHoHa (Arnon, 1949).
CoaepikaHue xnopodunna B noay4YeHHoMn
CycneHsnu He npesbiwano 3% OT ero coaep>KaHua B
rpybont ¢pakumm mutoxoHapuin. CoaepraHue
AerMAPUHOB B NIUCTbAX OMNPeAenanu C NOMOLLbIo
anekTpodopesa B 12,5% MAAle ¢ AOC-Na wn
BecTepH-610TTMHrAa  C  aHTUTENamMu  MNpPOTUB
perngpuHos (nobesHo npegoctasneHbl npod. T.J.
Close, CLUA) Ha yHMKanbHylO ANA OerngpuHOB
NN3NH-DOraTylo KOHCcepBaTUBHYO rpynny B6AU3M
KapbokcuabHoro octatka (K-cermenr) (Close et al.,

1993).

MpoBoannan He meHee Tpex He3aBUCUMBbIX

3KCMEPUMEHTOB. MpepcraBneHsl cpeaHue
apudmeTMUEeCKMEe 3HAYeHWA W UX CTaHZAPTHble
OTK/IOHEHMUA.
PE3Y/IbTATblI U OBCYXAEHUE

B cBA3WM C MOCTaBNEHHOMN Lenbld Hamu 6bli1o
M3y4eHO B/UAHWE XONOA0BOIO 3aKanMBaHuA (B
YCNOBMAX  KPYr/IOCYTOYHOTO  OCBELEeHUa W B
TemHoTe Ha 12%-0m pacTBope caxaposbl) Ha CUHTE3
OEerMAPUHOB U COAEp)KaHWe BOAOPaACTBOPUMbIX
YrNeBOAOB B /IUCTbAX, BKAAA aNbTEPHATUBHOIO U
UMTOXPOMHOrO MyTei TPaHCNopTa 3/1EKTPOHOB B

AbiXaHMe U330/ IMPOBAHHbIX MVITOXOH,CI,pVIl‘/‘I, a TaKXe

MOPO30YCTONYMBOCTb PACTEHUI O3UMOW MLLIEHMULLbI.

XonopoBoe 3akanvBaHvWe B TeyeHue 7 CYTOK,
KaK B YCOBMAX KPYrNOCYTOYHOrO OCBELLEHMA, TaK U
B TemHoTe Ha 12%-om pacTtBope caxaposbl
NnpPUBOAMAO K CUHTE3y B JINCTbAX BbICOKO- W

HU3KOMOIEKYNTAPHbIX aAermgpuHoOB C
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NPUHGAN3NTENBHBIMU  MONIEKYNAPHBIMU  MAcCamm
209, 196, 68, 52, 46, 32, 24, 18, 16,5 kla (puc. 1).
YBennyeHue copepXaHua LerngpuHoB o
MOJIeKYNApPHbIMKM Maccamm 209, 196, 68 n 52 kla
NPOUCXOANN0 Yepes CYTKM 3aKaIMBAHUA B YCNOBUAX
HernpepbIBHOTO OCBeLWeHMA U Yepe3 3 CYTOK
3aKa/IMBaHMA B TEMHOTe Ha pacTBope caxaposbl. U3
puc. 1 BWAHO, 4YTO CWHTE3 [AErngpuHOB C
MONEKYNAPHOM maccoi 24 K[la nponcxoann ToNbKO
B JINCTbAX, 3aKa/JMBAlOWMXCA B TeMHOTe Ha
pactBope caxapo3bl. CuHTE3 cTpeccoBbix 6esKkoB
OEerMapuvHOB B JIUCTbAX  CBUAETeNbcTByeT 06

3pPEKTUBHOCTM XONOA0BOrO 3aKa/IMBAHUA 03MMOM

nweHuubl.

PesynbTaTthbl, npeacTaBneHHble HA puc. 2,
NMOKa3blBalOT, YTO XOJIOAOBOE 3aKa/MBaHWe B
YCNOBMAX  KPYrNOCYTOYHOIO  OCBELLEHMA WU B
TEMHOTe Ha pacTBope caxapo3bl MNPUMBOAUT K
YBEMYEHUIO  COAEp)KaHWA  BOAOPACTBOPUMbIX
yrnesofoB. EcnM B KOHTPOAbHbIX  PACTEHUAX
cofeprkaHMe caxapoB COCTaBAANO BCero 2%, To nNpu
3aKanBaHun B ycnosumax HenpepbIBHOrO
OCBelleHMA M B TEMHOTE Ha pacTBOpe caxapos3bl
NPOUCXOAUN0 UX yBennveHue [o 22,6% v 26,4%,

COOTBETCTBEHHO.

[Ona OoueHKM MOpPO30YCTOMUYMBOCTU pPACTEHMA
NPOMOpPaXKMBaaW Npu TemnepaTtypax ot —2 o —20
°C. OueHuBann napameTtp LTs, (TemnepaTtypa,
BbI3blBatoLan rmbenb 50% npopocTtkos). Kak BugHo
u3 puc. 3 Hambonee MOpPO30YCTOMUMBLIMU BblNn
pacTeHusa, 3aKaneHHble B TemMHoTe Ha 12%-om
pactBope caxaposbl (LTsp= —15,6 °C). LTs, Aans
pacTeHui, 3aKaneHHbIX B YyCNOBUAX
KPYrn1oCyTOYHOro ocBelleHua coctasnana —13,8 °C,
a A1 KOHTPOJIbHbIX pacTeHuit Bcero —2 °C. [laHHble
puc. 2 v puc. 3 yKasbiBaloT Ha NPAMYIO 3aBMCMMOCTb

MOpO3OVCTOVI‘-WIBOCTVI OT coAepXXaHuA CaxaposB B

NNCTbAX.

C ucnonb3oBaHnem N30/IMPOBAHHbIX U3 INCTbEB

03MMOi NweHuLbl MUTOXOHZAPWI
NPOaHaNM3NPOBaH BKNag B AbixaHue Al wn UM,
COOTHOLIEHWE KOTOpbIX MpeacTaB/feHo Ha pwuc. 4.
MuTOXOHAPUM U3  3eNeHbIX JINCTbEB OKUCAAU
manat, HAOQH v ranymH. Kak sugHo u3 puc. 4 6onee
BbICOKMI BKAag, Al B AblxaHue Habawoganca npwu
oKucneHun manata m HAOH mutoxoHapuaAmu w3
KOHTPONIbHbIX /INCTbEB, B TO BpemMA KaK B
MUTOXOHAPUAX U3 3aKaN€HHbIX JINCTbEB aKTUBHOCTb
Al 6blna 6onblue B MUTOXOHAPUAX NPU OKUCNEHUMU
ManaTta. B MUTOXOHAPUAX U3 NUCTbEB, 3aKa/IE€HHbIX
B YCNOBUAX HenpepbIBHOrO ocBelleHuns,
NPOMCXoANN0 yBennyeHne akTuBHocT All npwm
OKMCAeHun manata B 2,3 pasa, HAAH —8 1,2 pasa u
rmuunHa — B 1,5 pasa (puc. 4). YBenuueHue
aKTMBHOCTM All B MWUTOXOHAPUAX U3 JINCTbEB,
3aKaNeHHbIX B TEeMHOTE Ha pacTBOpe Caxaposbl,
NPOMCXOANN0 MPWU OKUCAEHUW ManaTa B 3 pasa,
HAH 8 2 pasa v ranmumHa B 1,2 pasa. YsenmyeHue
aKTMBHOCTM AO nNpu  OKUC/NEeHUM cybCcTpaToB
Abixanua (manat, HAOH v ravumH) B ycioBuax
XO/I040BOrO  3aKa/NMBaHWA  PacTeHUI  O3MMOW
MWeHUUbl YKasblBaeT Ha Heobxogumoctb Al
ObIXaHUA  ANnA  NOAAEPMKAHUA  HOPMaNbHOro
dYHKUMOHMpPOBAHMA He Tonbko ITLL xnoponnacrtos
" MUTOXOHAPUNA, HO 7 AbIXxaTenbHOro

(sHepreTnyeckoro) metabonmsma B Lenom.

Takum obpasom, BblAB/IEHA npamas
3aBUCMMOCTb  MENKAY COAEepKaHMeM  Caxapos,
BK/IQA0M anbTepPHATMBHOM OKCMZAA3bl B AbIXaHUE U
MOPO30YCTOMUYNBOCTLIO 3€/1€HbBIX PACTEHUIN O3UMOM
nweHunupbl. MNMokasaHo, YTO PACTeHWsA, 3aKa/ieHHble
KaK Ha HenpepbiBHOM CBeTY, TaK U B TEMHOTe Ha
12%-om pacTBope caxapo3bl, pa3BUBaIM BbICOKYHO
MOPO30YCTOMUYNBOCTD. B 3TUX yCcnoBuax

3aKa/InBaHUA Ha6mo,u,an14 yBennyeHune

copjepxaHma caxapos (B 11 wn 13 pas,
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COOTBETCTBEHHO) M aKTUBHOCTU Al Npu OKUCAEHMM
manata (ysenuuenme AM/UN B8 2,3 n 3 pa3sa,
cooTBeTcTBeHHO), HALH (yBenuuenne AM/UMN 8 1,2
M 2 pa3a, COOTBETCTBEHHO) U rnUMHa (yBenndyeHune
An/un s 1,5 wm 1,2 pasa, COOTBETCTBEHHO).
MonyyeHHble AaHHblE MO3BOAAIOT 3aKAOUYUTL, YTO
yBenuyeHHasn

AdKTUBHOCTb  MUTOXOHAPWANBbHOIO

aANbTEPHATUBHOIO NYTU AbIXaHNA B NNCTbAX 0o31MoN

247
BEPOATHO, cnocobcrayeT HOpMasibHOMYy
bYHKLMOHMPOBAHUIO boTOoCHHTETUYECKOTO
annapara X/10pONNacTos, npesoTBpaLLan
OKMCAUTENbHBIA  CTpecc, W COnpoBOXAaeTca
HaKonaeHnem caxapos " yBe/IYeHnem

MOPO30YCTOMYMBOCTM pacTeHMi. Takum obpasom,

BblAB/1EHA BaXHaA ponb a/IbTePHAaTUBHOIO

UMaHNOPE3NUCTEHTHOIO NYyTU AbIXaHMWA B Pa3BUTUKN

NWeHULbl B YCIOBUAX XONOLOBOrO 3aKanMBaHMA, MOPO30YCTONYMBOCTU PAacTEHMIN O3MMOI NLIEHULbI.
Tem + cax Crer
k/la M K 1 3 5 7 2 5
S %
66 i —— I IR . S G— f——
T ——m——— p— o
45 ——— T o —
24 — b
184
ek
14,3 ——

PucyHok 1. HakonneHune aermgpuHOB B IMCTbAX O3MMOW MLIEHWLbI NPU XOJI040BOM 3aKaMBaAHUMN B
ycnoBusx HenpepbiBHoro ocsewenus (5 °C, 7 cyTok) U B TeMHOTe Ha 12%-om pacTeBope

caxaposbl (2 °C, 7 cyToK).

Ob6o3HayeHusa: M — mapKepbl MoiekynsapHoro Beca, kKa; K — KOHTPO/IbHble pacTeHUA, BblpalLeHHble
npu 23/20 °C, 16 u poTonepuoa, 9 cyTok; Tem+cax — pacteHus, 3aKaneHHble npu 2 °C B TeMHOTe Ha
12%-om pacTtBope caxapo3sbl; CBET — pacTeHusA, 3aKaneHHble npu 5 °C, 24 4 potonepmog; 1, 3,5, 7 —

CYTKM XON1040BOro 3aKa/iMBaHuA.

30

20

Bel|ecrsa

10

% ot abconloTHO cyRoro

o |

K

Ceet

Tem+cax

PUCYHOK 2. BansAHME X0/1040BOr0 3aKaJMBaHUA B YC/NOBMAX HEMpepblBHOro oceeleHus (CeeT) M B
TeMHOTe Ha 12%-om pacTBope caxaposbl (Tem+cax) Ha cofepaHue BOAOPaCTBOPUMBIX

yrnesoaoB B INCTbAX o31mon nweHunubl.
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60

=-8= Ceer

40

BbirHMBaemocrb, %

20

b T e Temtcax
]

6 = -10

-14 -16

Temneparypa, °C

PucyHoK 3. BansHMe X01040BOr0 3aKa/nMBaHMA B YC/NOBUAX HeMpepbiBHOro ocselleHus (CeeT) u B
TemHoTe Ha 12%-om pacTBope caxapo3sbl (Tem+cax) Ha MOPO30YCTOMYMBOCTb PaCTEHUM

o31Mmoi nweHunubl.

2

15

OrHowenne AMN/LN

0,5

K

—-
0O man+rny
E HAOH
B ravyuH
Tem+cax

PucyHoK 4. BavaHMe X0/1040BOr0 3aKanMBaHUA B YCNOBUAX HenpepbiBHOro ocseuieHun (CeeT) u B
TeMHoTe Ha 12%-0m pacTBope caxaposbl (Tem+cax) Ha COOTHOLWEHMe anbTepHaTMBHOro (AMN)
n uutoxpomuoro (LIM) nyteit ApixaHWA B U30AMPOBAHHbLIX MUTOXOHAPUAX NPU OKUCAEHMM

manaTta, HAAH v ranymHa.

O603HaueHuAa: man+rny — 10 MM manat B npucytcteun 10 mM raytamata; HAOH — 1 mM HALH,

rMUUnH — 1 MM rangmH.
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