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The separate and combined effect of sucrose (12%, 7 days) and low temperature (2 °C, 7
days) on the growth of plants, the content of carbohydrates in the leaves and oxidative
activity of mitochondria isolated from them has been studied on the etiolated plants of winter
wheat (Triticum aestivum L.). It has been shown that sucrose and low temperature cause
inhibition of the growth and increasing of the carbohydrates content. Using the different
oxidation substrates (malate, malate + rotenone, succinate, NADH and NADPH) have been
identified changes in the mitochondrial oxidative activity and the functioning of alternative
oxidase and rotenone-insensitive NAD(P)H dehydrogenases. It has been determined that
activity of the alternative oxidase and “external” rotenone-insensitive NAD(P)H
dehydrogenases in the mitochondria of etiolated leaves depends on the carbohydrate status
of the plant, regardless of the growth temperature.
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ORIGINAL ARTICLE
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Moctynuna B pepakumio 19 Hosbps 2014 r.

Ha atmonnpoBaHHbIX pacTeHusx o03uMolr nweHuubl (Triticum aestivum L.) un3yd4eHo
pasfenbHoe 1 COBMECTHOE HOeicTBue caxaposbl (12%, 7 CyTOK) U HWU3KOW Temnepatypsbl (2
°C, 7 cyTOK) Ha POCT pacTeHuil, coaepXaHue BOAOPaCTBOPUMbIX YrNeBOAOB B NUCTbSX U
OKWCNUTENbHYIO aKTUBHOCTb N30NPOBAHHBIX U3 HUX MUTOXOHAPWIA. [MokasaHo, 4To caxaposa
MW HM3Kas TemnepaTtypa Bbi3blBAOT WHrMOMPOBAHWE pPOCTa W MOBbIWEHWE COOEPXaHWs
BOOOPACTBOPMMbIX yrneBodoB. C  MCMONb30BAHMEM Pa3NMyHbIX CyOCTPATOB  OKMCNEHWS
(Manat, w™manat+poTeHoH, cykumHat, HAL<H, HALO®<H) BbiSBNEeHb W3MEHEHMS B
OKVCNUTENbHOW aKTUBHOCTWM MUTOXOHOPWIA 1 OYHKUMOHMPOBAHWUN anbTePHATUBHOW OKCUOA3bI
N POTEHOH-HedyBCcTBUTENbHbIX HAL(®D)+H-pernoporeHas. YcTaHOBNEHO, 4YTO aKTUBHOCTb
anbTepHaTUBHON OKCWOA3bl W «BHEWHWX»  POTEHOH-He4yBCTBUTENbHbIX  HAL(P)H-
JernaporeHas B MUTOXOHOPUSAX 3TUONMPOBAHHbBIX TMCTbEB 3aBUCUT OT YrMEBOAHOMO cTaTtyca
pacTeHuin He3aBMCKMO OT TeMMepaTypbl BbipalMBaHUS.

Key words: anbmepHamueHas  OKcuoasd, B8000PACMEOPUMbLE  Y2ne800bl,  HU3KUE
memnepamypol, O03UMAas NULEHUYda, pomeHoH-Heuyecmeumenvivle HAJ[(D)-H-
O0e2uopozeHasol

MI/ITOXOH,JJ,pVIVI nrparT UeHTpanbHylO ponb B BbICTyNnaldOT B KayecCcTtBe CUrHanbHbIX OpraHenn,

YrNEPOOHOM 11 SHEPreTMHeckoM MeTabonmame KNeTtok, y4acTBYOWMNX B PErynsumm SKCMpeccun soepHbiX
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reHoB U 0OecrnevyeHu YCTOMYMBOCTV pPacTeHUin K

pasnuyHbIM cTpeccopam 6roTnYecKkol n
abuotuyeckoit npuponbl (Jacoby et al, 2012;
Cvetkovska and Vanlerberghe, 2013; Li et al., 2013;
Vanlerberghe, 2013). B MUTOXOHOPUSX
OCYLLECTBNSAOTCA MPOLECCHl  KNETOYHOTO  AbIXaHus,
KOHEYHbIM 3Tanom KOTOpPOro aBnseTcs
BbICBOOOX IeHVE CBOOOHON SHEPrum, KOTopasi MOXeT
6bITb Ucnonb3oBaHa Ans cuHtesa AT® (Jacoby et al.,
2012; Vanlerberghe, 2013). Metabonmam AabixaHus
3aBUCUT OT OENCTBUS PasnnyHbIX 0aKTOPOB BHELHEN
cpefbl, B TOM YniCne H13Kon Temnepartypbl. JbixaHne -
TeMnepaTypHO-3aBNCUMBIA  MPOLECC - W3MEHEHWE
Temrnepatypbl MPUMBOOUT K ObICTPOMY W3MEHEHMIO
WHTEHCMBHOCTW AbixaHna (Armstrong et al., 2008).
WHTepmeamatbl  OpilXaHWs HaxXoOATCS Ha  CTblke
nMpoLeccoB CuMHTE3a M pacnaga  pasnnyHbIx
COEIVHEeHWA W UrpalT  K/YEBYIO pofib B
Xn3HepedatenbHOCTU

pacTUTENbHOTO  OpraHu3Ma

(Semikhatova,  Chirkova, 2001).  OCHOBHbIMK
cybcTpatammn OpixaHus sensotcs caxapa (Golovko,
1999). YrneeogHblii CTaTyC BAMSET HA CKOPOCTb
OblXaHns nMCTbeB U KopHei pacteHuii (Noguchi,
2005). B 3eneHbix nUCTbAX MweHuubl oBHapyxeHa
npsiMasi Koppensaums Mexay coaepXaHvem caxapos v
CKOPOCTbIO  ObIXaHWsi WM BKNAOAOM B OblXaHue
LMaHUOPEe3NCTEHTHOrO anbTepHaTtneHoro nytn (AflT)
npu 22 °C (Azcon-Bieto et al, 1983). Haubonee
cunbHoe yBENUYEHNE CKOpOCTH IblXxaHns
HabnogaeTcs nNpu MHKyb6auum Cpe3oB NUCTLEB C
TakuMnM  BOJOPACTBOPWMMbIMW  yrnieBodamu,  Kak
caxaposa, rmoko3a u dpykrtosa (Azcon-Bieto et al.,

1983). BbipawmBaHve 3eneHbiX pacTeHWidi 03UMOiA
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MWEeHWLBl Ha pacTBOpe Caxapoabl Npu Temnepatypax
22 n 2 °C npueoguno Kk aktmeaumm All B
MUTOXOHOPUSAX, W30NMPOBAHHBIX W3 NUCTbEB 3TUX
pacteHnin (Borovik et al., 2013; Borovik, 2014).
AnbTEpHATUBHBIA ~ MyTb  ObIXaHUs  CBA3aH C
(PYHKUMOHMPOBAHNEM  a/lbTEPHATMBHON  oKCuaasbl
(AO), koTopas sBNSIETCS OOHON M3 TePMUHANbHbIX
okcmgas B ObIxaTenbHOW  Uenn  MUTOXOHAPWUIA
pacteHuii. Ha anbTepHaTuBHBIA NyTb  AbIXaHUS
9NEKTPOHbI MOCTYMalT €  YOUXUHOH/YBUXUHONOBOrO
nyna, MMHys NPOTOHTpaHcnouupytowmne komnnekcni Il
n IV pbixatenbHoir uenu (Finnegan et al, 2004).
MN3BecTHO, 4to AO NprHMMaeT y4acTue B TepMoreHese
CreumanM3npoBaHHbIX TKaHE HEKOTOPbIX apOWOHbIX
n notocoebix (Grant et al., 2008; Wagner et al., 2008).
®dyHkumoHnposaHne AO  MoxXeT npenoTepalwatb
obpasoBaHve ADK OblxaTenbHON Lenbto
mutoxoHapui (Maxwell et al, 1999; Blokhina and
Fagerstedt, 2010), a Takxe BHOCUT BaXHbI BKnag B
perynsumio aHepreTMyeckoro Metabonuama Knetku
(Vanlerberghe, 2013). ®yHkumoHnposaHne AO MoxeT
OblTb  COMPSXEHO C  aKTUBHOCTBKO  POTEHOH-
HEYYBCTBUTENbHBIX  «BHEWHUX» W «BHYTPEHHNX»
HAL(®P)<H-pernpporeHas (Elhafez et al., 2006; Smith
et al., 2011; Tan et al., 2012; Vanlerberghe, 2013),
YTO NPUBOAMT K BO3MOXHOCTU CBOBOOHOrO OT
doocgpopunuposaHus okucnenms HA-H n HAO®D «H
(Finnegan et al, 2004; Smith et al, 2011;
Vanlerberghe, 2013). Takoii nytb TpaHcnopta
S/EKTPOHOB, no-B1OMMOMY, HeobxoouM  Ons
noLaoepXaHus OnTUManbHOW paboTbl  (HepMEHTOB

rVKONM3a, nNeHTo30goocpaTtHoro Myt W umkna

Kpebca. BepositTHo, B yCnoBusiX OEWCTBUS HUSKUX
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Temneparyp anbTepHaTMBHbIA MyTb [OblXaHUsa 4Yepes
POTEHOH-HEYYBCTBUTESbHbIE HAL(D) <H-
dermgporeHassl M AO MOXeT nopdepxvsatb
IbIXxaTenbHblli MeTabonnaM B KNETKax pPacTeHuin un
MoBbIWATb WX YCTOWYMBOCTb K HU3KOM Temnepatype. B
reTepoTpomHbIX  TKaHSAX  MUTOXOHOPUW  SBNSIOTCA
OCHOBHbIM  UCTOYHWKOM SHEprMM W OOHVMM 13
OCHOBHbIX MCTOYHUKOB 06pasosaHus ADPK (Mgller,
2001). Ha 3-Xx CyTO4YHbIX 3TMONNPOBaHHBIX NPOPOCTKaX
03MMOVA MWeHULbl Hamu 6bINO MoKasaHo, 4To Mpwu
OeACTBUM  HWU3KMX  3akanusalowux  Temrepartyp
Bo3pacTaeT Bknan B ApixaHne AO npu okucneHum
MuTOXoHOpPUAMM 3ak3oreHHoro HAI<H, v npu 3tom
rnoBblWaeTcs MOPO30YCTONYMBOCTb NpopOoCTKOB
(Grabelnych et al, 2014). CoxpaHsgerca nn
cnocobHocTb K aktmeaumm AO npu OEeACTBUM HU3KUX
Temneparyp B IMCTbAX STUONMPOBAHHbBIX PACTEHUIA HA
6onee  MO3OHWX  CTagMsX  pasBWTUS,  Korha
codepXaHne caxapoB WCTOLIAEeTCs, Hem3BecTHo. B
nutepaTtype  OTCYTCTBYIOT CBEOEHVWs O  CBS3N
YrneBsoaHoro

cratyca pacTeHun c

PYHKLIMOHNPOBaHNEM POTEHOH-HEYYBCTBUTENBHbIX
HAL(®)+H-perngporeHas n AO B MUTOXOHAPMSX Npu
IeCTBUM HU3KOW Temnepatypbl. B cBA3nM ¢ atum
uenblo paboTbl SIBUNOCb U3YYEHWE BMNSHUSI HU3KOWA
TeMnepatypsl U pasnuyHoi  obecneyveHHOCTH
caxapamy Ha OYHKLUMOHMPOBAHNE «BHEWHUX» W
«BHYTPEHHNX>» POTEHOH-HEYYBCTBUTENbHbIX
HAL(®P)+H-pernpporeHas n AO B MUTOXOHOPUSX W3
3TVONNPOBAHHbIX JIMCTHEB O3V1MOW NIEHNLLbI.

MATERIALS AND METHODS

B pa60Te mcnonb3osann 3TMONNPOBAHHbIE

pacteHns o3uMol nweHuubl (Triticum aestivum L.)

mMopo3oycToinumeoro copta Wpkytckas. Pactenus
Bblpawwmsanm B kamepe MIR-154 (“Sanyo”, AnoHus)
Ha Y2 pactBopa KHoma nmpu temnepatype 22+1 °C.
KoHTpOnbHbIE pacTeHust MCMoNb30BanM B BO3pacTe
7.5 cytok (K). Ons oboralleHns caxapamu pacteHus
Bblpawmsanu Ha 12%-OM pacTtBope caxapoabl,
KOHLIEHTpaLUns KOTOPOW SBNSETCS OMTUMAbHON Ans
3PPEKTMBHOIO 3aKkanMBaHWs O3MMOW MWeEHWLbl Npu
HM3Kon  Temnepatype (Tumanov, 1979). Ha
3akanueaHne n o06paboTky caxapamu pPacTeHus
nomelans B Bospacte 7 cytok (Lo obp). PacTeHus
Bblpawwmsany npyu 22 °C B TeYeHue 7 cyTok Ha 12%-
oM pacTtBope caxapo3bl (K+Cax) wnu 3akanveanu B
TemHoTe npu 2 °C B Te4yeHne 7 CYTOK B OTCYTCTBME
(Bak) wnm B npucytctBUM  12%-0/  caxaposbl
(Bak+Cax). Pactenns B BO3pacte 7.5 cyToK
COOTBETCTBOBAIM MO  POCTOBbIM  MapameTpam
3aKaneHHbIM 14-T CyTOYHbIM pacTeHnsM. B kadvecTse
[OOMONHUTENbHOrO KOHTPONS (AN8 aHanmsa CKOpOoCTU
pocTa 1 comepXaHus yrneesonoB) ucnonb3osann 14-
T cytouHble pacTteHus (K,14), cootsetcTBytowme Mo
PU3MONOrM4ecKomy BO3pacTy 3aKaneHHbIM
pacTeHNSM N PacTeHUSIM, BblpalleHHbIM Ha pacTBope
caxaposbl. VHrubupoBaHue pocTta onpemensnM ¢
MOMOLWbBK 3amepa [AnvHbI MOBEroB 7-MU  CYTOYHbIX
pacTeHuii 0o 3akanmBaHUs 1 06paboTky caxapo3oi n
yepes 7 cyTok nocne 3akanvmeaHus npu 2 °C w/mnm
BblpAlLMBAHUS HA PacTBOpPE caxapo3bl. KoHTponem
CNyXnnu 14-T1 CyTOYHbIE STUONMPOBAHHbLIE PACTEHNS,
BblpaleHHble npu 22+1 °C Ha Y2 pactBope KHona.
[na onpegeneHns yrHeTeHWs POCTOBbIX MPOLECCOB

onpenensnm cteneHb MHrMbMpoBaHus pocta noberos

(I, %) no dpopmyne: (ALk - ALt)/ ALkx100%, roe ALk -

JOURNAL OF STRESS PHYSIOLOGY & BIOCHEMISTRY Vol. 10 No. 4 2014



Borovik et al.

cpeoHuii  nmpupocT  noberos, He  MOABEPrHyTbIX
obpabotke; ALt - cpegHuii npupoct noberos,

noaBeprHyTbix 0bpaboTke (lvanov, 1974).

CopepxaHne BOOOPACTBOPUMBIX YrNEBOAOB B

3TUONNPOBAHHbIX NNCTbAX onpenensann C

MCMNOMb30BaHNEM 0.2% aHTpoHa B
KOHUeHTpupoBaHHo H,SO, (Dishe, 1967). [Ons
aHanusa cofepXaHusi BOLOPaCTBOPUMbIX YrNeBonOB
1cnonb3osanu

KannbpoBOYHyO KpUBYHO,

MOCTPOEHHYIO MO caxapose.
MVITOXOH,D,pVII/I n3 3TNONNPOBAHHbIX NINCTbEB

BbIAENSAM  C  MOMOWbBI0  AndbdepeHUnansHoro
LeHTpUyrmpoBaHuss 1 ouviwann B rpagveHTte
nepkonna no paHee onucaHHov metoauke (Borovik et
al., 2013) ¢ nameHeHuem pH cpenbl roMoreHn3aumm ¢
80 po 75. [Ona onpemeneHuss WHTAKTHOCTW
BblAENEHHbIX MUTOXOHOPUIA onpenensnu
NMPOHMLIAEMOCTb HaPY>XHOW MembpaHbl MUTOXOHOPUIA
NS 3K30reHHoro uutoxpoma c (Shugaev et al., 2012)
B OTCyTCTBUME W B npucyTtctBun paetepreHta 0.04%

TpwutoHa X-100.

OxkucnuTenbHyto aKTVBHOCTb BblAENEHHbIX
MUTOXOHAPWIA PErmcTpupoBann Nonsporpacyeckn ¢
NNaTVHOBBLIM 3NEKTPOAOM 3aKpbITOro Tuna (3NeKTpoL,
Knapka) B siqeiike ob6beMom 1.4 Mn Ha nonsiporpadpe
OH-105 (“Radelkis”, BeHrpusi) n Oxytherm system
(“Hansatech Inst.”, AHrnus) npu Temnepatype 26 °C.
Cpepna vHkybauum comepxana 18 MM KH.PO, (pH
7.4), 300 MM caxapo3sy, 125 MM KCI, 5 MM SOTA n
0.3% BCA. B kauvectBe cybCTpaTtoB OKUCNEHNS
ucnonb3osanu 10 MM wmanar B npucytcteum 10 MM

rnytamara, 8 MM cykumHat B npucyTtcteun 5 MM

rnytamara, 1 MM HAL+H n 1 MM HAO® +H. MyTamar
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nobaBnsnm  Ons  yCTpPaHeHWs  oKcanoaueTaTHoro
nHrnbuposaHus. Mpu okucneHun HALL«H n HAO® «H
13 cpenbl MHKybaumm ucknovanm S0TA v BHocunm 3
MKM pPOTEHOH (MHrMBUTOP TpaHCropTa 3SNEKTPOHOB
yepes Komnnekc | abixatenbHoi uenm) n 0.06 MM ca*
(akTmBaTOp pPOTEHOH-HEeYyBCTBUTENbHLIX HAL(®P)<H-
nernpgporeHas). KoHeyHas KoHueHtpaums ALD B
ayerike O6bina 100 MkM. CnocobHocTs AO K
TpaHCMoOpPTy 9NEeKTPOHOB OLEHMBaNM Kak CKOPOCTb
MornoLeHns Kucnopoja B COCTOSHMM 3,
pesucteHTHyto K 1.2 MM umanugy kanmsa (KCN) u
UHrMbupyemyto 3 MM BGeH3rMapPOKCaMoBON KUCNOTOM
(BrK). TpaHcnopt 3NEKTPOHOB yepes
untoxpomokeuaasdy (LIO) oueHmBanu kak CKOpPOCTb
NOrnoweHns

Kucnopogja B COCTOSIHAN 3,

uHrmbupyemyto 1.2 MM KCN.

MpoBogunM He MeHee Tpex He3aBMCHMbIX

9KCMNEPVIMEHTOB. MpencraeneHbl cpenHue
apupmMeTyeckne 3HaYeHus M UX  cTaHdapTHble
OTKNOHEHUS.
RESULTS AND DISCUSSION
MHrnbuposaHue pocta

BblpawuBaHne pacTteHuin Ha 12%-om pacTteBope
caxapo3sbl npy 22 °C NpyBOAMNIO K WHrMBMPOBaHMIO
pocta noberoe Ha 20% (Puc. 1). Xonomosoe
3akanvBaHue, Kak B MPUCYTCTBUM, Tak U B OTCYTCTBME
caxaposbl, npuBOAMNIO  MOYTU K  MOnHOMy
VHrMOMPOBAaHMIO pOCTa pacTeHwid (Ha 96.4 u 93.8%,
COOTBETCTBEHHO). [py 3TOM 3aKaneHHble pacTeHns no
InvHe noberoB COOTBETCTBOBAM 7.5 CYTOYHbIM
KOHTpONbHbIM  pacTeHusm (Puc. 1). TopmoxeHue

POCTOBbLIX MPOLIECCOB Y PACTEHWIA B YCNOBUSIX HU3KUX

TemnepaTtyp onpefensieT yCnewHocTs oopMMpPoBaHus
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YCTOMYMBOCTM K HWU3KMM Temnepatypam (Tumanov,
Trunova, 1958). OpHako wHrMbMpoBaHue pocTta
NMPOMCXOONT HEe TOMbKO B Pe3ynbTare MOHUXEHUS
TeMnepartypbl, HO N 3a CYeT HakKonneHus B TKaHAX
caxapos (Tumanov, Trunova, 1958).
CopepxaHue BOOOpacTBOpUMbIX YrneBoa0B
CopepxaHne BOOOPACTBOPUMBIX YrNeBOAOB B
NINCTbSX 3TUONMPOBAHHBIX PACTEHWA O3MMON NIUEHULLbI
npu BblpawmeaHim npu 22 °C  cHuXanocb ¢
BO3pacToM pacteHuii (Puc. 2). Ecnm y 7-Mu CyTO4HbBIX
pacTeHvin coaepXaHue caxapos B IMCTbAX COCTaBUNo
6.2%, TO Yy 14-TM cCyTO4HbIX BCero 2.1%.
3TVIOJ'IVIpOBaHHbIe pacTteHnsa B KOHTPOJNbHbIX YCNOBUAX
BblpaliMBaHUs obnamanm BbICOKOW CMOCOBHOCTHIO
nornowars caxapa u3 cpebl BolpalwysaHms. O6 atom
cBuaeTenbcTByeT noBbllEHNE copepxaHus
BOLOPACTBOPMMbIX ~ YIMEBOAOB B JIACTbAX  MpW

BblpallMBAHUM PaCTEHWIA Ha pacTBOpe caxaposbl (C

6.2% po 18%). 3akanMBaHWe pacTeHWid TakXxe

XapakTepn3oBasiocb  YBENIMYEHVWEM  colepXaHus
caxapoB B nmctbsax  (Puc. 2). Hawmbonbuwee
conepxaHue BOJOPaCTBOPUMbBIX yrnesonos

Habnonanu npy 3akajamBaHWK Ha PacTBOpe caxaposbl
(18.4%), xoTa nNpwu 3akanueBaHWM B OTCYTCTBUE
caxaposbl  Takxe  MNpPOMCXOOMNO  HakorneHve
BOLOPACTBOPMMbIX  yrnesodos (8o 10.6%), uTO
BEPOSTHO, ObINI0 CBS3aHO C MOCTYMNEHNEM Caxapos B
nMCTbs B pesynbTate  rMoponmsa  Kpaxmana
9HOocrepMa 3epHOBKU. PaHee 6bino nokasaHo, 4To
npy  3akaivMBaHWM Ha  pacTBopax  Ccaxaposbl,
pachrHO3bl U ManbTO3bl NPOUCXOAUT WX MOrNoWeHne

U3 Hapy>XHOro PacTBOpa, OHU MPOHVKAKOT B KNETKW,

npespawatoTcs B Apyriue oopMbl caxapos, bnarogaps

yemy obwmii nyn caxapoB Bospactaet (Trunova,
1972). loBblweHne coaepXaHns BOAOPACTBOPUMBIX
YrneBoOoB Mpy 3aKanvBaHUW SBASETCS HEOOXOOMMbIM
ycnoBuem ans adPPeKTMBHOIO MOBbILWEHNS
MOPO30yCTON4YMBOCTM pacTeHuii (Trunova, 1972).

OkucnutenbHass aKTUBHOCTb MUTOXOHAOPUNA W
pyHKUMOHUPOBaHUe aHbTepHaTMBHOﬁ oKcuaasbl

7] pPOTEHOH-HeuYyBCTBUTE/IbHbIX HAL(®P)eH-

perunpporeHas

OKucnMTENbHYIO  aKTMBHOCTb ~ MUTOXOHIOPWUA 1
PYHKLMOHMPOBAHME a/lbTEPHATVMBHOW OKCuOasbl W
POTEHOH-HEYYBCTBUTENbHbIX HAL(D)-H-
JernaporeHas usyyanum Ha O4YMLEHHbIX B rpagveHTe
nepkonna  MUTOXOHOPUSX U3 9TUONMPOBAHHBIX
BbloeneHHble

NNCTbEB 031Moin MweHnubl.

MUTOXOHIOPUN XapakTepr3oBanCb BbICOKOW
CTENEHBIO MHTAKTHOCTU BHELWHEN MUTOXOHLPWANbHOW
mMembpaHbl (86-88%) M CNoCOBHOCTBIO OKUCNSTL BCE
ucnonb3yemble cybcTpathl OpixaHWs (Manat, manat B
npuCyTCTBMM  pOTEeHOHa, cykumHat, HAL<H wu
HAO®-H) (Puc. 3). Hawbonbwas BenmymHa
KoachuLmMeHTa [ObIXaTeNbHOrO KOHTPONs Mo YaHcy-
Bunbsamcy (Chance and Wiliams, 1956) 6bina
XapakTepHa Ans MUTOXOHOPWIA, W30MMPOBaHHBIX W3

NINCTbEB KOHTPOJIbHbIX paCTeHVII7I, npuy  okucneHun

manata (1.90£0.04).

Kak BngHO u3 Puc. 3, MutOoxoHOpuM U3 NUCTbLEB
KOHTPO/bHbBIX PAaCTEHWA C Hambonblueli CKOPOCTbIO
okumcnanm Manat M aK3oreHubli HALLH un ¢
HauMeHblel - Manar B MPUCYTCTBMM pPOTEHOHA.
CnocobHOCTb  MUTOXOHOPWIA  OKMCAATb  Manar B
NPUCYTCTBAN MHrMOUTOpa Komnnekca | ObixatenbHow
Lenn - POTEHOHA, CBUAETENbCTBYET 00 aKTUBHOCTM

POTEHOH-He4YyBCTBUTEJTbHbIX «BHYTPEHHNX>»
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HAL(®P)+H-pernoporeHas, a CnocobHoCTb
MUTOXOHOPUIA OKUCNSATb 9K30reHHble HAL-H wnn
HAO®-H B npucytctBum poTeHoHa u Ca® B
OTCYTCTBUE B Cpede WHKybauum Xxenatupylowero
areHTa - 0 PYHKLUMOHMPOBaHWUN «BHEWHUX» HAL +H- 1
HAL® -H-pernpporeHas (Maller, 2001). C
ucnonb3osaHnem uHrmbutopos LIO n AO - KCN n
BI'K, cooTBeTCTBEHHO, NOKA3aHO, Y4TO B MUTOXOHOPUAX
M3 3TUONNPOBAHHBLIX JINCTBEB O3UMOIA  MWEHWLbI
PYHKLMOHMPYET  LMaHWA-PE3NCTEHTHOE  AbIXaHue,
KoTopoe uHrmbupyetcst BI'K - nHruéutopom AO. Kak
oKasanocb, Havbonblumii Bknag B AblxaHue AO BHOCUT

npn OKNUCNEHNN MUTOXOHOPUAMM Manata U Mmanata B

npucyTcTBum poteHoHa (Puc. 3).

BbipawmBaHue pacteHuii Ha pacTBOpe caxapo3bl
npu 22 °C, a Takxe 3akanmeaHue npu 2 °C B
NpUCYTCTBAX M B OTCYTCTBME Caxaposbl, BAMSNO Ha
IbIXaTenbHyl0 aKTUBHOCTb MUTOXOHOPUIA N U3MEHSNO
Bknag AO u LIO B gpixaHve (Puc. 3). Hambonee
CYLLECTBEHHbIE

N3MEHEHNA Habnoganu npu

BbipallMBaHWN  3TUONNPOBAHHBLIX  PacTeHWi  Ha
pactBope caxapo3bl B KOHTPOSMbHbIX YCNOBUSX (22
°C). B atux ycnoBusx OTMEYEHO YBENMYEHWe
CKOPOCTEl  [ObIxaHWa  MpW  OKWCNEHWW  BCEX
UCnonb3yembix CybCTPaToB M yBENMYeHUe Bknaga B
ObixaHve kak LIO, tak n AO. YBennueHue ckopocTu
ObixaHus npu okucneHun manata (B 1.4 pasa)
NPONCXOOMNO 33 CYET yBenuMYeHns (B paBHONA
CcTeneHn) Bknaga B AblXaHWe MyTei, CBA3aHHbIX C
doyHKumoHnpoBaHnem LIO un AO. Tpu okncneHum
manata B NPUCYTCTBUM POTEHOHA  YBENNYEHMWE

cKopocTy abixaHus (B 1.3 pasa) npoucxonuno 3a cyet

Bknaga B pgbixaHve LO. YBenuueHne ckopoctu
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okucneHns cykumHata (B 1.5 pasa) 6bino obycnoeneHo
yBennyeHvem Bknaga B ObixaHve AO (B 2.6 pasa).
Mpn okucnennmn HAO.H v HAO®<H ckopoctu
IOblXaHns MUTOXOoHIOpWUIA ysBenuumsanucb B 1.7 n 1.9
pasa, COOTBETCTBEHHO. Takoe  CylWeCTBEeHHOe
yBENNYEHE CKOPOCTEW OKUCNEHWUS MPOUCXOAMNO 3a
cuet aktmBaumm n LO n AO, omHako B 6onblueit
cteneHn AO (ecnu Bknap B ObixaHve LO
yBenuuvsasncs B 1.3 n 1.7 pasa, 10 Bknag B ObixaHne
AO - B 2.9 n 2.5 pa3sa, npu okucneHnm HAL<H n
HAO®+H, coortBercTBeHHO). Kak cnepyer w3
NONYYEHHbIX

JaHHbIX, CPYHKLIMOHVPOBaHME

«BHYTPEHHUX» HAL(®)+H-pernoporeHas B
MUTOXOHIPUSIX U3 NNCTbEB PACTEHWIA, BblPAWEHHbIX B
KOHTPO/BHBIX YCNOBUSIX HA pacTBOpe caxaposbl, Obino
COnpsixeHo ¢ doyHkumoHmposaHvem LIO, a He AO. B
TO Xe BpemMs (OYHKUMOHWPOBAHWE  «BHELIHWUX»
POTEHOH-HEYYBCTBUTENbHbIX HAL(®P)H-
JernaporeHas B MUTOXOHOPWUSX B 9TUX YCNOBUSIX B
bonbluieit cTeneHn conpsixeHo ¢ akTuBHocTbio AO.
MoxHo cpenatb BbiBOA, YTO aktmeHocTb AO u
«BHeWHux» HA(®P) «H-nernoporeHas B KOHTPONbHbIX
YCNOBUAX BblpaLUMBAHNS PACTEHWA O3MMOW MWEHWULbI
onpenensieTcs yrnesoOHbIM CTatycoM. [lonyyeHHbie
JIaHHble COrnacylTCs C MMEKWMMUCS B nuTepaType
JaHHbIMU O MONOXUTENBHOW KOPPENALMU YrnesoaHoro
craryca pacTeHuin U CKOpPOCTWU OblXaHus W Bknana B
ObixaHne AO (Azcon-Bieto et al, 1983; Noguchi,
2005). B panbHeiweM HeobxoauMo ObiNo BbISICHUTb

COXpaHsaeTcs NN Takas TeHOeHUMs npyu OencTsun Ha

PaCTEHVSI HU3KUX TeMMepaTyp.

OnvtenbHoe pencTBMe Ha pPacTeHWUs HU3KOM

nonoxwuTensHor Temnepatypbl (2 °C, 7 cyTOK)
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(xonopoBoe 3aKkanvBaHue) NpuBOAMIIO K
3HAYMTENbHBIM WN3MEHEHNSIM B CKOPOCTU  AbIXaHus
W30IMPOBAHHBIX U3  JIUCTbEB  3TUX  pPacTeHui
MUTOXOHIPUIA. 3akanvBaHWe pacTeHU B OTCYTCTBME
caxapo3bl B Cpefe BbipallyBaHMUS CHUXAN0 CKOPOCTU
OblXaHnsi  U30NMPOBAHHBLIX  MUTOXOHOPWA  MNpw
OKVCNEeHN Manara v manara B npucyTCTBUN POTEHOHA
(,a 19 wu 16%, cooteetcTtBeHHO) (Puc. 3).
DYHKUMOHNPOBaHNE — «BHYTPeHHuUX»  HAL(P)+H-
JerniporeHas B 3TUX YCNOBUSIX CHUXaNoCb 3a CyeT
cHuxeHusa aktmeHocm AO (Ha 52%). CkopocTb
OKUCNeHns MuUToxoHapusamu cykumHata, HAL-H n
HAO®<H He uaMeHanacb, OfHAKO MPU OKUCNEHUU
cyKumHaTta Obilo OTMEYEHO HEKOTOPOE CHUXEHWE

Bknaga B abixaHue LIO (Ha 22%).

Mpn 3akanMBaHUM pacTeHWini Ha pacTeope
caxapo3bl OblxatenbHas akTMBHOCTb M30NMPOBAHHbIX
M3 JINCTbEB MWUTOXOHOPWIA HE W3MEHsNacb npu
OKUCNEHWNN BCEX M3YYEHHbIX CyOCTPaToB AblXaHus, 3a
UCKNtoYeHeM ak3oreHHoro HAL® «H, no cpaBHeHUO
C MUTOXOHOPUSIMU U3 NNCTLEB KOHTPOSbHBIX PacTeHWiA
(Puc. 3). OpHako ecnvM cpaBHMBaTb CKOPOCTM
ObIXaHNS MUTOXOHOPWIA W3 NUCTbEB 3aKaneHHbIX Ha
pacTBope Ccaxapo3bl U KOHTPO/bHbIX PacCTeHW,
BblpalleHHbIX ~ Ha  pacTBope  caxapo3bl,  TO
3aKanMBaHMe CyWeCTBEHHO CHMXano CKOpOCTH
ObixaHns mutoxoHopuin (Puc. 3). B 10 Xe Bpems
3aKkanvMBaHWe pacTeHU Ha pacTBOpe Ccaxapo3bl
COMPOBOXAaNnocb  nepepacnpegeneHreMm  noToka
anekTpoHoB mMexay IO n AO B CTOPOHY yBenuyeHus
ux TpaHcnopta Yepes AO. Takytlo cuTyaumio MOXHO

Ha6ﬂ}O,E|,aTb npu okKncneHnn MUTOXoHOpuaMM Manarta,

cykumHata n HAO-H (Pwuc. 3). Tak, npu okncneHum

manara Habniofanv yeenuyeHve aoixaHus yepes AO B
1.2 pasa. lNpyn oKMCneHWn CcykumHaTa yBenuyeHue
ckopocT ObixaHusi yepe3 AO (B 2.1 pasa) 6bino
CBA3aHO CO CHUXEHMEM CKOPOCTY ApixaHna Yepes LIO
(Ha 31%), a npu okucnerun HAL<H Bknag LIO B
ObIxaHve cHuxancs Ha 25.6%, a Bknag AO Bo3pacTan
B 1.7 pasa. YcuneHvne gOpixaHus MNpu  OKMUCIEHWM
HAL®+H 6bino cBA3aHO C yBenM4YeHMeM BKnaga B
ObixaHne AO (B 1.8 pasa). Takum obpasom, B
YCNOBMSIX  HW3KWX  Temrnepatyp Mpv  BbICOKOM
coepxaHum BOJOPACTBOPUMBIX yrnesonoB

aKTUBHOCTb  «BHeWwHux» HAL(P)+H-gernaoporeHas

conpsixeHa ¢ aktueHocTbio AO.

MaBecTtHo, 4TO rmkonua, uukn Kpebca wu
UMTOXPOMHBIA  MyTb  TpaHCnopTa SMeKTPOHOB -
OCHOBHOA MNyTb [ObIXaHWs B JIMCTbSIX PaCTEHUIA
(Semikhatova, Chirkova, 2001). Moka3saHo, 4T0 npwu
MOHMXEHUN BHEWHeN TemrepaTtypbl CHUXaeTcs
CKOpOCTb TpaHcnopTa 9NEKTPOHOB yepes
UMTOXPOMHBIA MyTb [ObIXaHUS W aKTMBUPYETCS WX
TpaHcnopT No anbTepHatusHoMy nyTu (Ribas-Carbo et
al., 2000; Armstrong et al, 2008; Mizuno et al., 2008).
Kak cnemyeT M3 Hawux [HaHHbIX, 0BecneYeHHOCTb
KNeTok caxapamy - OCHOBHbIMK cybcTpaTamm
ObIXaHUs - BAMSIET Ha [OblXaHWe MUTOXOHIOPWUA 1
TPaHCMOPT 3NEKTPOHOB Yepe3  LUUTOXPOMHbIA 1

anbTEepHATVBHBIA NyTW NpU HWU3KOA Temnepartype. C

NCMOMNb30BaHNEM 3TUONNPOBAHHBLIX PACTEHUA 031MON

MNeHnL b Hamu BbiSIBNEHA 3aBUCMMOCTb
OYyHKLIMOHPOBaHWA AO " POTEHOH-
HedyBcTBUTENbHLIX  HAL(®P)+H-permpporeHas B

MUTOXOHLOPUAX NMNCTbEB OT COAep>XaHns caxapos.
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PucyHok 1. BnusiHne caxaposbl U HU3KOW TeMnepaTypbl Ha POCT STUONNPOBaHHbBIX PACTEHWI 03KMOiA
nweHnbI.

O603HaueHus:: 1o 06p - pacTeHusi A0 3aKanueaHusi n 06paboTku caxapo3oit; K — KOHTPOMbHbIE
pacTeHus, BbipalleHHble npu 22 °C B TedeHue 7.5 cyTok; K,14 - pacteHus, BblpalleHHble
npu 22 °C B TeveHne 14 cytok; K+Cax —-pacteHus, BbipalleHHble npy 22 °C Ha 12%-0M
pacTBope caxapo3sbl; 3aK - pacTeHus, 3akaneHHble npu 2 °C; 3ak+Cax - pacTeHus,
3akaneHHble npu 2 °C Ha 12%-0M pacTBope caxaposbl. n=3-5. M+S.D.

:n.III

o obp K K,14 HK+Cax 3ak 3ak+Cax

= ] ]
%] = LA
1 1 I

ConepaHue caxapos, % oT
CYXOMW macchbl
=
=

PucyHok 2. BnivsiHue caxaposbl 1 HA3KOWM TeMnepaTtypbl Ha coaepXaHvue BOOOPACTBOPMMBIX YrieBOO0B
B nUCTbsAX. N=3-8. M+S.D.
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PucyHok 3. BnusHvne caxaposbl M HW3KOW TemnepaTtypbl Ha CKOPOCTb MOMOWEeHMs Kucnopoga
MUTOXOHOPUSAMU B COCTOSIHUM 3 M (PYHKLUMOHWPOBaHWE anbTepHATMBHOW OKCMAasbl U
POTEHOH-HevyBcTBUTENbHBLIX HALL(®P) «H-pernoporeHas.

0O603HaveHus: Manat - 10 MM manar B npucytctaum 10 MM rnytamarta; Manat+PoteHoH - 10 MM manar
B npucytctBun 10 MM rnytamata n 3 MkM poteHoHa; CykuuHat - 8 MM cykumHat B
npucytcteum 5 MM rnytamarta n 3 mkM poteHona, HAL<H - 1 MM HALL-H B npucytcTtemmn 3
MKM poTeHoHa u 0.06 MM Ca®; HAO®+H - 1 MM HALO®-H B npucytcteum 3 MKM
poteHoHa 1 0.06 MM Ca®. n=3-6. M+S.D.

Co,uepxaHme BOOOPACTBOPUMbIX yrnesonos KOHTPONMbHbIX YCNOBUAX BblpallMBaHUA, Tak W nNpu
BNANO Ha (PYHKUMOHMPOBAHWE B  MUTOXOHOPUSX 3aKkanMBaHMM  PacTEHWA B YCNOBUSIX  HU3KOW
«BHeWHunx»  HAL(P)+H-mernpporeHas kak B MONOXWTENbHOM TemnepaTypbl. YCTaHOBMEHO, 4YTO
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6naronapsi  BbICOKOMY  COLEPXaHWio  caxapos,
aKTMBHOCTb «BHeWHux» HAL(®P)+H-perngporeHas u
AO nononepXuBaeTcs Ha BbICOKOM ypoBHe. MoXHO
npeanonoXutb, YTO B YCNOBUSIX  OOCTYMHOCTU
cybCTpaToB AOpbIXaHWs Mpu OEWCTBUM Ha pacTeHust
HU3KOW  TemnepaTypbl  (OYHKUMOHMPOBaHWE B
MUTOXOHAPUSX «BHeWwHUx» HAL(P)+H-pernoporeHas
n AO cnocobeTeyeT nooaepXxaHuio HeobXoaumoro
yposHs HAL(®)" B wuWTO30M€, 4TO NO3BONSIET
HopManbHO doyHKUMoHMpoBaTs HAL(®D) -3aBUCUMbIM
IOblXaTenbHbIM depmeHTam n  obecneymBatb
HeoOXOAMMbI/i  YPOBEHb YCTOMYMBOCTM pPaCTEHUA K
HU3KOW Temneparype.
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