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OBILIASA XAPAKTEPUCTHUKA PABOTBI

AKTYaJlbHOCTH NPOOJeMbl. YCTOWYMBOCTh PACTEHUN K HU3ZKUM TeMIlepaTypam
dbopmupyeTcsi B pesyibTrare XonojoBoro 3akanuBaHus (TymanoB, 1979; TpyHoga,
2007). TIlockombky (OTOCHHTE3 M JABIXaHHE SBISIOTCSA OCHOBHBIMH  ITyTSMH
YIIAEPOJHOTO M JHEpreTuyeckoro wmeradbonusma B pacteHusix (['omosko, 1999;
Mengenes, 2013; Vanlerberghe, 2013), To oT ux 3PeKTUBHOCTH 3aBUCUT YCIICIIHOCTh
XOJIOZIOBOTO 3akanuBaHus. Bce Oonbllle JaHHBIX CBHUJIETEIBCTBYIOT O TECHOM
B3aMMOJICUCTBUM XJIOPOIJIACTOB W MHUTOXOHJPUN Yepe3 BHYTPUKIETOUYHBIE ITyJIbI
uHTepMeanatoB (Aragjo et al., 2014). J{pixaTenbHast 1Ieb paCTUTENBHBIX MUTOXOHAPUI
COJCPKUT IMAHUJ-PE3UCTECHTHYIO allbTepHATUBHYIO oOkcuaasy (AO) U pOTEHOH-
HeuyBcTBUTENBHBIE HAJI(®) -H-neruaporenazel (HA(D)-H-JAT" I tuna) (Finnegan et
al., 2004). lanuble (pepMEHTHI HE BHOCST BKJIaJl B 00pa30BaHUE MPOTOHHOIO I'PaJuEHTa
u cuHTe3 AT®D, ogHAKO OHU BBINOJHSAIOT BaXKHbIE ()YHKLIIUUA B PACTUTENILHON KJIETKE, B
TOM 4ucie oOecrneunBas CBsI3b MUTOXOHIPHUI U XJIOPOIJIacTOB. BhIsiBIeHa BakHas POJIb
AO B 3ammte 3nekTpoH-TpaHcnoptHod unermu (DTIL[) xmopormnactoB  OT
(doronHrHONpoBaHus Mpu U30bITouHOM ocBemieHuu (Zhang et al., 2010; Florez-Sarasa
et al., 2011). «Buyrpennss» HAJ[-H-/AI" Il Tuna urpaeT BakKHYIO POJIb B TOJICPIKAHUH
dotonpixanus (Svensson and Rasmusson, 2001), a ¢pyHKIIMOHUPOBAHHUE «BHEITHEI
HAO®-H-JT, BEPOSATHO, CIIOCOOCTBYET MOIACPIKAHUTO OKUCIIUTEIBHO-
BOCCTaHOBUTEIbHOTO Oananca xyoporuiactoB (Finnegan et al., 2004). AO mpuHuMaeT
y4acTHE B OTBETHOM peakiMu pacTeHHUi Ha HU3Kylo Temnepatypy (Vanlerberghe, 2013),
U ee (yHKIUS TpU HTOM, BEPOATHO, CBA3aHA C MPEAOTBPALIEHUEM Pa3BUTHS
okuciureabHoro crpecca (Blokhina and Fagerstedt, 2010). ITokazaHo coxpaHeHHE
CIIOCOOHOCTM MHUTOXOHAPUN U3 TeTepOoTPOPHBIX TKAHEW PpACTEHUH OKHUCIATh
«sHemHui» HAJ[-H npu aeiictBun Huskux temmepatyp (Fredlund et al., 1991; Zottini
et al., 1993; Stupnikova et al., 2006).

Crnenyet mpu3HaTh, 4yTo (QyHKUHOHHpOBaHHE AO M POTEHOH-HEUYBCTBUTENIbHBIX
HAJI(®)-H-AI' B pacTuTenbHBIX MUTOXOHAPUAX KaK TreTepoTpodHBIX, TaK U
($oTOaBTOTPOPHBIX TKaHEW MPU XOJOAOBOM 3aKaJMBAHUM HEJOCTATOUYHO W3Y4YEHO, HE
BBISICHEHO KaK M3MEHEHHE YIJIEBOJHOIO CTaTyca IIpUd XOJOJOBOM 3aKaJMBaHUU
pacTeHUN BIMSET HA AKTUBHOCTh MHUTOXOHJIPUH M MHUTOXOHIPHAIBHBIX CHCTEM,
HeconpsKeHHbIX ¢ cuHTe30M AT®. Takke OTCYTCTBYIOT CBEACHHS O CONPSKEHHOCTH
dbynaknuonuposanus AO ¢ HAJI(®)-H-ZII" Il Tuma B 93TUX yCIOBUSIX.

Heabro paboThl  SBWICA  CPAaBHUTENbHBIM  aHaU3  (QYHKIMOHUPOBAHUS
aIbTEPHATUBHON OKCHAa3bl U poTeHOH-HeuyBCTBUTEIbHBIX HAJI(®) -H-neruaporenas B
MUTOXOHIPUSIX STUOJMPOBAHHBIX U 3€JEHBIX MOOEroB O3UMOIM MIIEHUIIBI [PHU
XOJIOZIOBOM 3aKajJMBaHUM M BBISICHEHHME BO3MOXHBIX MEXAaHU3MOB pEryJsilUM HX
aKTUBHOCTHU.

B 3amaum  wucciaegoBaHusi  BXOAWIO: 1) U3YYUTh  TapameTpbl
HU3KOTEMIIEPATypPHOTO 3aKaJUBaHUS (MHTHOMpPOBAHHE pOCTA, CHHTE3 JIETHJIPUHOB,
CoJIepKaHUE BOJOPACTBOPUMBIX YIJIEBOJIOB) U MOPO30yCTOMYMBOCTh 3THOIUPOBAHHBIX
M 3€NEHBIX PACTEHWH O3MMOM TMIICHUIBI, 2) U3YYUTh (YHKIIMOHUPOBAHUE
JIbTEPHATUBHOW OKCHAA3bl U pOTEHOH-HEeuyBCTBUTENbHBIX HAJI(®)-H-neruaporenas B
MUTOXOHJPHUSIX M3 TMOOEroB STHUOJUPOBAHHBIX MPOPOCTKOB, ATHOJIUPOBAHHBIX U
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3€JICHBIX JIUCTHEB O3UMOM MIIEHUIbI; 3) TMPOBECTH CPABHUTEIBHBIN aHaIU3
¢bynkunonupoBanusi AO u poreHoH-HeuyBcTBUTENbHBIX HAJI(®)-H-neruaporenas B
MUTOXOHAPUSIX U3 TOOETOB H3THOJUPOBAHHBIX MPOPOCTKOB, ATHOJUPOBAHHBIX M
3€JICHbIX JIUCTHEB O3WMOM IMIIEHUIBI TPH 3aKaJdMBaHUU K XoJjioay; 4) OIECHUTh
3aBucuMocTh (pyHkimonupoBanus AO u HAJI(®)-H-AI' Il Tunma B MUTOXOHApPUAX U3
JUCTHEB O3MMOM MIIEHUIIBI OT YCJIOBUH OCBEIIEHHOCTH M OOECTICYEHHOCTU caxapaMu
npu JIEWCTBUM HHU3KOM TEMIEpaTyphl; S5) NPENCTaBUTh BO3MOMKHBIE MEXAHH3MBI
perymsauun aktuBHOCTH AO u HAJI(®)-H-JAI" 1l Thna B MUTOXOHAPUSIX TETEPOTPOPHBIX
1 (GOTOABTOTPOPHBIX PACTUTEIBHBIX KIETOK.

ITos10:)keHus1, BBIHOCMMbIE HA 3ALIUTY

I. VHTEHCHMBHOCTh JbIXaHWUS MHUTOXOHAPUM B TKAHAX O3MMOM IIICHUIIBI
ONPENEIACTCS  COACPKAHUEM  BONOPACTBOPUMBIX  ymieBonoB. OT  comepkaHus
BOJIOPACTBOPUMBIX YTJIEBOJIOB B JIUCThSIX HE3aBUCUMO OT THUIA TKaHU ((OTOABTO — WIH
rerepoTpodHasi)  3aBUCUT  (YHKIIMOHMPOBAHHUE  aJBTEPHATUBHOM  OKCHUJA3BI,
«BHYTPEHHUX» U «BHEIIHUX» POTEHOH-HeuyBcTBUTENbHbIX HAJI(®D)-H-neruaporenas
KAaK B KOHTPOJIbHBIX YCJIOBUSIX, TaK U MPU XOJIO0JOBOM 3aKaIMBaHUH.

2. AnbprepHatuBHas okcuaaza u «BHemHss» HAJ[-H-nerunporenasa y4acTBYIOT B
MOBBIINIEHUH MOPO30YyCTOMYMBOCTH  O3UMOM  mieHuibl. OpHoMl U3  (QyHKIUH
aJbTEPHATUBHOM OKCHJA3bl IMPU HU3KOM TEMIIEpaType SBISICTCS CHHXKEHUE YPOBHS
ADK.

3. MexaHu3Mbl PETyJAllMd aKTUBHOCTH AJIBTEPHATUBHOW OKCUIA3bl U POTEHOH-
HeuyBcTBUTENbHBIX HAJ[(®)-H-neruaporenas B MUTOXOHJIPUSX O3UMOM MILIEHULIBI IPU
XOJIOZIOBOM 3aKAJIMBAHUM OMOCPEIYETCS BIUSIHUEM CBETA M JIOCTYNMHOCTHIO CYOCTPAaTOB
JUISL IBIXaHUS. MUTOXOHIPUH.

Hayuynass HoBu3HAa. I3ydyeHo (GYHKUIMOHMpPOBAHME B  W30JMPOBAHHBIX
MHUTOXOHJPUSX PACTCHUN O3MMOM MIICHUIIbI, BBIPAIICHHBIX B TEMHOTE W Ha CBETY,
anprepHaTuBHOM okcunassl U HAJ[(®)-H-mermaporenas Il Ttuma, ompeneneHo ux
y4acTHE B MEXaHM3MaX IOBBIIIEHUS MOPO30YCTOMYMBOCTH U MPEIJIOKEHBI BO3MOXKHBIE
MyTH PETYISIIIUN UX aKTUBHOCTHU MPU JECHCTBUU HUZKUX TEMIIEPATYP.

YCTaHOBIEHO, YTO caxapo3a MHAYUUPYET CHUHTE3  HU3KOMOJEKYJISPHBIX
neruipuHoB (¢ Moj. maccamu 18 u 24 xJI) B TUCTHSIX 03UMOM MIIEHUIBI HE3aBUCUMO OT
TeMIiepaTypbl 00paboTKU (KOHTPOJIBHBIE YCIOBHUS HIIM XOJOJOBOE 3aKAIMBAHKE) U THUIIA
TKaH" ((POTOABTO- WK TETEPOTPOdHAS).

[loka3aHo, YTO TpH XOJOJOBOM 3aKaJIMBaHUU B TMOOErax 3STUOIMPOBAHHBIX
MPOPOCTKOB O3UMOM MIIIEHHUIIbI TPOUCXOAUT YBEIUUYECHHUE COACPHKAHUS B MUTOXOHIAPHUIX
aJbTEPHATUBHOM OKCHAA3bl U CHUKEHUE aHTUMUIIUH A-3aBUcuMOi renepanuu ADK.

BriepBbie ¢ MCMOIB30BAHUEM MUTOXOHJPUM, OYMILEHHBIX U3 3TUOJUPOBAHHBIX U
3€JIEHBIX JINCTHEB O3WMOM MIICHUIIbI, BBISIBICHBI CXOJACTBA M PAa3JMyvsl B aKTUBHOCTHU
poreHoH-HeuyBcTBUTENbHBIX HAJI(®)-H-nerunporenas B (oToaBTo- U reTepoTpopHBIX
TKaHsIX pacteHnid. [lokazaHo, 4yTo (GYHKIIMOHUPOBAHUE AIBTEPHATMBHOM OKCHIA3bl U
poTeHOoH-HeuyBCcTBUTENbHBIX HAJ(®)-H-nerunporena3 B MHUTOXOHJIPUSAX JIUCTHEB
3aBUCHT OT YITIEBOAHOIO CTaryca. BpICOKOE copep:kaHue BOAOPACTBOPUMBIX YINIEBOJIOB
Y BBICOKAs] aKTUBHOCTh B MHTOXOHJPHSAX aAJBTEPHATUBHOW OKCUIA3bl U «BHEIIHEN»



HA/I-H-gerunporenassl npu JOE€WCTBUM HU3KUX TEMIIEPATyp SBISIOTCA OJHHMH W3
MEXaHU3MOB TOBBIIIEHUS MOPO30yCTOMYMBOCTH O3UMOM MIIICHHUIIBI.

Teoperuueckass 1 NpaKkTHYecKasi 3HAYUMOCTb pPadoThl. [lonyueHHble TaHHbBIE
pacUIMpSIIOT COBPEMEHHBIE TIPEJICTABICHUS O MeXaHu3Max (GYHKIMOHUPOBAHUS H
perynsiuud  HehocHOpIIUPYIONIMX MyTeH TpaHCIOpPTa 3JEKTPOHOB B JAbIXaTEIbHOU
eMd MUTOXOHAPUM pacTeHUH U POJM MHUTOXOHJAPUM B TMpolieccax aJanTaluu
$b0TOaBTO- U TETepOTPO(MHBIX PACTUTENBHBIX KIETOK K HHU3KUM TeMIlepaTypam.
Matepuansl [uccepTaid MOTYT OBITh UCHOJB30BaHBl B 00pa30BaTENIbHBIX U HAYYHO-
UCCIIEIOBATENBCKUX YUPEKACHUAX MO POPUITIO pacCMaTpUBAaeMOMN AUCCEPTAIIH.

Cas3b padoThI ¢ IVIAHOBBIMHU HMCCJIEJOBAHNSIMHA M HAYYHBIMHU NMPOrpaMMaMHM.
Hccnenosanus npoBoguiuck ¢ 2011 mo 2014 rr. B pamkax treMarnyeckux rmaHoB HUP
naboparopuu ¢usuonornueckoir renetnku CUOUBP CO PAH mno npoexktam ®HUN
VI1.49.1.1 n VI.56.1.1, npu nognepxkke DI «Hayunble n HaydHO-IEIarorudeckue
KaJpbl WHHOBaIiMoHHOM Poccum» (Ne 2012-1.1-12-000-2008-6400) (2012-2013 rr.) 1
rpanta POOU (Nel12-04-16138 mo6 3 poc) (2012 1.).

JInunoe yuyacrtue aBropa. /luccepranus HamnucaHa aBTOPOM CaMOCTOSITENbHO. B
JUCCEPTAIIMOHHON  paboTe  HUCIOJIb30BAaHbI  AKCIEPUMEHTAIIbHBIE  MaTepualbl,
MOJIYYCHHBIC JIMYHO aBTOPOM, a TaKKe€ COBMECTHO C COTPYAHHKaMU J1abopaTopuu
dbusnonornyeckor reHetuku CUOUBP CO PAH. ABTop nM4YHO NMpUHUMAN y4acTHE B
IUTAHUPOBAHUM W TIPOBEJACHUHM HKCIIEPUMEHTOB, B CTAaTUCTHYECKOM 00paboTke,
0000IIEHNY Y MHTEPIPETAlUU MOJIYYEHHBIX JaHHBIX, a TAaKK€ B HANMCAaHUM CTaTei,
OMyOJIMKOBAaHHBIX 0 pe3yJibTaTaM padoThI.

Anpobauuss padorbl. Pe3ynbTarthl HccienoOBaHUN ObUTM TIPEACTaBICHBI U
00CYXIaJIUCh HA POCCHUMCKUX W MEXIYHApOJIHBIX Che3ZaX M KOH(EpEeHLHSX, B TOM
guciie: FEBS Congress «Mechanisms in Biology» (St. Petersburg, 2013), FEBS EMBO
Conference (Paris, 2014), VII Cse3ne Bcepoccuiickoro oo6iiectBa (U3HOIOTOB
pactenut (Hwxnauit  Hosropon, 2011), 2-oif MexayHapoaHoW KoHpepeHIuu
«['eHetnka, reHomMMKa © OuorexHosorusi pacrenuity (Mpkyrck, 2012), VI
Bcepoccuiickoit  KOH(pEpeHIIMM MOJOABIX Y4eHbIX «CTpareruss B3anMOJICHCTBUS
MUKPOOPTaHU3MOB U pacTeHUl ¢ okpyxartomieir cpemnoit» (Caparos, 2012),
Bceepoccuiickux HaydHbIX KOH(epeHIHsX «DakTopbl YCTOWYMBOCTH pACTEHUN B
AKCTPEMANIbHBIX NPUPOJHBIX YCIOBUSX U TexHoreHHou cpene» (HMpkyrck, 2013) u
«Mexanu3mbl peryisaiun  GyHKIUA pactuTenbHbiXx opraHemwn (Mpkyrck, 2014), a
takke HayuHbix ceccusix CUOUBP CO PAH (Mpkyrck 2012, 2014).

IMyoaukamuu. [To Teme nuccepranuu omyOoaukoBaHO 17 HayyHBIX paboOT, B TOM
yucie / crareil B xxypHanax u3 [lepeunss BAK PO.

Crpykrypa M 0o0bem padorbl. [(uccepranmoHHas padoTa COCTOMT U3 CIIHCKA
COKpallleHHi, BBeACHMs, 0030pa JHUTEpaTypbl, ONUCAHUS OOBEKTOB U METOJOB
UCCJIEIOBAHUSI, PE3YJbTATOB HCCIEAOBAHUS, HUX OOCYKIEHHS, BBIBOJAOB U CIIHMCKA
JUTEpaTypbl, BKIOYaromero 232 HauMEeHOBaHUs, B TOM uucie 178 Ha MHOCTpaHHOM
s3pike. Pabota m3ioxkeHa Ha 178 cTpaHuIax MalIMHOMHUCHOTO TEKCTa, COMEPXKHT 37
PUCYHKOB U 4 TaOIUIIBI.



COJEPXXAHUE PABOTBI

1. O630p nuTEpaTYpPHI

B pasmene paccmaTpuBarOTCS COBPEMEHHBIE MPENCTABIEHUS O Tpoleccax
dboToCcUHTE3a U AbIXaHUS B KJIETKaX PACTEHUW M BIMUSAHHE HA 3TU MPOIECChl HU3KOU
TeMmrepaTypbl. Takke  MpeICTaBIE€Hbl  OCHOBHBIE  (DHU3HOJIOT0-OMOXUMUYECKUE
MEXaHWU3Mbl aanTalMyd PacTEHUW K HU3KUM TEMIIEpaTrypaM, B TOM YHUCJIE Ha YPOBHE
U3MEHEHUM JMIUIHONW COCTaBISIONIEH KJIETOYHBIX MEMOpaH, CHHTE3a CTPECCOBBIX
OENTKOB M HAKOIUICHUs KPUOMPOTEKTOPHBIX coenuHeHuil. Ocoboe BHUMAaHHE yIEIseTCs
PO MUTOXOHJIPUM U  albTEPHATHBHBIX (EPMEHTOB JBIXaHUS — POTEHOH-
HeuyBcTBUTENbHBIX HAJI(®)-H-nerunporeHas u aJlbTEepHATUBHOM OKCHAA3bl B
MEXaHu3Max aJanTalii pacTeHU K HU3KUM TeMIIepaTypaMm, a TakKe POJU ITHX
0€JIKOB B (POTOCHUHTE3€ U 3aIIUTE XJIOPOIIACTOB OT POTOMHTMOUPOBAHUS.

2. O0beKTHI M METOABI

O0bexkT mcciaenoBanusi. B pabore ObUIM HCNONB30BaHBl ATHOJIUPOBAHHBIC
NPOPOCTKH, STHOJMPOBAHHBIC M 3€JICHBIC pPACTeHUs o3uMoW mmeHunsl (Triticum
aestivum L.) copra Mpkytckas.

JUIsl IOJTydeHMsI STHOJMPOBAHHBIX ITPOPOCTKOB CEMEHA IPOpAIMBAIM B KIOBETAX
Ha BJIAXKHON (QMIbTpoBajgbHOM Oymare B TemHoTe npu 25+1 °C B Teuenue 3 cytok (K).
JUtst moy4YeHus: 3THOJUMPOBAHHBIX U 3€JIEHBIX PACTEHHWI MIIEHULBI MPOKIIOHYBIIUECS
CEMEHa IMpopallMBajIld Ha MOJMIPONHICHOBOM CETKE B TEMHOTE WJIM Ha CBETY.
OTHOJMPOBAHHBIE PACTEHUS BBIpAIIMBaIM B TeMHOTe Ipu 22+1 °C, a 3eneHbple — npu
23/20+0,1 °C (16 u ¢oronepron) m oceemeHHocTH 250 MikMomb/(MZc?t) DAP.
KoHTpoJibHBIE ATHOJMPOBAaHHBIE PACTEHUsI MCMOJB30BaM B Bo3pacte 7,5 cytok (K), a
3esieHble — B Bo3pacte 9 cyrok (K).

Metoabl. XonogoBoe 3akanuBaHue (Xoia.3aK) 3-X CYTOYHBIX 3THOJIMPOBAHHBIX
MPOPOCTKOB ITpoBoawiIv pu 2 °C B TeueHHE 7 CyTOK B TEMHOTE.

Jist  00paboTKM caxapo30M WIW/M  HU3KOW 3aKaJMBAIOLIEH TeMIepaTypou
UCIIOJIb30BAJIM 7-MH CYTOYHBIE S3THOJMPOBAHHBIE W 3€JIEHbIE PACTEHUS O3UMOM
nmenuiibl (Jlo o6p). B pabore ucnonwszoBasin pactBop 12 %-oii caxapossl (TymaHoB,
1979) u Y4 pactBopa Knomna. J{is oOoramieHus: caxapaMi B KOHTPOJIbHBIX YCIOBHSX (22
°C) pacTeHus MOMEIIAIN Ha PaCTBOP Caxapo3bl, BHIIECPKHUBAsI UX B TEMHOTE B TEUCHUE
7 cyrok (K+Cax). 3akanuBaHue OCYIIECTBIISIIM B TEUEHHUE 7/ CYTOK. DTHOJIHMPOBAHHBIE
pactenus 3akanuBaiu B TeMHote npu 2 °C (T) u B TemHore npu 2 °C Ha pacTtBope
caxapo3bl (T+Cax). 3eneHble pacTE€HHs MIICHUIIbI 3aKaJUBAIA TPU CIEIYIOIMINUX
yenosusx: a) mpu 5/2 °C (16 4 ¢oronepron) u ocemennoctd 200 MkMob/(M2¢™?)
®AP (Ce(16)); 6) mpu 5°C (24 u doronepron) u ocsemennoctd 200 MrMonb/(m2c™t)
®AP (Cs(24)); B) B TemHote nipu 2 °C (T); u r) B temHore nipu 2 °C Ha pacTtBope
caxapo3sl (T+Cax).

JJist u3y4eHus: pOCTOBBIX MPOIIECCOB, COJAEPKAHMS BOABI M CaXapOB UCIOJIb30BAIIN
JIOTIOJTHUTENbHBIE KOHTPOJIM: I MpOopocTKOB — 10-TM CyTOuHBIE MPOPOCTKH,
BoIpanieHubie npu 26 °C (K, 10), ang 3TmonupoBaHHbIX pacTeHUud — 14-TU CyTOYHbBIE
pacrtenusi, BeipamieHusie npu 22 °C (K, 14), nns 3enenbix — 14-Tu cyTOUHbIE 3€JI€HBIC
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pactenus, BeIpamieHabie mpu 23/20+0,1 °C (16 4 doronepuon) (KOHTPOIL s
3aKalieHHBIX Ha cBeTy pacteHuid — K,14(CB)) u 14-Tu CyTOYHBIE 3€JICHBIC PACTCHHS,
BhIpanieHubie 7 cytok npu 23/2040,1 °C (16 1 ¢poronepuon) u 7 cytok mpu 22+1 °C B
TEMHOTE (KOHTPOJb VISl 3aKaJC€HHBIX B TEMHOTE PACTEHUU M PACTEHHM, BBIPALICHHBIX
Ha caxapose mpu 22 °C — K,14(T)).

JInsi XapakTepUCTUKU CTENEHUW YTHETEHHsS] POCTOBBIX IPOIECCOB, OINPEAEISIIN
CTCTICHh HHTHOMpoBaHus pocta moderos (MBanos, 1974).

OTHOCHUTENIbHYI0O MOPO30YCTOMYMBOCTh MPOPOCTKOB U PACTEHUI ONPENEISUIH I10
UX OTpPacTaHWIO IIOCNe CTymeH4Yaroro mnpomopaxuBanusi (CambiruH, 1967).
AHanu3upoBajgach TeMIepaTypa, Bei3biBatomas ruoeins 50% pacrennit (LTsg), KoTopyro
BBIYHCIISUTA HA OCHOBE MPOOUT-aHAIN3a.

ConepxaHue BOJIOPACTBOPUMBIX YIJIEBOJOB ONpPEAEIsIN ¢ ucronb3oBanuem 0,2%
aHTpoHa B KoHLleHTpupoBanHoit H,SO, (dumie, 1967).

Boiaenenue u 04MCTKY MUTOXOHIPUNA U3 MOOErOB ATHOIMPOBAHHBIX MPOPOCTKOB
npoBoguian mo Meroauke (I'pabenbHbix u np., 2011). Beimenenue u  OYUCTKY
MUTOXOHJPHUA M3 JINCTHEB 3€JEHBIX U ITHOJMPOBAHHBIX PACTEHHUM OCYILECTBILUIN IO
metoauke (boposuk u ap., 2013; Garmash et al., 2015).

MHTakTHOCTh BHEIIHEH MeMOpaHbl MHUTOXOHAPUN PACCUMTHIBAIM IO Pa3HUILIE
CKOpPOCTH  ackopOaT-3aBUCHMOTO  cTumyiupyemoro  1mutoxpomom ¢ KCN-
YyBCTBUTENBHOTO moriomienus kuciopoaa (Illyraes u ap., 2012) B oTCyTCTBHE U B
npucytcteuu 0,04% Tpurona X-100 (Davy de Virville et al., 1994).

Copepxanue xJiopoduia B MUTOXOHIPUSIX onpeaesu
cnekrpodoToMeTpuyecku mmpu 652 uM nociie 3xkcrpakuuu 80% ameroHom no Gopmyse
Apnona (Arnon, 1949).

OxucauTensHyo U (GoCcPOopIIUPYIONYI0 aKTUBHOCTh MUTOXOHJPUIM OMpeeIsiiu
noJisiporpapuuecky ¢ IIATHHOBBIM 3JIEKTPOAOM 3aKpbIToro Tuna (3nexrpox Kmapka) Ha
noasiporpadax OH-105 (“Radelkis”, Benrpusi) u Oxytherm system (‘“Hansatech Inst.”,
AHnrnusi) B siueiike oovemom 1,4 mu mpu Temmeparype 26 °C. CyOctpatamu st
npixanust ciayxkuwid: 10 MM mamar + 10 MM rayramar, 8 MM cykuuHar + 5 MM
rmytamat, 10 MM rmumus + 0,2 MM HAJTY, 1 MM HAJT-H, 1 MM HAJI®-H. I'mytamat
00BN JJI1 YCTPAHEHHUsI OKCalloalleTaTHOTO MHIHOMpoBaHusa. DYHKIIMOHUPOBAHUE
«BHyTpeHHux» HAJ((®)-H-AI' Il Tuma oneHuBamu 1O OKHUCICHHIO MajaTra B
npucyrctBuM  umHruoutopa kommiekca I OTL[ 3 wMxM  porenona (Pot),
¢dbynkunonupoanue «BHemHUX» HAJ-H-AI' unu HAJ®D-H-II' — no okucienuto
sk3oreHHoro HAJI-H wiin HAJZI®-H, cootBeTcTBEeHHO, B TpUCyTCTBUM poTeHoHa | 0,06
MM Ca®™. Ilns uHrnouposanus komruiekca Il OTL npumensuin 20 MKM aHTUMULIUH A
(AHTA). s warubupoBanus mmroxpomHoro mnytu (III1) wucnoms3oBamu 0,4 MM
(mutoxoHnpun u3 npopocTkoB) U 1,2 MM KCN (MUTOXOHIIpUM W3 JIUCTHEB), IS
UHruOupoBanus anbTepHaTHBHOTO myTH (AIl) — 1 MM (MUTOXOHIPHH M3 MPOPOCTKOB)
u 3 MM OGensruapokcamoByio kucioty (BI'K) (muroxonapuu u3 auctbe). Brian LII1
paccunThiBaii Kak aeixanue, uHruoupyemoe KCN, a Bxmam All, cBsizanHOrO C
¢ynkuonupoBanueM AQ, paccuuThiBaIM Kak JAbixanue, uHruoupyemoe BI'K B
npucyrctBur KCN (nmoteHuuanbHas akTuBHOCTb AQO).



Conepxanne A®K B MHTOXOHAPHAX ONpEJNENSNM C HOMOUBIO 2, 7 -
auxaopoauruapodayopectenn guarerata (H,DCF-DA) Ha criekrpoduryopodoromerpe
RF-5301 PC (“Shimadzu”, Sinonwus) (I'pabenbubIx u map., 2011).

Cymmapssbiii  6enok  Beigemsuii o meroauke (IlobexxumoBa u  gp., 2004).
MurtoxoHApUaIbHBIM OeloK BhIAEIsIIA 1o MeTtojauke (I'pabenpHbIX W 1p., 2014).
Komnnentparuio 6enka onpeaensuii mo meroay Jloypu (Lowry et al., 1951).

Onextpodope3 npooguwin B 12,5% I[1AAl'e ¢ JIJIC-Na B monudunmpoBanHoi
cucreme (Laemmli, 1970), ucnons3ys Mini-PROTEAN 111 Electrophoretic Cell (“Bio-
Rad”, CIHA). benku mnepeHOCHIM HaA HUTPOIEIUIONO3HYI0O MeMmOpany (“GE
Healthcare”, IlIBerus nam “Sigma”, CIIA), ucrone3ys Mini Trans-Blot (“Bio-Rad”,
CIIA). O6paboTKy aHTUTEIaMH MPOBOAMIN COTJIACHO C PEKOMEHIAIUSIMHU (PUPMBI-
u3roroButens. B pabore mcnonp30BadM BTOPUYHBIE AHTUTENA, KOHBIOTUPOBAHHBIEC C
mienounoit docdarazoit. [Topur (PORIN) wmcmonp3oBaiiv Kak BHYTPEHHHH KOHTPOJIb
(Armstrong et al., 2008).

Bo Bcex ciydasx mpoBOAMJIM HE MeHee 3-X HE3aBUCHMBIX SKCIIEPUMEHTOB, B
KKJIOM M3 KOTOPBIX MOBTOPHOCTH ObuTa 2-6 KpaTHOHW. JlaHHBIE MpeCTaBICHBI Kak
cpenHssi apudmeTudecKkas WM MeAuaHa, a pa3dopoc 3HAYEHUW B BHUJIE CTAHJIAPTHOTO
OTKJIOHEHUS WJIM WHTEPKBAPTWIbHONW muUpoThl. HopmanbHOCTE pactpesaeseHus
npoBepsiack ¢ nomoiplo kputepus Llanupo-Yunku. s gokaszarenbcTBa HaIMYuUs
3HAUYUMBIX PA3TMUMNA MEXKY CPEIHUMHU MPUMEHSIIM OAHO(DAKTOPHBIN HUCIIEPCUOHHBIN
aHaJIM3 C TOCIEAYIOIUM MHOXKECTBEHHBIM CPaBHEHHEM CPEIHHX MO MeTony dDwuiiepa
(I'manm, 1998) wnm H-xputepuit Kpackena-Yosmca (Tpyxauesa, 2012). Ilaphoe
CpPaBHEHHE CPEIHUX 3HAYCHMI MPOBOJWIN C MCIOJIb30BaHUEM U-kputepust CThloqeHTa
WIA C WCNOJNb30BaHUEM Kputepus Bunkokcona-Manna-Yutau (['manm, 1998).
Pasnuumst  MeXOy OKCHEPUMEHTAJIbHBIMH  JAaHHBIMH  CYUTAIM  CTAaTUCTUYECKH
sHauuMbiMu Tipu P < 0,05. B moammcsx K pHCyHKaM N O3HA4aeT KOJMYECTBO
HE3aBHCHUMBIX 3KCHEpUMEHTOB. CTaTUCTHUUECKHUE PACUYEThl OCYUIECTBIISIIU C MTOMOILBIO

SigmaPlot 12.5.

3. Pe3yabTaTnl

3.1. Bausinue X0/1010BOr0 3aKAJUBAHUSA HA MapaMeTPbl MOPO30YCTOMYMBOCTH
3THOJTUPOBAHHBIX MPOPOCTKOB 03MMOIi MIIEHUI[bI

JleiicTBUe HM3KOW MOJOXKUTEIbHON TemmepaTypsl 2 °C B TedeHHe 7 CYTOK ObLIO
3¢ (PEKTUBHBIM 7151 TOBBIIIEHUS] MOPO30YCTOMYMUBOCTH 3-X CYTOUYHBIX STHOJIMPOBAHHBIX
MPOPOCTKOB O3UMOM MIIEHUIIbl. 3aKaduBaHWE MPUBOJUIO K MHTMOMPOBAHUIO POCTA,
CUHTE3y JErMAPUHOB W MOBBILIEHUIO BBDKMBAEMOCTH IMPOPOCTKOB IOCIE JIEUCTBUS
oTpuIaTeNibHOM Temmeparypbl (puc. 1). ComepikaHue caxapoB IpH 3aKaJHBaHHU
OCTaBaJIOCh Ha BBICOKOM ypoBHe (puc. 16). ConmepkaHue ACTHAPHHOB 3aBUCEIIO OT
JUTUTEIbHOCTH 3aKaJIMBaHUs, ObLJI0O HE3HAUUTEIBHBIM B 1-€ CYTKH M YBEJIMYUBAJIOCh K
KOHITY 3aKanuBaHus (puc. 1s).
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Puc. 1. Bnusnue xomomoBoro 3akanuBaHus (XoJ.3aK) Ha pocT MoOeroB (a), coaepkaHue B
noberax BOJOPACTBOPUMBIX YIJICBOAOB (#) ¥ JETHAPUHOB (6), MW MOPO30YCTOHYHUBOCTH (2)
ATUOJIUPOBAHHBIX MMPOPOCTKOB O3UMOM TIIICHUIIBI.

Obosnauenusn: K; K, 10; Xon.3ak— cM. «O0BEKTH U MeTOAB; [0 00p. — 10 mpoMopaxuBanus; 1, 3, 5, 7
— cyTku 3akanuBaHus. N=3-5. a,6 — MxS.D., 2 — Me[25%;75%]. * — pasnuuus mexay «K» u ucciemryemMpim
BAPHAHTOM CTATUCTHYECKH 3HAa4YMMbl, ** — pasmuuns wmexay «K,10» U wuccieayembiM BapHaHTOM
CTaTUCTHYECCKHU 3HAYUMBI.

3.2. Bausinue X0J100BOr0 3aKAJMBAHUA HA (PYHKUMOHAJIbHYH) AKTHBHOCTH
MUTOXOHAPHUI U3 ITHOJTMPOBAHHBIX MPOPOCTKOB 03MMOM MIIECHUILbI

XO0JIOMOBOE 3aKAIMBAHUE TNPOPOCTKOB O3UMOM MIIEHHUIBI COMPOBOXKIAIOCH
CHM)KEHUEM JIBIXaHHWS MUTOXOHAPUU U MEPEPACIPEICIICHUEM IbIXaTEIbHBIX MyTEH —
unruoupoBanvem L1 u yBenumuenwem Bkiaga All (mpu OKUCHEHHM CyKIIMHATa W
HAJI-H) (puc. 2a).
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Puc. 2. BmusHme xomnomoBoro 3akanwBaHus (Xoj.3aK) Ha JIBIXaHWHE MHTOXOHJAPUH U3
ITHOJIMPOBAHHBIX MTPOPOCTKOB 03UMOH mieHuibl U Bkaan LIT u AIl (a) u conepkanue 6€IKOB (0).

Oébo3nauenusn. K; Xonzak — cM. «O0beKTBl U MeTonbl». N=3. M*+S.D. * — pazmmumns mexny «K» u
«Xomn.3ak» craructuyeckd 3Haummbl (s LI1); ** — pasmuums mexnay «K» u «Xom.3aK» CTaTHCTUYECKH
3HaunMbl (st All).



MUTOXOHIPUH COXPAHSUIM CIIOCOOHOCTH C BBICOKOH CKOPOCTBIO OKHCIATH
sk3oreHHbli HAJI-H (Bwicokass aktuBHOCTH «BHemHeW» HAJ-H-I'), uto ObLIO
COIPSDKEHO ¢ yBenmdeHrueM Bkiaaa AO B neixanue (puc. 2a). Conepxkanne AO u NDB
B MHUTOXOHJIPHSIX TIPH 3aKAJTMBAHUHU YBEIMYUBAIOCH (pUC. 20).

X0J010BOE 3aKaJWMBAHUE TMPUBOJWIO K yBelWueHH0 ypoBHI AQDPK B
muToXoHApusX (puc. 3a). Ilocne xomomoBoro moka (-8°C, 6 4) B MUTOXOHIPHSIX H3
3aKaJeHHBIX MPOPOCTKOB ypoBeHb A®MK OblT ropa3go HHXKE IO CPaBHEHHUIO C
MUTOXOHJIPUSIMH U3 KOHTPOJIBHBIX MPOpOcTKOB (puc. 3a) (I'pabenpHbIX M ap., 2014).
Hob6anenne antumunnHa A win BI'K K KOHTpOJIBHBIM MHUTOXOHAPUSM MOBBIIIAIO B
HuX ypoBeHb ADK, B TO BpeMs KAaK B MUTOXOHJPHUSAX 3aKAJIECHHBIX INPOPOCTKOB
aHTUMHIMH A He Bimsi1, a BI'K 3HaunTenbHo yenmuBana reaeparuio ADK (puc. 36).
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Puc. 3. Conepxanne ADK B MUTOXOHIPUSIX KOHTPOJIBHBIX U 3aKaJIEHHBIX TPOPOCTKOB 03UMOMA
MIIeHUIIBI TToctie Xoaoa0Boro moka —8 °C, 6 u (XII) (a) u BnusHUE UHTHOUTOPOB ABIXATETHHON 1IETIH
Ha oOpazoBanue ADK B MUTOXOHIpUSX ().

Obo3nauenusn: K, Xon.3ak — cM. «O0beKThI U MeTObI»; 6 (0ch abcimcc) — K — B oTcyTCcTBHE 100aBOK.
n=3-10. a — Me[25%;75%],* — pasnuuusi MeXIy CTPECCHPOBAHHBIM M HECTPECCHPOBAHHBIM BapHAHTOM
CTaTUCTUYECKU 3HAUUMBL. 6 — M£S.D. * — paznuuus mexny «K» u «Xoi1.3aK» CTaTUCTHYECKH 3HAYNMBI.

3.3. Ilapamerpbl MOPO30yCTOWYMBOCTH JTHOJHPOBAHHBLIX U 3€JE€HBIX
pacTeHuil 03MMOIl MINEHUIbI TNPH XO0JOJ0BOM 3aKAJIUBAHMU M 00padoTKe
caxapo3oi

Xo0y010BO€ 3aKajduBaHWE M 00pabOTKa caxapo3oi MPUBOAWIM K YBEIUYCHHUIO
MOPO30yCTOMUYUBOCTH ITHOJUPOBAHHBIX U 3€JICHBIX PACTEHUM O3UMOM MIIEHUIBI (pUC.
42, 66) (bopoBuk u gap., 2013, 2014; BopoBuk, 2014). 3akamuBaHue pacTCHHIA
XapaKTEpHU30BaIOCh HHTHMOMPOBAHUEM pOCTAa, HAKOIUICHHMEM CaxapoB M CHHTE30M
JCTUIPUHOB B JTHUCThsX (puc. 4, 5, 6). [Ipu 3TOM MOP0O30yCTOMYUBOCTL paCTCHUM ObLIa
CBsI3aHa C COJIEPIKAaHKEM BOJIOPACTBOPUMBIX YIJIEBOOB B JIUCThIX (puc. 40, 56).

Haunbonee MOpo30yCTONYMBBIMU OBLIM 3THOJIMPOBAHHBIE PACTEHMUSI, 3aKAJICHHbBIE
Ha caxapose (puc. 42), U 3eJieHble pacTeHUsl, 3aKaJCHHbIC HAa HEMPEPHIBHOM CBETY U B
TEMHOTE Ha caxapo3se (puc. 60). B 3eleHbIX JTUCThIX COJIepKaHUE caXapoB 3aBHUCEIIO OT
YCJIOBUM 3aKajIMBaHWs M ObUIO HAMOOBIINM TP 3aKaJMBAHUM B TEMHOTE Ha caxapose
U B YCJIOBHUSX HEMPEPHIBHOTO OCBEUIEHUS U HAMMEHBIIIUM IPU 3aKaJIMBAaHUHA B TEMHOTE
(puc. 56). B muCThAX ATHOTUPOBAHHBIX U 3€JIEHBIX PACTCHHUI BBISBICHBI JETHAPUHEI C

Mou1. MaccaMu 18 u 24 k/[, cMHTE3 KOTOPBIX UMEET caxapo-3aBUCUMbINA XapakTep (puc.
46, 6a).
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Puc. 4. Bausaue xonogoBoro 3akanuBaHus (Xoj.3aK) U 9K30reHHOM caxaposbl (Cax) Ha pocT
noOeros (a), coiep’kaHue B JIUCThAX BOJAOPACTBOPUMBIX YIVIEBOAOB (#) U JETHAPUHOB (8), U
MOPO30YCTOMYUBOCTD (2) ITHOTHPOBAHHBIX PACTCHHI 03UMOM MIECHUIIBI.

Obosnauenusn: Jlo oop (a u 0); K; K, 14; K+Cax; T; T+Cax — cMm. «O0BeKTHI 1 METOIbI»; 1o 00p (2) — 10
npomopaxkuBanus. N=3-8. @ — M+S.D., 6, 2 — Me[25%;75%]. * — paszmuuns mexmy «K» M HccieayeMbiM
BapHUAaHTOM CTAaTUCTUYCCKU 3HAYNMBI, o — pasinmyug MEXOy «K,14» " UCCIIEAYEMBIM BAPUAHTOM CTATUCTUYCCKU
3HAYMMBL; © — pasanuus Mexay «K+Cax» U ucciieayeMbIM BApUAHTOM CTATHCTHYECKH 3HAYMMBI.
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Puc. 5. Bausaue xononoBoro 3akanuBaHus (Xoi.3aK) U 9K30TeHHOM caxaposbl (Cax) Ha pocT
1o0eroB (@) U cofiepaHue B JUCThSIX BOJOPACTBOPUMBIX YIJIEBOJOB (#) y 3€JE€HbIX pacTeHUI 03UMOMN
TMILIEHULIBI.

Obosnauenusn: Jlo oop; K; K,14(Cs); K,14(T); K+Cax; Cs(16); Cs(24); T; T+Cax — cMm. «OO0BEKTH U
MeTozbly; N=3-6. Me[25%;75%)]. * — pasnuums Mexay «K» M HcCIeTyeMBIM BapMaHTOM CTaTHCTHYECKHU
3HAYHMEI, o_ pasmuns Mexay «K,14(CB)» u uccieyeMbIM BAPHAHTOM CTATUCTHYECKH 3HAYMMEL, © — Pa3IHums
mexay «K,14(T)» u uccieayeMblM BAPHAHTOM CTATHCTHYECKH 3HAUMMBI, ' — pasnuuus Mexay «K+Cax» u
UCCIIeIyeMbIM BApUAHTOM CTATUCTUYECKU 3HAUUMEI.
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Puc. 6. Bnusiaue xonomoBoro 3akanuBanus (X0J1.3aK) ¥ 9K30reHHOU caxapo3bl (Cax) Ha CUHTE3
JETUIPUHOB B JINCTHSIX (@) U MOPO30YCTOWYHBOCTH (0) 3€JICHBIX PACTCHUH 03UMOM TIIICHUIIBI.

Oobo3nauenusn. K; K,14(Cs); K,14(T); K+Cax; Cp(16); CB(24); T; T+Cax — cM. «OOBEKTH U METOIBI;
JTo 06p — 10 mpomopakuBauus. N=3-4. Me[25%;75%].

BbixxnBaemocTtb, %
(2]
o

3.4. Bausinme XO0JIOIOBOI0 3aKAJMBAHMSA M 3JK30N€HHOH caxapo3bl Ha
(pYHKIHMOHAJIBHYI0 AKTMBHOCTb MHUTOXOHJAPHH M3 JIMCThEB 3THOJHPOBAHHBIX H
3eJICHbIX PACTEHHH 03MMOM MIIIeHULbI

JlpIxaTenpHasi akTHBHOCTh MUTOXOHJIPUI M3 STHOIMPOBAHHBIX U 3€JICHBIX JIUCTHEB
IpH  XOJOAOBOM 3aKaJlMBaHWM 3aBHCENa OT CyOCTpaTra OKHCICHHS U YCIOBHUM
3akanuBanus (puc. 7a,0, 8a,0,6) (bopouk u nap., 2013, 2014; boposuk, 2014). IIpu
BBIPAIIUBAHUN DPACTEHUN HaA caxapo3e HaOMI0OJand YBEIHMUYEHHUE CKOPOCTU JBIXaHUS
MUTOXOHJIPHUSIMH.
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Puc. 7. BnousHue sk3oreHHon caxaposbl (Cax) W XOJ0J0BOTO 3akajnuBaHus (Xo0i1.3aK) Ha
JIBIXaHWE MHUTOXOHJPUN W3 3THOJMPOBAHHBIX JUCTheB, BKIaa B jabixanue LI u AIl (a, 6) u
cojepkanue 0enKoB (8, 2, 0).

Oébosnauenun: K, K+Cax, T, T+Cax — cM. «O0beKThl ¥ MeTObI». N=3-6. M£S.D. a, 6 — * — paznuuus
Mexay «K» u uccrmemyeMblM BapuaHTOM cTaTUcThdeckd 3HauumMbl (uist LIIT); ** — paszmuums mexny «K» u

WCCIIETyeMbIM BapHaHTOM CTaTHCTUYecKH 3HaYUMBI (st All). 0 — * — paznmuns mexnay «K» u uccrenyeMbm
BapHMAHTOM CTaTUCTHYECKH 3HAUYHNMBI.
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DK30TreHHas caxapo3a Kak B KOHTPOJIBHBIX YCIOBUSX, TAK U IPH JAEUCTBUU HU3KOU
TEeMIIepaTyphbl yBeJWYMBaja aKTUBHOCTh AO B MHUTOXOHIPHUSIX M3 STHOJIMPOBAHHBIX
JMCThEB MPHU OKHUCICHUM BCEX CyOCTPATOB, 3a MCKIIOYCHHWEM Majara B MPHUCYTCTBUU
poreHoHa (puc. 7a,6). OaHaKo HAUOOJIBIICEe YBEIUNYCHHE MOTCHIIMAILHOW aKTHUBHOCTH
AO HaOmonany TOpHU BBIPAIMBAHUM STHOJMPOBAHHBIX pACTEHUWH Ha caxapos3e B
KOHTPOJBHBIX ycioBusx (puc. 7a,6). Comepxkanue AO u NDA ¢ mon. maccoit 56 k1
NP 3aKaJMBaHUU Ha CaXapo3e YBEIMYMBAIIOCH (pUC. 78,0).
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Puc. 8. Bnmsnue sk3oreHHoi caxapo3bl (Cax) M XOJOJOBOTO 3akanuBaHus (XoI.3aK) Ha
JIbIXaHHE MUTOXOHAPHI 13 3eneHbIx nucTheB U BKinag LT u All (a,6,68) u conepxkanue OenKoB (2).

Obo3nauenun: K, K+Cax, Cs(16), Cs(24), T, T+Cax — cMm. «O0BeKTHl U MeTOABI». N=3-6. M+S.D. * —
pasiinuunsa MEXKAYy «K» u HCCIICAYCMbIM BAPHUAHTOM CTATUCTUYCCKU 3HAYMMbI (,[[JISI L[H), ** _ pas3inyng MEKIy
«K» n nccnegyemMbpIM BapuaHTOM CTaTHCTHYECKH 3HAYUMBI (Jutst Al).

VYBenuueHue NoTeHIHAIbHON aKTUBHOCTH AO B MUTOXOHIPHSX (MPU OKUCIECHUU
OTPE/ICJICHHBIX CYyOCTPaTOB) M3 3€JICHBIX JIMCThEB HAOJIOJAM MPU BhIPAIIMBAHUM U
3aKaJIMBaHNU paCTeHI/Iﬁ B TECMHOTC Ha €axapo3€ U IIPpH 3aKaJIMBAaHWH Ha HCIIPCPLIBHOM
ceetry (puc. 8a,0,8). BrIpamuBaHue 3€JICHBIX PACTEHHM Ha caxapo3e IMPUBOJIUIIO K
YBEIIMYCHUIO MOTEHIHANIBHOM akTUBHOCTH AQO mipu okucieHuu cykuunarta, HA/-H u
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HAJI®-H (puc. 8a,0,6). B TO e Bpems 3akaJMBaHHWE pPACTCHH Ha caxapose
CONPOBOK/IAJIOCh 3HAYUTENIbHBIM IOBBIIIEHHEM aKTUBHOCTH AQ TMpU OKHUCIEHUHU
MHUTOXOHJIPHSIMH BCEX HCIOJB3YyEeMBIX CyOCTpaToB, KpoMe mimiuHa (puc. 8).
3akanuBaHue pacTeHul mpu 24 4 oTtonepruoae NPUBOJIUIO K YBEIUUCHUIO aKTUBHOCTH
AO B MHUTOXOHIpHUSX NpPH OKHUCICHUU MajaTa, majara B NPHCYTCTBUU POTEHOHA,
cykuunara, raunuHa U HAJ['H (puc. 8a,6,6). OCOOCHHO 3HAYHUTEIBHBIM MOYKHO
CUMTATh YBEJIMYEHUE B ATUX YCIOBUSIX aKTUBHOCTHU AQ MpHU OKUCICHWM TIUIHAHA IO
CpaBHEHHIO C KOHTpoJieM (puc. 82). 3akaimBaHue pacTeHuil mpu 16 4 gororepuoae mpu
OKHMCJIEHUM MaJjaTa, CyKUMHATa U TJIMLIHAHA HE BIUAJIO Ha aKTUBHOCTH AQO, B TO BpeMs
KaK 3aKajuBaHHEe B TEMHOTE HE3aBUCHUMO OT CyOCTpaTa OKHCIEHHUS MPUBOAMIO K
CHIDKCHHIO ee akTUBHOCTH (puc. 8a,0,6).

AxTtuBHOCTH «BHYTpeHHUX» HAJI(D)-H-AI' Il Tunia B MUTOXOHAPUAX U3 3€JIEHBIX
JUCTHEB YBEIMYMBAIACH MPU BBIPAIIMBAHUM PACTEHUIl HAa caxapo3€e HE3aBUCHUMO OT
TemrepaTypHoro pexuma (puc. 8a). OnHako, eciau MpU 3aKaJIMBAaHUU Ha Caxapo3e HX
¢dbyHkuroHupoBanue Ob10 cBsizaHo ¢ All, To B koHTposbHBIX ycioBusix — ¢ L{I1. [lpu
3aKajJMBaHUM B TEMHOTE W Tpu 16 4 Qoromeprose aKTUBHOCTh «BHYTPEHHUX)
HAZ(®)-H-AI' 1I Tuna cHmxkanack, ogHako npu 24 4 ¢Goronepuojie He U3MEHSIIACH.
CTouT OTMETHUTH, YTO (PYHKIIMOHUPOBAHNE «BHYTPEHHUX)» POTEHOH-HEYYBCTBUTEIBHBIX
HAJJ(®)-H-AI' B MUTOXOHApHUSX TpH 3aKaJMBAHUM B YCIOBUSX HEMPEPHIBHOTO
OCBEIICHHUS OBLIO COMPSKEHO ¢ akTUBHOCTHIO AO (puc. 8a).

AxtuBHOCTh «BHemHUX» HAJI(®)-H-AI' yBenuumBanace MNpu BbIpAlIMBaHUU
pacTeHul Ha caxapo3e KaK B KOHTPOJIbHBIX YCIOBHSIX, TaK M NP 3aKajJUBaHUU (pPHC.
86). 3akanuBaHWE TPOPOCTKOB B TEMHOTE Ha Caxapo3e IMPHUBOIMIO K YBEIHYCHHIO
conepxkanusi B MutoxoHnpusx AO (puc. 82). Comepxxkanue NDB B MHUTOXOHApHUSX
MOCJI€ 3aKaJuBaHUs 3HAYUTEIbHO HE M3MEHSJIOCH (32 MCKIIOYEHUEM 3aKalvBaHUS Ha
caxapos3e), B TO BpeMms Kak coaepxkanue NDA cHmwkamoch (3a HCKIIOUYCHUEM
3aKallMBaHMs Ha caxapose) (puc. 82).

4. O0cy:xxnenue

4.1. O0mue MEXaHU3MbI U 0COOCHHOCTH ¢popmupoBanus
MOPO030yCTOMYMBOCTH ITHOJUPOBAHHBIX H 3€JICHbIX PACTCHUN 03UMOM MIIEHULbI

HesaBucumo ot Tuna Ttkanu (¢GoToaBTO- WM TeTepoTpodHas) W yCIOBUA
3aKaJMBaHUs HHU3Kas TEMIlepaTypa MPUBOJWIA K HHTHUOMPOBAHUIO pOCTa MOOETOB
POPOCTKOB M pacTeHuil o3uMoil mmieHunbl (puc. la, 4a, 5a), cuHTE3y NErHIPUHOB
(puc. 16, 46, 6a) 1 MOBBIIIEHUIO MOPO30yCTOMUNBOCTH (pHC. 12, 42, 66). ConepkaHue
caxapoB TpHM 3aKaJMBaHUU HE W3MCHSIOCH B MPOPOCTKaX (OCTABAJIOCh HA BBICOKOM
ypoBHE) (puc. 16) ¥ yBEIMYNBAJIOCH B JTUCTBSIX STHOJHMPOBAHHBIX U 3€JCHBIX PACTCHUH
(puc. 46, 56). C yBenuueHUEM JTUTCIIBHOCTH CBETOBOTO MEPHOJA MPH 3aKaJTHMBAHHH
3€JICHBIX PACTCHHUW HAKOIUICHME CaxapoB B JIMCThAX Bo3pactasno (puc. 30).
Mop030yCTOMYNBOCTD 3aKAJIICHHBIX STHOJIMPOBAHHBIX IPOPOCTKOB, STHOJIMPOBAHHBIX U
3€JIEHBIX PACTCHUN O3WMOM TIICHUIBI ObUTa CBs3aHa C COJEpPKAHHUEM CaxapoB B
JUCTBSAX U TPOPOCTKAX.

Huskas TemmepaTypa HE3aBHCHMO OT THUIIAa TKAaHH W CBETOBOTO pPEKHUMa
3aKaJMBaHUS WHAYIMPOBAJIA CHHTE3 KaK BBICOKO-, TaK W HU3KOMOJICKYJISPHBIX
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neruapuHoB (puc. 16, 46, 6a). Jerunpuasl — MHOTO(QYHKIIMOHATbHBIE OETKH, KOTOPHIE
oOHapyXeHbl B pPA3IUYHBIX KOMIAPTMEHTaX pPACTUTEIBHON KIETKA, WU WX CHUHTE3
3HAYUTEIILHO WHIYLIHUPYETCs NeHCTBHEM (PaKTOpPOB, MPUBOIAIIUX K 00€3BOKHMBAHUIO
(Rorat, 2006; Kosova et al., 2010; Hanin et al., 2011). Caxapo3a uHAyLIHpOBaia CHHTE3
JIETUIPUHOB ¢ MOJ. MaccamMu 18 u 24 /| kak B JUCTBSIX ITHOJIMPOBAHHBIX, TaK W
3eleHbIX pacteHuid (puc. 46, 6a). IlockonbKy B 3THX YCJIOBHUSAX IOBBIIIAIACH
MOPO30yCTOMUHUBOCTh pacTeHui (puc. 42, 66), MOXXHO TOBOPUTh O 3AIIUTHOW POJIH
WHAYLIUPOBAHHBIX  caxapo3oil  jgeruwapuHOB. Takum  o0pa3oMm,  HaKOILICHHUE
BOJIOPACTBOPHUMBIX yTJIEBOJIOB, MHTHOMPOBAHNUE POCTA U CHHTE3 ACTUAPUHOB SBIISIOTCS
MEXaHU3MaMH, HEOOXOAUMBIMH JJISl TOBBILICHUSI MOPO30YCTOMYUBOCTH PACTEHUM KakK C
reTepoTpoPHBIM, TaK U POTOABTOTPO(HBIM TUIIOM META0OIU3MA.

Haubonpiiee copepxaHue caxapoB B 3€JEHBIX JIUCTHAX HAONIONANIOCh TPHU
3aKaJIMBaHWUW PACTEHUH B YCIOBHSIX HEMPEPHIBHOTO OCBEILIEHHUS, YTO CBUIECTEIBCTBYET O
COXPAaHEHUU BBICOKOM (POTOCMHTETHUYECKON aKTHBHOCTH XJIOPOIUIACTOB IPH ACUCTBUU
HU3KOM Temneparypbl. CHUXKEHHE (POTOMHIMOMPOBAHUS NPU M30BITOUHOM OCBEUICHUU
MOKET OBbITh OOYCJIOBJIEHO aKTHBAallMeW ajabTepHAaTUBHBIX (¢epmeHToB ITL]
mutoxoHapuii — AO u poreHoH-HeuyBcTBUTENbHBIX HAJI(D)-H-ZI' (Finnegan et al.,
2004; Noguchi, 2005; Zhang et al., 2010; Xu et al., 2011; Florez-Sarasa et al., 2011).
BeposiTHO, mpu JOeHCTBUM HU3KUX TeMIEpaTyp HaOMIOJAeTCsl CXOJHasi CUTYyalMs:
npoucxoaut aktubauus AO u poreHoH-HeuyBcTBUTENbHBIX HAJI(®)-H-nerunporenas,
KOTOpbIE  3alMUIalOT  (OTOCMHTETHMYECKUH  ammapar  XJIOpOIUIACTOB oT
(GOTOMHTMOMPOBAHUS B YCIOBUSIX HU3KOTEMIIEPATYPHOI'O CTpecca.

4.2. Poap ajJbTepHATHBHBIX (pepPMEHTOB [AbIXaHUSI B MeTadoJIM3Me
rereporpopHbix u (POTOABTOTPOPHBIX KJIETOK PACTEHHMH NPH XO0J0A0BOM
3aKaJIMBAHUU

N3BecTHO, uTO HU3Kas Temneparypa aktuBupyer AO u «BHemHue» HAJ((D)-H-
AT 1l tuma (Elhafez et al., 2006; Mizuno et al., 2008). XosomnoBoe 3akaauBaHUE
TUOJIMPOBAHHBIX MPOPOCTKOB U PACTEHUM B TEMHOTE XOTSI U IPUBOJINIIO K CHUKEHUIO
CKOPOCTHU JIBIXaHHSI B MUTOXOHAPUAX (puc. 2a, 7a,0), HO 3TO CHW)KEHHE ObLIO HE TaKUM
3HAYUTENIbHBIM KaK CHIDKEHUE, KOTOpOoe HAOIIoAald B MHUTOXOHAPHUSAX M3 3€JIEHBIX
pacTeHuil, 3aKajieHHbIX B TeMHOTe (puc. 8a,0,8). OnHUM U3 OOBSICHEHUH MOJIYYSHHBIX
pe3yJabTaTOB ABIIETCS OoJiee BBICOKHM YpOBEHb BOJOPACTBOPUMBIX YTJIEBOJIOB B
TKaHAX MOOEroB 3THOJIMPOBAHHBIX MPOPOCTKOB M PACTEHUI MO CPABHEHUIO C 3€JIEHBIMU
(puc. 16, 46, 56). JIeicTBUTENBHO, B YCIOBUAX 3aKaJTMBAHUS 3€JIEHBIX PACTEHUN 03UMOM
NIIEHUIBl B TEMHOTE Ha caxapo3e WIM TIpPU HENPEpPbIBHOM OCBEIEHUH, KOTrJa
CoJIepKaHue caxapoB B TKAHAX ObLIO HAMHOTO BBIIIE, YEM MPU 3aKaJTMBAHUUA B TEMHOTE
(puc. 56), CHM>KEHHE MHTEHCUBHOCTHU JbIXaHUs JIMOO He HAOm0JanM, MO0 OHO ObLIO
HEe3HAUUTENLHBIM (puc. 8a,0,6).

He3aBucuMo OT Tuma TKaHU (3THOJMPOBAHHBIE MOOETHM W JIMCThSI WU 3€JICHBIE
JUCThs) BbIsiBIICHa BaxkHass poib AO u «BHemHel» HAJ[-H-JII' B moanep:kanuu
(GYHKIIMOHATFHOM aKTUBHOCTH MHUTOXOHJAPUN O3MMOW MIICHUIIBI TPU  HUZKUX
temneparypax (puc. 2a, 76, 8g). OOpamaer Ha ceOsd BHHMaHHE BBICOKAs
NOTEHIMAIbHAsT aKTUBHOCTh AO M BBICOKasi CKOPOCTh OKUceHUs 3Kk30oreHHbix HAJ[-H
u HAJI®-H B MUTOXOHAPHUSX W3 JIMCTHEB O3MMOW MIIEHUIBI HE3aBUCHUMO OT THIA
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TKaHW, YTO CBHUJETEIHCTBYET O BaXXHOW (yHKIHMOHATHHOW pomn AO U «BHENTHUX)
HAJI(®)-H-AI' B Merabonuzme Kak TeTepoTpO(dHBIX, TaK M (OTOCHHTEIUPYIOIINX
pactenuii (puc. 76, 8s).

Opnoit 3 Qyukiuit AO npu 3aKaTMBaHUKM MOXKET ObITh CHHUKEHUE 00pa30BaHUs
A®DK. Naaykuus ADK noja nedicTBUEM aHTUMUILIMHA A U THIPOKCAMOBBIX KHUCIIOT B
KOHTPOJIBHBIX YCJIOBUSIX ObLiIa MOKAa3aHa paHee Ha Pa3IMYHbIX PACTUTEIBHBIX 00BEKTAX
(Maxwell et al., 1999; ITomos u ap., 2003; Hammes et al., 2005; Strodtkotter et al.,
2009; Dinakar et al., 2010). Hamu moka3aHo, 4TO B MHUTOXOHIPHSX W3 3aKaJCHHBIX
MIPOPOCTKOB O3UMOI MIIEHUIIBI aHTUMULIMH A He BbI3bIBaeT renepannio A@K, a BI'K
emnie OOJbIlIE €€ YCWIMBAET IO CPaBHEHUI0O C MHUTOXOHAPUSIMU KOHTPOJIBHBIX
npopoctkoB (puc. 36) (I'pabenmbHbix m ap., 2011). TlockonbKy INpu 3aKaJuBaHUU
aKTUBHOCTD U cojiepkanue AO B MUTOXOHAPUSIX BO3pACTaET, MO-BUAUMOMY, Oiarojaps
aHTUOKcuIaHTHOW QyHKuuMu AO 3HauuTenbHOro oodpaszoBanus ADK B MUTOXOHApPHUAX
MOCJIe X0JI0I0BOTO MIOKA He Mpoucxoauiio (puc. 3a).

Oxkucnenne HA/['H MUTOXOHIIpUAMH W3 STUOJUPOBAHHBIX MPOPOCTKOB O3UMOU
MIICHUIIBI B MEHBIIEH MEpe 3aBUCUT OT JACHCTBHUS HHU3KOW TEMIEpPATyphbl, YEM
okucneane HAJI®-H (puc. 2a). Ha ocHOBaHMM 3THX JAQHHBIX MOXKHO IpPEIIojaraTh,
yto «BHemHsAs» HAJ[-H-JIT', Ho He «BHemHss» HAJID-H-/II', urpaet BaxxHyO pojib B
nojiepkaHu (PYyHKIIMOHATILHOTO COCTOSIHUSI MUTOXOHAPUNA B T€TEPOTPODHBIX TKAHIX
pacTeHud npu nerictBuM HU3KUX Temrepatyp (I'pabenbHbix u nap., 2014). ITomobHoE
NPEIoI0KEeHNE paHee BhICKa3biBaioch u apyrumu aBtopamu (Fredlund et al., 1991,
Zottini et al., 1993). B nanbHeiinmeM okasanock, uto okuciacaue HAJ['-H u HAJI®-H, a
Takke akTUBHOCTh AQO, B MUTOXOHAPUSIX 3aKaJE€HHBIX STHOJUPOBAHHBIX U 3EJIEHBIX
pacTeHu O3MMOM MILIEHMIIBI 3aBUCIT B OOJbIIEH CTENEHU OT COAEP’KaHUS CaxapoB B
TKaHAX. OTO XOpOIIO BHUAHO HAa MPUMEPE MHUTOXOHAPUN U3 3EJEHBIX JIMCTHEB
3aKaJICHHBIX PAcTEHUM — 4YeM BbIlIEe ObUIO COJEpKaHUE caxapoB, TEM BbIIIE ObLIa
aktuBHOCTE AO u «BHemHux» HAJ(D)-H-AI' (puc. 56, 8s). AxtuBHOoCTh AO
MOBBIINIANIACH W TMPU OKUCICHUMM MajlaTa B TPHUCYTCTBUM POTEHOHA (KOTrja
bynkunonupyoT «BuyTpenaue» HAJ(®)-H-JT" I tuna) B MUTOXOHIPUSIX U3 3ETCHBIX
pacTeHMil MOcie UX 3aKAIMBaHWA B TEMHOTE Ha caxapo3e W IpU 3aKaluBaHUHU B
YCIOBHSIX HEMIPEPHIBHOTO OCBelIeHus (puc. 8a).

[TomydyeHHbie nmaHHBIE CBHUIETEILCTBYIOT 00 ywactuu AQO ©  PpOTCHOH-
HeuyBcTBUTENbHBIX HAJ[(®)-H-JII' B OTBETHOM peakiuu MHUTOXOHIPUN O3UMOM
MIICHUIIBI Ha HU3KYI0 TeMieparypy. PaccemBaHue wu30bITKAa BOCCTAHOBUTEIBHBIX
ADKBUBAJICHTOB OT XJIOPOIUIACTOB Yepe3 allbTepHATUBHBIE (EPMEHTHI JIbIXaHUS,
BO3MOYKHO, MPEJOTBPAIIAET PA3BUTHE OKUCIUTEIBHOTO CTpecca B XJIOPOIJIACTaxX IMpHU
HU3KOW TemIepaType M, TakuM o0pa3oMm, obOecneunBaeT 3(P(EKTUBHYIO padoTy
(hOTOCMHTETUUECKOTO arapara W HaKOIUIGHWE caxapoB. JleHCTBUTENBHO, TMpHU
3aKaJIMBaHUW O3MMOM MIICHUIIbI B YCJIOBUSX HEMPEPHIBHOTO OCBEIICHUS MTPOUCXOIUIIO
3HAYUTEITFHOE HAKOIUJICHHUE BOJOPACTBOPUMBIX YTJIEBOJOB B JUCThAX (pHUC. 50) u
aktuBarus AO Tpu OKUCJICHUH MajiaTta, MajaTa B MPUCYTCTBUHM POTEHOHA, IIMIIMHA U
sk3oreaHoro HAJI'H (puc. 8a,6,6). AxtuBnocts HAJI(®)-H-AI' Il Tuma mpu 3tom
MOJIICp)KMBajach Ha BBICOKOM ypoBHe (puc. 8a,8). POTEHOH-HEUyBCTBUTEIHHBIE
HA/JI(®)-H-AI' moryt urpatbs BaxHyto poyib B okucieHun HAJI(D)-H npu HHM3KHX
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TEMIIepaTypax, TMOCKOJbKY UX (YHKIMOHUPOBAHUE TIPH 3aKAJIMBAHUH 3E€JICHBIX
pacTeHH1 0O3UMOM MILIEHUIIBI B YCIOBUSIX HEMPEPHIBHOTO OCBEMIEHUS OCTAE€TCSI BBICOKUM
U Oojee TOro, compsbkeHHBIM ¢ ¢yHknuonupoBanueM AO (puc. 8a,6). Takux
W3MEHEHUI He HaOMIoAaId MPY 3aKaJTMBAHUM 3€JICHBIX PACTEHUM B TEMHOTE U Npu 16 9
doronepuoae (puc. 8a,0,6). Bbicokoe copepikaHue YIJCBOJIOB NPHU 3aKaIMBaHUU B
YCIIOBUSIX HENPEPHIBHOTO OCBEIICHUS CBUJIETEILCTBYET 00 »3(dekTruBHON pabdoTe
(OTOCUHTETUYECKOIO ammapara B 3TUX YycloBUAX. AktuBamuss AO Mpu OKUCICHUU
MUTOXOHIPHUSIMH TJIMIIMHA YKa3bIBaeT Ha BAXHYIO pOJb JaHHOTO (epMeHTa B
NoAACP>KaHUU PeAKIUM POTOIBIXaHUS B YCIOBUAX HU3KUX TEMIIEPATYP.

Takum o6pazoMm, ¢yuakunonupoBanue AO u HA(D)-H-AI' I Tuna B
MHUTOXOHJIPUSIX O3MMOW TMINEHUIBI TPHU 3aKaJUBAaHUU K XOJIOAY CBA3aHO C
HEOOXOJMMOCTBIO  peryisiuuu  oOpazoBanust ADK, peryasiuuu  COOTHOIICHUS
[HAJI(®)-H/HAJI(®)'] u nopnepskanuu paboThl (hepMEHTOB TIIMKOJIN3a, Iukiaa Kpedea
u [IOII, a Taxxke nmoanepkaHuu GoTocuHTeTnueckux peakuuid. ComnpsikenHoe ¢ AO
GbyHKUIHOHUPOBaHUE pOTeHOH-HEeuyBcTBUTENbHBIX HAJ(®)-H-AI' B MuTOXOHAPHUIX
SBJIIETCS  OJIHUM M3  MEXaHu3MoB  Oonee  A((PEKTUBHOrO  TMOBBIIICHUS
MOPO30yCTOWUYNBOCTHU O3UMBIX 3J1aKOB.

4.3. Bo3MO:KHbIe MeXaHW3Mbl peryJsiiud ajJbTePHATHBHOH OKCHAa3bl M
poTreHOH-HeuyBcTBUTEeIbHbIX HAJI(®)-H-neruaporenas B rereporpopHbIX H
(pOTOCHMHTE3MPYIOLIUX KJIETKAX PACTEHUH NP X0JI040BOM 3aKAJTMBAHUHI

B pabore uzydena Bo3moxxkHocTh peryiasiuun AO u HAJI(®)-H-ADI' 11 tuna B
MUTOXOHAPHUSIX O3UMOI MILIEHUIbI YIJIEBOJHBIM CTaTyCOM, HM3KOW TEeMIEpaTypoul u
YCIIOBUSIMU OCBEIICHHOCTU. YTOOBI BBISICHUTH POJIb CaxapoOB B PETYJSALIMH AKTUBHOCTH
AO u poreHon-neuyBcTBUTENBHBIX HAJ[(D)-H-/II" Ob11 MpUMEHEH METO10JI0THYECKUI
MOJIXO0/I, 3aKJII0YAIOIIMIicA B 000TallleHMH pacTeHUI caxapamMu MyTeM UX BbIPAIMBAHUS
Ha pacTBope 12%-o0ii caxapo3sl (TymanoB, 1979), a Takxke 3akanuBaHUE B MPUCYTCTBUU
caxapo3bl U IPU Pa3IudHOM CBETOBOM pexume. lIpu BeIpamyBaHUM 3THOJUPOBAHHBIX
W 3€JEHBIX pPACTEHUMH O3MMOW TIIEHMIBI Ha €axapo3e IPOUCXOAWI POCT
MOPO30yCTOMYMBOCTH PACTEHUM M 3HauMTeNbHAs akTuBauusd AO mpH OKHMCIIEHHH BCEX
UCIOJIb3YEMBIX CYOCTpaTOB, 3a MCKJIIOUEHHWEM TIJMIMHA M MajaTa B INPUCYTCTBUU
poreHoHa (puc. 46, 56, 7a,6, 8a,0,6). B >THX ycCIOBHUSX BBIpAIIMBAHUS OTMEUYCHO U
NOBBIIICHHE AKTUBHOCTH «BHEIIHUX» U «BHYTPEHHUX» POTEHOH-HEUYBCTBUTEIBHBIX
HAJI(®)-H-AI' ne3aBucumo ot Tuma TKaHu (puc. 7a,b6, 8a,0,8). Ilpu s3TOM
¢ynkuuonupoBanue «BHemHUX» HAJ[(D)-H-JII' ObUIO CONMPSHKEHO C MOBBIIICHHON
akTuBHOCTBIO AQ. [lonyyeHHbIE JaHHBIE MO3BOJSIOT CAENATh 3aKIIOYEHUE O caxapo-
3aBUCUMOM DPEryJISILMM aKTUBHOCTU M3y4daeMbIX cucteM. M3 nureparypbl U3BECTHO O
CBA3M MEXIYy akTUBHOCThIO AQO B HMHTAKTHBIX TKaHAX M  COJEpKaHUEM
BOJIOpPacTBOPUMBIX yrieBonoB (Azcon-Bieto et al., 1983). M3meHeHue yrieBoIHOTO
craTyca MOeT BiIuATh Ha akTUBHOCTh AO u HAJ[(®)-H-AI'" Il Tuna yepe3 nusmeHneHus
YpOBHSI CyOCTpaToB jabixaHusi, nHTepMenuatoB 1ukiaa Kpeoca, HA/I'H u HAJI®-H B
MHUTOXOHJIPUSIX M CTEIICHH BOCCTAHOBJICHHOCTH yOuxuHOJIoBOTO myina (Finnegan et al.,
2004; Rasmusson et al., 2004; Geisler et al., 2007; Vanlerberghe, 2013). ITomumo
peryJsluyd aKTUBHOCTH aJbTEPHATUBHBIX ()EPMEHTOB JBbIXaHUs CyOCTpaTaMH JIbIXaHUS
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CYIIECTBYIOT JIaHHBIE O Caxap0-3aBHUCHMON peryisnuu reHoB 3tux ¢pepmentos (Elhafez
et al., 2006).

Kax oka3zanoch, Mmexanu3M caxapo-3aBucumont peryisinun AO u HAJI(®)-H-AT 11
TUMa B MHUTOXOHJAPHUAX O3WMOM MIICHUIIBI COXPAaHAETCS W MNpU JEHCTBUM HU3KOU
TeMIiepaTypbl. 3aKaJuBaHUE KaK STHOJMPOBAHHBIX, TAK M 3€JIEHBIX PACTCHHUU 03UMOMN
NIICHUIBI Ha caxapo3e NPUBOAWIO K yBelWueHUI0 Bkiana AQO B JAbIxaHUE MpHU
OKHCJICHUHM TPaKTUYeCKu Bcex cyoctpaTtoB (puc. 7a,0, 8a,0,6). HezaBucumo oT TuIia
TKaHW aKTUBHOCTH «BHemHen» HAJI®-H-/II" B 3TuxX ycnoBusx Bo3pacraiia, B TO BpeEMs
Kak akTUBHOCTh «BHemnHei» HAJI-H-JII" ve u3mensnace (puc. 76, 86). B otnuuune ot
«HemHux» HAJ(D)-H-AI', ¢ynkunonupoBanue «BHyTpeHHHXx» HAJ(D)-H-AL I
THTIA 3aBUCEJIO OT THMAa TKAaHU: B MUTOXOHIPHUSIX W3 ASTHOJUPOBAHHBIX JINCTHEB HX
aKTUBHOCTh HE M3MEHSJIACh, 4 B MUTOXOHAPHUAX W3 3€JCHBIX JIUCTHEB yBEIMYNBAIIACH
(puc. 7a, 8a). YBennueHue akTUBHOCTH «BHENTHUX» U «BHYTpeHHUX» HAJI(D)-H-AT B
MUTOXOHJPHSX U3 3€JICHBIX JINCTHEB MOCIIC 3aKaIMBAHMSI HA caxapo3e ObLIO COMPSIKEHO
c mnoBbimeHueM Bkimaga All B apixanue (puc. 8a,6). B MuroxoHmpusx wu3
ATUOJIMPOBAHHBIX JIUCTHEB TMOBBINICHHBIH BKIaA All B nbIxanue HaOIIOAANN TOJIBKO
npu  QyHkiumoHupoanun «BHemHUX» HAJ(D)-H-AI' (puc. 76). Ilockonbky mnpu
HU3KUX  TEMIepaTypax IMPOUCXOJUT  YBEIWYEHUE COJACpPXKAHUS HE  TOJBKO
BOZIOPACTBOPHMBIX yriieBonoB (TpyHosa, 2007), Ho u A®K, ABK u Ca** (Monroy and
Dhindsa, 1995; Suzuki and Mittler, 2006; Kosova et al., 2012) He wuckiroucHa
BO3MOYKHOCTh YYacTHsSI JTHUX areHTOB B PETYJSNUH akTHBHOCTH AQO W POTEHOH-
HeuyBcTBUTENBHBIX HAJI(D)-H-JIT" mpu HU3KOM Temmeparype.

NzBectno, uto skcmpeccuss TeHoB NDA1 u NDC1 u AOXIa wmeer cBeto-
3apucumMyto peryisnuto (Escobar et al., 2004; Elhafez et al., 2006). Mcnons3oBanue
paziuunbix GoTtonepuooB (0, 16 u 24 u GoTonepuoipl) NpU 3aKaTUBAHUU TTO3BOJIUIIO
OIICHUTHh CBS3b MEXKIY COJEpPKaHHEM CaxapoB M AaKTUBHOCTHIO aJIbTCPHATUBHBIX
dbepMeHTOB JbIXxaHus. YeM MeHblle OblIa IIUTEIBHOCTh OCBEIICHUS BO BpeMs
3aKaJMBaHUs, T€M MEHBIIE HAKAIUIMBAJIOCh CaXapoB B JIMCThAX (PHUC. Sa), HUKE Oblia
CKOPOCTb OKHCJICHUSI CyOCTpaTOB AbIXaHUs W HIbKe OblT BKIag AO B abixaHue (puc.
8a,06,6).

Bricokass konuentpauuss AT® u HAJI'H Ha cBery orpaHu4uMBaeT IMOTOK
anekTpoHoB B muki Kpedca (Hurry et al., 2005), uto Goiee BhIpaXXeHO MPH ICHCTBUH
HU3KOM TeMmepaTypbl B YCIOBUSX HEMPEPHIBHOTO OCBEIICHUS M, BO3MOXXHO, UMEHHO
3TO  SBISICTCS TPUYMHON  BBICOKOW aAKTHBHOCTH  POTCHOH-HEUYBCTBUTEIHHBIX
HAJI(®)-H-JI' u aktuBammu AO (puc. 8a,6). Yposenb HA/I-H B MUTOXOHIPUSAX U €T0
YBEJIIMYEHUE HA CBETY CBSI3aHbI C YBEJIMYEHHUEM ypoBHs BoccTaHoBiieHHOTO HAJ[D-H. B
mutoxoHapusix ~Ha  cBery HAJI'H  oOpasyercas B pesyapTaTte  pabOThI
TJIAIAHICKapOOKCHIIa3bI doToaBIXaHUS 1701071 TPAHCTIOPTUPYETCS qyepes
masat/okcanoaneratubiid myHt (Kromer and Heldt, 1995). O6pa3osanune HAJI®H B
MUTOXOHJPHSIX MOXKET OBITh JOCTUTHYTO depe3 TpaHc-Tumpataruio mexay HAJI'H u
HAJ®" (Bykova and Moller, 2001). VYsemuuenusiii yposenr HAJID-H moxer
MpUBOJUTH K akTuBanuu AQO (BEpOATHO, YEPE3 CUCTEMY IIyTaTUOHA M THOPEIOKCHHA)
(Noguchi , 2005; Ribas-Carbo et al., 2005) u «Buyrpenneii» HAJID-H-/II" (Bykova et
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al., 1998; Bykova and Meller, 2001), gto, BeposATHO, UMEET MECTO W IPH HU3KOU
temmeparype (puc. 8a,0,6).

COBOKYIIHOCTh MOJIYYEHHBIX PE3YJIbTATOB YKAa3bIBA€T HA TO, YTO CBET HWIPAET
BAKHYIO pOJIb B peryjsiuud akTUBHOCTH AQO HW pPOTEHOH-HEUYBCTBUTEIBHBIX
HAJI(®)-H-neruaporenas B MUTOXOHAPUSIX O3UMOM MIIIEHUIIBI, OJTHAKO MPH XOJI0I0BOM
3aKaJMBaHUU PACTEHUN (PYHKIIMOHUPOBAHUE ITUX CUCTEM PETYJIUPYETCS KaK CBETOBBIM
peXKUMOM, TaK U JOCTYNMHOCTBIO CYOCTpaToB A [JIbIXaHUS MUTOXOHAPHUH.
Pacrnipenenenune notoka 3nekTpoHOB OT «BHEmHEW» HAJID-H-JAI" wepe3 LI nmm All
IpU  XOJOJIOBOM 3aKajJMBAaHUU B YCJIOBUAX JOCTYIHOCTH CYOCTpAaTOB JbIXaHUS
pPEryJIMPYETCS CBETOBBIM peXUMOM. [Ipy XO0JIOIOBOM 3aKkaJlMBaHUM B TEMHOTE Ha
caxapo3e Kak 3THOJIMPOBAHHBIX, TaK W 3€JICHBIX JIMCTHEB TPAHCHOPT 3BJIEKTPOHOB OT
«BHemHen» HAJID-H-JII' ocymectBisiercss uepe3 All, a mpu 3akanvMBaHUM 3E€IEHBIX
JUCTBEB B YCIIOBHAX HENpepbIBHOrO ocsenieHusa — depe3 LII. OTo mpenmonaraer
HAJIMYWE PA3JIMYHBIX MEXAaHU3MOB, pPETYyJIUPYIOIIUX TPAHCHOPT JJIEKTPOHOB C
«BHemHen» HAJI®-H-JIT" va AIT wim HII. Cnenyer Takke OTMETUTD, YTO B OTJIMYUE OT
«BHemHe» ~ HAJI®-H-JII' npu  3akalvBaHUM  HA  HENPEPBIBHOM  CBETY
dbyukiuonupoanue «BHemHe» HAJ[-H-JII' 6pu10 compsikeno ¢ pabdotoit AlIl (puc.
86). Beposarno, Ha cBery «BHemnue» HAJI-H u HAJI®-H-JII' MoryT KOHKypuUpOBaTh
JIpYyT C IPYrOM WA B3aUMOJOIIOJHATE APYT APYyra, NOAACPKUBAsk SJHEPTETUKY JbIXaAHUS
MHUTOXOHJIPUM B CTPECCOBBIX YCIOBUSX.

[lonyuennsle B paboTe pe3yJabTaThl CBUJETEIBCTBYIOT O CBSI3M  MEXIY
YIIE€BOAHBIM CTATYCOM U aKTUBHOCTHhIO AO U poTeHOH-HeuyBcTBUTENbHBIX HA JI(D)-H-
JAI' B MUTOXOHIpHUAX O3UMOM MIIECHUIBI NPH XOJOAOBOM 3akainuBaHuu. [Ipm 3TOM
aKTUBHOCTh aJbTEPHATUBHBIX (EPMEHTOB MbIXaHUS TMPU HUBKOW TeMIepaTrype
peryJupyeTcs TOBBIIICHHBIM MOTOKOM CYOCTpPaTOB [IbIXaHUSI HE3aBHUCUMO OT THIIA
TkaHu. [loBwimieHHoe (yHKIMOHUpOBaHHE AQO M BBICOKAs AKTUBHOCTh «BHEITHUX)
HAJI(®)-H-JAI' B MHUTOXOHApPHUSX B YCIOBUSAX [JEUCTBUS HU3ZKUX 3aKAJIMBAIOIINX
TEMIIepaTyp Ha CBETY, BEPOATHO, CIOCOOCTBYET MOJJICPKAHUIO (POTOCHHTETUUECKOMN
AKTUBHOCTH XJIOPOIJIACTOB U IMOBBIIIEHUIO YCTOUMYUMBOCTH PACTEHUN O3UMOM MIIECHUILIBI
K HU3KUM Temneparypam. CieayeTr OTMETUTb, YTO BBISIBJICHHBIC B pab0OTE MEXaHU3MBbI
perynanuu  akTuBHOCTH AQO mnpu JEWCTBUM HU3KOM TeMmmepaTypbl Ha pacTEHUs
OCHOBaHBl HA W3YYCHUHM TOTCHIIMAIBHONW AaKTUBHOCTH JTOro (epMeHTa, KOTopas
BBISIBIIICTCA TIPU HMHTUOWPOBAHWUM WJIM OTPAHWYCHUH TOTOKAa OJJIEKTPOHOB depes
OCHOBHOM ITUTOXPOMHBIN MyTh. B CBA3M ¢ 3TUM HaIllli JAHHBIE YKA3bIBAIOT HA BAXKHYIO
pOJIb aTbTEPHATUBHBIX (PEPMEHTOB JIbIXaHUSI B OTBETHOM pEaKI[My PACTEHUM Ha HU3KYIO
temrepatypy. @ynkunonupoBanue AO u poreHoH-HeuyBcTBUTENbHBIX HAJI(D)-H-AI"
o0ecrneynBaeT MIaCTUYHOCTh PaOOThI JbIXaTEIHHOM €M MUTOXOHIPUN MPU ACHCTBUM
HU3KHUX TeMIepaTyp, MOJJAEPKUBAaeT padOTy KJIETOYHOTO IbIXaHUS, PEryJupys He
TOJIBKO AKTUBHOCTb HAJT -3aBHCHUMBIX dhepMeHTOB u COOTHONIEHUE
[HAJI(D)")/[HAJI(D)-H], HO 1 SHEpreTudecKuii 6ananc KIETKU B LETOM.
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Crnucok cokpauieHui

AOQO — anmpTepHaTHBHAS AaHTUMUIUH A- M HUAHUI-PE3UCTEHTHAS OKCH/1a3a

All — anpTepHaTUBHBIN MyTh ABIXaHUS, CB3aHHBIN ¢ QyHKIIMOHUpOBaHHEM AO
HAJ[(®)-H-AI' 1l Tuma — MuTOXOHApPUATbHBIE POTEHOH-HEeuyBcTBUTENbHBIE HAJI(D)-H-
JEeTUAPOTEHA3bI

Il — OUTOXpOMHBIM MyTh  JAbIXaHUS, CBSI3aHHBIA C  (QYHKIMOHUPOBAHHEM
UTOXPOMOKCH/1a3bI

NDA — «BHyTpeHHUEe» poTeHOH-HeuyBcTBUTENbHBIE HA JI(D)-H-nerunporenass

NDB — «BHeurnue» poreHoH-HeuyBcTBUTENbHBIE HA JI(®)-H-neruaporenasst
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