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CIIUCOK COKPAILIEHUI

ABK — abcruzoBas kucinoTa
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AOC — aHTHOKCHIAHTHAsA CUCTEMA

AOII — aneHoKCHIMKIIa3a
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KK — sxacMOHOBasi KUCJIOTa

NYK — uHI0nMnyKCycHast KUCJIOTa

NCY — uHnynupoBaHHas CUCTEMHAsi yCTOMUHUBOCTD
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JIK — nuHONIeHOBAsE KUCTIOTA

JIO — nunokcurenasza

JITs, - TemmepaTypa, BbI3biBatoias ruoenb 50% mapeHXUMHBIX KIETOK
MJIA — ManmOHOBBIM THATbICTH

MK — meTumxacMoHaT

HHXK —HeHachIeHHbIE d)KUPHBIE KUCIOThI
OAT — opHUTHH-O-aMUHOTpaHChepas3a

OD/IK — okcodpuToIMEeHOBasI KUCIOTA

II5K - Al-HI/IppOJII/IH-5-Kap6OHOBa}I KHUCJI0Ta
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[TJII" — mponmuuAeruaporesasa

I1O — nepokcunasa

ITOJI — nepekrncHOE OKUCICHUE JIUTUI0B
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CBF — C-repeat binding factors
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BBEJEHHUE

AKTyaJbHOCTHL Mpo0JieMbl. B TedueHME JKH3HM pACTEHHs] IIOCTOSSHHO WU
NEPUOUYECKH TIOJIBEPratoTCcsl JEHCTBUIO HEOIAronpusITHBIX (PaKTOPOB OKPYXKAIOLIEH Cpelbl,
OIHUM M3 KOTOPBIX SIBJIsieTCsS HHU3Kas Temmepatypa (Jlapxep, 1978; Tymanos, 1979; Levitt,
1980; Ipo3moB u np., 1984; Koposun, 1984; Xin, Browse, 2000; Tpynosa, 2007; Theocharis,
2012). Kak moka3pIBalOT MHOTOYHMCICHHBIC UCCIICAOBAHMS, PACTCHHS 00Iaal0T KOMIUICKCOM
3alUTHBIX MEXaHW3MOB, ITOMOTAIONIUX WM TIPHUCIIOCAOIMBATHCS K JICUCTBUIO HU3ZKUX
temnepatyp (Tymanos, 1979; Kratsch, Wise, 2000; Yupkosa, 2002; TutoB u ap., 2006;
Tpynosa, 2007; Theocharis, 2012; Boiinukos, 2013; Gusta, Wisnewski, 2013). IIpu stom
YpOBEHb YCTOMYMBOCTH M XapakTep €€ BapbUPOBAHHS B 3HAYUTEIBHOW CTENECHH
onpenessatoTcs BUAOM (COPTOM) pacTeHHU, UX (PHU3HOJIOTHUECKAM COCTOSHHEM H
COITYTCTBYIOIIIMMH ~ YCIIOBUSIMH, a TaKXK€ WMHTCHCUBHOCTBIO ¥  IPOJOJKUTCIIEHOCTHIO
HU3KoTemreparypaoro BosneiictBus (Tymanos, 1979; Levitt, 1980; /Ipozmo u ap., 1984,
Turos u ap., 2006 u ap.).

OpnHoM U3 OTBETHBIX PEAKIMI pacTeHUil HA JecTBHE cTpecc-(hakTOpoB (B TOM 4YHCIIE
HU3KUX TEMIIEpaTyp) SBISETCS YCWICHHE TCHEpallid B WX KIETKaX AaKTUBHBIX (opM
kuciaopona (ADK) (Jlykarkun, 2002; Apel, Hirt, 2004; Foyer, Noctor, 2005; Kiumos, 2008a;
Kpecnapckuii u ap., 2012). s npenoTBpalieHus UX H30BITOYHOTO HAaKOILICHHS B KIIETKaX
byHknuoHupyeT aHTHOKcuaaHTHas cuctema (AOC), BKIIOYArOIIas AaHTHOKCHIAHTHBIC
depMenThl U HU3KOMOJIeKYIsipHbIe coenunenus (Mittler, 2002; Gill, Tuteja, 2010; Noctor et
al., 2015). HecmoTps Ha T0, uTo MHTepec K nzyueHno AOC yxe MHOTHE roJIbl He 0ClIabeBaeT,
HENbIN psii 0COOEHHOCTEH ee (PYHKIIMOHUPOBAHMS, B YaCTHOCTH, B YCIOBHSIX JEHCTBUS HUZKUX
TEMIIEpaTyp, OCTAETCS HE /10 KOHIIA MCCIIEOBaHHBIM. Takye HEOCTaTOYHO MOJHO H3y4yeHa
pabota AOC y KOHTPaACTHBIX IO XOJOJI0YCTONYMBOCTH BUOB, XOTS CYIIECTBYEeT MHEHHE, YTO
TEIJIOJIFOOMBBIE pACTeHHMS 001amaroT 0ojee HHU3KOM AaHTHOKCHJIAHTHOW aKTUBHOCTHIO II0
cpaBHenuto ¢ xomomocroiikumu (Wise, Naylor, 1987a; Jlykarkun, 2002; CHHbKEBUY U 1.,
2011).

He menee BakHOU mpoOseMOl SBISIETCS BBISIBICHUE POJIM (PUTOTOPMOHOB B IMPOIIECCE
xononoBoi amanrtauuu pacteHuid (TutoB, TanmanoBa, 2009) u, B 4aCTHOCTH, CAJIUIIMIIOBOU
(CK) u xxacmonoBoit (JKK) kucinor. X y4acTio B OTBETHBIX PEaKIMAX PACTCHHUM HA JICHCTBUC
cTpecc-(pakTopoB OMOTHYECKOW W aOMOTHYECKON MPUPOIBI MOCBSIICHO JOBOJBHO OOJBIIOE

xomuuectBo pador (Illakuposa, 2001; Vot et al., 2009; Makcumos u ap., 2011a; Miura, Tada,



;
2014; Dar et al., 2015; Sharma, Laxmi, 2016; Wasternack, Strnad, 2016; Spymiuna u ap.,

2018a,b; Per et al., 2018 u ap.). B 1o xe Bpems, Bkiaaa CK, )KK u ux mpou3BOIHBIX B
HU3KOTEMIIEPATYPHYIO aJIalTallMi0 PaCTeHUI HE BIOJHE SCEH. B mociemHue roasl momydeHsl
naHHbele 0 ToM, uto 3amuTHoe nerictBue CK u XK Ha pacTeHus mpu HU3KUX TeMIiepaTypax
CBSI3aHO C HX CIOCOOHOCTBIO perynupoBath pabory AOC. OpHako 3TU CBeACHUS
HEMHOTOYMCIICHHBl M  3a4acTyl0 HEOJHO3HAa4yHbl, TIIOCKOJbKY VYKa3bIBAlOT Kak Ha
ctumymupytomee (Li et al., 2012; Dong et al., 2014), Tax u unrubupyromee (Asghari,
Hasanlooe, 2015; Huang et al., 2016) netictBue ¢puroropmoroB Ha padoty AOC.

Hcxons u3 BBIIEU3I0KEHHOTO, HeJb HAacTosmel padoThl COCTOSIa B UCCIIEI0BAHUN
y4acTus AaHTHOKCHJIAHTHOM CHUCTEMBI B  PETY/SIUUA  CATUIWIOBONW  KUCJIOTOW U
METHJDKAaCMOHATOM YCTOMYMBOCTH PACTEHUH MIICHUIIBI M OT'ypIa K HU3KUM TeMIIepaTypaM.

JUis TOCTUKEHUST YKA3aHHOM 1eJIM OBbLITM TIOCTABJIEHBI CIEAYIOIINE 3a0a4H:

1. 3yunTh BIMSHUE HU3KOTEMIEPATYPHBIX BO3JCUCTBUN, PA3IMUHBIX MO WHTEHCUBHOCTH U
MPOIOJDKUTENIFHOCTH, Ha XOJIOJOYCTOWYMBOCTh M POCTOBBIE MPOIECCH KOHTPACTHBIX IO
XO0JIOJIOYCTOMYMBOCTH pacTeHUH (TIIICHUIIA U OTYpell).

2. WccnenoBaTh BIUSHUE HU3KHUX MOJIOKHUTEIBHBIX TEMIIEpATyp Ha COJEp:KaHUE MEPOKCHIa
BOJIOpOJa, YpOBEHb IMepekucHoro okwucienus nunuaoB (IIOJI) um ¢yHKUMOHUpPOBaHUE
KOMIIOHEHTOB aHTUOKCHUJAHTHOW CHCTEMbI (aKTUBHOCTh aHTHOKCHIAHTHBIX (PEPMEHTOB U
coJiep KaHKE MPOJIMHA) B JINCTHSX MIIICHUIIBI U OTypIIa.

3. M3yunts 3 dexThl s3x30reHHbIX canuimioBoi kucioTel (CK) u metmmkacmonata (MXK) Ha
XOJIOJIOYCTOMYMBOCTh W POCTOBBIE TMPOIECCHl PACTEHWH TMINCHUIBI W OTryplia TpH
HU3KOTEMIIEPaTyPHBIX BO3JICHCTBUSX.

4, Uccnenosath Biusinue CK u MK Ha coneprkanue nepokcuia Bojgopoaa u yposenb [10J1 B
JUCTBSIX PACTCHHM IMIIIEHUIIBI U OTYPIIA B YCIOBHUSIX HU3KHUX MOJIOKHTEILHBIX TEMIIEPATYD.

5. M3yuuts Bnusinue ¢putoropmoHoB CK u MK nHa dyakimonupoBanue komrnoHeHToB AOC B
JUCTHSIX MIICHUITBI U OTYPIIA P ICHCTBUH HU3KUX MTOJOXKUTEIBHBIX TEMITEPaTyp.

IToJ10:keHMsI, BBIHOCHMbIE HA 3AIIUTY.

1. OtBeTHas peakuus X0JOJOCTOWKOro (IIIEHMIIA) U TEIJION00MBOro (Oryper) pacTeHH

Ha JIECTBHE HU3KHUX MOJIOXKUTEIBHBIX TEMIIEPATyp UMEET CXOJHBIN XapakTep: TOPMOKCHHE

pocTa, TMOBBIIICHHE YPOBHS OKHCIUTENBHOrO cTpecca M akTuBHu3amus pabdotel AOC. Ilpu

3aKaJIMBAIONIMX TeMIeparypax Ojarojaps TOBBIIICHUIO AaKTUBHOCTH aHTHOKCHUIAHTHBIX

(bepMeHTOB N HAKOIIJICHHIO CBO6OZ[HOFO MPOJIMHA B JIMCTHAX NIICHUIBI U OTypHa IpOUCXOaUT



8

CHW)KEHHE YPOBHS OKHCIMTEIBHOIO cTpecca U (OPMHUPOBAHHUE X0JIOAOYyCTOMUYMBOCTH. IIpu
JUIMTEIbHOM BO3JIEMCTBUU MOBPEXKJIAIOIIEH TeMIlepaTypbl Ha PacTE€HUs Orypla aKTUBHOCTH
AHTHOKCHJIAHTHBIX (DEPMEHTOB CHHMXKAETCA, YTO IMPUBOAUT K YCHIIEHUIO OKHCIUTEIHHOIO
CTpecca, U SIBISETCS OJHOM U3 MPUYUH CHUKEHUSI UX XOJOA0YCTONYUBOCTH.

2. YcranoBineno, urto ¢uroropmonsl CK u MK urparor BakHYI0 pOjib B aJalTUBHBIX
peaKusAX KOHTPACTHBIX MO XOJOJ0YCTOMUYMBOCTH PACTEHUN MIIEHUIBI U OTyplia Ha JENCTBUE
HU3KUX TemrepaTyp. VX MoJIoKHUTENbHOE BIUSHUE OOYCJIOBIEHO TEM, YTO €UIe J0 Hayajia
NEHCTBUSL HU3KUX TEMIIEpaTyp OHHM BBI3BIBAIOT akTUBH3aluio paboTel AOC: MOBBIIAIOT
AKTUBHOCTh AHTHOKCHUJIAHTHBIX (PEPMEHTOB U IKCIPECCHIO MX T'€HOB, YPOBEHb NPOJIMHA U
MPHK renoB ¢epMeHTOB €ro cuHTE3a, a TAK)KE YBEIMUUBAIOT COJAEP/KaHNE TPAHCKPUIITOB I'eHa
nerunpuna. [Ipu 3akanuBaronmx Temmneparypax akruBuzanus pabotsl AOC, Bo3biBaemas CK
u MX, cnocoOCTByeT CHIKEHHMIO YPOBHS OKHCIUTEIBHOTO cTpecca U (OPMHUPOBAHUIO
MOBBIIIEHHOW X0JI0/10yCTOMYUBOCTH MIIEHUIBI U OTYpIa, a IPU MOBPEXKAAIOUIEH TeMIIEpaType
- YaCTUYHO HUBEJUPYET €€ HEraTUBHOE JIEUCTBUE HA PACTEHUSI Orypla.

Hayuynas HoBM3Ha palGoTrbl. B pe3ynbraTte NOpPOBEIEHHOTO  KCCIIEIOBAHUS
YCTaHOBIIEHO, 4YTO akTuBM3alus pabotel AOC saBnsercs oOmel peakiueil pacTeHU,
KOHTPACTHBIX IO XOJOJOYCTOMYMBOCTH (MIIEHHWIIA W Orypel), Ha JJIUTeIbHOE (CYTKH)
NEHUCTBUE HUBKUX TOJOKUTEIBHBIX 3aKAIMBAIONIMX M KPATKOBPEMEHHOE (Yachl) IeHCTBUE
MOBpEkKIAOIIEH TeMmnepaTyp. BriepBble Ha mpuMepe KOHTPACTHBIX MO XOJIOJOYCTOMYMBOCTH
pacTeHuii (MIIEHUIIa ¥ OTypelr) moka3ano, 4to ¢utoropmonsl CK (100 MxM) u MK (1 MmxM)
MOBBIIIAIOT UX YCTOMYMBOCTH K HU3KUM TeMmiiepaTypaMm. OOHapyX€HO, YTO Ba)KHbII BKJIaJ B
peanmzanuio 3amutHOTO 3 dekra CK (100 MmxkM) u MK (1 MkM) npu nelCTBUU HUZKUX
TEMIepaTyp BHOCHUT HX CIIOCOOHOCTh TOBBIIIATh AKTHUBHOCTh CYHEPOKCHAIUCMYTA3bI,
KaTaja3bl U IBasKoOJI-3aBUCUMON MEPOKCUAA3bI, a TAKKE YBEIMYUBAThH COACpkKAHUE MPOJIUHA B
JUCTBSIX MUIEHUIBI U orypua. IloaydeHbl HOBBIE TaHHBIE O TOM, YTO Y PacCT€HU MUIEHUIBI U
orypua CK u MJ)X B HM3KOTEMIEpAaTYpPHBIX YCIOBHUAX BBI3BIBAIOT YCUIICHHE SKCIIPECCUU T'€HOB,
KOJUPYIOIUX aHTHOKcHIaHTHbIe Qepmentsl (FeSOD, MnSOD, Cu/ZnSOD wu CAT),
depmentsl curtesa npoauna (WP5CS u WP5CR) u nerunpun (WCS120).

IIpakTnyeckasi 3HAYMMOCTh padoThl. COBOKYITHOCTb MOJYYEHHBIX JAHHBIX O BAXKHOU
poir AOC B peakuuu pacTeHUH Ha IeHCTBUE HU3KUX TEMIIEPATyp CIIOCOOCTBYET YIriTyOJIeHHIO
U pacHIMpEHUI0 3HAaHUW O MeXaHUW3MaX HHU3KOTEMIEpaTypHOW ajantauuu. Pe3ynbraTel

pabotbl, cBuaeTenbcTBYOmMUE 00 yuactuu ¢uroropmoHoB CK um MXK B mexaHusmax
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ajanTaluy pacTeHUM K HU3KUM TeMIlepaTypaM, MOTYT OBbITh MCIOJIb30BaHbI ISl TTOBBIIICHUS
UX CTPECCOYCTOMYMBOCTH, B YACTHOCTH, MpPHU pa3pabOTKEe TEXHOJOTHI BbIpallMBAHUS
pacTeHMii B peruoHax ¢ HEOJAronpUATHBIMUA TMPUPOJHO-KINMATHUYECKUMH YCIOBHSIMU.
Matepuansl auccepTalii MOTYT HCIIOJIB30BAThCS MPU YTCHUH KYPCOB JICKIIUI U CTYJECHTOB
OMOJIOrMYECKHUX, IKOJIOTMUYECKUX U CENbCKOX03SMCTBEHHBIX CIIELIMAIBHOCTEM.

JIlnuHoe yyacTue aBTOopa. ABTOp JIMYHO Y4acTBOBAJ B IJIAHUPOBAHUU U MPOBEICHUU
AKCIIEPUMEHTAIBLHOM padoThl, B CTATHUCTHUYECKOM 00paboTke, aHamuze, 000OILIEHUU U
UHTEPIIPETAIMN TOJYyYEeHHBIX JaHHBIX, a TAKK€ B HAMMCAHUU CTAaTEH, OMyOJIMKOBAHHBIX TIO
pesynbrataMm pabOThl W TPEICTAaBICHUM pPE3yJbTaTOB HA HAyYHBIX KOH(EpeHIHUsX.
Juccepranus HalmMcaHa aBTOPOM CaMOCTOSITENBHO.

Cas3pb padoThl ¢ HayYHBIMHU Nporpammamu. VccinenoBanus npooaunuck ¢ 2014 no
2018 rr. B coorBerctBuM ¢ miuaHamMmu HUP Huctutyra Ouonorum KapHI[ PAH mo temam
«MexaHu3Mbl aganTalMl ¥ OCOOEHHOCTU JKU3HENEATEIbHOCTH PACTEHUH B YCIOBHIX
nerctBus HU3KuX Temmnepatyp» (Ne r.p. 01201358737), «Ponp o0mux u crenuani3upoBaHHbIX
MEXaHU3MOB B YCTOWYMBOCTH PACTEHUHN K JEHCTBUIO HEOIArOMpUATHBIX TeMiiepaTyp» (Ne r.p.
AAAA-A17-117022850044-2). PaGota BbIMOJIHEHA Tpu Tojiepkke rpaHnta PODU «Poinb
HENPOTEUHOBBIX THUOJIOB (INIyTaTHOHA M (PUTOXETATHHOB) B MEXaHU3Max aJanTallii pacTeHUN
K JeiicTBuUIO cTpecc—(hakTopoB pasHou mpupoasd» (Nel4-04-31676 mon_a).

Anpobanusi padorbl. Pe3ynbrarhl auccepTaliMOHHOW pPaOOThl  JOJOXKEHBI Ha
MexayHapoaasix 1 Beepoccuiickux HaydHBIX KOH(PEpEHIUSIX U cumno3uyMax: «buonorus —
Hayka XXI Beka» (Ilymmno, 2015, 2016), «DeHonpHble coenuHEeHUs: (DyHIAaMEHTAbHBIC U
npukiaaaeie acrekte» (Mocksa, 2015, 2018), «Plant Growth, Nutrition & Environment
Interaction» (Vienna, 2015), «PacteHusi B yCJIOBUSIX TIIOOQIBHBIX W JIOKAJIBHBIX IPUPOJIHO-
KIMMAaTHYECKUX M aHTPOMOTeHHbIX Bo3aehcTBuit» ([lerposzaBoack, 2015), 1 (XI) u IV (XII)
MexayHapoJHbIX 00TaHHYECKHX KOH(epeHIusx Moioaeix yueHsix (Cankt-IlerepOypr, 2015,
2018), «®dyHmaMeHTalbHbIE W TMPHKIAIHBIC MPOOJEMbI COBPEMEHHOM JKCIIEPUMEHTATBHON
ouonorun pacrernit» (Mocksa, 2015), «Pons Hayku B pelieHHH MpoOJieM PernoHa U CTPaHbI:
byHmaMeHTaIbHBIC U MpHKIaAHbIe ucciaenoBanus» (IlerposaBonck, 2016), 4th International
Symposium on Plant Signaling and Behavior (Saint Petersburg, 2016), «CurnanbHbIe CHCTEMBI
pacTeHuil: OT peuenTopa 10 OTBETHOM peakuuu opranuzma» (Cankrt-IlerepOypr, 2016),
«JlomonocoB—2017» (MockBa, 2017), «MonexkynspHble acleKThl pPeaoKCc-MeTaboan3mMa

pacrenuit» (Yda, 2017), «OkcnepumenTanbHas OHONOTUA pAacTEHHM: (yHIAaMEHTaJIbHBIC H
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npukiaaaeie acnekTe» (Cynak, 2017), Young Biologists Science Week-2017 (ITetpo3aBojck,

2017), «Knetouynas Owonorus u OwoTexHojorus pacrenuit» (Mwuuck, 2018), «boranuka B
coBpemeHHoM Mmupe» (Maxaukana, 2018), SEB’s Annual Meeting (Florence, 2018), 43rd
FEBS Congress (Prague, 2018), «Perymsius pocta, pa3BUTHSA U MPOIYKTHBHOCTH PaCTEHUI
(Munck, 2018).

Iy6aukanuu. Ilo MarepuanaMm guccepTaluu OMyOJIMKOBaHO 25 paboT, w3 HUX 7
CTaTel — B PEIEH3UPYEMBIX KypHAJIaX, BXOJAIIUX B MEPEYCHb M3JaHUH, PEKOMEHIOBAHHBIX
BAK.

Ctpykrypa u o0bem padorbl. Jluccepramusi COCTOMT U3 BBeleHHUs, o0030pa
JUTEPaTyphbl, OMHCAHUS OOBEKTOB M METOJOB HCCIICJOBAHUS, HM3JIOKEHUS M OOCYKICHHS
pE3yNIbTAaTOB, 3aKIIOUYEHUS, BBIBOJIOB, CIIUCKA MCIIOIH30BAHHOW JUTEPATYPHl M MPHIOKCHUS.
Cricok nuTeparypsl coiaepkuT 514 mammeHoBaHWH, M3 HUX 335 Ha WHOCTPAHHOM S3BIKE.
Huccepranusa usnoxkeHa Ha 191 crpanune, comepxut 41 pucyHok, 16 Ttabmum u 8
IIPUIIOKEHNUH.

BaaromapHoctu. ABTOp BbIpaXkaeT TITyOOKYIO CEpACUHYIO MPHU3HATEIHHOCTH CBOEMY
HAy4YHOMY pykoBoguTenmo, 1.0.H. B.B. TanaHoBoif 3a TOCTOSHHYIO U HEOLEHUMYIO
NOJICPKKY, 32 YyTKO€ BHHMaHHE M BCECTOPOHHIOIO MOMOIIh Ha BCEX dTamax MOATOTOBKH
nuccepranuu. ABTop uckpenne omaronaput k.0.H. H.C. Penkuny, k.6.1H. }0.B. barory, K.M.
HukepoBy, k.0.H. HO.B. Bewxuk, M.A. HunoBy, k.6.H. P.B. Wrnarenko 3a mnomouis B
MPOBEJICHUU JKCIEPUMEHTAIbHON paboThl M TOCTOSIHHYIO TOAJEPXKKY. Teruible cioBa
O7aroapHOCTH  PYKOBOJUTENIO JTA0OPATOPHH  DKOJOTHYECKOH (DU3MONOTHH  pacTeHHU
yi.-kopp. PAH, mpod., 1.6.H. A.®. TuroBy u BceM COTpyAHHUKAM J1aDOpaTOpPUU 3a IICHHBIC

COBCTHI U pCKOMCHIAIUU IIPHU O6CY)I(IICHI/II/I PE3YIbTATOB UCCICAOBAHUA.
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I'TABA 1. OB30P JIMTEPATYPbBI

1.1. Pojib AaHTHOKCHIAHTHOI CHCTeMbl B peaKHUsiX pacTeHHil Ha JelCTBHe HH3KHMX
TeMIlepaTyp

1.1.1. AkTuBHBIE hopMBI KHCIOPOAA: 00pa30OBaAHMe, JJOKAIU3ANUS, PYHKINH

OnmHOHM W3 OTBETHBIX pEaKIWH pacTCHHW Ha JCHCTBHE HEOIarompusTHBHIX (DAaKTOPOB
cpensl sBasieTcs ycunenue renepaiun ADK B kierkax (Apel, Hirt, 2004; Foyer, Noctor, 2005;
Kpecnasckuii u ap., 2012; Sharma et al., 2012). OHu BO3HHKAIOT B PEaKIUSIX OTHO-, IBYX- M
TPEXAJIEKTPOHHOTO BOCCTAaHOBJIICHHSI KHCIOpOJa B pe3yiabTare camo- U (HepMEHTATUBHOTO
OKHCIICHHS COCIMHEHHUH, B (OTOMHIYIHPYEMBIX pEakIusAX © 00JaJaloT  BBICOKOU
peakimoHHol criocodoHocThio (Mepaisk, 1989; JIykarkun, 2002; Blokhina et al., 2003; Miller
et al., 2010). Cpenu ADK BBIACIAIOT CBOOOTHOPATHKAIbHBIE YACTHIIBI — CYIEPOKCHTHBIN
annon-pagukan (O, ), ruapokcuasHbii pagukan (OH'), mepekucusie pamukansl (RO, u
HeWTpaJibHbIe MOJIEKYJIbI, Takhe Kak nepokcua Bozjopoaa (H,O,), CHHIICTHBIN KHUCIOPO
(*0,), o30H (O3) u ap. (Asada, 1999; Mittler, 2002; Noctor et al., 2015).

Cynepoxkcuanblii anuon-paaukan (O, ) — NEepBUYHBIA MPOXYKT BOCCTAHOBJIEHHS
MOJICKYJIIPHOTO KHCJIOpOJa, 00pa3yeTcs, TJIaBHBIM 00pa3oM, B DICKTPOH-TPAHCIIOPTHBIX
nersix (DTL[) xJIoporuiacToB ¥ MUTOXOHIPHIA, a TaKKe B MEPOKCHCOMAX, IIa3MalieMME H
anorutacte (Mep3msik, 1999; Sharma et al., 2012; Demidchik, 2015). B xmopormiactax
obpaszoBanue O, mnpoucxomut npu GpyHkunonupoanuu Gorocuctemsr | (OC 1) u Il (OC II).
B ®C | ero mnosBnenue cBsizaHo ¢ paborort 4Fe-4S-xmactepoB, deppenokcuna (D),
deppenokcua-HAI®H-penykrassl, a B @C |l B kayectBe ucrounukos O,  BeicTymaroT P680,
deodpurnn u mracroxuron (Apel, Hirt, 2004; Raja et al., 2017). B muroxonapusx O,
obpasyercs B | u Il komrutekcax npixatenshoit nenu (Meller et al., 2001; Tapacenko u ap.,
2010; TI'paGempHbix W jnp., 2014a), a B TNEpOKCHCOMAaxX WPH OKHUCIICHUM KCaHTHHA
kcantuHokcuaazou (Miller et al., 2010). B suponnasmatuyeckom petukyinyme (OP) reneparus
O, obycnosnena muroxpomom P-40 u oxuciennem HAJIOH mpu ywyacTd mUTOXpPOM-C-
penykrassl (Mepsmsk, 1999). Bkuan B renwepanuto O, BHOCHT sifepHas MeMOpaHa 3a CYET
okucnenns HAJIOH (Jlykarkun, 2002). B masmanemme npoayrentamu O,  SBIAIOTCA
HAJI®H-okcunaser (Mittler, 2002; Scandalios, 2002). CynepokcuaHblii pagukan oopasyercs
npu paboTe amoIUTaCTHBIX TEPOKCHAA3, TIFOKO300KCH/a3, OKCHIa3 aMHHOKHCIOT, MpH
aBTOOKHCJICHUH (PEHOJIOB, XHHOHOB, (hraBuHOB U rayratnona (Jlykarkua, 2002; Demidchik,

2015; IHaposa, Mensenes, 2017). O, sBasercs xoporkoxusymeii ADPK (okomo 1 Mkc),
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MPAKTUYECKU HE IPOHUKAET Yepe3 OmoMeMOpaHbl U He 00J1aJJaeT CHIIbHBIMU OKHCIIUTEIbHBIMA
coiicteamu (Sharma et al., 2012). O, sBiseTCS UCTOYHUKOM 00pa3oBaHus 00JIee TOKCUYHBIX
A®K - HO, u H,0, (Gill, Tuteja, 2010).

I'uaponepexkucubiii pagukan (HO,") — nporonuposannas ¢popma O, , BOHUKAET IPH
nporouupoBanun O, B KHCIOM cpene, npu B3ammonekictBun H,O, ¢ OpraHMYeCKUMH
pamukanamu uiu O, , a Taxke mpu pagronuse Boasl (Mepsisk, 1989; JTykarkun, 2002; Gill,
Tuteja, 2010). Bonee cuibHbIi OKUCTHTEND, YeM O, , CIIOCOOCH MPOHUKATH BHYTPh KJICTKU U
OKHCIIATh OpraHuveckre MosieKyibl (Mep3isk, 1999; [llaposa, Menseaes, 2017).

Iepoxkena Bogopoaa (H,O,) seisiercs Hambonee cradbuapHOi ADK (Bpems KH3HH
okoio 1 Mc) m okuciurenem cpenneir cwibl (Jlykatkun, 2002). OOpasyercss B pe3yibraTe
NPUCOCIUHEHHS K MOJICKYJIIPHOMY KHCIIOPOJY JIBYX JJICKTPOHOB HJIM TPU JTUCMYTAIUH JIBYX
montekya O, . H,O, obpasyercs B XJIOpoIUIacTax, MHTOXOHAPHAX, MEpOKcucomax, DP wu
mwiazmanemme (Miller et al., 2010). B xnopommactax oH oOpa3yercss mpu (HOTOOKUCICHHUH
BOJIBI U TIPH MOTJIOIIEHHH KHCIOPO/ia BOCCTAHOBJICHHBIM ITyJIOM TutacToxuHoHa (KpeciaBckwii
u np., 2012). B mepokcucomax renepanus H,O, MpOUCXOAUT TPU OKHUCICHUM TJIMKOJIATa
TJIUKOJIATOKCHIA301 MM C ydacTueM (PIIaBUHOBBIX OKCHJIa3, a B TNIMOKCUCOMAaxX — B TpoOIlecce
B-oKHCICHHS KUPHBIX KUCIOT ¢ ydactueM aretui-CoA-okcumasel (Reczek, Chandel, 2015;
Raja et al., 2017). B wwuroxouapusx obOpasoBanue H,O, 00yCIOBJIEHO aKTHBHOCTHIO
MHUTOXOHJIPUAIbHON cymnepokcuaaucmyTassl (Sharma et al., 2012), a B amommacte H,0,
o0Opa3yercsi ¢ yuacTHEeM MEepPOKCHIa3, TMaMUHOOKCHIa3 U noauamuHookcunas (['apud3sHoB u
ap., 2011). Ipoayuentamu H,O, Takxke SBISIOTCS OKCadaTOKCHIA3bl, MEPOKCHUIA3bI H
HAJI®H-okcunaszer  tmazmanemmbr - (Apel,  Hirt, 2004; IIlaposa, 2016). bnaronaps
OTHOCHUTEJIPHO HEBBICOKOHM PEaKIIMOHHON CIOCOOHOCTH, CTAOMIBHOCTU U OTCYTCTBHIO 3apsija
H,O, mMoxxeT mpoHHKaTh 4epe3 MeMOpaHbl U TMEPEeMEIIaThCsl B KICTKE Ha 3HAYUTEIIbHBIC
paccrosiaus (Konymaes, Kapner, 2010; Tkauyk u ap., 2012; [llaposa, Mensenes, 2017).

Tuapoxcuiabnbiii pagukan (OHY) — mpoaykT TPeXdIeKTPOHHOTO BOCCTAHOBIICHUS
KHUCTIopo/a, o00JasaeT KOPOTKHMM BpPEMEHEM KH3HU (10'9 C), CHJIBHBIM OKHCIUTEIbHBIM
MOTEHI[MAJIOM U PearupyeT co BceMu OnosioruueckuMu makpomosnekynamu (Gill, Tuteja, 2010;
Demidchik, 2015). Ero mosiBieHue B KJIE€TKaX CBS3BIBAIOT C JABYMS OCHOBHBIMH PCAKIIUSIMU:
peakimeii Xabepa-Beiica (B3aumopeiictue H,O, u O, ) u peakumeii ®entona (OKUCIEHHE
WOHOB METAJJIOB MepeMeHHo# BanieHTHOCTH) (Mep3isik, 1999; Jlykarkun, 2002; Demidchik,

2015). I'eneparust OH’ mpoucxoxut npu Blaumozeiicteun HyO, ¢ @, yOUXHHOHOM U MpU
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paguonu3e Boabl (Mepsmsk, 1989; Jlykatkuu, 2002), a Takxke B pe3ysibTare OKCHUIA3HON
aktuBHOCTH niepokcuaas (Illaposa, Mensenes, 2017).

Cunriernsiii  kuciaopog (‘O,) obpasyercs B xmopommactax (8 ®C 1) B
(GOTOMHIYIHPYEMBIX peakIusiX ¢ ydacTHeM XJopodumuios, mopdupunos u ¢asunos (Foyer,
Noctor, 2005). I'eneparus '0, Bo3smoxkHa B peakiusx gucmyranun O, , HO,', OH’, peakuuu
Xabepa-Beiica, mpu padboTe CynepoKCHIIMCMYTa3bl, KaTanasbl, nepokcuaassl (Mep3isk, 1989,
1999; Jlykatkun, 2002). CHHTIICTHBIA KHUCIOPOJ SBJSICTCS OJHOM M3 HanOoJiee peaKIIMOHHO-
cnocoOHbix A®DK, o0samaeT KOPOTKHM BpeMeHeM KH3HH (OKOJIO 3 MKC) M MOXKET
nuddynauposats B apyrue yactu kiaetku (Gill, Tuteja, 2010).

@Oyuknun ADK B pacrurenbnoil kierke. ADK yuacTByloT B mporeccax pocrta,
pa3BuThs, (HOTOCHHTE3a M JIBIXaHUS, YYAaCTBYIOT B MPOTPAMMHUPYEMOH KIETOYHON rubenu
(TIKT'), curHajauHre ¥ B OTBETHBIX PEAKIMIX PAaCTCHH Ha JehcTBUe cTpecc-akropos (Guan
et al., 2000; KpecnaBckuit u np., 2012; Zhou et al., 2012; Ilpagenosa u ap., 2017; Mittler,
2017; Demidchik et al., 2018). IIpu stom, mockombky pamukanst (O, , HO,  u OH’) u 'O,
UMEIOT OTPAHUYECHHOE BPEMS CYIIECTBOBAHUS M MPAKTUYECKU HE TMEPEeMEeIaloTcs B JApyTue
YaCTH KJIETKH — MX POJIb Ha JaHHBIA MOMEHT Majio uccienoBana. Tak, mokasano yuactue O,
n OH’ B pocroBeix mpormeccax u 3ammTe pactenuit ot marorexos (Kinstler et al., 2015;
IllapoBa, Mensexnes, 2017). 'O, BoBieuen B nnykuuo crapenns (Passardi et al., 2004), a OH’
y4acTBYET B pa3MsArYCHUH KJICTOYHBIX CTCHOK NpU co3peBanuu miojos (Fry et al., 2001).

[Tepokcun Bomopona, obnanaroniuii 6osiee MPOAOHKUTEILHBIM BPEMEHEM JKH3HU T10
cpaBHeHuio ¢ npyrumu ADK, HEBBICOKON pPEaKIMOHHON CHOCOOHOCTHIO U BO3MOKHOCTHIO
TGP YyHIUPOBATh Yepe3 MeMOpaHbl UMEET OONBIINI MOTCHIUAN I Yy4acTHs B KJICTOYHOM
curHanunre (Tkauyk u np., 2012). Tak, OH peryimpyer COCTOSHUE MOTCHIIUAI3aBUCUMBIX H
MEXaHOYYBCTBUTCIIHBIX KaJbI[UCBBIX KAHAJIOB, SIBISICTCS BTOPUYHBIM TIOCPEAHHKOM B
HAJI®H-okcuna3Hol CUTHAIBHOW CHCTEME M aKTUBHUPYET OJHy 3 u3odopm kuHaz MAP-
KMHA3HOTO curHaibHOTO Kackama (Tapuesckuii, 2002; Demidchik, 2015; Demidchik et al.,
2018). H,0, yuactByeT B perynsnuu pocta u quddepennuanuu kietok (Lllaposa, Measenes,
2017), npopactanuu cemsn (Gomes, Garcia, 2013), rpaButponuueckux peakiusax (Joo et al.,
2001), 3akpeitun ycrbuir (Torres, 2010), crapenun nucteeB (Ilomecckas, 2007). H,0,
3aJICHCTBOBAH B PETYISIMN AaKTUBHOCTH AHTHOKCHJIAHTHBIX (DEPMEHTOB W IKCIPECCHH HX
renoB (Slesak et al., 2007; Kiinstler et al., 2015), a Takxke cuHTe3a OCIKOB XOJIOJAOBOTO H

terutoBoro moka (BTHI u BXIII, coorBercTBerHo) (Banzet et al., 1998; Bhattacharjee, 2005).
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[Tepoxcua Bomopoaa ydyaCTBYET B OTBETHBIX pEaKIUAX PACTCHUH Ha JECHCTBHUE
NaTOreHOB, 3a/ICHCTBOBAH B Mpolleccax JMrHu(UKauu U cunatese uroanekcunos (Kuzniak,
Urbanek, 2000; IlwumoBa u np., 2008). Ero ObicTpoe H H30BITOYHOE HAKOILICHHUE
(«oKMCIUTENBHBIN B3pHIB») B MECTE BHEApPEHHs MaToreHa 3amyckaer mporecchl [IKI, B
pe3yabTaTe dYero IPOUCXOAMT OOpa30BaHUE HEKPOTHYECKHX IATEH, YTO OrPAHUYHBACT
pacnpoctpanenne uHpekuu mo pacrenuio (Lehmann et al.,, 2015). Kpome Toro, H,0,
TIOBBIIIACT JKCIPECCHUI0 TEHOB NaTOreH-UHAyIHpyeMbiX OenkoB (PR—pathogenesis—related
proteins), 4ro HpUBOAMT K HHAYKIHHA CHCTEMHON mpuoOpereHHol yctoiumBoctu (CITY)
(Torres, 2010). [eiictBre HeONArOMPHATHBIX (DAKTOPOB Cpeabl, B TOM YHCIEC HH3KHX
TEMIIepaTyp, TAKKe MPUBOIUT K YBEIMUYCHHUIO COJCPYKAHMS MEPOKCUIA BOJIOPOJA B KIIETKAX,
YTO BBI3BIBACT AKTUBU3AIMIO 3alIUTHBIX MEXaHM3MOB M CIIOCOOCTBYET TIOBBIIICHUIO
cTpeccoycroiunBocTr pacrenuit (Prasad et al., 1994; Guan et al., 2000; Gill, Tuteja, 2010;
Zhou et al., 2012; Razavi et al., 2018).

Hapymienne 6Gamanca mexnay oOpazoBanueM u yrunuzamnueit ADK npuBoguT kK ux
HakoruieHuio U ycwienuto [10JI, 6enkoB, HykienHoBBIX kKuciaoT u ap. (KpecnaBckuit u np.,
2012; Demidchik, 2015). Onaumu 13 riaBHbIX MuiieHed ADK sSBIsSrOTCS TMIKMIBI MeMOpaH, B
0COOCHHOCTH, HeHachlmeHnHble JxupHbie kuciaorel (HHXKK) (Gill, Tuteja, 2010). ITOJI
NPUBOJMT K MOBPEXKICHUIO JIMITUIOB, OKUCICHUI0 SH-Tpynmn O0eakoB MeMOpaH, MHAKTHBAIIMH
(epMeHTOB, HAPYIICHUIO CTPYKTYpbl MEMOpaH, MOBBIIICHUIO WX MPOHHMIIAEMOCTH W THOEIH
wietkn (Jlykarkun, 2002; Sharma et al.,, 2012). A®K moryr akTHBHPOBaTh HYKJICa3bl,
MOBPEK/IATh YIJIEBOJHBIC MOCTHKH MEXKIY HYKJICOTHIAMH, YTO HPHUBOAMT K Pa3pyIICHUIO
neneir JJHK u PHK (Reczek, Chandel, 2015; Mittler, 2017). A®K HapymawmoT CTpyKTYpy
THJIAKOUJIHBIX MEMOpaH, BbI3bIBAIOT YMCHBIICHHE aKTUBHOCTH XJIOPOILIACTHBIX ()EPMEHTOB, a
takxke CHKaT dddexruBHOCTh padotel ITL, mospexnas ®C | u Il (KpecnaBckwuii u ap.,
2007; Gill, Tuteja, 2010).

Takum obOpazom, ADPK B kieTkax pacTeHHil 00pa3yroTcsi B OOBIYHBIX YCIIOBUSIX U
NPUHUMAIOT y4acTue B MeTabonu3me. HapyieHue npo- u aHTHOKCUIAHTHOTO PAaBHOBECHUS TIPH
JICHCTBUM HEOJIArompuATHBIX (PAKTOPOB, B TOM YHCIIE HHU3KHUX TEMIIEpaTyp, BEAET K HX
U30BITOYHOMY HAKOIUICHHUIO, ycuiieHHto mporeccoB [1OJI, moBpexaeHUI0 MaKpOMOJCKYI U
rudenu xietku (Gill, Tuteja, 2010). IMoeeimenue yposas ADK B kiieTkax, B CBOIO OYepe/b,
3allyCKaeT 3alllUTHbIE MEXaHHU3MbI, CPEAM KOTOPBIX OJHHUM HX BaXKHCHIIUX CUYUTAIOT

axtuu3anuio paboret AOC (Noctor et al., 2015).
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1.1.2. AHTHOKCHIAHTHBIE (DEPMEHTBI

AOC pacteHuil mpeacCTaBlI€HA AHTUOKCUIAHTHBIMU (epMeHTamMu (KaTajasa,
CYMEPOKCUAANCMYTa3a, Pa3INuHbIe MEPOKCUAA3bl U Ap.) U HeHEepPMEHTHBIMU COECIUHEHUSIMHU
(T1yTaTHOH, acKOPOMHOBAsI KUCIIOTA, ()EHOJIbHbIE COCIUHEHHUS, MPOJIUH, TMOJUAMUHBI U JIp.)
(Mittler, 2002; Noctor et al., 2015; KpecnaBckuit u ap., 2012; Anjum et al., 2016). K
HACTOSAIIEMY BpPEMEHHM HAKOIUIEHbI MHOTOYHUCIICHHBIE JlaHHbIE O (YHKIMOHUPOBAHUU
koMnoHeHTOB AOC mpu elicTBUM HEOJAronpusATHRIX (AKTOPOB, TAKUX KAK aTaka MaTOr€HOB
(MakcumoB u ap., 2011a; Spymmuna u ap., 2011), 3aconenume (El-Esawi et al., 2017;
[IeBsikoBa u ap., 2010), 3acyxa (Anjum et al., 2011; Maesckas, Hukonaesa, 2013), BeicOKHE
(Konymaes, Kapnem, 2010; Wang et al., 2014) u nuskue (JIykarkun, 2002; Janda et al., 2003)
Temreparypsl, Tsokenble Mmetamnsl ([eBu, Ilpacan, 2005; Kasamna u np., 2016), YO
obnyuenue (Ervin et al., 2004; Pamtokuna, 2015) u ap.

Cynepokcumpaucmyrtasza (COJl, K@ 1.15.1.1) BeIOJHICT pojib MEPBHYHOTO pyOeka
nporuB ADK, karanusupys AUCMyTalUIO0 CYNEPOKCUAHOIO aHWOH-paJMKaga 10 NEPOKCHIA
Bomopona (Apel, Hirt, 2004; Gill, Tuteja, 2010). V pacrenuit COJ] mpencraBicHa Tpems
uzopopmamu: Cu/Zn-COJl, Mn-COJl u Fe-COJl. Cu/Zn-COJl — romoaumep (B aKTHBHOM
nentpe 2 aroma Cu?* u 2 Zn?*, 33 xJIA), unruGupyercs upanuaoM u HyO,, 0OHapykeHa B
XJIOPOILTACTaX, MUTOXOHIPUAX, IIEPOKCHCOMAaX, IUTOILIa3Me, siape u anorutacte (Asada, 1999;
Ogawa et al., 1996; Bapanenko, 2006; Bau u nap., 2016). Mn-CO/l npexacraBisieTr coboii
romogumep (46 kJIA) mnm romorterpamep (92 kJIA) (B akTuBHOM IieHTpe 2 wiu 4 aToMa
Mn3+), UHTHOUpYeTCs a3uJIOM M JOKaJIM30BaHa B MUTOXOHAPUAX U nepokcucomax. Fe-COJl —
roMoMMep HIM roMoTerpamep (B akTHBHOM meHTpe 1-2 atoma Fe®*, 36-46 k/[A),
unruoupyercs H,O, 1 a3ugom, pacnoiioskeHa B XJI0OPOILIaCTaX, MUTOXOHIPHSX, TIEPOKCHCOMAX
(Blokhina et al., 2003; bapanenko, 2006; Sharma et al., 2012; Bau u np., 2016).

MHorue aBTOphI YKa3blBalOT Ha BaxHyto posb COJl B 3amure KIETOK pacTEHUH OT
HeratuBHOTO BiustHust O, , 00pa3yeMoro mpu JeUCTBUM HU3KUX TEMIIEPATYD, ¥ OTMEYAKOT
nosimeHue ee aktuBHocTH (Kuk et al., 2003; Cui et al., 2013; Liu et al., 2013b; Konynaes u
ap., 2015; Grabelnych et al., 2016). IToka3aHo Takke, 4TO B OTBET Ha JCHCTBHE XO0JIO/a
NPOHUCXOANT akTUBH3aIms pasHbix m3opopm COJl. Tak, y pacrenwmii orypua (Gao et al., 2009)
u stumens (Pamtok u ap., 2009) noeimanack aktuBHOCTh CU/ZN-CO/J], y mmenuisl — Mn-COJ1
(Baek, Skinner, 2006), a y kaprodens — Cu/Zn-COJ], Mn-COJl u Fe-COJ| (Hapaiikuna,

2017). B To e BpeMs oOHapyxkeHO, uTo akTUBHOCTh COJ] y XOJ0J0CTOMKHX pacTeHUi
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apabunoricuca (CuabpkeBud u 1p., 2016) u nmenwnns! (3arockuna u ap., 2011) ¢ yBenndenunem
NIPOIOJDKUTENILHOCTH HU3KOTEMIIEPATypHOT'O BO3JIEHCTBHSI CHIDKaeTcs. [loka3aHo Takxke, 4ToO
crenenp aktuBu3amuu COJl B KiIeTkax pacTeHWH pa3nuyaeTcss B 3aBHCUMOCTH  OT
WHTCHCUBHOCTH XOJIOJIOBOTO BO3JCUCTBUS. Tak, yMEpEHHOE OXJIaXICHUE TOBBIIIAJIO
aktuBHOCT, COJ] y sXMHaIeH, a CHIbHOE — BBI3BIBAJIO e¢e¢ cHIkeHnue (Asadi-Sanam, 2015).
Hanpotu, Gonee Bbicokas aktuBHOCcTh COJl B JHMCTBAX OBca ObUTa OOHAapyXKeHa NpH
nevictBun O6osiee Hu3kor temmnepatypsl (Liu et al., 2013b). B otauune ot X071010CTOMKHX, Y
TEIUTOMOOUBRIX pactenuii orypia (Jlykatkun, 2002; Feng et al., 2003; I1Iu6aeBa u mp., 2015),
tabaka (ITomoB u ap., 2006) u Tomata (KommbikoBa m np., 2012) oTMEUEHO CHIIKCHHE
aktuBHOCTH CO/] mipm meiicTBHHM HU3KHUX TeMIEparyp. B To ke BpeMsi IpYyTHUMH aBTOpaMu y
pacrenwuii orypia (Dong et al., 2014), tabaka (Cui et al., 2013) u B tutogax nepcuka (Razavi et
al., 2018) o6HapyxeHO ee TOBBIIICHHUE.

Karanaza (KAT, K® 1.11.1.6) — remMmcoaepXaluii TeTpaMepHBIA (QEepMEHT
(monekynsipHas Macca okono 250 k]la), KOTOpBIM KaTalu3UpyeT paslioKEHUE MEpOKCHa
BOJIOpOJIa C 00pa3oBaHHEM MOJIEKYJIIPHOTO Kuciopoaa W Boael (MupomrHuueHko, 1992;
Scandalios et al., 1997). Peakius npoTekaeT ¢ BBICOKOH CKOPOCTBIO, HO, B TO ke Bpems, KAT
uMeeT Hu3zkoe cpoactBo K H,O, m HaumHaeT paboTaTh MPU AOCTATOYHO BBICOKOM €TO
conepxannu (Willekens, 1997; Sharma et al., 2012). IIpu Huskom copepxkarnu H,0, (<107
M) KAT mnposiBisieT NEpOKCHIA3HYI0 AKTUBHOCTb, KaTaJM3UPYys OKHUCIEHHE MEPOKCUAOM
BOJIOpPOJia CIHMPTOB M anbAeruaoB (Mupomuudyenko, 1992; Scandalios et al.,, 1997). KAT
JIOKaIM30BaHa, TJIaBHBIM 00pa3oM, B TEPOKCHCOMAaxX W TJIMOKHCOMAax, TJe y4acTByeT B [3-
OKHCIICHUH XUPHBIX KuciaoT u ¢oroabixanuu (Willekens, 1997). Taxke ona oOHapykeHa B
MUTOXOHJPHUAX, XJoporutactax u 1mmro3ose (Sharma et al., 2012). HemaBHumu
uccienoBaHusiMu nokazaHo, yto KAT yuactByer B perynsuuu astodarmdeckoid [IKI
(Tyutereva et al., 2018). B pacrenusix KAT mnpencrasiensr 3 kimaccamu. KAT 1 kiacca
oOHapykeHa B (POTOCMHTETHMUYECKHUX TKaHAX W ydacTByeT B yaaneHuu H,O,, oOpasyromierocs
npu poroaprxanun, KAT Il ki1acca — B COCyAMCTHIX TKAaHSIX, TJI€ YYaCTBYET B JIMTHU(DUKAITUH,
a KAT Ill kmacca — B ceMeHax ¥ MOJIOJIBIX PAacTCHHSX, /i€ 3a/JCHCTBOBaHA B YTWJIM3AIHU
H,0,, oOpasyromierocs B riarokcuiatHoM nukie (Sharma et al., 2012; Anjum et al., 2016).

Hmerommecs: B muTepaType JaHHbIE yKaszbiBaloT Ha yyactue KAT B yrunmzamuu H,0,,
oOpasyromerocst mMpu JEeHCTBUM HU3KHUX Temrieparyp. [Ipu 3Tom oOHapykeHO, YTO MOA00HO

CO/1, aktuBHOCTh KAT B yCIOBHSX OXJIQXKAEHUS Y XOJI00CTOMKHUX pacTeHuil pxku (Komynaes
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u 1p., 2015), mmenunst (Janda et al., 2007; Txaamuan u ap., 2010; Komnymaes u np., 2015),

osca (Liu et al., 2013b) u sumenst (Pamtox u nap., 2009) yBenauunBaercs. HTEpecHO, 4TO Y
pactenuii oBca akTuBHOCTh KAT 3aBucena oT MHTEHCUBHOCTU BO3ACHCTBUSI U ObLIA BBIIIEC Y
IPOPOCTKOB, TMOABEPrHYTHIX ACHCTBHIO Oosiee HH3KOM Temmepatypsl (Liu et al., 2013b).
[lokazano Ttakxke, uyto akTuBHOCTh KAT B HauandbHBIII XOJIOAOBOrO cTpecca ObLIa
CYILECTBEHHO BBIIIIE Y MEHEEe XOJI0JI0yCTONYMBOrO copTa KapTodelns mo cpaBHeHHUIo ¢ Oosee
XOJIOAOCTOMKUM, TOrJa Kak MNpH MPOJOJDKUTETRHOM JCHCTBHU TEMIIEpaTypbl OTMEUEHBI
MPOTUBONOJNOXHBIE M3MeHeHus (CunbkeBud u ap., 2011). HampoTus, y pacteHuit sameHs
aktuBHOCTh KAT mpu oxiaxkaeHuu ObLTa BBHIIIE y XOJOJOCTOMKOIO COpTa MO CPaBHEHUIO C
xononouyBctBuTenbHbIM  (Mutlu et al., 2013b). ¥V TtemmomoOuBBIX pacTeHuil Tabaka
(Antununa, 2010), orypua (JIykarkun, 2002; [lIub6aeBa u ap., 2015), kykypy3sl (Ahmad et al.,
2014), puca (Kuk et al., 2003) u daconu (Soliman et al., 2018) akruBaocts KAT B ycrmoBusix
HU3KUX TeMIlepaTyp CHrkanack. Ilpu sTtom y pactenuii Tabaka aktuBHOCTh KAT
YMEHBIIIAJIACh TOJIBKO B KOPHSX, TOT/JIa KaK B JIMCThAX MOBbIMAanack (Anrtununa, 2010).
Mepokcnaaza (ITO, K® 1.11.1.X) — depmeHT Kiacca OKCHIOPEAYKTa3, KOTOPBIM
BOCCTAHABJIMBAET MEPOKCHU BOJOPOAA 10 BOJbI, UCIIOJB3YS B KAUECTBE IOHOPOB 3JIEKTPOHOB
pa3nuuHble cyOcTpaThl ((EHOJIbI, aMUHBI, OPraHMYECKHE KHUCJIOTHI, IJIyTaTHOH M Jp.).
[TonpaznensitoTcst Ha TpU cyrnepcemeiicTBa: nepoe BkiodaeT [10 xuBoTHBIX, BTopoe — KAT
KUBOTHBIX, pacTeHHI, OakTepuil U rpuOOB, a TPEThE — paCTEHUH, MUKPOOPTraHU3MOB U I'pUOOB.
[Mocnennee menurcs Ha Tpu kiacca (['azapsH u ap., 2006; MakcumoB u np., 2011Db). | kaace
BKJIOUaeT B ce0s pactutenbHble ackopbarnepokcuaassl (AIIO, Kd 1.11.1.11), karanazo-110
mukpoopranu3zmMoB (K@ 1.11.1.6) u muroxpom-c-110 (K® 1.11.1.5), Il kaace obweaunsieT
mapraren-I10 (K® 1.11.1.13) u muraus-I10 (KO 1.11.1.14) rpubos, a Taxe noasuxubie (KD
1.11.1.16), x Il kaaccy oTHOCAT KJIACCHYECKHE TEPOKCHUIA3bl PACTCHUM, JIOKATM30BAHHBIC,
TJIaBHBIM 00pa3oM, B aroIluiacTe, Bakyoiu W kiertouHou crtenke (Passardi et al., 2005;
MakcumoB u jp., 2011b). IMepokcunassl pacTeHH SIBISIOTCS MYJIbTH()YHKIIMOHATHHBIMH
(dbepMeHTamMH, MPEICTaBICHHBIMH MUpPOKUM Habopom u3odopm (Passardi et al., 2005; Gill,
Tuteja, 2010). Tak, oHM y4YacTBYIOT B MpoIlecCaX POCTa, Pa3BUTHs, AbIXaHUSA, a30THOTO
oOMeHa, MHUKOpPU3000pa30BaHus, JETOKCHUKAIIMA KCEHOOMOTHKOB, CHUHTE3a (DPUTOATEKCHUHOB,
ounocuHTe3a yurHuHa U cyoepuna (Passardi et al., 2004; Makcumos u ap., 2011b; Mexasenes,
[aposa, 2017). Hapsiay ¢ atuMm, I1O MOryT mpoOSIBISATH OKCHIA3HYIO aKTHBHOCTb, TEHEPUPYS

O, ", H,0, u OH" (Minibayeva et al., 2009).
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AckopOaTnepokcuaaza — reMmcojepamuid (HepMeHT, KOTOPBIH BOCCTAHABIMBACT
H,0,, ucrnonp3ys B KadyecTBE AOHOPOB 3JICKTPOHOB ackopouHoByro kuciory (Asada, 1999;
Gill, Tuteja, 2010). AIIO nokanm3oBaHa, TJIABHBIM 00pa3oM, B XJIOpoOIUIacTax (Takxke
oOHapy>keHa B MUTOXOHPHUSX, [IUTOIIa3Me, IEPOKCHCOMAX M aroIiacTe), 00J1aJaeT BBICOKUM
CPOACTBOM K IEPOKCHAY BOJIOpOJa W HEWTpalnu3yeT €ro /Jaxke B OYEHb HU3KUX
kounenrpanusx (IToxecckas, 2007; Sharma et al.,, 2012). YuactBys B ackopOat-
riyratnonoBoMm nukie, AIIO cumxkaer comepxkanme H,0,, momnep uBaeT OKUCIUTEIBHO-
BOCCTAaHOBHUTEJIbHBIN OalaHC KJIETKH, YPOBEHb INIyTaTHOHA M ackopOuHoBoii kucioTel (Mittler,
2002; Noctor et al., 2011; Foyer, Noctor, 2015; ITpagenosa u ap., 2017).

Iepokcupassl |1l kaacca (kiaaccmueckue mnepokcuaasbl, KO 1.11.1.7) -
reMcojiepKaiiie TIHKOMPOTEHHbI, KoaupyeMble OosbiuM KosnnuecTBoM reHoB (Komymaes,
2016) u wrparomye BaXHYIO POJIb B YKPCIUICHHHM KICTOYHONW CTEHKH 3a CYET y4YacTHs B
OnocuHTe3e nurHUHA U cyOepuHa (MakcumoB u np., 2011b; Illaposa, Mensenes, 2017).
I'BasikosioBasi nepokcuaasa (I'sI[10, K® 1.11.1.7) BoccTaHaBIMBaeT MEPOKCH BOAOPOIA 3a
CYeT OKHUCIIeHUs (heHOJBHBIX coequHEeHUH (TBasikoi/muporaiton) (Asada, 1999). Oonapyxena
B BaKyoJsIX M LUTOIUIa3Me (pacTBOpuMble (OPMBI), KIETOYHBIX CTEHKax (MOHHO- W
KOBAJICHTHOCBSI3aHHBIE ()OpPMBI) U B MeMOpaHe (MoHHO-cBsizaHHBIE (popmbl) (Cosio, Dunand,
2009). Conepxut AUCYIbQUIHBIC MOCTHKH, CBS3aHHBIC C OCTATKaMH IIMCTEUHA W OCTaTKAMHU
JUISL CBSI3BIBAHUS YTJIEBOJOB U Ca?* (Asada, 1999). 3azaeiicTBoBaHa B pa3I0oKECHUH WHIOINI-3-
ykcycHoit kmciotel (MYK), oOpazoBaHuu JTWIIEHa, Y4acTBYeT B OHOCHMHTE3E JIMTHUHA,
KaTau3upys 00pa3oBaHUE CIIMBOK MEXAY (EHOJIbHBIMU KOMIIOHEHTaMH (MTOJIMMEPHU3aIIUs n-
KymapoBoro, koHudepuioBoro, cuHarnoBoro criuptoB) (ITonecckas, 2007; Gill, Tuteja, 2010).

I1O, napsay ¢ KAT, akTUBHO yd4acTBYIOT B OTBETE PACTEHHMIl Ha JEHCTBUE HU3KUX
teMrepatyp. Tak, UX aKTUBU3AIMSA MO/ BIUSHUEM XOJIOJIAa BBISIBJICHA y PACTCHUN MIICHUIIBI U
pxu (Janda, 2003; Koxymnaes u np., 2015), apadbunoncuca (Grabelnych et al., 2016), sumens
(Pagrox u ap., 2009), kaprodens (Hapaiikuna, 2017) u kykypy3sl (Farooq et al., 2008). ITpu
ATOM TOKAa3aHO, 4TO JuHaMuKa akTUBHOCTH AIIO pasznuvaercst y pa3sHbIX BUIOB pacTeHUM.
Tak, B TUCTHSIX STYMEHS B HAaYaJIbHBIA TEPHOJ JCHCTBUS HU3KOM TeMmepaTypbl 0OHAPYKEHO
nosbimienne aktuBHocTH AIIO (Pamrox m ap., 2009), Torma xak y kxaprodens, HarpoOTHUB,
BbIsIBIICHO ee cHikeHue (Hapaiikuna, 2017). C yBenuueHHeM MNPOAOTKUTEILHOCTH
BO3JICUCTBUS B JUCThAX sSUMeHsI akTUBHOCTh AIIO ymeHbIanace, a y pacTeHui kaprodens —

npoxpospkana pactu (Pagrok u ap., 2009; Hapaiikuna, 2017). Taxke oOHapy>KeHBI pa3indus B
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aktuBu3anuu ['BIIO B pacTeHusx B yCIOBUSX HU3KHX Temmeparyp. Tak, aktuBHOCcTh I'BIIO y
KapTodens ¢ yBEIHMYCHHEM XOJIOJO0BOM AKCMO3WIMK cHmkKanack (CuHbkeBUY u ap., 2011;
Hapaiikuna, 2017), Ttorma kak y apabuporncuca (CunbkeBUd U Jap., 2016) u mimeHUIIbI
(dxaBagman u ap., 2010) moBeIanack B TeueHUE Bcero ombiTa. [lokazaHo, 4TO aKTUBHOCTH
I'BI1O B muiogax TMMOHa 3aBUCENa OT MHTEHCUBHOCTH HU3KOTEMIIEPATYPHOTO BO3JICHCTBUS: HE
n3MeHsIack npu Temmnepatype 0,5°C, nmossimanack mpu 2°C u, B 6oibIieit ctenenu, mpu 4,5°C
(Siboza et al., 2014). OtmedeHO, 9TO B YCIOBHSAX HH3KUX Temrmeparyp aktuBHocTh ['BIIO y
pacTeHuil orypia MmoBkIlIajgach TOJbKO B JUCThSX, TOT/Ia KaK B KOPHAX — CHIDKanachk (Kang,
Saltveit, 2002). Ymensbienne aktuBHoctd I'BIIO mpu oxaXIeHUU TaKKe BBIABICHO Y IPYTHX
TEIUTOIIOOMBBIX pacTeHuit (Aazami et al., 2014; Tareen et al., 2017).

I'myratnonnepokcunaza (I'fnO, K® 1.11.1.9) — neremoBass TuonbHas 110 (B
AKTUBHOM IICHTPE — CENECHO-IIMCTENH), UCTIONB3YIOIIas TIyTaTHOH A BoccTaHoBIeHHs Hy0,
U pa3pylIeHUs THIPOIIEPOKCUIOB CBOOOIHBIX KUPHBIX KUCIOT, OEIKOB, HYKJICHHOBBIX KHCIOT
u np. (Uymaxuna u ap., 2011). TTIO moxer yrumusupoBate H,O,, ucmons3ys B KauecTBe
BoccTaHoBuTelns THOpeaokcuHbl (Navrot et al., 2006). He o0namaer BBICOKHM CPOACTBOM K
H,0, u obHapyxeHa B 1IUTO30JI€, XJIOPOIUIACTAX, TEPOKCUCOMAX, MUTOXOHPUSIX, KJIETOUHBIX
crenkax pactenuil (Konymnaes, 2016). AxtuBuzauus ['TIO npu neficTBUM HU3KUX TeMIEpaTyp
oOHapykeHa y pacTeHuil Tabaka u metyHbH (Roxas et al., 1997; Zhang et al., 2016).

Iayraruonpenykraza (I'P, K® 1.6.4.2) — romomumepnbiii DAJ-comepxkammit
dbepment, otHocsmuiics kK HADJIH-3aBucuMbIM OKCHIOPENIYKTa3aM U WTPAIOIIANA BAXKHYIO
poiab B ackopbar-rimyratmoHoBoM 1wmkie (Foyer, Noctor, 2009; Sharma et al., 2012).
Karanmuzupyer HAJI®H-3aBucumoe (nnn HAJIH-3aBucuMoe) BOCCTaHOBJIEHHE OKUCIEHHOTO
ITyTaTHOHA W TONJCPKUBACT, TEM CaMbIM, ITyJl BOCCTaHOBICHHOTO TiyTatnoHa (Mep3isik,
1999; Pradedova et al., 2016). B kieTkax pacTeHuil 3TOT (pEpMEHT JIOKAJIM30BaH, TJIaBHBIM
o0pa3oM, B XJIOPOIUIACTaX, a TaKKe€ B MUTOXOHJPHIX, IEPOKCUCOMAX, BaKyOJH, IIUTO30JI€ U
anorutacte (Kubo et al., 1993; Foyer, Noctor, 2009). I'P y4acTByeT B peakiuuu pacTCHUIl Ha
NEHCTBUE HU3KUX Temreparyp. Tak, MOBBINIEHHE €€ aKTUBHOCTH OOHApYXKEHO Yy pacTeHUM
ssumens (Pagrox u ap., 2009), puca (Leipner et al., 1999; Wang et al., 2009), orypua (Kang,
Saltveit, 2002), u Bunorpama (Aazami et al., 2014). Ilpu 3TOM y HpPOPOCTKOB Orypia
aKTUBHOCTH ()epPMEHTA MOBBIIIATIACH TOJBKO B JINCTHSX, @ B KOPHIX OOHAPYKEHO €€ CHIKEHUE

(Kang, Saltveit, 2002), torna xak y pacTeHW#l puca, HANPOTUB, NPU JCHCTBUU HU3KOM
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TEMIIEPATYPhl YBEIHYCHUE aKTHBHOCTU [P BBISBICHO B KOPHSX, a B JINCTHSIX OTMEYCHO €€
ymenbmenne (Wang et al., 2009).

Iayratuon-S-tpancdepasza (I'T, K® 2.5.1.18) — MHOroQyHKIIMOHATBHEIN (EPMEHT,
(GYHKIIMOHUPYIOMIUI B BHUIEC TOMOJMMEPOB, TeTepoauMepoB wmiu MoHomepos (Liu et al.,
2013a). I'T katamusupyer koHbtoranmuio GSH ¢ HemomspHbiMU coeauHeHusiMu (ADK,
npoaykThl [10JI, kKceHOOMOTUKH, TepOUIUABI U JIp.), KOTOPHIE 3aT€M IOCTYIMAIOT B BaKyOJb
wnn BeiBoasTcs u3 kietku (Foyer, Noctor, 2005; Kanununa, 2014). Jlokaau3zoBaHa, riaBHBIM
o0pa3oMm, B IMTO30J€, HO Takke OOHapyXeHa B IUIACTUIAX, MUTOXOHIPUSX U arorJiacTe
(ITIpamemosa u ap., 2010). O6 yuactuu I'T B OTBETHO# peakiiui paCTCHHIA Ha IEHCTBUC HU3KUX
TemrepaTyp cooOmiaercs B uccienoBanusx Roxas et al. (1997) u Toshikazu et al. (2002),
KOTOPBIMH TIOKa3aHO, YTO y TPAHCTEHHBIX pacTEeHUI Tabaka U puca co CBEpXdKCIpeccuei reHa
GST noBebIIIanace yCTOWIMBOCTH K XOJIOY.

AabTepHaTuBHasi okcuaaza (AQ) —  yOMXMHOJI-KHCIOPOI-OKCHIOPEIyKTa3a,
JIOKaJIM30BaHa Ha BHYTPEHHEH MeMOpaHe MUTOXOHIpHH B (opmMe MOHOMEpa WU IUMEpa
(T'apmam, 2010; Vanlerberghe, 2013). M3BecTHO, uTo B Katamutudeckom IeHTpe AO ecTh 1aBa
aToMa jKelle3a, CBA3aHHBIX OCTaTKaMHU TiyTamara, acmaprara ¥ TUcTHAuHA (AJexuHa u J1p.,
2005). AO kaTanu3upyeT YETHIPEXAJIECKTPOHHOE OKHUCICHUE KHUCIOPOJIOM BOCCTAHOBJICHHOTO
youxunona a0 Boasl (PoroB u np., 2014). AO yuacTByeT B TepMOI€HE3€ pacCTEHUH,
NPEAOTBPAIICHUH  [EPEBOCCTAHOBIEHHOCTH  KomnoHeHToB  OTLl  xjopommacroB u
noJiIep>)KaHuu (POTOCUHTETHUECKONW aKTUBHOCTH, CHUKCHHH YPOBHS OKUCIHUTEIBLHOTO CTpecca
u n1p. (Anexuna u ap., 2005; I'apmai, 2010; Vanlerberghe, 2013; Poros u ap., 2014).

[Toxazano, yto AQO yuacTByeT B IMpoleccax aJanTaliil pPACTeHUH K HUZKUM
TemneparypaM. Tak, YCTaHOBJIEHO, 4YTO JCHCTBHE HHU3KOM TeMIepaTypbl NPUBOIUT K
WHTHOWPOBAHHIO IIUTOXPOMHOTO MYTH TPAHCIIOPTA AJICKTPOHOB B MUTOXOHAPHUSAX MIICHUIIBI,
aktuBm3ali AO W YCWICHHIO DJKCIPECCHMH €€ TeHa, YTO CIOCOOCTBYET MOBBIIICHUIO
xojonoycroiunBocTr pactenuii  (I'pabenpHbix u  ap., 2011, 2014b). VYV pacrenwmii
apabuporicuca co cBepxdkcnpeccueir rena AOXla Takxke BbIsiBIEHAa Ooliee BBICOKas
KOHCTUTYTHMBHAs YCTOWYMBOCT, K Hu3koi Temmepatype (Grabelnych et al., 2016).
AxtuBu3aniss AO W TIOBBIIEHWE YPOBHS TPAHCKPUINITOB €€ I'eHa TaKKe OOHAPYXKEHO Yy

TETUIONIOOMBBIX pacTeHuit orypia npu oxnaxaenun (Lei et al., 2010).
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1.1.3. HepepmeHTATHBHBIE COETUHEHUSI

Hapsny ¢ antnokcunantHeiMu (pepmenTamu B yrunuzaunu APK B kieTkax pacTteHUi
OPUHUMAIOT ydyacTue HedepMeHTaTUBHBIE coenuHeHus. B psanme ciaydae oHu Oolee
addexTuBHB, YeM (EepPMEHTHI, IOCKOIbKY (EepMEHTHl HMEIOT pa3Hyl CyOCTpaTHYIO
cretuPpUIHOCTb, paznudaroTcs cpoiacTBoM Kk ADK u nokanuzanueil B KOMIapTMEHTaX KIETKU
(Blokhina et al., 2003). TpagurronHo HehepMEHTATUBHBIE aHTHOKCHIAHTHI Pa3IeisIOT Ha B
IPYHIIBL: BOJOPACTBOPUMBIE (TIIyTaTHOH, aCKOPOMHOBAs KUCIOTA, (DEHOIbHBIE COEIMHEHNUS) U
AHTHOKCHUJIAHTHI JUNUAHON (a3bl (Tokodeposbl, YOUXUHOHBI, KapOTHHOW]bI, BUTaMUH K,
petunoin). B 3amure xinetoxk or AD®K yuacTBylOT U apyrue coequHeHus (IpOJUH, caxapa,
JETUJIPUHBI), 17151 KOTOPBIX aHTUOKCUIAHTHAS (DYHKIIMS HE SBIISIETCS OCHOBHOM.

AckopouHoBasi kuciaora (AK) — monudyHKIIMOHAIBHOS COCAMHEHUE, OOHApPYKEHO
NPaKTUYECKH BO BCEX KOMIApTMEHTAaX KJIETKH, HO OCHOBHOM ITyJl HaXOJUTCS B XJIOPOILTACTaX
(Uynaxuna, 1997; Noctor et al., 2015; Akram et al., 2017). B kierkax HaxomuTcs B
BOCCTAHOBJIEHHOM, OKHCIIEHHON (opMe M B BHUAE HECTAaOMIBLHOTO MOHOJErHapoackopOaTa
(BomitexoBuu u ap., 2018). AK 3azgeiicTBoBaHa B TMOJACPKAHUM OKHUCIUTEIIBHO-
BOCCTaHOBHUTEJIBHOTO TMOTCHIIMAIA KJICTKH, BOCCTAHOBJICHUH TOKO(epona u riryrarnona (Khan
et al., 2011). YyactByer B ackopOar-TJIyTaTHOHOBOM ITMKJIE, a TaKXKE HEMOCPEICTBEHHO
yrummsupyer ADK (Blokhina et al.,, 2003; Khan et al., 2011). Perymupyer kieTodHoe
JieJIeHne, 3a/leicTBOBaHa B Mpolieccax (OTOCHHTE3a, JbIXaHUs, POCTa U BOAHOIO OOMeHa
(Uynaxuna, 1997; Smirnoff, 2000; Noctor et al., 2015). AK paccmaTpuBaloT B KadyecTBE
CHTHAIBHON MOJIEKYJIBI, IIOCKONBKY OHA MOXET PerylInpoBaTh ypoBeHb Ca’’ B mmrommasme
kierok (Makavitskaya et al., 2018; BoiitexoBuu u np., 2018). B xmoporuiactax BbICTyHaeT B
pomn Ko(akTopa BHOJOKCAHTHH-JIE-dMOKCHIA3bl, YYacTBYsl B pACCEHBAHHHM HW30BITOYHOM
sreprun Bo30yxkaeuus (Smirnoff, 2000). Mmeromuecs B muTepaType CBEACHUS YKa3bIBAIOT Ha
yuactie AK B OTBETHBIX peaklMsIX PACTEHUN Ha JIeWCTBUE HU3KUX Temreparyp. Tak, mpu
OXJIAKICHUHU €€ COoJep)KaHue MOBBIIANOCH B KiaeTkax stuMens (Pagrok u np., 2009), mimeHUIIb!
(AbGmpaxumoBa u ap., 2011) u orypma (Cao et al.,, 2014), omnmako mpu ACHCTBUU
OTpHIIATEIBHBIX TeMIlepaTyp ypoBeHb AK y pactenuii mmenuisl cHrkancs (Yu et al., 2016).

I'myraTHOH — HU3KOMOJIEKYJISIPHBIM JIMHEWHBIA TPUIENTH, KOTOPBIA COCTOUT W3
OCTaTKOB TPEX aMHHOKHUCIOT (INyTaMHHA, NUCTEMHA W TJHUIMHA) U CYIIECTBYET B JIBYX
ocHOBHBIX (popmax — BoccraHoBieHHON (GSH) u oxucnennoit (GSSG) (Foyer, Noctor, 2005;

Gill, Tuteja, 2010). Jlokanu3oBaH B 1uTO30sIe, DP, BaKyo/d, MUTOXOHIPHUAX, XJIOPOILIACTaX,
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NEPOKCHCOMax © B amoIjiacTe, TJe Yy4YacTBYeT B TOMJEPKAHUUA BHYTPHKIETOYHOTO
OKHUCJIMTEIbHO-BOCCTAHOBUTEIBHOIO MOTEHIIMAJa, Mpoleccax cuHTe3a U ¢oiauHra Oelka,
JEIEHUN KJIETKHM, CUTHAJIMHIE, amnonrose, aerokcukaun ADK (0, , H,0, OH’, l02),
TSOKEIBIX MeTajuioB U kceHoOuotukoB (Noctor et al., 2012; Sharma et al., 2012; Zhang et al.,
2012a; Kanununa u np., 2014; Tutos u ap., 2014; Ipagenosa u ap., 2017). Hakomenne GSH
IpU IEHCTBUU HU3KUX TeMIlepaTyp OOHApY>KEHO B KJIETKaX XOJIOJOCTOMKUX KYJIbTYp — TUMEHS
(Pagtox u ap., 2009) u mmenuns (Penkuna, 2014), a Takxke y Temiaodt0OMBBIX pPaCTCHUI
tabaka (Cui et al., 2013). ITpuuem mnoBbiiienrne ypoBHss GSH Ob1I0 00YCIIOBIEHO CHHTE30M
HOBBIX MOJIEKYII U ero BoccTaHoBaeHneM u3 GSSG (Pamrok u ap., 2009; Penkuna, 2014).
Toxogdepoabl — OMOTOIrMYECKH AKTUBHBIE KUPOPACTBOPUMBIE COEIMHEHHUS, KOTOpPbHIE
MPEJICTABISIOT CO00M MPOU3BOHBIE XPOMaHa U MPUCYTCTBYIOT B JIUMTUIHOM OUCIIOe MEMOpaH
XJIOPOIUIACTOB U MUTOXOHJIPHH, a Takke oOHapyx eHbl B Bakyosu U nuro3one (Blokhina et al.,
2003; Lushchak, Semchuk, 2012). Toxodeponbl B3aMMOACHCTBYIOT C alKOKCHJIbHBIMH H
NEPOKCHIBHBIMH PaIUKaJIaMHU, MPETSATCTBYS Pa3BUTHIO CBOOOJHOpauKanbHbIX peaknuit (Gill,
Tuteja, 2010). IloBbllieHHME WX YPOBHS B YCIOBHUSAX HHM3KOTEMIICPATYPHOIO CTpecca
oOHapykeHo y pactenwuii apabunoncuca (Maeda et al., 2006) u puca (Leipner et al., 1999).
KaporuHounabsl — OTMEHOBEIE YTIIEBOJOPOIBI, TIPOU3BOIHBIC M30IPEHA, COMEPIKAIINE
JIBOIHBIC CBSI3U M JIOKAJIM30BAaHHBIE B XJIOpOIUIACTaX M Xpomoruiactax pactenuii (KysHeros,
Jmutpuesa, 2016a). x mompas3nenstoT Ha KapoTHHBI (0- U B- KapOTHHBI) U KCAHTO(HILIBI
(JTIOTEWH, 3€aKCAaHTWH, BHOJIOKCAHTHH, aHTepokcaHTHH). CuHTEe3upyroTcs u3 aneTwi-KoA
(DellaPenna, Pogson, 2006), BXOAAT B COCTaB CBETOCOOMPAIOIINX KOMILICKCOB H TEPEIAIOT
MOTTIOMICHHYI0 MU SHEPIHIO XJIOPOGHIIaM, yIacTBYIOT B IOIOLICHHN 'O, U paccerBaHHH
u30bITOouHON »Heprum B Buae temia (Mepsmsak, 1999; Gill, Tuteja, 2010). Ilpu BwIcOKOI
WHTEHCUBHOCTH  CBeTa  3amumiaioT  (ortocuHrerndyeckuit  ammapat  (®CA) ot
¢doronnrndoupoBanus (Mexasenes, 2012). B ycioBusx HH3KOH TemrepaTypbl 3aUKCHpOBAHO
MOBBIIIICHHE YPOBHS KapOTHHOHUIOB B JHUCThsIX apadumorcuca (Maeda et al., 2006), sumens
(Pagtok u nip., 2009), nmenuust (Hoxcopos u np., 2014) u orypua (MapkoBckas u np., 2013).
@deHOJIbHBIE COETUHEHHS TIPEICTABISAIOT COOON BENIeCTBA apOMAaTUYCCKON MPHUPOIBI,
coJiepKalye OJHY WM HECKOJIBKO THIPOKCHIIBHBIX T'PYIII, CBSI3aHHBIX C aTOMaMU yriepoja
apOMaTHUYECKOTO KOJIbIIA. BBIAENSIOT TATh Tpynn (EHONBHBIX COSAUHEHHI: (IaBOHOUIBI,
beHumponaHon b, (GESHUIMPOTIAHOUIHBIC CIHUPTHI, OCH30MHAs KUCJIOTAa M €€ JCPUBATHI, U

kymapusbl (Mensenes, 2012). O6pa3yroTcsi, TIaBHBIM 00pa3oM, B XJIOPOIIACTaX U IHUTO30JIe
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U3 IMIUKUMOBOW KHUCIOTHI, a Takke u3 anetwi-COA u BcTpeuaroTrcs B GopMme TIIHKO3UIOB,
pupoB U B cBoOGomHOM (opme (3ampomeroB, 1996). deHONBI HAKAIUTUBAIOTCS, TJIAaBHBIM
00pa3oM, B BaKyoJIIX M IUIACTHJIaX M 3aJeHCTBOBaHBI B Mpolleccax (POTOCHUHTE3a, JbIXaHUSs,
pocTa M pPa3BUTHUSA, BBINONHIIOT MEXaHUYECKHE, CTPYKTYpHbIE M CHUTHaJbHBIE (QYHKIIUH,
YY4aCTBYIOT B 3alllUTHBIX PEAKIMUSAX PACTEHUN Ha AeHCTBUE CTpecc-PaKkTOpoB, B TOM UHUCIIE
HU3KKUX Temmepatyp (3ampomeroB, 1996; Onenunuenko u ap., 2008; 3arockuna, Hazapenko,
2016). AHTHOKUCIIUTEIILHBIE CBOHCTBA ()EHOJIOB OO0YCIIOBICHBI UX CIHOCOOHOCTHIO BBICTYIATh
B KayecTBE JIOHOPOB 3JIEKTPOHOB, y4aCTBOBAaTh B CTAOWIM3AIMU HEMAPHBIX AJIEKTPOHOB U
XeJaTHpOBaHWKH HOHOB mepexoaubix MetamwioB (Blokhina et al.,, 2003). Axkkymynsmus
(EHONMBHBIX COEIMHEHUI ObliIa OOHApY)KEHA B KJIETKAaX XOJOJIOCTOMKHUX PAaCTEHHUM MIICHUIIBI
(Onennuenko u ap., 2008; 3arockmHa u ap., 2011), a Taxke NMpH HU3KOTEMIICPATYPHOM
XpaHeHHH I110/10B rpaHaTa (Sayyari et al., 2011) u nepcuxa (Razavi et al., 2018).

CB00OIHBII MPOJTUH — UMUHOKHUCIIOTA, CHHTE3UPYETCSl U3 IIyTaMaTa Uil OPHUTHHA B
XJIOporiacTax, MUToXoHapusax u 1uro3one (Liang et al., 2013). OcHOBHBIM IyTeM CHHTE3a
CUMTACTCS TTyTAMATHBI, B XOe KOTOPOTO ¢ ydacTHeM A'-TipposiH-5-Kkap6oKCHIIaT-CHHTA3bI
(ITSKC) o6pasyetcst y-moyanbaeru] TTyTaMUHOBOM KUCIOTHI, CIOHTAHHO MpeoOpasyromuncs
B Al-mmpponuu-5-kapGonosyio kuciory (II5SK), KoTopas 3aTeM BOCCTAHABIMBACTCS C
yuactueM A’-mmpponus-5-kap6okcumar-penykrasst  (IISKP) mo mponuma. Jlerpamams
MPOJIMHA MPOUCXOJIUT B MUTOXOHIPHUSAX IMYTEM €Tr0 OKHCICHUS nponunaeruaporenasout (ITAIN)
no IISK wu 3arem mnmpponuH-5-kapOokcumataernaporeHazoin mo riayramara (Verbruggen,
Hermans, 2008; Szabados, Savoure, 2009; Konymaes, Kapner, 2010). B opHUTHHOBOM MyTH
NPEIIIECTBEHHUKNA TPOJIMHA O0pa3yrTCsl B MHUTOXOHJPHUSIX M3 OPHUTHHA C TMOMOIIBIO
opHUTHH-O-amuHOTpaHchepas3sl (OAT) (Konynaes, Kaprer, 2010).

[IponuH BHITIONHIET OCMOPETYISATOPHYIO POJib, KOTOPAs 3aKJIIOYAeTCs B CIIOCOOHOCTH
YBEJIMYUBATh OCMOTUUYECKOE JaBJICHUE KIETOYHOTO COKa MPU CHU)KEHUHM BOJHOTO MOTEHIIAAJIa
(Huang, Cavalieri, 1979; IlleBsikoBa u ap., 2009). OH Takke y4acTByeT B HpoIieccax
dboTocuHTE3a, OBIXaHUsS, POCTa U pa3BUTHs pacteHuid. [Iponun mpenoTBpaiiaer o6pa3oBaHue
arperatoB OETKOBBIX MOJIEKYJ, CIYXHUT MCTOYHHUKOM YTJepoja s IHKIa TPUKapOOHOBBIX
KHCIIOT, perymupyer cootHomenne HAJIOH/HAJI®" (cHmwkenne (GOTOMHrHOMPOBAHUS W
noBpexaeHuss ®CA), pH uuromnasmsl, cuHTe3 Oeka, 3aJeHCTBOBAH B CBSI3bIBAHUU HOHOB
MeTauIoB ¢ mepeMenHoi BaneHTHOCThIO (Kysuemos, IlleBskoBa, 1999; Kysuemos, 2009;

Szabados, Savoure, 2009; CommnkoBa u ap., 2013). [TokazaHo TakXke, YTO MPOJIUH 00JaaaeT
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AHTUOKCUIAHTHBIMUA CBOMCTBAMH M MOXET CTaOWJIM3MPOBATH CTPYKTYPHI OCIKOB U MEMOpaH
3a cueT 00pa3oBaHUs THIPOMWIBHBIX 000JI0YEK M WHAKTUBAIMH TUIAPOKCHIBHBIX PaJUKaiOB
nyteMm (OpMHUPOBAHUS C HUMH TONTOKUBYIHX coenuHenni (Saradhi et al., 1995; Pamiokuna
ap., 2008). B To ke BpeMst 3HAUMTEIbHOE HAKOIJICHHUE MPOJIMHA B KJIETKAX MOXET OKa3bIBaTh
tTokcuueckoe neiicteue (Verbruggen, Hermans, 2008), a ero xatabonmu3M B MHTOXOHAPHUSX
npuBOAUT K moBbIeHUI0 ypoBHSI ADK (Commnakosa u ap., 2013).

[Toka3aHo, 4TO TpH ACHCTBUM HHU3KHUX TEMIIEPATyp YPOBEHb MPOJIMHA IMOBBIIIACTCS Y
MOPO30CTOMKHX M XOJIOMOCTOWKHUX KyinbTyp — pxu (KomymaeB u ap., 2015), mnmieHHIb!
(MDxxaBamuan u ap., 2010; Penkuna, 2014), osca (Liu et al., 2013b) u stamens (Konymaes u ap.,
2015), a Takxke y psaa TEIUIONIOOMBEIX pacTteHmid — Tomara (Zhang et al., 2012b), tabaka
(Konstantinova et al., 2002), orypiia (MapkoBckas u nip., 2013), nepiia u 6aknaxana (Shibaeva
et al., 2016). Hapsay ¢ moBbIlIeHHEM COZCpKAHKS MIPOJIMHA B KJIETKAaX PACTCHUH B YCIIOBHUSX
OXJIaXKJICHHUS BBISBJICHO YBEJIMYECHHE akTUBHOCTH (hepmMeHTOB ero cunte3a (Li et al., 2014a; Liu
et al., 2016b) u HakoruleHHe TpaHCKPHUNTOB Koaupyromux ux reHor (Konstantinova et al.,
2002; Zhang et al., 2012b; Penikuna, 2014).

[MoauaMuHBI — HU3KOMOJICKYJISIPHBIC IOJIMMEPHI, CUHTE3UPYIOTCS W3 aprHMHUHA WIIH
OpPHHUTHHA, BCTPEUYAIOTCS B CBOOOAHON (opMme mim B Buae koHbioratoB (Gupta et al., 2013).
[TommamMuHBI JIOKAJIM30BaHbI B XJIOPOILIACTaX, MHTOXOHJIPHSX, KICTOYHOW CTEHKE, BAKYOJIH H
SJIpe, YUYACTBYIOT B PETYJISIUU KICTOYHOTO JEICHHSI, SMOPUOTEHEe3a, POCTa KOPHS, OIBLICHHS
Y VMHUIMAIIMK [IBETCHUs, 00pa30BaHMs U CO3pEeBaHMs IUIOOB, ctapeHuu u np. (Kysneumos u
ap., 2006; IlessikoBa u ap., 2010; Pagrokuna, 2015). [TokazaHo Takke ydacThe MOJHAMHHOB B
3amute KieTok or ADK u B perymsuun aktuBHOcTH ADK-yrunmsupyromux GhepMeHTOB
(Kuznetsov, Shevyakova, 2007; Gupta et al., 2013). BoisBiacHO, 4TO HH3KHE TEMIIEpPaTyphl
BBI3BIBAIOT HAKOIUICHHE MMOJMAaMHHOB B KieTkax pacrenuit (Kim et al., 2002; Theocharis et al.,
2012) u B utoiax npu ux HE3KOoTeMIieparypuom xpanenuu (Luo et al., 2011).

Caxapa — noauyHKIIMOHAIBHBIC COCIUHCHHMS, BBIMOJHAIONINE DHEPreTUYCCKYIO,
OCMOPETYISITOPHYI0, KPUOMPOTEKTOPHYI0 M curHanbHyto (ynkiuu (Tpynosa, 2007). Ux
HAKOIJICHHE B PACTCHHUSAX B YCJIOBUSAX HH3KHUX TEMIIEpaTyp MOKa3aHO MHOTOYHCIICHHBIMH
ucciegoBanusimMu (Onennuenko u ap., 2008; Konynaes, Kapnen, 2010; bopoBuk u ap., 2013;
ActaxoBa u 1p., 2014; I'pabGenbubix u ap., 2014b; Hapaiikuna, 2017). Takxkxe oOHapykeHO,
YTO caxapa MOTYT HPOSBJIATh aHTHOKCHIAHTHBIC CBOMCTBA. B 4acTHOCTH, ¢ UCIOJIb30BAHHEM

MOJICTTBHBIX CUCTEM ITOKa3aHO, YTO OHU MOTYT IlepexBaThiBaTh CBOOOAHBIC paaukaisl (Morelli
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et al., 2003; Konymaes, 2018). Takke, y MyTaHTHBIX pacCTCHUN KapTOheisi, SKCIPECCUPYIOLTUX
reH MHBEpTa3bl APOXIKEW, BBISIBICHAa Oojiee BBICOKAas aKTUBHOCTh MHBEPTA3bl, COJEPIKAHUE
caxapoB, W Kak cielnctBue, HU3kH ypoBeHb IIOJI B yclnoBHSX HU3KUX TeMIEparyp IO
CpaBHEHHUIO C IpopocTKaMu aukoro Tuna (epsowun u np., 2007; CunbkeBud u Ap., 2009).

Jernapunbl — TUAPOGUIBLHBIE 1 OCMOIPOTEKTOPHBIE OENKH, UTPAIOIe BaXKHYIO POJIb
B MEXaHU3Max ajJanTalliyd PacTeHUH K JEUCTBUIO cTpecc-pakTopoB (Aarynosa u ap., 2003;
Battaglia et al., 2008; Kosova et al., 2010). [erunpunsl npunamnexar k LEA (Late
Embryogenesis Abundant) 6enkam |l xacca, 0KajaM30BaHbI B pa3gHYHBIX KOMIIAPTMEHTAX
KJIETKU (XJIOpOIUIacTax, MUTOXOHIPUSIX, BaKyOlld, SAPE U Jp.) U YYaCTBYIOT B COXPAHEHHUH
LEJOCTHOCTU KIIETOYHBIX CTPYKTYp U 3amure OuononumepoB (AsnaryioBa u ap., 2003;
[MakupoBa u ap., 2009; Hara, 2010). Tak, oHu MOTYyT NpeAOTBpalIaTh IEHATYpaIUIO0 H
KOAryJISIUI0 OEIKOB Mpu 00e3BokuBaHuK (Asutarynosa u ap., 2003). Kpome toro, aeruapuHbI
CHOCOOHBI CBSI3BIBATH 3HAYMTEIHLHOE KOJMYECTBO BOJBI, MpErsITCTBYS ee moTepe (Battaglia et
al., 2008; Kirounukosa, 2013). Hapsay ¢ 3TuM, JETHIPHUHBI 3alIUINAIOT KJICTKH PACTCHUN OT
OKHCIIMTEIBLHOTO CTpecca, y4acTBys B HeWTpanm3aruu pagukaioB (Kosova et al., 2010;
['pabenpHbIX U np., 2014a; Amrarynosa, [llakuposa, 2017). HakoruieHne NEeruapuHOB M WX
y4dacTHe B 3allUTe KIETOK OT HETraTUBHOTO MACHCTBUS HHU3KHUX TEeMIEpaTyp OTMEUYEHO Y
pactenuii apabumorcuca (I'amOypr u np., 2014), mmenuns! (bopouk u ap., 2013; Kosova et
al., 2013; I'pabenbHbIX U Ap., 2014Db), sumens (Kosova et al., 2013), Tennynruemns: (I'amOypr
u ap., 2014) u ropoxa (KonmakoBa u ap., 2013), a Takxke OOHApYKEHO TMOBBIIICHUE
AKCTIpeccuu TeHOB, komupyromux aeruapunsl (Illakuposa u gp., 2005, 2009; Chen et al.,
2007; Kosova et al., 2011; Penkuna u ap., 2016).

Takum o6pazom, AOC wurpaer BakHYIO pOJIb B OTBETHBIX PEAKIMUIX PACTCHHH Ha
JIEWCTBHE HU3KUX Temmeparyp. B To ke BpeMs, HECMOTpsi Ha UMEIONIYIOCS JUTEpaTypy o0
ydyacTu KOMIOHEHTOB AOC B MOBBIIIEHHH XOJIOJOYCTOMYMBOCTU PACTEHUM, HEKOTOpbIE
0COOCGHHOCTH €€ (YHKIIMOHHPOBAHHUS OCTAIOTCS HE JIO KOHIIA pPacKpeIThiMHU. Tak,
HEMHOTOYHCIICHHBI JIJAHHBIE O KOPPEJSIIUM AKTUBHOCTH AHTUOKCHJIAHTHBIX (EPMEHTOB H
XO0JIOAOYCTOMYMBOCTH PACTEHUM W BKJIaJe pa3nuuHbix koMrnoHeHTOoB AOC B dopmupoBaHue

YCTOMYMBOCTH K HU3KHUM TEMIIEPATYPaM.
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1.2. CanuumioBasi KHCJIOTA W ee PoOJb B Pperyjsauud (u3noI0ro-0MoXuMnYecKux
NPOLECCOB B PACTEHUSAX

1.2.1. CuHTe3, CHTHAJIUMHT, (pU3HOJIOTHYECKAS POJIb

CamunumnoBas kuciota (CK, 2-ruapokcubeH30iHas KHCIOTa) — (DUTOTOPMOH
(GbeHONMBHON TPUPOJIBI, coUeTaloNmMl B ce0e CBOICTBAa CTPECCOBOIO TOPMOHA M CHUTHAJIBLHOM
moaekyisl (Raskin, 1992; Willekens et al., 1995; Klessig et al., 1998; Illakuposa, 2000, 2001;
Metraux, 2001; Tapuesckuii, 2001, 2002; fxosieBa, Eroposa, 2010; Kumar, 2014; Janda,
Ruelland, 2015). CK oOHnapykeHa B JHCTBSIX, KOpPHSX, IBETKaX M IDIOAAX pACTCHUH
(MenBenes, Illaposa, 2011), rme cymecTByeT B CBOOOJHOW H KOHBIOTHPOBAHHOM
(MeTwIICATMIMIAT, S3(HUPHI MIMKO3UI0B, KOHBIOTATHI ¢ aMuHOKucIoTamu) Gopme (Chen et al.,
1995; Lee et al., 1995; Dempsey et al., 2011; Kumar, 2014).

Cunre3. UcxomgueiM coenuaenneM B cuHTe3e CK sBiasgercs mmknMoBas kuciora. OHa
npeBpaiaeTcs B (CHUIANIAHUH, KOTOPBIA ¢ ydacTheM ¢eHmtantannHammonniinuassl (DAJ)
npeoOpasyercs B TPAaHC-KOPUYHYIO KHUCJIOTY, a OHa JeKapOOKCUIUPYETCS B OCH30MHYIO
(Miura, Tada, 2014; Janda, Ruelland, 2015) (puc. 1). ®unanpHbpIM 3Tanom OuocuHTe3a CK
ABIICTCA TUAPOKCUIMpOBaHHE OeH30aTa O€H30aT-2-TUIPOKCUIIA30d ¢ 00pa3oBaHHEM B
muto3zone CK (Klessig et al., 1998; BaciokoBa, O3sepenxoBckas, 2007; Khan et al., 2015).
Kpome Toro, TpaHc-kopu4Has KHCIOTa MOXET MpeBpamarscs B (O-kKymapoByio (puc. 1),
KOTOpasi B pe3yibTare jekapookcumupoBanus npespainaercs B CK (Lllakupora, 2001; Vot et
al., 2009; Per et al., 2017). B xyoporuiactax 00OHapy»XeHO HaJHMYUe BTOPOTO MyTH OMOCHUHTE3a
CK, B kotopom CK o6pasyercss u3 xopusmoBoit kuciotrel (An, Mou, 2014) (puc. 1). C
y4acTHEM M30XOpPU3MATCHUHTA3bl OHA MPEOOpa3yeTCcsi B U30XOPU3MOBYIO KHUCIIOTY, U3 KOTOPOM
NpU yYacTHH M30Xopu3maTnupyBatianassl oopasyercs CK (Horvath et al., 2007, Dempsey et
al., 2011; Janda et al., 2014). [IpeamnonararT, 4To (HEeHUIPONAHOUIHBIA MyTh cuHTe3a CK
akTuBUpyeTcs g ObicTporo cuHTe3a CK mpu MHAYKIIMM peakiuu CBEPXUYYBCTBUTEIHHOCTU
(CBUY), B TO ¢ BpeMsl H30XOpPU3MAaTHBIN MyTh NojiepkuBaeT oopasoBanue CK npu pasputuu
cucremHoro ummyHutera (TapueBckuii u ap., 2010b; Sxosnesa, Eroposa, 2010). 13 mect
cuHTe3a (1uT0301b, XJoporutactel) CK TpaHcopTupyeTcst o CHTOBUIHBIM TPyOKam (hJI09MHI,

a ee jetyuyuit a3¢up (METUIICATMIINIAT) — TIO BO3YXY.
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Puc. 1. Cunre3 CK (mo: Miura, Tada, 2014).

VYBenuuenue conepxxkanusi CK B TKaHsAX pacTEHUM CBSI3aHO C aKTHBALMEW €€ CUHTE3a U C
rHIpoJn30M cBs3aHHBIX popm (Lee et al., 1995; Illakuposa, 2001; TapueBckuii, 2002). Tak, B
OTBET Ha JeicTBUE cTpecc-(pakTOPOB MPOUCXOIUT BBICBOOOXKAEHUE B-rnKo3uaa3 KIEeTOUYHOM
cTeHkH, pacuiervieane rimko3una CK u BeicBoOoxkaeHne cBoooaHoi CK B amorutact (Chen et
al., 1995). Beictpoe mosbimienue conepxanus CK («canmuuiioBblii B3pBIB») MOXET OBITh
o0ycroBiieHO akTuBaiued GpepmeHToB ee cuHTe3a (Tapuesckuit u np., 2010b). CHmwkenue ee
YpOBHA B KJE€TKax omocpeayercsa Boixogom CK B amomiact u mpoBOASIIME MYTH PACTECHHM,
00pa30BaHUWEM TJIIOKO3WJIBHOTO 3GHUpa M €ro OTJIOXKEHHEM B KJIETOYHbIE CTEHKH U
nerpanauueit CK. Kpome Toro, CK MoxeT mnpeBpamiatbcsi B METHWICAIHUIMIAT, KOTOPBIN
TubdyHANpPYET B OKpY’Karollee BO3AYIIHOE MPOCTPAHCTBO M YYAaCTBYET B aJIEIONATUYECKUX
B3auMojiericTBusX B puronenosax (Illakuposa, 2001; TapueBckwii, 2002; Kumar, 2014).

Curnamunr. Peuentopst CK 10 cux mop okoH4aTenbHO HE MACHTU(MUIUPOBAHBI, HO
oOHapykeHbl canunuiarcBs3anabie Oenku (SABPs — Salicylic Acid Binding Proteins)
(AxoBnesa, Eropona, 2010). K HuM oTHOCSTCS MeTUJICAIMLIUIATHAS 3cTepas3a (BHICBOOOKAAET
CK u3 ee MeTmiibHO (hopMBI 1 001a1a€T caMbIM BBICOKUM cpozcTBoM kK CK mo cpaBHeHuio ¢
npyrumu 6enkamu), KAT, murozonsaas AIIO u xiopomactHas kap6oanruapasa (Vlot et al.,
2009; An, Mou, 2014). Oanako mockoiabky SABPS-Genku He 0071a1a0T (pYHKIIMOHAILHOM
pOJIBI0O B MMMYHHOW CHUTHAQJIM3AallMM PACTEHHUI, CUMTAIOT, YTO HU OAMH W3 HUX HE OTBEYAET

BceM kputepusm perenropa CK (An, Mou, 2014; Janda, Ruelland, 2015).
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B mnacrosimee Bpems mMmpenmoiaraioT, 4TO PEHENTOpaMHd W BaKHBIMH YYaCTHUKAMU
curnanunra CK sBisioress NPR1-6enku (NON-EXPRESSOR of PR1) u 6enku NPR3 u NPR4
(Miura, Tada, 2004; Horvath et al., 2007; TapueBckuit u ap., 2010b; Kumar, 2014; Janda,
Ruelland, 2015). B Ttkamsx pacrenuii NPR1 oskcopeccupyeTcss B HE3HAYMTEIbHBIX
KOJIMYECTBAX, OJHAKO €ro YpOBEHb TMOBBIIIACTCS, HANpPHUMEp, TOCIEe HWHPHUIMPOBAHUS
natoreHamu uiau oopadotkoit CK (BactokoBa, O3eperkoBckast, 2007). benok NPR1 comepxut
JIOMEH, KOTOpBIA oOecreynBaeT OenoK-O€IKOBbIE B3aMMOJEHCTBUS M TPAHCAYKILHIO
caJMIMIaTHOro curHaia B renoM (Mensenes, [llaposa, 2011). V pacteHuii oH mpeCcTaBiIcH B
BHIe MOHOMEPHOI (opMBI U BeICOKOMOeKysipHoro komiuiekca (VIot et al., 2009). AxktuHoii
¢opmoit NPR1-Genka sBusiercss MoHomep. B Hopmanbhbix ycnoBusix Oenku NPR1 B
IIUTOIUIa3ME HAaXOJATCS B HEAKTHMBHOM (OKHCJICHHOM) cocTosHUM. [Ipu nedcTBUmM cTpecc-
¢akTopa akruBupyetrcsi cuaTe3 CK, 4TO MpUBOIUT K €€ HAKOIJICHHIO, & 9TO, B CBOIO OYEPEh
BBI3BIBACT U3MECHEHHUE PEIIOKC-CTAaTyca KJIETKH, B pe3ynbrare 4ero onuromepHas gopma NPR1

pacmanaercs Ha MoHOMepsI (SIkoBieBa, Eroposa, 2010; An, Mou, 2011) (puc. 2).

| Crpecc-pakrop |

CK
A PemaoKc
A,

3amATHBIE TeHbl,
(sanpumep, PR1)

Puc. 2. Curnanmnar CK (no: Sxosnesa, Eroposa, 2010; Janda, Ruelland, 2015).
[Mpumeuanue. CK — camummnobas kuciora; 6emok NPR1 (NON-EXPRESSOR of PR1) — ¢akrop

aktuBanuu tpanckpunuuu; TGA — dakrops! Tpanckpumnimu; PR1-ren (Pathogenesis Related gene).

B nanbueitmem monomepsl NPRI1 mepememniatorcss B siApo M B3aUMOJEWUCTBYIOT C
dakTopamu Tpanckpuniuu TGA, KOTOpble 3alyCKalOT TPAHCKPHUIIIHUIO 3alIUTHBIX TE€HOB,
nanpumep, PR-reros (Pathogenesis Related genes) (Janda, Ruelland, 2015) (puc. 2). Ilpu
stom nokaszaHo, yto NPRI1 nenocpencrsenHo He cBsazbiBaerca ¢ CK. B 3aBucumoctu ot
koHueHTpauuu CK c Heil cBaszbiBaeTcs 6emok NPR3 (py HaHOMOJSIpHBIX KOHIIEHTpAIUsSX

CK) u NPR4 (ripu Mukpomoisipubix konueHntpanusx CK), koropsie 0651a1at0T cnocoOHOCThIO
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peryiupoBaTh yOMKBUTHH3aBUCHMYIO jaerpamanuio NPR1 (Moreau et al., 2012; Konymaes,

Sctped, 2013). B curnansroM nytu CK BakHYIO poJib MOXKET UTpaTh TIIyTaTHOH Yepe3 ero
BIMSHUE Ha OKMCIINTEIbHO-BOCCTaHOBHUTEIbHOE cocTosinue O0enka NPR1 (Foyer, Noctor, 2005;
Mullineaux et al., 2008). Cmermienne 6ananca GSH/GSSG B cropony GSH Beaer k akTHBAIUH
NPR1 (Janda, Ruelland, 2015). Boccranorienne NPR1 MokeT Takke HMPOUCXOAHWTH B
pesynbrare Bei3biBaeMoro CK «OKMCIUTETFHOTO B3phIBa» U CIEAYIONIETO 32 HUM MOBBIIICHUS
YPOBHS BOCCTaHOBUTEJNIEH (B yaCTHOCTH, THOpenokcuHa) (Konymnaes, Kapnerr, 2013Db).
Hekortopeie CK-unnynupyemsbie 3amuTHbie peakuuu He3aBucuMbl oT reHa NPR1. Tak,
CK-perymupyembimMu, Ho NPR1-He3aBucuMbIiMU sBIsItOTCS (hakTopsl Tpanckpumniuun WHIRLY
(WHY) u MYB (An, Mou, 2011). [Toka3aHo Takxke, 4TO B PErYJISIIUU TPAHCKPUIITOMHBIX
u3MmeHeHuii, BbI3bIBaeMbix CK, yuactByer ¢ocdonunaza D, a PRIl-rensl sBusroTCS
docponunaza D-3aBucumbpiMu reHamu. CK BBI3bIBa€T aKTHBALUIO 3TOro (EpMEHTa, YTO
NPUBOJMUT K TOSIBJICHUIO BAXHOW CUTHAJIBHON MOJEKYJIbl — QochaTuaHoit kuciaotel (Janda,
Ruelland, 2015). YcranoBineHo, uto MeMOpaHHbIe OCJIKK C Jauma3HoW akTHBHOCTHIO (EDSI,
PAD4, EDS4, EDS5, NDR1) (Kanauera u ap., 2012) u MAP-kunassl (Mitogen Activated
Protein Kinase) (Vlot et al., 2009) Takxe 3ameiicTBOBaHBI B CHTHaJIBbHBIX Kackamax CK.
Hakomieane CK Taxxke wamyrmupyercs poHopamu NO, a yuactme NO B 3amuTe pacTeHUi,
HarpuMep OT maToreHos, npoucxoaut ¢ yaactuem CK (Janda, Ruelland, 2015).
dusnosornyeckass poJb. CK perynupyer mHorue ¢Gu3MOJIOTHYECKHUE MPOIECCH Y
pacTeHHii, TakMe KakK pOCT M pa3BUTHE (TPOpAacTaHHWE CEMSH, LIBETCHHE, CTapeHue W Jp.),
(bOTOCHHTE3, TPAHCIUPAIHMIO, TPAHCIIOPT OPTaHUYECKHX BEIICCTB, OallaHC (PUTOTOPMOHOB,
TEpPMOTEHE3, TPABUTPOIU3M U 0000BO-pu3oOmanbHbli cum6Omo3 (Lee et al., 1995; Klessig et
al., 1998; Metraux, 2001; Janda et al., 2014; Khan et al., 2015; I{piranos, I{piranosa, 2018).
CK Takxe BAMSET Ha AbIXaTeNIbHbIM MeTa00IM3M, HHAYLUPYs akTUBAli0 AO MUTOXOHIPHIA,
KOTOpasi MEPEHOCUT AIIEKTPOHBI OT JBIXaTEIbHBIX CYyOCTPATOB K KUCIOPOY, B pe3yJIbTaTe uero
CHII)KAETCA YPOBEHb BOCCTAHOBJIEHHOCTH NepeHocunkoB D TL[ u cHmxkaetcs renepanuss APK
(Illyrae u np., 2014). C paboroit AO cBsizano yuactue CK B perymsiuu 1BeTEHUs
TepMOTeHHBIX pacTeHuit (Momomuenkona, 2001; Vlot et al., 2009). CK urpaer BaxHy0 poJib B
¢ynkunonupoBannun HAJI®H-okcnnaznoii, NO-curnansaoit 1 MAP-kiHa3HON CUTHAIBHBIX
cucreM (Tapuesckuii, 2002; BacrokoBa, O3zepeuxosckas, 2007; Illumosa u ap., 2008;

Monoauenkosa, 2009; Kumar, 2014).
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1.2.2. AuTHCTpECcCOBOE JIeiicTBHE

Hapsany ¢ yuactuem CK B pocTOBBIX 1 MOP(HOTEHETHUECKUX TMPOIeccax, 00HAPYKEHO,
YTO OHA TMOBBIIIET YCTOWYMBOCTh PACTEHUN K HEOIAromnpusaTHBIM (hakTopam OMOTHUECKOW U
a0MOTHYECKON MpPUPOJIBI, TAaKMM KaK aTaka IaTOreHOB (B OCOOEHHOCTH, OMOTPO(HBIX),
3acoJIeHHUE, 3aCyXa, BRICOKHE M HU3KUE TeMIIepaTyphl, AEHCTBHE TSKEIBIX METAIJIOB, aHOKCHS,
BozzeiictBue YO u ap. (Illakuposa, 2000; Makcumos u ap., 2011a; Horvath et al., 2007; Vlot
et al., 2009; Koaymnaes, Sctpe6, 2013; Pal et al., 2013; Khan et al., 2015; Sing et al., 2015;
Pynuxosckas u ap., 2017; Spymiuna u ap., 2018a,b).

Buornueckmii crpecc. OOmenpuzHano, yto CK sBisercss OJHUM M3 KIFOUEBBIX
KOMIIOHEHTOB B 3aIllUTHON CUTHAJILHOM TPAHCIYKIWHU, MPUBOMASIIEH K Pa3BUTHUIO CUCTEMHOM
npuodperennoit ycroiunoctu (CITY) u uaaykiuu CITY-renos (Raskin, 1992; Tapuesckuii,
2001; HIaxuposa, 2001; Bactokosa, O3eperikoBckast, 2007; Dempsey et al., 2011; Janda et al.,
2014; Miura, Tada, 2014). OngauM u3 KIr04eBbIX KoMmoHeHTOB CITY sBisieTcss ciocoOHOCTh
CK uHrHOMpOBaTh aKTHBHOCTh aHTHOKCHIAHTHBIX (pepmenToB, B yactHocTH, KAT (Chen et
al., 1993; TapueBckwuii, 2002). 9T0, B CBOIO 04Yepeib, MPUBOIUT K N30BITOYHOMY HAKOIUICHHUIO
A®K u nokanpHOM rubeny yacTu MHOUUHUPOBAHHBIX KJIETOK BMECTE C NMPOHHUKIIMM B HUX
natoreHoM (peakmust CBY). Tak, Hampumep, BbISBICHO, 4TO crmocoOHocTh CK moBbIIaTh
YCTOWYMBOCTh pacTeHuil kapTodens Kk ¢utodoposy, a MIICHHIIB K CeNTOprUo3y 00yCIOBIEHA
aktuBanue [10 u cumwkennem aktuBHoct KAT (Makcumos u nip., 2011a; Apynnuna u ap.,
2011). Kpome toro mokaszano, yto CK wHAyIHupyeT CHUHTE3 psjaa 3allUTHBIX COCAMHCHUU —
¢buTOANIEKCMHOB, ()EHOJIOB, JIMTHUHA WM BBI3BIBACT AKTUBU3AIMIO XUTHUHA3bBl W TJIFOKAHA3BI
(Mononuenkosa, 2001; TapueBckuit u ap., 2010a,b; Makcumos u ap., 2011a; Falcioni et al.,
2014).

3acosnenne. OnHOM W3 3amUTHBIX peakuuid, uHayuupyemsix CK, B ycnoBusx
3aCOJICHUS] CUYUTAIOT €€ CHOCOOHOCTh MOJNJEPKHUBATh POCTOBBIE MPOIECCHl PACTCHUH
(Shakirova et al., 2003), ¢porocunTe3 (Stevens et al., 2006; Ma et al., 2017) u BoaHBIi OanaHc
(Li et al., 2014b). Hapsay c atum, npu neiictBum 3aconenus CK ydacTByeT B peryisiuu
conepxkanus nonos Na* u K* B pacrenunsx (Jayakannan et al., 2013). BakHbIM MeXaHU3MOM
neiicteusi CK Ha pacTeHus, MOABEPTHYTHIE COJEBOMY CTpECCy, SIBIISIETCS €€ ydacThue B
pETyJSIMM  TOPMOHAJILHOTO Oajlanca — TMpeAOoTBpallcHHH CHIKeHHs ypoBHI HYK wu
IIUTOKUHUHOB M TMOJJICPYKaHUK BBICOKOTO ypoBHS a0Ociu3oBoii kuciotel (ABK) (Shakirova et

al., 2003). ITokazano Takxke, uro CK moBsIaeT akTHBHOCTh aHTHOKCHIAHTHBIX (DEPMEHTOB U
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ypoBeHb TpaHCKpunToB ux reHoB (EI-Esawi et al., 2017; Macnennukosa, [llakuposa, 2018), a
TaK)Ke yCHIMBaeT akkymyssnuto nponauna (Ma et al., 2017), raunua-0eTanHa U IIIyTaTHOHA
(Mishra, Saxena, 2009), AK (Ardebili et al., 2014) u caxapoB (Agami et al., 2013).
AxtuBuzanua AOC, unayuupyemass CK, B cBOO oyepeipb, MPUBOAUT K CHUKECHHUIO YPOBHS
okucinuTenbHoro crpecca (Ma et al., 2017; Macnennukosa, [llakuposa, 2018), ITOJI (Li et al.,
2014b) u Beixoma smektponuToB (Stevens et al., 2006). Vcramosmeno takxke, uto CK
YBEIIMYMBACT OKCHPECCHIO OOJBIIOr0 4YHCIa TEHOB, YYAaCTBYIOIMIMX B IOBBIIICHUH
coneycrounBoctu pacrenuii (EI-Esawi et al., 2017).

AHOKCHSI H THNIOKCHsI. B ycroBusix aHokcuu oOHapyxeHo nosbinieHne ypoBHs CK B
pactenusix u Hakoruienue MPHK renos ¢epmenToB ee cuntesa (EmenssHos u ap., 2017). [Ipu
ITOM IOKa3aHo, yTo npu aHokcuu (EmenbsHoB u np., 2017) u runokcuu (Bai et al., 2009) CK
OKa3bIBaCT HA PACTCHHs 3aIIUTHOE JCHCTBHE, CHIDKAsS YPOBEHb OKHCIHMTEIBHOTO CTpecca |
NPOHHUIIAEMOCTh MeMOpaH. MHTepecHO, 4TO Ha pacTeHus puca sk3oreHHas CK He okasbiBaia
TIOJIOKUTENBFHOTO 3P QeKTa, YTO aBTOPHI CBA3BIBAIOT C €€ BBHICOKHM JHIIOTEHHBIM YPOBHEM
(Kupunxuna u ap., 2005; EmenbsnoB u ap., 2017). Tlokazano takke, uro CK moBbImraer
aKTUBHOCTh AaHTHOKCHUIAHTHBIX (epmeHToB M ypoBeHb AK m GSH, urto cmocoGcTByeT
YMEHBIIICHUIO TOPMOXCHHS POCTa, BhI3BaHHOTO Tuiokcueit (Bai et al., 2009).

3acyxa. OOHapyXeHO, 4TO TpH JeicTBuU 3acyxu coaepxkanne CK B KiIeTkax pacTeHHMA
noseimaercs (Kadioglu et al., 2011). TIpu stom CK oka3biBaeT MOJOKUTEIBLHOE BIHSHUC HA
dboToCHMHTE3, TOBBINIAS €r0 WHTEHCUBHOCTh M YBEIMYMBAas AaKTUBHOCTh pulyno3o-1,5-
onchocharkapookcunaspl/okcurenassl (PYBMCKO) (Nazar et al., 2015). Kpome Toro, CK
BBI3BIBACT 3aKPBITHUE YCTHHII, YTO CHIIKACT MOTepro Boabl pactenusmu (Miura et al., 2013), a
TaKXe yJacTBYeT B MOJICpKaHUU pocTa B ycioBusax 3acyxu (Chen et al., 2014b). O6paborka
pactennii CK ymenbmaer ypoenb I[IOJI mpu BoaHom neduumre, 4to 0O0YCIOBIEHO
aKTUBHU3aIMe aHTHOKcHIaHTHBIX (epmenToB (Kadioglu et al.,, 2011) w HakomieHHeM
nponuna (Nazar et al., 2015), riryratnona (Kadioglu et al., 2011), AK (Umebese, Bankole,
2013). [Tokazano Taxxe, 4To npu jaercTBuu 3acyxu CK WHAYIUpYET HAKOIICHHE CTPECCOBBIX
OCNKOB JIETUAPUHOB U YBEIUYMBACT AKCIPECCHIO Koaupyromux ux reroB (Can u ap., 2009;
Kirounmkosa u np., 2012).

Bricokue Temneparypbl. YCTaHOBJICHO, YTO IIPU JEWCTBUU BBICOKMX TEMIIEpaTyp Ha
pactrenuss CK TIOJOXHUTENHPHO BIHMSIET HAa WHTCHCHBHOCTH (DOTOCHHTE3a W aKTUBHOCTH

PYBUCKO (Shi et al., 2006; Wang et al., 2010). Hapsiny ¢ aTum, 3ammurHoe aeiictBue CK Ha
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pacTeHus MpHU BBICOKUX TEMIIEpaTypax CBs3aHO ¢ akTuBu3amueit padotsl AOC u CHIKeHUuEM
unreHcuBHocTu [IOJI. Tak, nmokazano, yto CK ymenbmana conepxkanne APK u MJIA B
JMCTBSX, TOBBIINIAS AKTHMBHOCTh aHTHOKCHIAHTHBIX (epmentoB (Wang et al., 2014) wu
uHayupys Hakoruienue nposiunaa (Khan et al., 2013). Ycranosneno takke, uyro CK cHmxaer
aKTUBHOCTh l-aMHHOIMKIIONpONaH-1-KapOOKCUIIaT-CUHTETa3bl, OTBETCTBEHHOW 3a CHHTE3
ITHJICHA, U, KaK CIICJICTBHE, YMEHBIIIACT COJICP)KaHUE ITUICHA, YCUIINBAIOIIETO HMHTCHCUBHOCTD
okucinutenbHoro crtpecca (Khan et al., 2013). BaxnHo, 4TO mpH ACHCTBUU BBICOKHX
temriepatyp CK umHnynupyer HakoruieHue TpaHckpuntoB reHoB HSP17, HSP70 u DREB,
koaupyromux BTII u geruapunst (Kumar et al., 2015).

Tsoxensle Mera/uibl. B nHactosimee Bpemsi umerotrcst cBeieHuss o toMm, uro CK
ymeHbIaer conepikanue kaamus (Gondor et al.,, 2016; Shakirova et al., 2016) u cBunIa
(Kasim et al., 2014) B pacTeHusIX, a TaK)Ke OKa3bIBaCT MPOTECKTOPHOE JACUCTBHE Ha MEMOpaHbI
kierok (Shakirova et al., 2016). [Toka3zano, uro CK cCHM»aeT HETaTUBHOE JCHCTBUE TKEIBIX
METaJUIOB Ha pocT pactenuii (MacnennukoBa u np., 2013; [llakuposa u ap., 2013b; Kalai et
al., 2016), npu stom mnpomcxomaT uaMeHeHus B Oamance MYK, ABK u muTOKMHMHOB
(MacnennukoBa u np., 2013; [lakuposa u ap., 2013b; Shakirova et al., 2016). OTmeTuMm, uTO
CK mnoBbimaer axkTuBHOCTH  (pocoenonnupyBaTkapOokcunassl  (DEII-kapbokcunaza) wu
PYBUCKO (Moussa, EIl-Gamal, 2010), conepxaHue (HOTOCHHTETUYCCKHX ITHTMEHTOB
(Siddiqui et al., 2013), a taxke yBenmuumBaer accummisinuio CO, (Kratnev et al., 2008) B
ycloBHsIX KaamueBoro crpecca. CK Takke TMONOXKHUTEIBHO BIUSET Ha BOJHBIA OalslaHc,
MOBBIIIasE OTHOCUTENbHOE coaepxkanue Boasl (Moussa, El-Gamal, 2010). BeisiBieno, uto
obpabotka pacrenuii CK cumxaer Hakornenue ADK u yposens [1OJI npu aeiicTBuu cBUHIA
(Kohli et al., 2018), kagmust (Zhang et al., 2011) u auxens (Siddiqui et al., 2013). IIposBienue
satoro 3¢dexra CK 00yclIOBIEHO MOBBIIMICHUEM AKTUBHOCTH aHTUOKCHIAHTHBIX (DEPMEHTOB
(Li et al., 2014c) u nakoruienuem riyratnona (MaciennukoBa, [llakuposa, 2015), AK (Al-
Mureish et al.,, 2014), Toxodepona (Kohli et al., 2018), a Ttakke QUTOXETATHHOB,
YUYaCTBYIOIIUX B JIETOKCHKAIIMU TsDKeIbIX MetauioB (Gondor et al., 2016).

Y®-o06ayuenne. 3amutHoe neiictBue CK Ha pactenus, mnoaseprayteie UV-
O0JIy4eHHIO, CBSI3aHO C aKTHUBU3AlMCH AHTUOKCHJIAHTHBIX (EPMEHTOB U HAKOIUICHHEM
HU3KOMOJICKYJIpHBIX aHTHOKcuaaHToB (Ervin et al., 2004), 4yTo crnocoOCTBYET YMEHBIIICHHUIO
ypoBass ADK wu IIOJI (Li et al, 2014C) u cHWXaeT MOBPEXKICHHUS, WHHIUUPYCMBbIC

oOnyuenueM. IlokazaHo Taxke, 4To B ycinoBusax oOmydeHuss CK MoBbIIaeT MHTEHCUBHOCTb
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dorocunresza (Li et al., 2014C) u momuepkuBaeT ypoBEHb (POTOCHHTETHUYECKUX IMUTMEHTOB
(Mahdavian et al., 2008), uto nosoxuTebHO BiMsieT Ha poct pactenuit (Li et al., 2014c).
Huskue tremneparypsl. Yuactue 3k30reHHoil CK B OBBIIIEHUHN X0JI0/10yCTONYUBOCTH
BBISIBJIEHO Yy XOJoAocToMKuX (mireHuna, sumens) (Tasgin et al., 2003, 2006; Mutlu et al.,
2013a,b; Yu et al., 2016) u Temnoa00uBBIX (KyKypy3a, Orypell, ToOMaT, puc, 0aHaH) pacTCHHA
(Janda et al., 1999; Senaratna et al., 2000; Ding et al., 2002; Kang, Saltveit, 2002; Kang et al.,
2003a,b; Sayyari, 2012). ITokazaHo Takke, YTO B YCIOBUSX HU3KUX TEMIIEPATyp COJEpPKAHUE
CK B kierkax pacrenuii Bo3pacraeT (Scott et al., 2004; Cai et al., 2006; Janda et al., 2007;
Kosova et al., 2012; Dong et al., 2014; Wang et al., 2018b), a Tax:xe moBsIacTcss aKTUBHOCTb
dbepMeHTOB, yyacTByrOImuUX B ee Onocuntese (Dong et al., 2014; Wang et al., 2018b).
W3BecTHO, 4TO (HOTOCUHTE3 SBISACTCS OAHUM W3 HAWOOJIEC YYBCTBUTEIBHBIX K XOJOIY
dusHomornueckux mporeccoB. YcraHoBieHo, uto CK mnpenmoTBpamaer HHAYLHHPYEMOE
XOJIOZIOM CHIDKEHUE WHTCHCUBHOCTH (DOTOCHMHTE3a, MAKCHMAJILHOTO KBAaHTOBOTO Bhixona ®C
I, ycreuunoit mpoBomumoctu (Janda et al., 1999; Liu et al., 2009) u coaepxanus
¢dorocunreTnueckux murmentoB (Cai et al.,, 2015). Hapsay c¢ stum mokaszano, 4yro CK
nosbimraet aktuBHOCTh PYBUCKO (Yordanova, Popova, 2007). YBenuueHre MHTCHCUBHOCTH
¢dorocunresa nmox BrusiaueM CK, B CBOIO odepe/b, CIIOCOOCTBYET BOCCTAHOBJICHUIO POCTOBBIX
nporieccoB (Ahmad et al., 2014). Ilpu Hu3koTemmeparypHom Bo3aelicTBuun CK crocoOHa
yBEIMYUBATh AKTUBHOCTh (epMeHTa (OTOoAbIXaHHS — TJiHKonarokcuaasel (Yordanova,
Popova, 2007) w mnoanep)KuBaTh BOJHBI OOMEH pACTCHHM, MOBBINIAS OTHOCHUTEIBHOC
coneprxanue Bojael (Lei et al.,, 2010). O6pabotka pactennii CK crocoOHa CHUXATh YPOBEHb
OKHCIUTEeNbHOTO cTpecca (Sayyari, 2012; Wang et al., 2018b), u oxa3biBaTh, TEM caMbIM,
3alIUTHOE JICHCTBHE HA MEeMOpaHbI KIIETOK, CHIKAs MX MpoHHuIiaeMocTh (Janda et al., 1999; Lei
et al., 2010) B ycioBWsIX HHU3KUX Temreparyp. BeisBieHo Takxke, uro ydactue CK B
NOJIICPY)KAHUU TICJIOCTHOCTH KJICTOYHBIX MEMOpPaH MPH OXJIKICHHH CBS3aHO C HAKOIJICHHEM
Ca?* B mmrozome (Wang, Li, 2006), mOCKOIBKY OH HIrpacT BaXHYIO pOIb B COXPAHCHHH
IIEJIOCTHOCTH MeMOpaH KJIETOK M NIPOYHOCTH KJIeTOYHBIX cTeHOK (Aghdam et al., 2012). B To
e BpeMsi yBenmuenne ypoBHs Ca’’ B IIHTO307¢ MOXET MPHBECTH K TMOBPEKICHHUIO KICTOK,
nodtoMy B oOpaboTanHbiXx CK pacTeHUsSX MPOUCXOAUT aKTHUBH3AIUS IUIa3MAaTHUCCKUX U
BaKYOJISIPHBIX Ca®"-AT®a3 nus BeBenenns Ca®* w3 muTo3oms (Wang, Li, 2006).
[MpeamnonaratoTr, 4Tto BaxKHBIM 3aiUTHBIM 3(p¢dekrom CK sBisercs ee ydactue B

perymsimun padotsl AOC. Tak, HanpuMep, B psiie UCCIEIOBAHUN MOKa3aHO, YTO MPH HU3KUX
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temreparypax CK moseimaer aktuHocTh CO/] (Siboza et al., 2017), KAT (Konynaes u np.,
2015; Wang et al., 2018b), AITIO (Kang et al., 2003b; Farooq et al., 2008), I'sI1O (Mutlu et al.,
2013b; Aazami et al., 2014), monoaeruapoackopOaTpeAyKTas3bl U AETHAPOACKOPOATPEYKTa3bI
(Chen et al., 2011; Yu et al., 2016), I'P (Janda et al., 1999; Kang, Saltveit, 2002). Hapsay c
atuM, oOpabotka pacrennit CK mpuBomut k yBenmmuenuto MPHK renos (APX, GPX, MDHAR,
DHAR, GST, GR), kogupyromux antaokcuaanTaeie ¢pepmentsl (Chen et al., 2011; Yu et al.,
2016). B To ke BpeMs oOHapyxkeHo, uTo CK MoBbIIIaET X0J0A0YCTONYHUBOCTh PACTEHUM, HO
IpX 3TOM aKTHBHOCTh aHTHOKCHIAHTHBIX (hepMmeHTOB cHmkaercs (Tasgin et al., 2006; Siboza
et al., 2014; Razavi et al., 2018). Tak, manpumep, oOpaboTka Mmiog0B abpukoca CK
ymenbmana aktuBHOCTh KAT, uto mpuBoamno k HakomieHuio H,O, (Razavi et al., 2018).
VYBemuuenune coxaepxkanus H,;O,, B cBoro odepenb, aktuBmzupoBasio MDAJI u BBI3BAIIO
AKKYMYJISIHIO  (DEHONBHBIX COCIMHEGHWH ©  (IABOHOWIOB, 3aIIWINAIOMUX KIETKA OT
xojiooBoro crpecca (Razavi et al., 2018). B MexaHu3Max CHHXCHHUS HH3KOTEMIICPATYPHBIX
noBpexaeHud, uHAynupoBaHHbIX CK, Takxe ydactByeT AQO, TMOBBIIIEHHUE AKTHUBHOCTH
KOTOPOH HapsAy C HaKOIUICHHEM TPAHCKPHIITOB €€ T'eHa BBISBICHO MpH 00pabOTKEe pacTeHU
CK (Fung et al., 2004; Lei et al., 2010). He meHee BaxkHYIO pOJib B 3aIlUTE KJICTOK PacTCHUMH
OT HETaTUBHOTO JICHCTBUS HU3KUX TEMIIEPATyp UTPAIOT HEPepMEHTATHBHbBIC coeAMHeHuUs. Tak,
nokaszaHo, uto npu oxyaxaeHnu CK Be3biBaeT noseimieHue coaepkanus AK (Soliman et al.,
2018), rnyratuona (Chen et al., 2011), nposnuna (Sayyari, 2012), monmuamunos (Luo et al.,
2011) u caxapos (Farooq et al., 2008).

Hapsny ¢ »stum, ywactme CK B TOBBIIIEHMH XOJIOJOYCTOMYMBOCTH PACTEHUU
CBSI3BIBAIOT C €€ CIOCOOHOCTHIO OKa3bIBaTh BIUSHHC HA aloIUIACTHBIC OCIIKH, BBI3bIBAs MX
Hakorutenue u cuate3 de novo (Mutlu et al., 2013b). BeisieiieHo Taxke, uto B mpucyrctBuu CK
Omaromapss aKKyMYJISIITAM aIlOTUTACTHBIX OCIKOB 0Opa3oBaHWE KPHUCTAUIOB JIbJla B KJIETKaxX
NPOUCXOMUT TIpu OoJiee HHU3KOW OTPHIATEIBHOM TeMIepaType, 4YTO CIOCOOCTBYET
MOBBIIICHUIO X0JI0A0YCTORYUBOCTH pacTenuit mimenuils! (Tasgin et al., 2003) u stamens (Mutlu
et al., 2013a,b). ITokazaHo, 4T0 B MEXaHU3MaX MOBBIMICHUS YCTOMYNBOCTH PACTCHUI K HU3KUM
TeMreparypaMm, BbI3biBaeMoi 9k3oreHHoil CK, yuactByror PR-0enku, conuepxanue
TPaHCKPUIITOB T€HOB KOTOPBIX yBemmuuBaercs moxa BimsiHuem CK (Ding et al., 2002). IIpu
9TOM aBTOPHI MPEANOJAraloT, 4YTO aKTHBH3AIUs TpaHCKpumiuun PR-reHoB o00yciioBieHa
HakorieHuem H,O, (Ding et al., 2002). Uurepecuno, uto npu aeiictBuu xonoxa CK taxke

noBbIraet skcnpeccuio renoB HSP101, HSP73 (Wang et al., 2006) u HSP70 (Siboza et al.,



35

2017), xomupyrommx BTII. HenaBHuMH HCCIEIOBAaHUSAMH TPOJASMOHCTPUPOBAHO, YTO
nporektopHoe neiictBue CK B yclOBUSIX HU3KUX Temmeparyp cBszaHo ¢ uHaykuuen ICE-
CBF/DREB1 ((ICE)-C-Repeat Binding Factor/Dehydration Responsive Element Binding
Factorl) curnansHoro mytu (Aazami, Mahna, 2017; Soliman et al., 2018). B uactHOCTH, B
mucThsiX o0pabotanHbix CK pactenmili ¢acomm M BHHOIPajga BBISBICHO 3HAYUTEIBHOE
noBeitrenne skcnpeccund renoB CBF3 u COR47 (Soliman et al., 2018) u CBF4 (Aazami,
Mahna, 2017), y4acTBYIOIIMX B MOBBIIICHUH XO0JI0I0YCTOWYHBOCTH.

Psanom uccienoBanuii moka3zaHo, 4YTo MpU HU3KOTEMIIEpaTypHOM XpaHeHus 1iogos CK
OKa3bIBACT MOJOKUTEIBHOE BIMSHUE HA UX COCTOSHUE, 3aMeIsAsl TOTEPI0 MacChl, MOOypeHue
u np. Tak, CK yMeHbIIajga HHIEKC XO0JIOJ0BOTO MOBPEXkKACHUS y 10708 ToMara (Ding et al.,
2002), nepua (Fung et al., 2004), nepcuka (Wang et al., 2006) u numona (Siboza et al., 2017).
[Ipu sTOM ee 3ammTHOE ACiiCTBHE OBLIO O0YCIOBIEHO CIIOCOOHOCTHIO AKTUBU3UPOBATH PabOTy
AOC, cHIXaTh YPOBEHb OKUCIUTEILHOTO CTpecca U MOAIEPKUBATh CTAOMIBHOCTD KIIETOUYHBIX
memOpan (Sayyari, 2012; Siboza et al., 2017). YcraHOBIEHO, YTO TP HU3KOTEMIIEPATYPHOM
xpanennu CK cHibkaeT mHTeHCUBHOCTD nbixaHus (Tareen et al., 2017), aktuBHocts @ AJT (Cal
et al., 2006), momudenonokcunassl (I1DO) (Siboza et al., 2014), JIO (Promyou et al., 2012), 1-
aMHUHOITMKJI0ponaH-1-kapookcunar-cunretassl (Kazemi et al., 2011), coaepkanue 3TujICHA
(Barman, Asrey, 2014), yTo CcHOCOOCTBYeT COXPaHEHHIO KadyecTBa IUIOAOB. TOpPMOXKEHHUE
co3peBaHus 110,108 101 BiustHreM CK mpu oximakaeHun Tak:ke 00yCIIOBICHO YMEHbBIICHUEM
aKTUBHOCTH caxapo3odocdaTcuHTa3bl W HMHBEPTa3bl M, KaK CIEACTBHE, COICpPKAHUS
penyipoBaHHbIX caxapos (Srivastava, Dwivedi, 2000).

VYuactue CK B MOBBINIEHUHU XOJOAOYCTOMYMBOCTU PACTEHUM MOATBEPIKICHO
HKCIIEPUMEHTAMH C UCTIOIb30BaHUEM MHTHOMTOpoB OnocuuTe3a CK. Tak, nnrubupoBaHue ee
OouocuHTe3a 1-aMHHOOEH30THA30JI0M MPUBOAMIO K MOBbIMEeHHUIO ypoBH [1OJI, cHmxkeHuio
AKTUBHOCTH aHTHUOKCHJIAHTHBIX (DEPMEHTOB M 3aMejyieHuto pocta pacreHuit (Wang et al.,
2018b). Hcmonb3oBaHWe Jpyrux WHruOuTopoB (makimoOyrpa3on u L-o-amuHOOKCH-[-
(GbeHUIMPONMOHOBasE KHUCJIOTA) BBI3bIBANIO yMeHbIeHHe ypoBHsS CK, 4To mnpuBoamio K
CHW)KCHHIO aKTHBHOCTH aHTHOKCHJIAHTHBIX (PEPMEHTOB U YCHUJICHHIO OKHUCIUTEIBHOTO CTpecca
(Dong et al., 2014). BaxxHo, 4TO COBMECTHOE MCIOJIb30BAHHE MAKIO0yTpa3oa U IK30TCHHOM
CK camxkano maTeHcHBHOCTH [1OJI M cmocoOCTBOBANO MOBBIMIEHUIO BBIIIETIEPEUNCICHHBIX

moKas3areJiei.
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3. MOHATHI U UX POJb B peryjasauuu (Gpu3mooro-oMoXuMmu4ecKuX IpPoIl B B
1.3. ‘KacmoHna 0 e 3M0JI0T0-010 eCcK olecco
pacTeHusix

1.3.1. CuHTe3, CHTHAJIUMHT, (pU3HOJIOTHYECKAS POJIb

XKacmonoByto kucnory (KK) u ee mpousBoaHblE OTHOCAT K (PU3MOIOTUYECKU
AKTUBHBIM COCAMHCHHUSAM M DHAOTCHHBIM PETYJIATOpaM pPOCTa W PAa3BUTUS PACTCHUU
(Tapuesckuii, 2002; BaciokoBa, O3eperkosckas, 2009; Illakuposa u map., 2013a; Wasternack,
2014a; Dar et al., 2015; Kazan, 2015; Ahmad et al., 2016; Huang et al., 2017; Per et al., 2018).
KacmoHatsl OOHapyKeHbl NpakTUYECKH BO Bcex opraHax pacrenuid (Measenes, lllapoga,
2011) u Bxmouarot XK u ee mpousBoausie — KoHbloratsl JKK ¢ aMuHokucIoTaMu (Hampumep,
n3zonenuukacMonar), MetwioBbli  3dup KK (MIXK), roukosunenbeiii s¢up KK,
KYKypOMHOBasi U TyOepoHOBast KHCIOTHI ¥ 1p. (BactokoBa, O3epenkobckas, 2009; Wasternack,
2014b; Dar et al., 2015).

Cunrte3. buocuHTe3 KacMOHATOB MPOCTPAHCTBEHHO pa3/ielicH: MPOlecC HaYMHAeTCs B
XJIOpoIIIacTax, rae oopasyercs 12-okcoduroauenonas kuciota (12-ODJIK), a 3akanumnBaeTcs
B TIEPOKCHUCOMAX, C ydyacTueM (EPMEHTOB KOTOPBIX MPOUCXOMAT peakuuu [B-okucieHus
(Wasternack, 2014b) (puc. 3). XXacMOHAaTBl CHHTC3UPYIOTCS 1O OKCHIMIIMHOBOMY IIyTH,
NEPBUYHBIM CYOCTPAaTOM KOTOPOTO sIBiIsieTcsl o-nuHoIeHoBas kuciota (JIK), o6pasyromasics B
pe3ylbTare JecaTypalui BXOJSIIeH B COCTaB JUMUIOB JIMHOJIEBOM KUCIOTHI MO ACHCTBHEM
necarypasbl skupHbix kuciot (Dar et al., 2015; Per et al., 2018). JIK BoicBOOOXAaeTCs U3
dbochomunuaoB MemOpaH mpu ydyacTuud Qocdoimmas, 3aTeM oOHa OKucisgeTcs 13-
nmunokcurenazoit  (JIO) 1o  13-ruaponepoKCHOKTaAeKaTPUCHOBOM KHUCIOTBI, KOTOpas ¢
MOMOUIBI0  AJJIEHOKCUJCUHTA3bl  JErMJIPUPYET JI0 HECTa0WJIBHOIO  aJNIEHOKCHIA C
MOCJICAYIONMICH MHUKIU3auelt 1moa jaecTBueM auieHokcumaiukmasel (AOL)) mo 12-ODJIK
(C'peuxun, TapueBckmii, 1999; Hlumosa u ap., 2008; Bacroxosa, OsepenxoBckas, 2009;
Konymnaes, Kapmnen, 2010; Measenes, Lllaposa, 2011; Wasternack, 2014a; Dar et al., 2015).
12-ODJIK — aktuBHBII Cig-KaCMOHAT, KOTOPHIN MEPEMEIIAETCS B IEPOKCUCOMBI M C y4aCTUEM
12-O®/JIK-penykra3st 3  mpespamiaercss B 10,11-guruapo-12-ODJIK. Ilocne »3toro
MPOUCXOJUT yKOpayrMBaHUE OOKOBOW II€MM 3a CYET TpeX peaknuid [-OKUCICHHS C
oOpazoBanueM B 7-u30-KK, koTopas BbIXOAMT B IIUTO30Jb U ’numupusyercsa B KK (puc. 3)
(BacrokoBa, O3zepenkoBckas, 2009; Konynaes, Kapner, 2010; Wasternack, 2014a; Dar et al.,
2015). pB-okucienune karanusupyercs anuia-CoA-okcumazoi, MynIbTH(YHKIIHOHATBHBIM

0enkom u 3-ketoauuii-coA-tuoinasoit (BactokoBa, O3epernikoBckasi, 2009).
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Puc. 3. Cunres XKK (mo: Khan et al., 2012; Wasternack, 2014a).

B pamsnenmem JKK wmoxer mpespamatecs B MJK ¢ nmomompro  OKK-
kapOokcumeTunTpancgepassl. Kputnueckoit cranueit 6uocunresa XK sBisercs peaxums,
KaTaJu3upyeMas aJlJICHOKCHICHHTA30M, IMOCKOJIbKY cyOcTparoM s cuHTte3a [-u30-KK
apisietcsi Toabko 12-ODJIK. HectaOunbHplii alJIEHOKCHA MOXET TakKe IMOJABepraThes
He(pepMEHTaTUBHOMY THIPOIM3Y C 0oOpa3oBaHHMEM O-KeToJa, y-keroja u panemara ODJIK
(Jiang et al., 2008). Cybctparom mns cunte3a XK MoxeT ObITh W TeKcaJeKaTpHEHOBas
KHUCTIOTa, B pe3ylbTare OKHUCIEHUsT KoTtopod ¢ yuactuemM JIO oOpasyerca 11-
THJIPOIIEPOKCUTEKCaIeKaTpUEeHOBasT KUCIOTa, KoTopas mukimmsupyercs AOL] B dinor-O®JIK
KUCIIOTY, a TOCIEHssI npeBpamaetcs B dinor-okcopuroeHoByto kucioTy. OHa B pe3ynbraTe
nByX peaknuii B-okucnenus oopasyer KK (Konmymaes, Kapmen, 2010; Babenko et al., 2015).
DKcrnpeccuss MHOTUX T€HOB OMOCHMHTE3a )KACMOHATOB PEryJIUPYETCS MO TUITY MOJIO0KUTEIbHON
0oOpaTHOM CBSI3U, T.€ YBEIUYEHUE YPOBHS »KACMOHATOB BBI3BIBAET IMOBBILIICHHE SKCIIPECCHH
reHOB (pepMeHTOB, ydacTByronmx B ux cuHtese (Wasternack, 2007; Casuenko u ap., 2014).
N3 mect cunreza KK nepemeraercs mo CUTOBUAHBIM TpyOKaM (IIOdMBI, a ee JeTyduid 3pup
(MX) moxer nuddyHaupoBaTh B BO3IYIIHOE MPOCTPAHCTBO U CIY)XUTh CUTHAJIIOM TPEBOTHU
Ui coceqHux pacteHui. Ilonmas B knerky, oH rugponusyercs 10 JKK, koropas aktuBupyer
3alllMTHBIE MeXaHU3MbI pacTeHuil (BactokoBa, O3epernkoBckas, 2009).

Curnanunr. OTHUM U3 YYaCTHUKOB IIepeaaydn )KaCMOHATHOTO CUTHAJIA SBJsIETCS OOk

JARI1, xotopoil ob6magaeT aMHHOCHHTA3HONW aKTUBHOCTHIO M y4YacTBYET B KOHBIOTMPOBAHHUU
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KK ¢ amunokucinoramu. Tak, xonbtoraT XK c wuzoneitniunom (u30ieHIMH)KACMOHAT) B
KJIETKaX PACTeHUU SBJISETCS OMOJOTMYECKH aKTUBHOM MOJIEKYJIOW M UTPAeT BaXKHYIO POJIb B

XKK-3aBucumom curnanunre (SxomneBa, Eroposa, 2010; Wasternack, Song, 2017).

Hpe)lnonaraeTCH, YTO M30JICMIIMH)KaCMOHAT IIOCTYIIACT B AAPO U CBA3BIBACTCA C PCUCIITOPHBIM

komruiekcom COI1-JAZ (Huang et al., 2017) (puc. 4).

Crpecc-pakTop

Ub

3amuTHBIE TeHbl, 3amuATHBIE FeHbl,
(sanpamep, PDF1.2) (aanpamep, PDF1.2)
26S mpoTeacoMa

Puc. 4. Curnanunr XKK (mmo: SIxosnesa, Eroposa, 2010; Wasternack, 2014a,b).

[Tpumeuanue. KK — sxacmonoBas kwuciota; XK-WUne — wumsoneinumxacmonar, JAR1 — Oenok ¢

11 .
FCO kommmekc — yOUKBUTHHJIMTa3HBIA KoMIUieke; JAZ —

aMHUHOCHHTA3HOM aKTUBHOCTBIO, SC
penpeccopubie 6enku JAZ; TF — tpanckpuniuoHHble (akTopbl, akTUBUpYomue skcrpeccuto JKK-
aKTHUBHUPYEeMbIX reHoB; JAZUb — youkButuHupoBanue JAZ 6enakoB; 26S npoTeacoma — MpoTeacoMa, B

KOTOpPOH npoucxoaut youksutuaupoanue JAZ 6enkos; PDF1.2 — XXK-aktusupyemsiii ren PDF1.2.

Beok COI1 (Coronatine Intensitivel) sBmsercss uacThio kommiekca SCFOM
(Skp1/Cullin/F-box-protein) ¢ E3 yOukBuTHHIMra3Ho# akTUBHOCTHIO, e SKP1 — S-phase
Kinase-associated Protein 1 (SIxosnesa, Eroposa, 2010; Dar et al., 2015; Wasternack, Song,

FCO!! _ komrutekca ciyxar JAZ-6enku

2017). PerynstopHbIMU OeikaMH ¥ MUIICHBIO s SC
(Jasmonate Zim Domain) (Huang et al., 2017; Per et al., 2018). Ouu UHTHOUPYIOT AKTHBHOCTH
TpPaHCKPUMIIMOHHBIX (akTopoB (cemeiictBa MYC, MYB, ERF u ap.), 4to npensTcTByeT ux
coenuHenuto ¢ JKK-zaBucumbiMu anemeHtamu  (G-Ookcamm) B mpomortopax KK-
peryJupyeMbIX T€HOB W IOJABISAET KaCMOHATHBIM curHamuHr (Sharma, Laxmi, 2016). Ipwu

. coll
CBA3BIBAaHUM wu3odeHnumKkacMonara ¢ oOenxkom COI1 SCF

— KOMIUIEKCAa TPOUCXOIUT
ynanenne JAZ-O0enKOB M WX Jerpajamnus C ydacTHeM YOWKBUTHHA B 26S mporeacome
(BacrokoBa, O3eperkoBckas, 2009; Dar et al., 2015; Wasternack, Song, 2017) (puc. 4). ITocne

POTEOIN3a JAZ-6enkoB CHUMaeTCs MHTHOUpOBaHHE YKACMOHAT-3aBUCUMBIX
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TPAHCKPUIIIIMOHHBIX (DAaKTOPOB U 3aIyCKAETCA TPAHCKPUIIHUS T'eHOB, KOHTpoaupyembix KK
(Mengenes, Illaposa, 2011; Dar et al., 2015; Wasternack, Strand, 2016) (puc. 4).
YCcTaHOBIEHO, YTO B MEpenavye KaCMOHATHOTO CHUTHAja Takxke ydacTByloT G-Oenku
nockoJbKy y GB-neUIMTHBIX MYTaHTOB BBISIBICHO CHUXEHHE YyBCTBUTEIBHOCTH K MXK u
BBI3BIBAEMBIM MM peaknusM (aktuBarus reHa nedensmaa PDF1.2 u warnbupoBanue pocta
xopus) (Trusov et al., 2006). Mmerorcs maHHble, ykasbiBaromue Ha ydactue ADK B
curnammare JKK. Tak, o6paborka pacrenmmii JKK Bei3biBana ycwieHwe reneparmu Oy
(aktuBuzanus HAJI®H-okcumassl) W MOBBIIMICHHE TEIUIOYCTOMYHMBOCTH, a HMHTHOMPOBaHHE
dbepmenTa ummumazonoM yruerano 3T 3pdektel (Koaymaes u mp., 2013). XKacmonaTsl
y4acTBYIOT B (DYHUIMOHHUPOBAHUU JIMITOKCUT€HA3HOM CUCTEMBI. TaK, OHU MOT'YT MHIYLIUPOBATh
sKcrpeccuio reHoB JIO U MOBbIMATE CKOPOCTh OKCUTEHUPOBAHHUS JIMHOJICHOBOM U JIMHOJIEBOM
KHCJIOT, & TAaKXKe YBEJIIMYUBAThH HKCIIPECCUIO T€HOB JIecaTypas, KaTAIU3UPYIOLIUX MpEeBpallicHIe
nuHoneBou kucnoTsl B JIK (Tapuesckuii, 2002). NO Taxke sBIs€TCS YYaCTHUKOM pean3aluu
apdexroB XKK. OH akTUBHPYET HKCIIPECCUIO TEHOB, KOAUPYIOMHNX GepmeHThl OnocunTte3a KK
— ayjuteHoKcuacuHTa3y u JIO, 4to mpuBOaUT K yBenudeHuto ee yposHs (Mira et al., 2016).
®duzunosnornyeckasi pojab. JKacMOHaThl YYacCTBYIOT B PETYISIIIMM I0JIa, IIBETCHUH U
CO3pEBaHUM IJI0JI0B, (OPMUPOBAHUM JIYKOBHUI, KIyOHEH M KOPHEKIYOHEH, pocTe KOpHEl,
IPaBUTPONM3ME W JIBIDKEHUU JUCTHEB, OOpA30BaHUU TPUXOM, HAKOIUIEHWH AHTOI[MAHOB,
CUHTE3€ BEreTaTHBHBIX 3aMacHbIX OEIKOB, 0Opa30BaHMU ATHIIEHA, 3alyCKE IMPOTrPaMMBbI
CTapeHHUs, a TaK’K€ OTBETHBIX PEAaKIUAX Ha JCHCTBHE OMOTHYECKUX M aOMOTHYECKUX CTpecc-
daktopos (IllmmoBa u nap., 2008; Baciokoa, Osepenxosckas, 2009; Zhyb et al., 2010;
Wasternack, 2014a,b; Dar et al., 2015; Ahmad et al., 2016; Huang et al., 2017; Per et al.,
2018). BeisBieno, uyro KK MOXET MOAABISATH IKCIPECCHIO TCHOB, MPOAYKTHI KOTOPBIX
HEOO0XOAUMBI 111 (POTOCHHTE3a, YTO CHMXKAET CO/IEP)KaHue XJIOPO(UIJIOB U BBI3BIBAET XJIOPO3
mucteeB (Mensenes, Illaposa, 2011). Hapsny c¢ 5TuM, HeEZaBHUMH HCCIIEIOBAHUSIMU
IIPOJIEMOHCTPUPOBAHO, YTO MJK BBI3BIBAET IPOTEOMHBIE NIEPECTPONKH, MOBBIIIAsL COJIEPKAHUE
psiaa 6enkoB, yaactByromux B porocunrese (cyorenunuiibl PYBUCKO, aktuBaza PYBUCKO
U JIp.) ¥ PETYJSLMU POCTa U dHEpreTuyeckoro oomena (o-tyOynuH, AT®-cuHTa3a), a TaKxke
YBEJIMUMBAs YPOBEHb TUPO3ZHUHOBOTO (pochoprimpoBaHus MOJIUIIETITHIOB, 3a]CHICTBOBAHHBIX B
WHTeHCcUpUKanu Metabonusma kietok (ABaibbaeB u ap., 2018). Ilokazano, uto KK
ydacTByeT B (hopmupoBaHuu 0000BO-pH300MATBHOTO CHMOHMO3a, B YaCTHOCTH, aKTUBUPYET

sKcrpeccuio NOd-reHoB pu3o0uil, KOHTpoMpyroImuX cuHTe3 Nod-(hakTopoB, HO TaKKE MOXKET


https://ru.wikipedia.org/wiki/%D0%9B%D1%83%D0%BA%D0%BE%D0%B2%D0%B8%D1%86%D0%B0
https://ru.wikipedia.org/wiki/%D0%9A%D0%BB%D1%83%D0%B1%D0%B5%D0%BD%D1%8C
https://ru.wikipedia.org/w/index.php?title=%D0%9A%D0%BE%D1%80%D0%BD%D0%B5%D0%BA%D0%BB%D1%83%D0%B1%D0%B5%D0%BD%D1%8C&action=edit&redlink=1
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OmokupoBaTh (popMUpOBaHUE KITyOSHBKOBBIX MPUMOPINEB U POCT WH(PEKIIMOHHBIX HUTEH, 1O
KOTOPBIM pU300MH NMpOHUKaOT BriayOb kopHs (Lpiranos, L{piranosa, 2018). YcTaHoBieHO, 4TO
YKaCMOHAThl MOTYT MHTHMOUPOBATH POCTOBBIE MPOIIECCHI, MPUBOJIA K OCTAHOBKE KIIETOYHOTO
nukia Ha ctaauu G2 uiau mojaBiisisi CUHTE3 OEJNKOB, MHUIMUPYIOIIUX MUTO3 B alMKaIbHOU
MepucteMe, nukinHa Bl u nuknmnna-3aBucumoit kunassl (CaBuenko u ap., 2014). Kpome toro
BHIBIEHO yuacTue MJK B mporecce 3akpbiTus ycThHIl uepes perynsiuio H'-ATdaszbr
MIa3MaTHYeckod MeMOpaHbl M AKTHBAIMIO BeIXOAAnMX K'-kaHamoB, a Takxke uepes

npotennkuaasy OPEN STOMATA1 (Huang et al., 2017).

1.3.2. AuTHcTpeccoBoe 1eiicTBue

B mocnennune rompl oOHapy)XKEHO TOBBINICHUE SHIOTCHHOTO YPOBHS KAaCMOHATOB B
pacTeHMsIX TpU JAEUCTBUM CTpecc-(aKTOPOB U TOJOXKHUTEIBHOE BIUSHUE JK30T€HHBIX
YKACMOHATOB HAa YCTOMYHMBOCTH K aTake MAaTOTCHOB, 3aCOJICHUIO, 3aCyXe, HU3KUM H BBICOKHM
TEeMIIepaTypam, TsOKENbIM MetaiaMm, Y @-obmydenuto u ap. (Illakupoma, CaxaOyTauHOBA,
2003; BacrokoBa, O3zepenkockas, 2009; Konynaes, Kapmen, 2010; Du et al., 2013;
Wasternack, 2014a; Dar et al., 2015; Samota et al., 2017; Per et al., 2018).

Bbuotuueckmuii crpece. )KK u ee mpousBojgHbIE UTpAIOT BaXXHYIO POJb B 3aIlycKe
UHAYUMpoBaHHOU cucteMHoU yctouuBocTH (UCVY) pactenuii Ha neiicTBUE HEKPOTPOPHBIX
MaTOTEHOB, a TaKKe BPEIUTENCH, KOTOpPbIE BBI3BIBAIOT MEXAHHUUYECKHE IOBPEKICHUS
pactutenbHbiXx TKaHedl (BaciokoBa u gnp., 2009; Bacrokora, O3sepenkoBckas, 2009;
Wasternack, 2014a; Dar et al., 2015; Wasternack, Strnad, 2016; Pynukosckas u np., 2017).
[Tpu 5TOM UX MPOTEKTOPHOE JEHCTBUE OOYCIOBICHO CHHTE30M psijia 3alUTHBIX COCTUHEHUH,
TaKMX KaK UHTUOUTOPHI MPOTEHHA3 U TpUIcuHa, PR-0enku, negeH3nHbl, JI€KTUHBI, THOHUHBI,
(buTOANEKCUHBI, SKCTEHCHHBI, ATKAIOUIbI, (PJIIABOHOUABI U (DEHOJIbHBIE COSUHEHUS, I(DUPHBIC
macna u ap. (TapueBckwmii, 2002; Skosiea u ap., 2013; Samota et al., 2017; Wasternack,
Song, 2017). B psne ucciemnoBaHuil MOKa3aHO, YTO JKACMOHATHI YYacTBYIOT B TOBBIIICHUU
YCTOMYMBOCTH PACTEHUM K MaroreHam, cHikas akTuBHOCTH KAT (MakcumoB u np., 2011a;
Spymnuna u np., 2011; Ketabchi, Shahrtash, 2011) u noBbIas akTHBHOCTh OKCAJIaTOKCHIA3bI
(Apymmura u gp., 2011), uro mpuBomut K HakomieHuto H,O, (MakcumoB u np., 2011a;
SApynnuna u ap., 2015). Kpome Toro oOHapyx)eHo, 4YTO TIPH aTake maroreHoB 3k3oreHHas KK
nosbimaet akruBHocTh [10 (MakcumoB u np., 2011a; SApymiuna u gp., 2015), ®AJL (Walters
et al., 2002) u I[1®O (Mandal et al., 2013), a Taxxe ycunuBaet skcrpeccuto PR-reros (Duan et

al., 2014) u rernoB uarubuTOpoB nporennas (Mandal et al., 2006).


https://elibrary.ru/author_items.asp?authorid=79961
https://elibrary.ru/author_items.asp?authorid=111544
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3acosienue. Psyiom uccnenonareneil 3a)uKCUPOBaHO CHUKEHHE HETaTUBHBIX 3(PPEKTOB
3aCOJICHUS] Ha PACTEHHS IO/ BIMSHUEM 3K30T€HHBIX KACMOHATOB, B YaCTHOCTH, YMCHBIIICHHE
UHTHOMpoBaHKs pocToBBIX mporeccoB (Yoon et al., 2009; [lakuposa u ap., 2013a), a Taxxke
camkenne akkymymsan Na®  (Farhangi-Abriz, Ghassemi-Golezani, 2018), CI° (Fedina,
Tsonev, 1997) u nossimenne — Ca?*, Mg** u K' (Kang et al., 2005). Ilokasano, uro
’KaCMOHATHI ITOJIOKUTEIBHO BIUSAIOT Ha (oTocuute3 pacrenuii (Yoon et al., 2009), a Takxe
NpPENATCTBYIOT ToTepe Boasl JmcThsamu (Fedina, Tsonev, 1997; Ahmadi et al.,, 2018).
Ycranosieno, uro MXK cumxaer ypoBenb ADK (Qui et al., 2014) u MIA (Illakuposa u ap.,
2013a), 9To MPUBOIUT K YMEHBIIICHUIO MPOHUIIAEMOCTH KjIeTouHbIX MeMmOpaH (IIlakupoBa u
ap., 2010). TIpomemoHCTpHpoBaHAa CHOCOOHOCTh SK30TCHHBIX JKACMOHATOB YCHUJIMBATh
aKTUBHOCTh aHTHOKcuIaTHBIX (epmenToB (Qui et al., 2014; Talebi et al., 2018), a takxe
BbI3bIBaTh HakoruieHue mposuHa (Manan et al., 2016) u caxapos (Kaur et al., 2013),
YYACTBYIOIIUX B TMOJJICPKAHUM OCMOTHYECKOTO IOTCHIIMANIAa B YCIOBHSIX 3aCOJICHUSL.
YCTaHOBJIEHO TakXe, 4To MpH 3acoiieHud MJK ydacTByeT B peryisinud TrOpPMOHAILHOTO
OanaHca, mpemoTBpamias CHUXEHHE cojepxkanus uTokuHuHOB (IllakupoBa u nap., 2010;
Avalbaev et al., 2016) u nossimas ypoeub ABK (Yoon et al., 2009).

3acyxa. MwMeromuecs B nuTepaType cBeneHHMs ykasbiBaloT Ha ydactue KK u ee
NIPOU3BOIHBIX B TIOBBIIICHUU YCTOWYMBOCTH PACTCHHU K 3acyXe. B 4acTHOCTH, B YCIIOBHUSIX
neUIMTa BIArH YK30T'€HHBIC )KACMOHATHI OKA3bIBAIOT MOJOKUTEILHOE BIMSHUE Ha POCTOBBIC
nporiecckl (JlyroBas u nap., 2014; Ma et al., 2014) m cnocoOCTBYIOT TMOAEPIKAHUIO
WHTEHCUBHOCTH (DOTOCHHTE3a M ycThuuHOU mpoBoauMoctu (Ma et al., 2014). ITpotekTopHOE
JCHCTBHE >KACMOHATOB HA PACTCHUS B YCIIOBUSX 3aCyXU TaKXKE CBS3BIBAIOT C PETYJISAIUCH
ropMoHaJibHOTO Oananca: nosbiieHueM ypoBas ABK (Pazirandeh et al., 2015) u yenuuenuem
conepxkanus aykcunoB (Abdelgawad et al., 2014). Hakoruienne ABK, nnaynupyemoe MK, B
CBOIO OYEpe/lb, PUBOJUT K 3aKPHITHUIO YCTHUI] U MOBBIIIACT COACPIKAHNUE BOJBI B JIUCThIX MIPH
BonHoM nedurute (Pazirandeh et al., 2015). VBenuyenue comepskaHusi BOABI B JIUCTHAX MO/
BJIMSIHIEM JKaCMOHATOB MOXET OBITh TaKKe OINOCPEAOBAHO HAKOIUICHUEM IPOJIMHA
(Miranshahi, Sayyari, 2016) u yBenWYeHHEM THAPABINYCCKON MPOBOAMMOCTH KOPHEH
pacrenuii (Sanchez-Romera et al., 2014). Psmom uccienoBateneill BbISBICHA aKTHBH3AIHS
AHTUOKCUIAHTHBIX ()EPMEHTOB B YCIIOBHSIX 3aCyXH IO BIUSHHEM )acMoHaToB (Anjum et al.,
2011; Miranshahi, Sayyari, 2016), a takxke akkymymsius Oetamna (Gao et al.,, 2004) u

caxapoB (Abdelgawad et al., 2014) B xiretkax pactenuit. AxrtuBmzanus AOC, HHIyIMpyemast
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KaCMOHATaMH, B CBOIO OYE€PEb, CIIOCOOCTBYET CHI)KEHHUIO YPOBHS OKHCIUTEIBHOTO CTpecca
(Anjum et al., 2011; AmnarynoBa u ap., 2018) 1 coxpaHeHHI0 OaphEPHBIX CBOMCTB MeMOpaH
kierok (Bandurska et al., 2003). AmnarynoBoit ¢ coaBT. (2018) ycTaHOBJIEHO, YTO Ba)KHBIH
BKJIaJ] B MpOSIBJICHHUE MpenaganTupyomero neictBus MXK Ha pacTeHHs K MOCIEnyIOLEMY
JNEHUCTBUIO 3acCyXW BHOCHT TIOBBILIEHHE cojepxaHus TpaHckpuntoB reHa [ADHN,
KOAUPYIOLIETO ACTUAPUHBI.

Boicokass Temmeparypa. IloBblleHME YCTOMYMBOCTM pACTEHHM K  BBICOKMM
TeMIepaTypam MOJ BIMSHHEM HK30T€HHBIX »XACMOHATOB IOKAa3aHO B pse HCCIEeIOBaHUMN
(Kapmer u ap., 2014; Baiinep u ap., 2015). KpoMe TOro BBISIBICHO, YTO ACHCTBHE BBICOKHX
Temneparyp Bbi3biBaeT yBenunueHue conepxkanus KK, OOJIK u wn3oneinuHxacMoHaTa, a
TaK)Ke TOBBIIIACT JKCIpeccuio kacMoHaT-3aBucuMbix reHoB PDF1 (Clarke et al., 2009).
[Tokxazano, yto 3k30reHHbId MJK ydacTByeT B peryisuuu TOPMOHAJIBHOTO OanaHca, CHIDKAs
conepxanre ABK u CK (Shahzad et al., 2015). [To nanabIM OJHHX aBTOPOB, 3k30reHHas KK
OKa3bIBaeT TMojoxureapHoe BausHue Ha @OCA  pacreHuil, yBEIWYUBas  YPOBEHb
dorocunTeTHUeckux mnurmMeHToB (Baitmep u np., 2015). OnpHako apyrumMu  aBTOpaMu
ycTaHoBJIIeHO, uT0o MK B BBICOKMX KOHIEHTPAIMSIX CHUYKAET MHTCHCHUBHOCTH (DOTOCHHTE3a U
YCTBUYHYIO TPOBOJAUMOCTB, HHIYIUPYs 3akpbiTHe ycThui (Shahzad et al., 2015). Tokazano
takke, uyto mnonx BiusHHeM JKK B IJHCThIX pacTeHUl TMOBBIMIAETCS AaKTUBHOCTh
AHTHOKCUAAHTHBIX (DEPMEHTOB M yPOBEHb HM3KOMOJICKYJSIPHBIX aHTHOKcHIaHTOB (Kapmen u
ap., 2014) u cHmxkaeTcs npoHuIaeMocTh kierounbix MmemOpan (Clarke et al., 2009).

Tskenble Merasbl. JKacMOHATBI y4acTBYIOT B OTBETE pPAcCTEHHW Ha JIEUCTBUE
TSKEIBIX METAJUIOB, O YEM CBHJIETENILCTBYET YMEHbBILICHUE MOCTYIICHUS TSXKEJIbIX METAJIJIOB B
no0Oeru pacTeHUM TOJ BIMSHUEM 3K30reHHBIX kacMoHaToB (Chen et al., 2014a; Mir et al.,
2018). Hapsigy ¢ 9TUM, TOJOXHTEIBHOE JCHUCTBHE XACMOHATOB HA PACTEHHS CBSA3aHO CO
CHIDKCHHEM WHTHOMPYIOUIETO NIEHCTBUS TSHKENBIX METaIJIOB Ha mpouecchl pocta (Per et al.,
2016; Sirhindi et al., 2016) u dortocunresa (Sharma et al., 2013). IIpu 3ToM moka3aHo, 4TO B
YCIOBHSIX JEHCTBHS TSDKEIBIX METaUIOB KACMOHATHl BBI3BIBAIOT IMOBBIIICHHE AKTHUBHOCTH
aHTHOKcHIaHTHBIX Gepmentos (Sirhindi et al., 2016), yBennuusarot conepxanue AK (Chen et
al., 2014a), rnyratuona (Mir et al., 2018), ¢puroxenatunos (Maksymiec et al., 2007), nposuna
u rmmnuH-Oeramna (Sirhindi et al., 2016), 4ro MpPUBOAUT K CHUKCHUIO WHTCHCUBHOCTH
okucinutensHoro crpecca (Per et al.,, 2016) u crnocoOCTByeT MOAACPIKAHHIO IETOCTHOCTH

memoOpaH kietok (Mir et al., 2018).
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Y®-o6ayuenne. OOHapyxkeHo, uto npenoOpadorka pactenuit KK cHuxaer
HeraTuBHOe JeiictBre Y ®-o0mydeHuss Ha cojaep)kaHue (HOTOCUHTETUYECKHX IMUTMEHTOB B
JMCTBAX PACTCHUM W OKa3bIBACT IMOJOKUTEIbHOE BIHMSHHUE Ha mporecc (Gorocuntesa (Liu et
al.,, 2012). YcraHOBIEHO TakXe, YTO B YCIOBHSX ICHCTBHS Ha pacteHus Y P-o0mydeHus
JKACMOHATHI CHW)KAIOT YPOBEHb OKHUCIUTEIBHOTO CTpecca B KIETKAaX, CIOCOOCTBYS
YBEIIMYEHUIO aKTMBHOCTH aHTHOKCHIAHTHBIX (epmentoB (Liu et al., 2012) u mnoBslmias
CoJiepyKaHKMe psiia 3aIIUTHBIX COCAMHEHHWM, TakuxX Kak cBoOoxubiii mponun (Fedina et al.,
2009), dbnaBonouasr u antormansl (Liu et al., 2012).

Huskas temmepartypa. VMmeronuecss B TuTepaType CBEACHUS YKa3bIBAIOT HA TO, YTO
IIpU JCUCTBUM HU3KHX TEMIIEpaTyp B KJIETKaxX pacTeHUM noBbimaercs coxaepxkanue KK
(Kosova et al., 2012; Du et al., 2013; Hu et al.,, 2013) u MPHK reHoB ¢epMeHTOB,
y4acTBYIOIIUX B ee OnocunTtese (Zhao et al., 2013; Hu et al., 2013; Du et al., 2013). Hapsnay ¢
9THM, TIOJI BIMSHUEM dK30reHHOro MK BhIsiBIIeHO yBenmueHue coneprxkanus KK (Zhao et al.,
2013; Shahzad et al., 2015) u comepkaHHsI TPAaHCKPHUIITOB I'¢HOB (PEPMEHTOB €€ OMOCHHTE3a
(Zhao et al., 2013) B yca0BHSIX HU3KOTEMIIEPATyPHOTO CTpecca.

B Hacrosimee Bpems HH3KOTEMIICPAaTypHOE XPAHEHUE MIUPOKO HCIOIB3YeTCs JUIs
YBEIMYCHUS CPOKA TOJHOCTH U MOJICPKAHMS KavyecTBa o008 GppykToB u oBomieit (Aghdam,
Bodbodak, 2013). B mociemHue roapl MOIYYECHO HEMAJIO CBEJACHUH O IOJIOKHTEIBHOM
JCHCTBUM JKACMOHATOB Ha COCTOSIHME IUIOJOB IMPH MX HHU3KOTEMIIEPATYpHOM XpaHEHHWH. B
YaCTHOCTU IIOKA3aHO, YTO 3K30TCHHBIC >KACMOHATBHI TPEMSATCTBYIOT Pa3BUTHUIO CHMIITOMOB
X0JI0JIOBOTO TIOBPEIKICHHUS M CIIOCOOCTBYIOT TOJICP)KaHUI0 KayecTBa 10708 ToMara (Zhang
et al., 2012b; Min et al., 2018), numona (Siboza et al., 2014), manro (Junmatong et al., 2012),
ryaBel (Gonzalez-Aguilar et al., 2004), rpanara (Sayyari et al., 2011), adbpuxoca (Ezzat et al.,
2017), noxser (Cao et al., 2012), cnmuser (Martinez-Espla et al., 2014), 6anana (Zhao et al.,
2013) u gap. YCTaHOBICHO, 4YTO TMOCICYOOpPOYHOE XpaHCHHWE IUIOJIOB COMPOBOXKIACTCS
CHIDKEHHEM IEJIOCTHOCTH KJIETOYHBIX CTEHOK, YTO MPHBOIWT K IMOBBIIICHHIO COACPIKaHUS
pPacTBOPUMBIX TEKTHHOB M CHID)KCHHIO TBEPJOCTH IUIOJOB, B TO BpeMsS KaK >KaCMOHATBI
3aMeUIIIoT 3TH tporiecchl (Sayyari et al., 2011; Ezzat et al., 2017). OxgHum U3 MeXaHU3MOB
NOJICP)KaHUsT TBEPJOCTH IUIOJOB TIOJ] BIUSHUEM IKACMOHATOB SIBJIICTCS CHUKCHHE
AKTUBHOCTH  ()EPMEHTOB, YYaCTBYIOIIMX B  pa3MATUYCHUH  KJICTOYHOM CTEHKH —
HOJIMTaJIaKTYpOHa3bl U MeKTHH-MeTwidcTepasbl (Venkatachalam, Meenune, 2015). TlTokaszano

TAKIKC, 4YTO B YCJIOBUAX IMUTCIBHOTO XOJIOJOBOI'O XpPaHCHHA XACMOHATBHI CHHIKAIOT MHICKC
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noOypeHus MepuKapra IIo0B, YMEHbIIass aKTUBHOCTh 33J€HCTBOBAHHBIX B 3TOM TpOIlECcCe
bepmenToB ¢eHoapHOr0 Meradoausma — GAJI u IO (Venkatachalam, Meenune, 2015) u
1O (Siboza et al., 2014). Hapsiny ¢ 3TUM BakHas poJib KACMOHATOB B COXPAaHCHHH KadecTB (B
O0COOCHHOCTH, BKYCOBBIX) IUIOJIOB 3aKIIOYacTCs B TOJCPKAHUU OOIIETO COJICpPKAHHS
TBEPJBIX pacTBOpUMBIX BemiecTB (Ezzat et al., 2017), obmeii kucnornoctu (Martinez-Espla et
al., 2014) u ap.

VY CTaHOBJIEHO, YTO YMEHBIICHHWE XOJOJOBBIX MOBPEKICHHUN TIJIO0OB TIOJ BIMSHUEM
9K30TCHHBIX JKACMOHATOB OOYCJIOBJICHO CHW)XCHHEM YpPOBHS OKHCIIHUTEIBHOTO CTpecca
(Junmatong et al., 2012; Saydpour, Sayyari, 2016), 4yTo cIOCOOCTBYET MOAACPIKAHUIO
IICJIOCTHOCTH KJICTOYHBIX MemOpan (Zhao et al., 2013; Wang et al.,, 2016). IIpu sTom
ymeHbieHre naTeHcuBHOCTH [10JI, mHAYIIMpyeMoe )kacMOHATaMu, MOXET OBITh CBSI3aHO C
ymeHblleHHeM aktuBHocTH JIO, katanmmsupyromen oxucinenne HHIXKK, a mnoeimenue
CTaOWJIBHOCTH MEMOpaH — C YBEIMYCHHEM COOTHOIICHWS HEHACHIIICHHBIX/HACBIIICHHBIX
xupHbix kucinot (Cao et al, 2009). B 1o ke BpeMs B pe3ynbrare aktuBusanuu JIO
3aITyCKaeTCsl KacKaj PEaKIHid, MPUBOIANIMA K OOpa30BAaHUIO OKCHIIMIIMHOB, K KOTOPBIM, B
gactHocTH, oTHOcuTcs JKK (Yan et al., 2013). Tak, o6padoTka mio0B ryassl MK moBsIiajia
aktuBHOCTh JIO u ®AJL, yto cHmkamo XxononoBbie noBpexkaeHus (Gonzaalez-Aguilar et al.,
2004). K HacrosimieMy BpEeMEHH II0Ka3aHO, YTO J>KACMOHATBHI IIOBBIIIAIOT AKTHBHOCTH
anTrokcuaanTHeIX hepmentoB (COJI, KAT, AIIO, I'sI1O, u np.) (Cao et al., 2014; Min et al.,
2018), a Takke BBI3BIBAIOT HAKOIJIEHUE HU3KOMOJEKYISPHBIX COEUHEHUM, TAKUX KAaK MPOJIMH
(Zhao et al., 2013), nomuamuns (Zhang et al., 2012b), caxapa (Gonzalez-Aguilar et al., 2004),
denonpHBIe coenuueHus (Siboza et al., 2014), anronmanst (Sayyari et al., 2011) u uKOTUHBI
(Min et al., 2018). BrisBiaeno Ttakke, uro MX yBenmnuuBaeT conepkanue MPHK reHa,
konupyroiero AQO, 4To crnocoOCTBYET CHUKCHUIO HU3KOTEMIIEpaTyPHBIX OBpekaAeHU# (Fung
et al., 2004). B mposiBiieHnu MPOTEKTOPHBIX 3(P(PEKTOB )KACMOHATOB TaKke y4dacTByroT PR-
reusl (Zhang et al., 2012b; Venkatachalam, Meenune, 2015) u BTII (Ding et al., 2001),
HAKOIUICHHE KOTOPBIX OOHAPYKEHO MpH JK30TeHHOW 0O0paboTKe IUION0B, MOABEPTHYTHIX
HU3KOTEMIIEPaTypPHOMY BO3ICHCTBHIO.

Takum 00pa3oM, ydacTHe KaCMOHATOB B TIOBBIIICHUH XOJIOI0YCTOWYMBOCTH, TJIABHBIM
00pa3oM, HCCIIeI0OBAHO Ha IUIO/IAX, TOTa KaK UX BJIMSHHE HA OTBETHYIO PEAKIHIO PACTCHHI Ha
JeCTBHE HU3KHX TeMmIeparyp MeHee wu3ydeHo. OIHAKO HWMEIOTCS JaHHBIE, KOTOPHIC

ACMOHCTPUPYIOT Y4aCTUC XKACMOHATOB B CHUKCHUHN HCTATUBHOI'O I[GﬁCTBHH OXJIaXXACHHUA Ha
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npopoctku apadbunoncuca (Hu et al., 2013, 2017), ropoxa (Shahzad et al., 2015), kykypy3sI

(Battal et al., 2008), puca (Lee et al., 1996), tomara (Wang et al., 2016), orypua (Li et al.,
2012; Saydpour, Sayyari, 2016) u nepuia (Moradmand et al., 2015). Tak, manmpumep, Hu et al.
(2013) obOnHapyXeHO, 4YTO MYTaHThl apaOWAOICUCa C TOJABICHHOW HKCIpEecCHeil TeHOB
¢depmenToB, ywactBytommx B OmocumHTese KK u ee curnammare, XapakTepU30BaIHCh
CHI)KCHHEM YCTOWYMBOCTH K HU3KHM TeMIlepaTypaM IO CPaBHEHUIO C AUKUM THUIIOM. B psze
paboT MOKa3aHO, YTO 3aLIUTHOE JEHCTBUE KACMOHATOB OOYCJIOBIEHO MX CIIOCOOHOCTBIO MPHU
JNCHCTBUM HU3KHMX TEMIIEpATyp MOIAEePKUBATh POCTOBEIC Iporiecchl pacternwmii (Li et al., 2012),
perynupoBath Oananc ¢uroropmonos (Battal et al., 2008; Shahzad et al., 2015), moBsImaTh
conepkanue (QorocuHTeTHUeckux nurMenToB (Moradmand et al., 2015) u oka3siBaTh
TIOJIOXKUTEIIFHOE BIUSHHE Ha YIBTPACTPYKTYPY XJIoporuiacToB W mutoxonapuit (Li et al.,
2012).

HccnenoBanus MocieIHUX JIET MO3BOJIMIA YCTAaHOBUTH, YTO JKACMOHATHI YYaCTBYIOT B
uanykiun  [CE-CBF/DREB1  curHampbHOrO IyTH, 4YTO CHOCOOCTBYET — TIOBBIIICHHIO
xojoaoycroitunBoctu apabunoncuca (Hu et al., 2013), tomata (Wang et al., 2016), mnomos
Oanana (Zhao et al., 2013) u kamnyca si610Hu (Wang et al., 2018a). Tak, B yClIOBUAX HU3KHX
temniepatyp MK unaynuposan makomenue MPHK reHoB, konqupyromux TpaHCKpUNIIIMOHHBIE
dakropsl ICE-CBF/DREB1curnansnoro nytu (Hu et al., 2013; Zhao et al., 2013; Wang et al.,
2016). Ilpu sTomM y MytaHTOB apabujorcuca COil-1 ¢ TIOAAaBICHHOW 3KCIIpEeCCHel TreHa,
yuactBytomero B curHanuare KK, yposenr MPHK reHoB TpaHCKpuNIIMOHHBIX (aKTOPOB

CBF/DREBI 0Obu1 cyliecTBEHHO HUXE, YeM Yy PACTeHUU IUKOro Turma u obpabdoranHbix MK

(Hu et al., 2013).
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1.4. BzaumopelicTBUe CATMINIOBON M KACMOHOBOI KHCJIOT B PACTEHUAX

K nacrosmemy Bpemenu umerorcs cBeieHus o BizaumogneiictBuu CK um KK u ux
CUTHAJIBHBIX MyTEH Mpu eWCTBUU HEOIaronpusaThiXx (PaKkTOpOB OKpyKaromen cpeibl. Pamom
UCCleIOBaHUM noka3zaHo, uto curHainpHbie myTu CK u XKK mMoryTt ObITh aHTarOHUCTHYECKUMH,
T.6 HMHIYKIUS CUTHAJIBHOTO ITYTH OJHOTO W3 TOPMOHOB TPUBOAUT K OJOKHPOBAHUIO
curnanpHoro mytu apyroro (Pend-Cortes et al., 1993; Doares et al., 1995; Tapueckuii, 2002;
Mur et al., 2006; Illakuposa, 2010; Van der Does et al., 2013; Caarls et al., 2015; Per et al.,
2018). Hampumep, BboisBieHo, uTo CK MokeT WHTHOMpPOBATH aKTUBHOCTH ()epMEHTOB (U
HKCIPECCUI0 KOAUPYIOIINX MX TeHOB), yuacTByromux B cuuTe3e XKK (Pena-Cortes et al., 1993;
Doares et al., 1995; Spoel et al., 2003; SIkosnesa u ap., 2007; Khan et al., 2012; Per et al.,
2018), a Taxke MoAaBIATh SKCIpeccuio ee MapkepHbix reHoB PDF1.2 u VSP2 (Leon-Reyes et
al., 2009). XK, B cBoio ouepenb, TaKKe MOXKET OKa3blBaTh MHTHOUpYIOIIEE JACHCTBHE Ha
sKcrpeccuro psia PR-renos, yuactByromux B curnanuure CK (Niki et al., 1998).

[Ipenmonaratot, 9TO KIOYEBHIM KOMIIOHEHTOM BO B3aUMOJCHCTBUHM CUTHAIBHBIX ITyTEH
CK u KK sBrnsercs MAP-kunaza 4 (MAPK4) (Khan et al., 2012; Per et al., 2018). Tak,
MOKa3aHo, YTO Yy pacTeHWd apaOuaorcuca OHa SBISETCS HETAaTUBHBIM PETYISTOPOM
curnanmara CK m mosutuBHbIM perynsitopom curHanmara KK (Brodersen, Petersen 2006). ¥V
MAPK4-myTaHTHBIX pacTeHud ObUIO OOHapyxeHo Bbicokoe coaepxanue CK, yBennueHue
skcnpeccun CK-3aBucumbix PR-reHOB W moBbIlIeHHE ycToiunBocTH K PSseudomonas syringae
pv. tomato DC3000. Hanporus, s3xcnipeccus XKK-3aBucumpix resos (PDF1.2) u ycToiunBOCTh
K HekpoTpodHoMy matoreny Alternaria brassicicola opun camkersl y MAPK4-MyTaHTHBIX
pacrenuii apadunoncuca (Brodersen, Petersen 2006). ABTopamu 3TOTO MCCIIEIOBAHUS TaKXKe
00HApYX EHO, YTO y 3THX MYTAHTOB HE MPOUCXOIUIIO MOBbIIIEHU dKcnpeccun reHa PDF1.2 B
orBeT Ha 00pabotky MK um stmimenom. Ndamukong ¢ coart. (2007) BBIsSBIEHO, YTO Ha
nepenady curanon, onocpenoBanHbeix CK u JKK, MoxkeT oka3pIBaTh BIMSHUE TIyTapeaOKCHUH
GRX480. B wyactHOocTH, MMH TmOKazaHo, 4to SA-umnayuupoBaHHbli NPRI1 aktuBupyer
GRX480, xoropsiit obpazyeT komruiekc ¢ (aktopamu TpaHckpumniuu TGA u momaBisieT
skcnpeccuto JXKK-3aBucumbix rernos (Ndamukong et al., 2007).

B 10 ke BpeMms BbIABIEHO Hasinuue cuHepruuyeckux otHomeHud CK u MK B 3amycke
QJIANITUBHBIX pPEaKIHUi. DTO UTpacT BaXKHYIO POJIb B €CTECTBEHHBIX YCIIOBUSX, MOCKOJLKY B
MPHUPOJIC PACTCHHUS, KaK MPABUIIO, TTOJIBEPTaIOTCS aTaKke MaTOTEHOB C PA3HBIM THUIIOM IHUTAHUS

(aexpotpodbl, 6roTpodbl U TeMUONOTPOGHI) U B3auMoaeicTBrUe curHanbHbIX myTei CK u KK
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MOXET MHUHUMHU3UPOBATh JHEPreTHUYECKUE U CYOCTpaTHbIe 3aTpaThl [JIsi TOBBIIICHUS
ctpeccoycrorunBoctd  (Illakupoa, 2010; SxomneBa, FEroposa, 2010). Ilpu »sTom
B3aumojeiictBue curHaiabHblx mytedl CK m JKK B 3HauUMTENbHON CTENEHU OIpenensercs ux
KOHIeHTpauusaMu. Tak, oOHapyxkeHo, 4yTo CK B HHM3KMX KOHIICHTPAllMSX BBI3BIBACT
nakorienne MPHK skacmoHat-3aBucuMbIX reHoB, B yactHoctd, PDF1.2 (Mur et al., 2006;
Smith et al., 2009) u Thil.2 (Mur et al., 2006), a XK yBemuumBaer skcrnpeccuio CK-
unaynupyemoro rema PR1 (Mur et al., 2006; Smith et al., 2009). Hanpotus, CK B BhICOKHX
KOHIIEHTpalUsAX CHIsKaeT skcrhpeccuio remoB PDF1.2 u Thil.2, a XKK — PR1 (Mur et al.,
2006). IToka3aHo TaKke, YTO HMX COBMECTHOE HCIIOJb30BAHHWE B HH3KHX KOHIICHTPAIUSIX
YCUWJIMBAET HAKOIUICHWE TPAHCKPHUIITOB I'€HOB, CBA3AHHBIX C CUTHAJIBHBIM KackajoMm kak CK
(PR1), tax u J)KK (PDF1.2). KoMOuHupOBaHHOE MCIIOJIb30BaHKMe HU3KOW KoHIeHTpanuu KK u
BbICOKMX KoHUeHTpauuii CK Takxke NpUBOIUT K MPOSBICHUIO CHHEPrudeckoro 3¢ddexra Ha
skcnpeccuio JKK- u CK-3aBUCHMBIX TE€HOB, TOTJa KaK UX COBMECTHOE MPUMEHEHUE B BBICOKUX
KOHIICHTPAIIUSAX BhI3bIBACT 3HAUUTEIIbHOE CHIDKEHHE dkcnpeccun reHa PR1 (Mur et al., 2006).
BaxxHo, 4YTO TIpHM COBMECTHOM HCHOJb30BAaHUU ITUX CUTHAIBHBIX MOJIEKYJ MOXKET
HAONIO/IaThCsl B3aMMHOE yCHJIEHHE HX (DU3MOJOTHYECKOW AaKTUBHOCTH U TOBBIIICHUE
ctpeccoycroitunBoctu pactermii. Hampumep, CK m KK B O0mpmieri crenenu, uem CK B
OTZEJIbHOCTHU, BBI3bIBAJIM T'€HEPALIUIO MEPOKCHAA BOAOPOAA, yBeIuuuBaiu akTuBHOCTH [1O u
COJIEp)KaHUE TPAHCKPUIITOB KOJUPYIOIIETO €€ T'eHa, MOBBIIIas, TEM CaMbIM, YCTOWYHUBOCTH
kapTodens k Bo3oyautento guroproposa (Makcumos u ap., 2011a; Copokans u 1p., 2014).
Takum 006pa3om, MPOBEJACHHBIN aHAN3 JTUTEPATYPHI JEMOHCTPUPYET BaxHyI0 poib CK
¥ ’KACMOHATOB B TIOBBINIEHUN YCTOMYMBOCTU PACTEHHM K HEOIATOMPUSTHBIM (paKTOpaM CpeJIbl.
K Hacrosimemy BpeMeHU HakoruieHbl MHorouucieHHble cBeneHus 06 ydactun CK u KK B
3aIlyCKe 3allUTHBIX PEaKIMi PaCTEHU B OTBET HA aTaKy MAaTOreHOB W Bpeautenei. Hapsny c
THM BBISIBJICHO MX BOBJIEYCHHE B MPOLIECCH aJamnTallMd pPacTeHUH K cTpecc-(hakTopam
abuotnueckoil mpuponabl. B To xe Bpemsa, ydactue CK u rkacMOHAaToB B MEXaHHM3Max
MOBBIIICHUS] YCTOMUMBOCTH K HU3KHUM TEMIIEpaTypaM [0 CHUX IOp OCTAaeTcsi He A0 KOHIa
HU3ydeHHbIM. Tak, MNPOTEKTOPHOE JCHCTBHE IKACMOHATOB, CIIOCOOCTBYIOIIEE CHIDKCHHIO
XOJIOJIOBBIX TMOBPEKIECHUN IMOKa3aHO, TJAaBHBIM 00pa3oM, Ha miogax. PaboT, MOCBSIICHHBIX
pOJIM CANMIIMIATOB B MEXaHU3MaxX YCTOMYMBOCTH KYJIbTYPHBIX PACTEHHM 3HAUYUTEIIBHO
OombIle, OJTHAKO WMEIOIINECS CBEACHHUS (B YaCTHOCTH, 00 M3MEHEHUHM aKTUBHOCTH PabOTHI

AOC) 3a4acTyro HOCAT IPOTUBOPEUMBBIN XapaKTep.
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TJIABA 2. OBBEKTBI U METO/IbI HCCJIEJIOBAHUI

OOBeKTHl  HcclieqoBanmii. B kadecTBe MOIENBHBIX OOBEKTOB HCCIEIOBAHUU

UCIIOJIb30BAJIM pacTeHHs o3uMoi mireHuisbl (Triticum aestivum L.) copra Mockosckas 39 u
orypia (Cucumis sativus L.) rubpuga F1 303yis.

O3uMasi mnmeHuna SBJIAETCA OJHOJETHUM TPABSHUCTBIM PAcTEHUEM CEMEICTBa
MstiaukoBeie (Poaceae). OTHOCHUTCS K THIHWYHBIM TPEACTABUTEISIM MOPO30CTONKUX H
XOJIOAOCTOMKHUX PACTEHHM M SABIISIETCS OCHOBHOM NPOJOBOJILCTBEHHOM 3€pHOBOM KYJIbTYpOH
BO MHOTuX ctpaHax mupa. Copt MockoBckast 39 BbIBEAEH KOJIJIEKTUBOM POCCUUCKUX YUYEHBIX
(b.W. Cannyxanze, E.T. Bapenumna, I'.B. KouersiroB u ap.) HUMUCX 1IPH3, Ps3anckoro
HUUIITU AIIK, Baagumupckoro HHMMCX wmeTomoM WHAMBUIyaIBHOTO OTOOpa U3
rubpuanoi nmonynsauun (O6puitxAntapuas 50). MockoBckas 39 mpu3HaHA JTYYIIUM COPTOM
03MMOM MIIEHUIBI Mo uToram MexayHapoaHoro ucneiTanuss B Kanage B 1998-2000 rr.
OTHOCHUTCSI K CpEIHECIICIBIM COpTaM, SIBJSICTCS 3UMOCTOMKOW (YCTOHYHMBAa K BBIIIPEBAHHUIO,
MOPAXEHUIO CHEXHOW TIUJIECEHBIO) M  XOJOJOCTOWKOW, YCTOWYMBAa K MOJETaHUI0 MU
paHHeBeceHHel 3acyxe. CopT mpenHa3HayeH ISl MOJYYEeHHsS! IPOJIOBOJILCTBEHHOI'O 3€pHa B
CeBepo-3anagnoM, lLlentpansHom, Bosro-Bsrckom, IlentpanbHo-UepHozemuom, Cpenne-
Bomxckom un Ypansckom perunonax Poccuu (Cangyxanse, 2003).

Orypen sBisieTcs OJHOJETHUM TPABSIHUCTBIM pACTEHUEM CeMeWcTBa |BIKBEHHBIE
(Cucurbitaceae). OTHOCHUTCS K THIMYHBIM TIPEJCTABUTEISIM TEIIOMIOOUBBIX PACTCHHH,
KOTOpBIE HE CIIOCOOHBI BBIIEPKUBATH MPOJOJKUTEIBHOTO JCUCTBHSI HU3KUX MOJIOKHUTEIbHBIX
TeMIEpaTyp U MOBPEKAAIOTCS yKe Ipu Temneparypax Huxke 8—10°C. Orypen sBIgeTcss OJJHON
U3 BEIyIIMX KyJIbTYp 3alUMIICHHOTO TPyHTa KaK MO 3aHUMAEMBbIM IUIOIIAJAAM, TaK U IO
o6bemy mpousBojicTBa (Tapakano, 2003). T'ubpua F1 303ymns BeIBeeH OTEUYECTBEHHBIMU
cenexknuonepamu (I".U. TapakanossiM, H.B. Bopucossim, I'.I1. JTomorosbim u M./]. ITaHOBOI1)
B pE3ylbTaTe€ CKPEIIMBAHHUS €BPOMEHUCKOrO0 M KHTAaUCKOTO COpTOB Ha OBOIIHON OMNBITHOU
craniun uMm. B. W. Dpenpmreitna (MockBa) coBmecTHO ¢ dupmoii «Manymy». SBisercs
paHHECTICNIBIM W HWCIIOJb3YeTCs I BBIpAIIMBaHUS B TEIUIMIAX, MApPHUKAX U B OTKPHITOM
ITPYHTE. XapakTepU3yeTcs [UIMTEIbHBIM IUIOJOHOLIEHUEM U BBICOKOM YPOKAMHOCTBIO.
PaiionnpoBan B  CeBepo-3ananHoM, IlenTpaneHom, Bosro-Bstckom, lleHTpanbsHo-
Yepnozemuom, CeBepo-Kaskazckom u Cpenne-Bomkckom pernonax Poccum.

Pactenus BblpamuBany B TeUeHHE 7 CyT B pYJOHaX (QHIBTPOBAIbHON Oymaru Ha

MoauduIMpoBaHHOM NuUTaTelnbHOM pacTBope Knoma, comepxamiem 3.15 MM NH4NO;, 1.55
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MM KH,PQOy,, 1.55 MM MgSO04, 24 mxM H3BOj3, 21 MxM nutpara xeneza (FeCegHsO7), 10

MKM MnSQy, 3.1 MkM CuSOQy, 2.55 mxM (NH,),M004, 1.55 MM ZnSO,, u 5 MM Ca(OH),,
pH 6.2-6.4, B xIMMaTHYeCKONl KaMepe MPU TOCTOSIHHBIX YCIOBHUSX CpEABI: TeMIIepaType
Bo3ayxa 22°C, ero ortHocutenbHOW BiaxkHoctn 60-70%, ocBemennoctu DAP 180
MKMOJIB/M>*C 1 ¢doTonepuose 14 u.

OO6paboTKy pacTeHHil (GUTOropMOHAMHU TPOBOAMIM, Tomemas ux Ha pactBopbl CK

(“Sigma-Aldrich”, CIIA) u MX (“Sigma-Aldrich”, CIIIA) u 4epe3 24 4 mnoaBepraiu

JEMCTBUIO HU3KUX IMOJIOKUTEIBHBIX TEMIIEPATyp, COXpaHssd MPOUYUE YCIOBUSI HEU3MEHHBIMU.
Bri6op konmentpammu CK (100 MxM) ocHOBaH Ha pe3yibTaTax IpeIBapHUTEIbHBIX
AKCIIEPUMEHTOB, B KOTOPBIX aHanu3upoBaiu BiusHue CK B nuama3zoHe KOHIIEHTpauuii ot 25
1m0 500 MkM Ha XOJ0J0YCTOMYMBOCTH U MPOHUIIAEMOCTh MEMOpaH pACTECHUH MIICHUIIBI U
orypia, cooTBeTcTBeHHO. Mcnonb3yemas konuentpauus MK (1 mxM) Takke Obliia BeIOpaHa
Ha OCHOBE MPEBAPUTEIIbHBIX OIBITOB, B KOTOpPbIX H3ydanu BiausHue MOK B auanazone
koHreHTpauuii ot 0.1 1o 100 MxM Ha X01010YCTOMYMUBOCTH pacTeHuil. KOoHTponeM ciyxuinmn
HeoOpaboTtanusie ropmoHamu (CK u MX) pactenus.

JIeMCTBHE HU3KUX MOJ0KUTEIBHBIX TEMIEpPATyp Ha PaCTCHUA OCYHICCTBIIAIN B KaMEpax

UCKYCCTBEHHOro KiaumaTta. [Ipm 3TOM pacTeHHs NIIEHULbI MOJABEPrajd JACUCTBHIO HU3KOU
3akanuBawome Temnepatypel 4°C B TedeHue 7 CYT, a IPOPOCTKH Orypua — HHU3KOU
3akanuBatouieit (12°C) u mospexnatomeit (4°C) temmeparypsl B TedeHue 3 cyT. Bruibop
TEMIIEPATYp M HPOJOJDKUTEIBHOCTH HX JEUCTBHS OCHOBAaH HA pe3yjbTaTaxX MPEeAbIIYIINX
uccnegopanuit (TutoB u ap., 2006; Turos, Tananosa, 2009). Bce uaMepenus mpoBOAWIN Ha
NIEPBOM JIMCTE MPOPOCTKOB MILIEHUIIBI U CEMSI0IBHBIX JINCThAX OTypLa.

HHH HU3MCPCHHUA POCTOBBLIX MoKa3zaTejeil HMCIOoJIb30BaIu O6H.I€HpI/IH51TBIe MCTOABI.

Pacuer mimomaau JAUCTOBOM TIJIACTUHKH TMPOU3BOJUIN C HCIOJB30BAHUEM OOIIECTIPUHSITHIX
dopmyn (Auukues, Kyty3os, 1961; MapkoBckas u ap., 1984).

Hakomienne chlpodi U cyxoil OMOMAcCChl OLIEHHBAIM B COOTBETCTBUHM CO CTaHIAPTHOU

Meroaukol (Poroxun, Poroxuna, 2013).

Y CcTOMYUBOCTh DaCTCHI/If/'I MNICHUNBI OLNCHUBAJIN 110 PCAKIHUU MMAJIUCAOHBIX KIICTOK

2
BbICEUEK U3 JHCTheB (Twiomaapto okosno 0.3 c¢M”) Ha S-MHUHYTHOE TECTUpYIOIEee
POMOpPaXHBaHUE B TEPMOIJICKTpUUECKOM MuKpoxonoawibauke TXKP-02/-20 (“UnTtepm”,
Poccust) mpu nocnegoBaTeibHOM U3MEHEeHUH Temmepatypsl ¢ uaTepBaiom 0.4°C (banaryposa

u ap., 1982). 3amannyro Ttemneparypy noanepxkuBanu ¢ ToyHocThio +0.1°C. Ilepen



50

MPOMOPAXKUBAHUEM BBICEUEK U3 JINCTA HA KXY W3 HUX HAHOCWUIW KPUCTAJUIBI JIbAA IS
CHATUSL TepeoxyiaxaeHus. JKu3HecrnocoOHOCTh KJIETOK OLIEHHWBAIM C TMOMOIIBIO CBETOBOIO
Mukpockona Mukmen-2 (“JIOMO”, Poccust) ¢ 06bekTHBOM 40™ 0 JECTPYKIMHU XJIOPOILIACTOB
U KOAryJsilK IUTOIUIa3Mbl. B kauecTBe KpUTEpHUsl yCTOMYMBOCTH MUCIIOJIB30BANIA TEMIIEPATYPY
ruoenn 50% napeHxuMHbBIX KiIeTok (JI1Ts).

[IpoHHIIaEMOCTh MeM6DaH KIJICTOK OIIPCACIIANIN 110 BBIXOAY JJICKTPOJUTOB M3 BBICCUCK

JUCTHEB OrypHa KOHAYKTOMETPUYECKMM METOJOM C HCIOJb30BAHMEM KOHAYKTOMETpa
(“HANNA”, Utanus). [{ns aToro HaBecKy Bbiceuek JUCTheB (0.3 T) TIIaTeIbHO MPOMBIBATIHU B
TUCTWIITTUPOBAHHOM BOJE [UIsl yAaJeHUS CO CpPE30B KIETOYHOIO0 COKa W OOCYIIWBAIU
¢uipTpoBanbHON Oymaroil. 3areM HaBecKy MOMemand B KoinOsl u mobapmsumm 30 Mt
TUCTHIITUPOBaHHON Bojbl. [locrme B30anThiBaHUS Ha IIeiKkepe B TeueHHWe 4 9 OIEHUBAIU
BBIXOJ DJIEKTPOJUTOB M3 KIETOK JIUCTa B JUCTWIJIMPOBAHHYIO BOAY IO HM3MEHEHUIO
AIIEKTPONPOBOAHOCTH. 3aTEM KOJOBI C PACTUTEIIbHBIM MAaT€pUATIOM KUIATUIU B TedeHue 20
MUH Ha BojsHOM Oane (95°C), oxymaxknanu BO JIbAY B T€UEHHE 5 MUH M B30alTHIBAIM Ha
nielikepe npu KoMmHaTHOW Temmepatype (22°C) B Teuenue 30 wmuH. [lonHbIH BBIXOX
AIIEKTPOJIUTOB OIPEACIISIIN 0 AJIEKTPOIPOBOTHOCTH BBITSKKH TOCIE pa3pylIeHHs MEMOpaH
KUMSTYCHUEM. Pe3yabTUPYIONIUN BBIXOJ JJIEKTPOJMTOB PACCUUTHIBAIM B TMPOIEHTaX OT
nonHoro Beixona (I'pumenkoBa, JlykatkuH, 2005). CreneHb TOBPEXACHUS KICTOK
aHANM3UpOBaIM Mo BeauuuHe Koddpduuuenrta mnospexaeHus (KII), paccuuranHoro mno
dopmyne: KIT = (Lp — Lo)/(100 — L)-100%, rae Lp — BBIXO 3JEKTPOITUTOB U3 OXJIAXKICHHON
TKaHH, B MPOIEHTaX OT MOJHOTO BbIX0Ja; Lo — BBIXO/ DJIEKTPOJIUTOB U3 TKAHEH KOHTPOIBHBIX

pacTeHuii, B mpoleHTax ot nojaHoro Beixona (Jlykatkuu u ap., 2013).

Onpenenenue coxepxkanus nepokcuaa sogopoaa (H,O,) mpoBoaniu cormacHo METOAY,
OCHOBAHHOMY Ha OKHCIICHHH IEPOKCHIOM BOZOpOAa HOHOB xenesa Fe™ mo Fe™, koropsie
00pa3yroT OKpalleHHbIC COCTMHEHHSI C KCHIICHOJIOBBIM opanxeBbIM (Bellincampi et al., 2000).
Hagecky nuctreB (0.05 r) roMOreHM3MpOBav B OXJIAKIEHHOM alleTOHE U LIEHTPU(yTUPOBaIH
(uentpudyra “BR 417, Opannus) B Teuenue 10 mun npu 12 000 g u Temneparype 4°C. Jlanee
K 1 M1 cynepHatanTa 100aBisuid 1 MJI peakTHBa KCUIIEHOJIOBOTO OPAH>KEBOI'0, BBIIEPKUBAIIN
npyu KOMHATHOM Temnepartype 45 mMuH u 3areM nentpudyruposanu 5 mux npu 10 000 g. B
KauyecTBE KOHTPOJI MCIOJIb30BaJIM CMECh alleTOHA M PEAKTHUBA KCHIJIEHOJIOBOI'O OPaH)KEBOTO.
OnTruyeckyro MIOTHOCTh U3MEPSUTH € MCToib3oBaHueM criekTpodoTromerpa CD-2000 mpu 560

oM. Konnenrpamuio mepokcuaa BOIOpOJA YCTAaHABIMBAIM 10 KAJIMOPOBOYHOW KPHUBOW,
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UCTIOJNB3yS PACTBOPHI MEPOKCHIA BOAOPOAA PAa3IWYHON KoHueHTpamuu (ot 273 mo 1500
ar/mn). CoaeprkaHue NepoKCHIa BOAOPO/1a BEIPayKaJld B MKMOJIB/T CHIPOTO Beca.

VYpoBens nepekucHoro okuciaeHust aunugoB (I1OJI) B IHCTBIX OLIEHUBAJIM COIJIACHO

METO/ly, OCHOBAaHHOMY Ha CHOCOOHOCTH MayioHOBoro auanpiaeruna (MJIA) pearupoBath ¢
THOOApOUTYPOBOI KHUCIIOTOM, 00pa3yst okpamieHHbIA Komiuiekc (Stewart, Bewley, 1980).
HaBecky nucteeB (0.1 r) pactupanu B 2 MJ cMmecH, couepxkameid 17% TpUXIOpYyKCYCHYIO
kucioty u 0.4% tuobapobutrypoByto kuciory. 'omoreHat nentpudyruposanu (ueHtpudyra
“BR 417, ®pannusa) npu 10 000 g u temneparype 4°C B Teuenue 15 MuH, 3aTeM HarpeBaid
npu 95°C B Teyenue 30 MUH, OXJIaXTaJId BO JIBAY 5 MUH M 3aTe€M IEHTPUDYTUPOBAIA 5 MUH
npu 10 000 g. Conepxanne MJIA omnpenensui ¢ ucnoiib3oBanueM crekrpodoromerpa CO-
2000 (“Cnextp”, Poccust), u3mepsisi ONTHUECKYIO TUIOTHOCTH Ipu 532 HM U Hecnenuduueckoe
nornomenue npu 600 uMm. s pacuera comepkanuss MJIA wucnons3oBain K03GQUITMEHT
MOJISIPHOM AKCTUHKIUUWHU, paBHBIN 155 mM ™t em™, Copepxanne MJIA BbIpakaldi B MKMOJIb/T
CBIPOTO Beca.

OrmpeneneHre  aKTUBHOCTEH  aHTHOKCHUIAHTHBIX  (DEpMEHTOB  MPOBOAMINA  C

HCII0JIb30BAHUEM cnekTpodoromeTpa C®-2000. AHanuzupoBain aKTUBHOCTh
cynepokcuaaucmytasbl  (COJl), rBaskon-zaBucumoil mnepokcuaasbl (I'BIIO) um kartamassl
(KAT). Pacturensnsiii Matepuan (0.3 ) pactupanu B 3 mut 0.1 M K, Na-docharHoro Oydepa
(pH 7.8). I'omorenatr nentrpudyruposanu B tedenre 20 muH npu 14 000 g u Temneparype
4°C; B cynepHaTaHTe ONPEEeIsIA aKTUBHOCTh (DEPMEHTOB.

O6myto aktuBHOCTh COJI ompeneisuii MO CHocoOHOCTH ¢epMeHTa WHTHOUpPOBATh

($OTOXMMHUYECKOE BOCCTAHOBJIIEHWE HUTPOCHHETO TETpa3oius A0 (opMazaHa COrjIacHO
metoauke (Beauchamp, Fridovich, 1971). Peakumnonnast cpena (2 mur) cogepxaina 0.1 M K, Na-
docharuwiii 6ydep (pH 7.8), 9.3 MM L-meTtronun, 152.3 MM HuTpocuHMIA TeTpaszonuid, 1.1
MKM TtpuiioH b, 2.4 % Tpuron X-100 u 100 mxn ¢epmeHTaTuBHOTO Tpemnapata. Peakiuio
3amyckanu aob6asienuem 50 mxia 111.3 mxM pactBopa pubodiaBuHa U MPOBOJWIM HA CBETY
(ocemenHocts AP 180 MKMOHB/MZ‘C) B TeueHue 30 MuH. TeMHOBBIM KOHTPOJIEM CIIYXHUJa
TIOJTHAs pEeaKIMOHHAs Cpella, HHKYOMpOBaHHASI B TEMHOTE, @ CBETOBBIM — TIOJTHASI pEaKIIMOHHAS
cpena, MHKyOMpOBaHHAsh Ha CBETY, 0e3 j00aBieHUs (PEepPMEHTATUBHOTO JKCTPAKTa, BMECTO
Hero ucnonszoBanmu 100 mxn 0.1 M K, Na-dpocharnoro Oydepa (pH 7.8). Peakuuio
OCTaHaBJIMBAJH, TTOMEIIAst MPOOBI B TeMHOTY. ONTHYECKYIO TIOTHOCTh ONpeaessu mpu 560

HM Ha cnektpodoromeTpe. AkTuBHOCTH CO/l BBIpaXkanu B yci. ef./Mr Oemka.
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AxtuBHOCTh KAT B cymepHaTaHte OmpeAensuii Mo (pepMEHTaTUBHOMY Pa3iI0KEHHUIO

H,O, mpu 240 um (Aebi, 1984). Peakunuonnas cpena comepxana 2 mia 0.1 M K, Na-
docharroro Oydepa (pH 7.0), 50 mxi 19.4 MM H,0,. K monydenHoi cmecu nobdasisuun 60
MK (EpPMEHTATHBHOTO Iperapara W PErHCTPUPOBAIN IWHAMUKY W3MEHEHUS ONTHYCCKOU
IUIOTHOCTH Ha criekTpodoromerpe B TeueHne 1 muH. AktuBHOCTh KAT BBIpakaam B MKMOJIb
H,0,/(Mr Genka MuH) Ha OCHOBE K0O((GHIHEHTa MOJISIPHOIT SKCTHHKIHH € = 39.6 M em™.

06 aktuBHOcTu ['BIIO cyamiv mo yBeIMYEHHUIO ONTHYECKOW IUIOTHOCTH Ipu 470 HM B

pesyibTaTe OKHCiIeHus rBasikona (€ = 26.6 MM em™) B mpucyrersun H,0, (Maehly, Chance,
1954). Peakunonnas cpena comepxkana 3 ma 0.1 M K, Na-docdatnoro 6ydepa (pH 6.2), 30
Mk 9.5 MM H;0,, 30 mxn 9 MM rBaskoma. K monydenHoit cmecu mob6apmsuin 50 MK
dbepMEeHTaTUBHOTO TpernapaTa W PETUCTPUPOBATU JUHAMUKY W3MEHEHHS ONTHYECKOU
IUIOTHOCTH Ha cnekTpodoromerpe B TeueHrue 1 muH. AxtuBHocTh ['BI1O BbIpakanu B MKMOJb
TeTparBaskoiia/(Mr OeiaKa MUH).

Obiiee conepkaHue Oenka aHaIM3UpOBaIM MeToioM bpenadopna, wucnonb3ys B

Ka4eCcTBE CTaHIapTa ObIYMiA CHIBOPOTOUHBIN anbOymuH (Bradford, 1976).

ConeprxaHue cBOOOIHOTO MPOJIMHA ONpeaeisaan MeToioM beiitca ¢ coaBt. (Bates et al.,

1973). Haecky muctheB (0.5 1) pactupamu B crtynmke ¢ 10 mur oxmaxaeHHon 3%-
Cynb(OoCaTUIIMIIOBOM KUCIOTHI U TOMOT€HAT IeHTpUudyrupoBainu B TedyeHue S mud npu 5100 g
u temnepatype 4°C. K 2 mu cynepHaTanTa 100aBisiau 2 Ml JESHON YKCYCHOM KUCJIOTHI U 2
MJI ~ HUHTUJIPWUHOBOTO  peakTWBa. HUHTUAPUHOBBI  peakTUB  ObUT  MPUTOTOBJICH
MOCJIeIOBaTeNIbHBIM pacTBopeHueM | r Hunrugpuna B 16 mn 6M H3zPO, u B 24 M nensHou
YKCYCHOM KHUCHOTHL. [IpoOupku, comepkamue yKa3aHHYH) CMeCh, MoMmemand Ha |1 4 B
KUTIAIIYIO BOJISIHYIO OaHIO, 3aTeM MPOOBI OXJIAXIalK BO JIbAY. IHTEHCHBHOCTh OKpAaIlTUBAHUS
KOMIUIEKCa NPOJMHA C HUHTUIPUHOM ONPENENSUIM C HMCHOJIb30BaHUEM CIEKTpOodoTOMETpa
C®-2000 mpu pgmune BomHbl 520 HM. KonnyecTBO mMpoNMHA —YCTaHABIMBAIM  I10
KaJTMOpOBOYHON KPHUBOMW, MCHOJb3Ysl CTAHJAPTHBIA PACTBOP XUMHUYECKM yucToro L-mponunHa
(“Bekron”, Poccust). ComeprxaHue mpoJivHa BRIPasKajil B MKMOJIB/T CHIPOTO Beca.

HaxkoruieHue TpaHCKPUIITOB T'€HOB aHaJIM3upoOBaAJIN MECTOOOM HOHHMepaSHOﬁ HeHHOﬁ

peakuuu (ITLP) B pexmme peanpHOro Bpemenn. Haecky muctbeB pacrenwmii (0.05 1)
pactupanu B kuakoMm azote. ToransHyto PHK Beimensnu ¢ momompbio Habopa ExtractRNA
(“Cunton”, Poccus). KommuectBo u  kauectBo  TotaimpHoit  PHK  mpoepsiiu

cnekTpodoromerpudecku Ha npubope SmartSpec Plus (“buo-Pan”, CIIIA) no cooTHOIICHHUIO
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uH BoyiH 260/280 u ¢ momorbio 3nektpodope3a B 1% araposnom rene. [l ymajaeHus
octatkoB JIHK mpemapar PHK o6pa6ateiBanum JIHKazoi (“Cunton”, Poccus). k/IHK
CHUHTE3UPOBAIIA, HUCIOJB3Yysd HaOOp nisi oOpatHoW TpaHckpunuuu ¢ M-MLV oOpatHoit
TPAHCKPHUIITa30i U ciydaitHeiMu (random) rekcanpaiimepamu (“EBporen”, Poccus) (tabm. 1).

B kaudecTBe peepeHCHOro reHa HCIoib30Bajics reH akTuHa (Tadm. 1).

Ta6muma 1. HykneoTuaHas mociaeaoBaTeIbHOCTD MpaiMepoB 1is ipoBeacHus [P B pesxxume

pCajIbHOTO BPEMCHHU

[Ipsamoit u Howmep nocryma
Ten 06paTHBIﬁ HYKJICOTI/IZ[HajI HOCHe'Z[OBa"TeHBHOCTB B 6a3e r——
HpaiiMeps npaiimepa 5'....3 NCEI
i ACATAACTGTAACTGCCACG
TaMn30D ogngﬁiﬁ TTGCTCATTTCCCATCTT AY963808
TaFes0D | GeeTOTOATCCTTGTARTE | X977
; TGATACCCAAAGGCACCG
TaCAT ogﬁzﬁfﬁ GCAGCCAGATAGAACACG 94352
TP | GOAGCAACAGOOATITGACGAG | KT868850
; TGGCTGATGGTGGAGTTG
TaPSCR ogﬁzﬁfﬁ CCTGGATGTTTACCCGTCT AYBB03L7
s || GECCCATSGCORAIAIS |
s || ST |
CsCuZn0D | S TraCeATCTTCACCAR | EFI21T6S
CsCAT oggifﬁjﬁ CCAAAAJGC;‘AGC?AC;'(Z%’:%?AAATJSSAAC EF468517
Conctin | | CAATAGAGGAACTGCTETTTGE | ABYI092?
A |  AACCTCOACTOACAACAAGATTAG | AB181SS!

KonuuectBo u kauectBo cuHte3dupoBanoil k/IHK mposepsnu cnexktpodoTomeTpudecku
Ha mpubope SmartSpec Plus (“buo-Pan”, CIIIA). AMumdpukanuo odpa3oB MPOBOAUIN B
npubope iCycler ¢ ontuyeckoit npuctaskoit 1Q5 (“buo-Pan”, CILIA), ucnosb3yst HabOpsI AJis

amruinukanuu ¢ uaTepkanupyroumm kpacutenem SYBR Green (“EBporen”, Poccust). Cmech
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o1t [THP o6bemom 25 Mkt conepxana 1 mxi k/IHK (100 Hr), 5 MK peakiilmoHHOM cMecH, MO
1 MKJ mpsiMmoro u o6paTHOro mnpaiiMepoB U 17 MK JE€MOHU30BAaHHOM BOJbI, CBOOOAHON OT
Hykiieas. [Iporoxosn ITLP: 5 mun npu 95°C, nanee 45 uukios 15 ¢ mpu 95°C, 30 ¢ npu 56°C.
CreunduyHocTh TPOAYKTOB amIumdukanuu nposepsiin miasieHuem I[P dbparmenton: 1
muH 1ipu 95°C, 1 mun npu 50°C, 10 ¢ npu 60°C (80 mUKIOB, MOBKIIIAS B KaKIOM ITUKIIES
temrepatypy Ha 0.5°C). DddextuBnocts [P ms mpaitmepoB 11t peepeHCHOTO U 1IENIEBBIX
reHoB ompenensiin nyrem mnpoBenenus [P ¢ mocnenoBarenbHbIMU  pa30aBlICHUSIMU

uccaegyemoro oopasua kJIHK (puc. 5).

36 r y = -3,64x + 36,87
s R?=0,99
32 F

30 |
28
26
24 F
22 |
20
18 L L L L !

0 1 2 3 4 5

Log (Kowm)

Ct

Puc. 5. I'papuk 3aBucumoctu moporoBoro Imkiaa (Ct) pedepeHCHOro reHa (aKTHH) OT

norapudma ucxoanoi konnentpauuu JJHK-matpur (log Konr.).

OddextuBnocts 1P (E) Beruncnsim no popmyiie:
E=10"",

rae a — KodPUIMeHT ypaBHEHHS 3aBUCUMOCTU moporoBoro mukia (Ct) ot norapudma
ucxonnort konmeHtpamuu JIHK — marpum. TP nns pedepeHcHOro M 1meneBbIX TI'€HOB
npoTekana co cXoIHON 3()(PEeKTUBHOCTHIO, MPUMEPHO pPaBHOW 2. YPOBEHb TPAHCKPHUIITOB
reHOB BBMMCTUTH 10 ¢opmyme 2" (Livak, Schmittgen, 2001) u Bepakamn B
OTHOCHUTENBHBIX €JUHMIAX (OTH. €1.). B kadecTBe KOHTPOJBHBIX OOPa3lOB OBLIM BBHIOPAHBI
k/IHK, BblAcneHHBIE W3 pacTEeHU, HE MOJABEPrHYTHIX IEHCTBUI0 HHU3KMX TEMIEPATyp M
00paboTke HhUToropMoHaMmHu.

HOBTODHOCTI/I U CTATUCTHYCCKAsA 06Da6OTKa PE3VYJIBTATOB. buonornueckas IOBTOPHOCTD

B IIpeJiesiax KakJoro BapuaHTa onbITa Obuia 3—6-kpaTHast (B 3aBUCUMOCTH OT aHAJIHU3UPYEMOTO

nokaszaTens), MpH aHajJdu3e POCTOBBIX IOKa3arenei (chlpas M cyxas Ouomacca, JHHEHHBIE
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napametpel) — 10-40-kpaTHas. AHaTUTHYECKas MOBTOPHOCTh — 3-KpaTHas. Kaxaplidi OMbBIT
IIOBTOPSUIM HE MEHee 3 pas.

Cratuctuueckyro 00paOOTKy JaHHBIX MPOBOAMIN OOIICIPUHATHIMM METOJAMH C
ucroib3oBanueM nporpamMm Microsoft Excel u Statgraphics. HopmanbHocTh pactipeneneHust
nposBepsuii ¢ nomombo kpurepus llamupo-Yunku. Ilpy HOpMambHOM pacnpeneneHun
CTaTUCTHYECKYI0 3HAYMMOCTh pa3iIu4Mi MEXIy CpPEJHHMMHU OLICHMBAIM HAa OCHOBaHUM t-
kputepusi Crteiomenta unu HCPgs (HauMmeHbInasi cyliecTBeHHas pasHuia). Ecnu
pacnpeneneHie OTIMYaIoch OT HOPMAJIBHOIO JUISl 1I0Ka3aTeIbCTBA CTATUCTUYECKH 3HAYMMBIX
pa3IuuMii MCIOJIB30BAJIIM HEMapaMeTpUYecKUue KpuTepun BuikokcoHa-MaHHa-YUTHM U
Kpackena-Yommca. Ha pucynkax u B Tabauuax HpelCTaBiICHbl CpeAHHE apu(pMeTHuecKue
3HAYeHUS U UX CTaHAapTHble omMOKU. B paboTe 00CyXIalOTCs BEIUYMHBI, CTATUCTHUYECKU
3raunmble ipu p < 0,05.

HccrnenoBanusi BBIOJHEHBI Ha HaydyHOM oOopynoBaHuu LleHTpa KOJUIEKTMBHOIO
NOJIb30BaHUsT PenepaibHOrO0 MCCIIEN0BATENIBCKOTO LeHTpa «Kapenbckuii HaydHBIM LEHTP

PAH».
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TJIABA 3. PE3VJIbTATHI HCCJIEJJOBAHUI U UX OBCYKJIEHUE

3.1. Peakuusi pacTeHMH NIIEHWIbI M Orypla HA HU3KOTEeMIEepATypHble BO31eHCTBUS
Pa3HOl HHTEHCUBHOCTH U MPOAOIKUTEIHbHOCTH

3.1.1. XoJs1010ycTOHYHBOCTH

Huskas temmeparypa sBIISI€TCSA OJHUM W3 OCHOBHBIX HEOJArONPHUSATHBIX MPUPOTHBIX
(bakTOpOB, KOTOPBIM HETaTUBHO BIMSIET HAa POCT, Pa3BUTHE W MPOIYKTUBHOCTH PACTEHUH, a
TaKKe OrpaHMuYMBaeT uX Treorpaduyeckoe pacnpoctpanenue (TutoB u ap., 2006).
Y CcTOMUMBOCTh K HU3KUM TEMIIepaTypaM T'€HETUYECKHU 00YCIIOBIIEHA U MOKET BapbUPOBaTh B
HMIMPOKUX Mpesesax B 3aBUCUMOCTH OT BHUJA PAaCTEHHI, UX BO3pacTa U YCIOBUN OKpYKaroliei
cpensl (CBET, BIAXHOCTh, MHHEpalibHOE muTaHue u T.4.) ([dpo3moB u ap., 1984; KoporwuH,
1984; TuroB u ap., 2006; TpyHosa, 2007). Kpome Toro, xapakrep M3MECHCHHUS YCTONYMBOCTH
pacTeHWil 3aBUCUT OT MHTEHCUBHOCTH M NPOAODKUTEIBHOCTH HHM3KOTEMIEPATYPHOIO
BozneiictBus (Tymanos, 1979; Y nosenxko, 1979; dpo3nos, Kypen, 2003; Turos u ap., 2006).

Hamu Obu1 u3yuyeH xapakTep M3MEHEHHUs XOJIOAOYCTOWYMBOCTH PACTEHUN MIIEHULBI B
OTBET Ha HU3KOTEMIICpaTypHbIC BO3JCHCTBHUSA, pa3inyaronmecs mo nHTeHcuBHocTH (12 u 4°C)
U TpoaoiuKuTeNibHOCTH (0T 1 9 1o 7 cyT). YCTaHOBIEHO, YTO HU3KUE MOJOXKHUTEIbHBIC
TEMIIEpaTypbl OKA3bIBAIOT HA IPOPOCTKU O3UMOI NIIEHUIBI c. MockoBcKas 39 3akanuBaromun
¢ ¢deKT: B TEYEHHE BCETr0 BO3ACHCTBHUS YCTOMYMBOCTH K MPOMOPAKMBAHHUIO TMOCTENEHHO
MOBBIIIANACH, JOCTUTasi MAKCUMAJIbHOTO 3HaueHus dyepe3 7 cyT (puc. 6). OgHako, eciau npu
temriepatrype 12°C ycTOWYMBOCTh pacTeHUI yBEIMYMBalIach TOJbKO uepe3 24 4 OT Havasa ee
nevicteusi, To npu 4°C — yxe yepe3 1 u (puc. 6). Kpome Toro, ykazaHHbIC TeMIepaTyphl
BBI3bIBAJIM PA3JIMYHBII 110 BEIMYMHE IPUPOCT YCTOMUMBOCTH: MAKCUMAJIbHbIE 3HAYEHMS 3TOTO
MoKazaTeJisi Ha 7-€ CyT 3aKalMBaHus OOHAPYKEHbI TIPH JAecTBUU Temmepatypsl 4°C.

Pe3ynbpTaThl McCClenoOBaHUN APYIMX aBTOPOB TAaKKE€ CBUAETEIBCTBYIOT O TOM, 4TO
BEJIMYMHA NPUPOCTA YCTOMYMBOCTH PACTEHMM IMIIEHWIBI 3aBUCUT OT WHTEHCUBHOCTH
HU3KOTEMIIepaTypHOro BosxaevicTBusa. Hampumep, Ha 3 cyr nelcrtBusa Temmeparypsl 15°C
X0JIOJI0YCTOMYMBOCTh O3UMOM MiueHuIpl ¢. MupoHoBckas 808 He u3MmeHsnach, npu 5°C —
nocturana 50% ot makcumanbHOro ypoBHs, a pu 0°C — okono 80% (TutoB u ap., 2006).
Kpome Toro, mepBoHayaJbHOE IOBBIINIEHHE YCTOMYMBOCTH MIUEHUIBI ¢. MupoHoBckas 808

npu temiiepatype 8°C ormeueHo uepes 16 4, Torna kak npu 6osee Hu3koi (2°C) —yepes 10 u.
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Puc. 6. Bmusiaue Temneparyp 12 u 4°C Ha X0JI0I0yCTOHYHBOCTD PACTCHHUH MIIICHUIIBI.
HpI/IMe‘-IaHI/IC. BIIGCI) U Jajc€ pa3HbIMU JIATUHCKUMU 6yKBaMI/I OTMCUYCHBI CTaTUCTHYCCKHU 3HAYUMBIC

pa3anursa MeXay cpeaHUMH 3HaueHusamu mpu p < 0,05.

Takum 00pa3oM, MOXKHO 3aKJIIOYUTh, YTO PACTEHUS MUICHUIBI aJaNTHPYIOTCA K
BO3JICHCTBUIO HU3KUX MOJIOKHUTENbHBIX Temneparyp (12 u 4°C). OnHako, y4uThIBasi, YTO MPH
neiictBuu temneparypsl 4°C nepBble JOCTOBEPHbIE U3MEHEHHS] YCTOMYMBOCTH HAOIIOJANINCH
3HAYUTEIBHO OBICTpEE, a K KOHIY 3aKaJIMBaHHS BBISABICH OONBIINI €€ PUPOCT — JaTbHEHIIIHE
AKCIEPUMEHTBI TPOBOIMIN € UCIOJIB30BAHUEM 3TOM TEMIEpPaTyphl.

Crnenyer OTMETUTh, YTO O3UMBIE KYJIbTYPbl, K KOTOPHIM OTHOCHUTCSI M3y4aeMblii HaMHU
COpPT TIICHUIBl, MPH YCHCIIHOM HPOXOXKJIECHUH XOJOJOBOTO 3aKaJIWBAaHUS CIIOCOOHBI
NEPEHOCUTh JeiicTBue Oosiee HU3KUX (B TOM YHCIE M OTPHUILATEIBHBIX) TeMIepaTyp
(Makcumos, 1952; Tymanos, 1979; Tpynoma, 2007). Tak, mocne mpoxoxaeHus [ dassl
3aKanuBaHus (cpeaHecyTouHas Temmeparypa okojo 0,5-2°C, mpoaonKutenbHOCTh — 6-9
JTHEN) MOpPO30YCTOMYMBOCTh PACTeHHMM MIeHMIIbI MoBbImaeTcss ¢ —5 no —12°C (TymaHos,
1979), a nocne 11 da3pr (Temnepatypa Huxe 0°C, mpoaoDKUTENBbHOCT — 14 nHeW) — 1o
—18...720°C (Kacnepcka-Ilamau, 1983). 3akanuBaHue psaa MOPO30OCTOMKHX, a TakKke
XoJ010cToKNX pactennii — pxku (Komymnaes u ap., 2015), o3umoii mimeHuIsr (AGapaxumoBa U
ap., 2011; I'pabenbubIX 1 ap., 2014a), apadbunoncuca (FamOypr u ap., 2014; CuHbKeBHY | Jp.,
2016; Grabelnych et al., 2016), rexnynruemnsr (I'amOypr u ap., 2014), ropoxa (Konaakosa u
ap., 2013), kaprodens (CunbkeBud u ap., 2011) B Teuenne 3—7 cyt npu temneparypax 2—7°C

ITOBBIIIAJIO UX YCTOMYMBOCTD K IOCIEAYIOUIEMY NEUCTBUIO OTPULIATEIBHBIX TEMIIEPATYD.
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B otnmune oT MOpO30CTOMKHUX U XOJIONOCTOMKUX PACTEHUM, AIaITUBHBIE BO3MOKHOCTH
TEIUIOIIOOMBBIX BUAOB, K KOTOPHIM OTHOCATCSI PACTEHMsI TPOIUYECKOTO M CYOTPONMMYECKOro
MPOUCXOKACHUS, KpallHEe OrpaHU4YeHbl W OOJBIIMHCTBO M3 HHUX MOBPEXKAAIOTCA YK€ MpHU
temrepatypax Huxe 8—10°C (Kucmok, 1964; Koposun, 1984; Jlykarkun, 2002; TutoB u ap.,
2006; IlomoB m ap., 2010). OmgHako TETUIONMIOOWBBIC BUIBI, TOJOOHO XOJIOJOCTOWKHM,
CIIOCOOHBI aJaNTHPOBATHCS K ONpeleleHHOMY Auamna3oHy Temneparyp (TutoB u mp., 2006;
Tananosa, 2009; Turos, Tananosa, 2009). Hanmpumep, neiicTBUE NOHMKEHHBIX TEMIIEPATyp OT
8 no 17°C BbI3BIBaJIO TOBBIIICHUE XOJOJAOYCTOMUYMBOCTA pPACTEHHMil orypua c. AnMa-
ATHHCKH#, a Temreparyp Hmke 7°C — ux moBpexaeHue u rudensb (Ipo3goB u ap., 1984).
OpnHO# Y3 TVIABHBIX MPUYUH MOBPEXKIACHUS TEIUIONIOOMBBIX PAaCTEHUU MpPHU ACHCTBUU HUBKUX
TEMIIEPATyp SIBISETCS HAPYIICHUE CTPYKTYPHI KIETOUHBIX MEMOpaH BCIIEICTBUE MOHUKCHUS
TEKy4YeCTH JIMMHUAO0B U (Pa30BOro mepexoja MeMOpaH U3 KUAKO-KPUCTAJUTMUECKON B TBEPIO-
reJIEBYIO CTPYKTYPY, YTO U3MEHSET UX CBOICTBA, HAPYIIAET HOHHBIE TPAAUEHTHI U aKTUBHOCTh
MeMOpaHocBs3aHHbIX ¢epmeHToB (Jlykatkun, 2002; Yupkosa, 2002; Jlocek, 2005; [lonoB u
ap., 2017; Komymae u gnp., 2018). B pesynbrare 3TOro mNpOUCXOAUT HapylUIEHUE
n30MpaTeNbHON TPOHUIIAEMOCTH MEeMOpaH M YCWICHHE BBIXOJa HMOHOB W OpPTraHUYECKUX
BemectB 3 kietok (Jlykatkun, 2002). VYuuTbiBas BBIIICH3I0KEHHOE, YCTOMYHUBOCTD
TEIUIONIOOMBBIX PACTEHUH K HHU3KUM TeMIleparypaM OOBIYHO OIICHUBAIOT IO CTENEHU
MOBPEKACHUS KJIETOYHBIX MEMOpaH TMpU aHaJIU3€ BBIXOJA OJJIEKTPOJUTOB W3 TKaHEH
(I'pumienkosa, Jlykatkun, 2005).

B cBs3u ¢ 3TUM Hamu OBLT M3YyYEH YPOBEHB BBIXOJA DJEKTPOJHUTOB U3 CEMSIOJIBHBIX
JUCThEB pacTeHuid orypua rudpuga F1 3o03yns npu HU3KOTEMIIEpaTypHBIX BO3JEHCTBUSAX,
paznuyaromuxcs mo uHTeHcuBHOCTH (12 m 4°C) m mpomomkutenbHocTd (0T 1 9 10 3 CyT).
YcranoBineHo, 4yto temneparypa 12°C He BBI3BIBAET CYHIECTBEHHBIX M3MEHEHUHN BBIXOJA
DJIEKTPOJIMTOB M3 JIMCTHEB OTypIla U BeIUYMHBI Kodduimenta nmospexacuus (KII) kierox:
HEKOTOPOE TOBBIIICHUE 3THX IIOKAa3aTeleil OTMEYEeHO B TeueHue 24 4, 4YTO, BEPOSITHO,
SIBJSUTOCH HECTeM(PUYISCKOM OTBETHOHM peakiuell Ha JeUCTBHE TemIiepaTyphl (puc. 7, a, 0).
OmHako B JaJIbHEHIIIEM OHU CHUXKAIHMCh M K KOHITY OmbITa (72 1) BO3BpAIaIUCh K UCXOIHBIM
3HaYeHUsIM. 3a(pUKCUPOBAHHBIE HAMH YMEHBIIICHHE BBIXOJa 3JEKTPoIuTOB U BenuuuHbl KII
npu Temnepatype 12°C MOXeT CBUAETEIHCTBOBATh 00 OTCYTCTBUM HAPYIICHUS IEITOCTHOCTU
KJIETOYHBIX MeMOpaH © yKa3plBaTh Ha (OPMHUPOBAHUE XOJOJOYCTOMUYHUBOCTH. ITO

COrJIacyeTcs C pe3yibTaTaMH JIPYTHX HCCIIEJOBAHUN, B KOTOPBIX OOHApYyXEHO IMOBBILICHHE
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XOJIOIOYCTOMYMBOCTH PACTCHHM OTypIla MPU JEHCTBUU HU3KHUX MOJIOXKHUTEIHHBIX TEMIIEPATYP
C HCIOJb30BAaHUEM APYTUX METOJOB omeHku ycroiumBoctu (TutoB m mp., 2006; TamaHoBa,
2009; MapkoBckas u ap., 2013). B yactHocTH, B HcciieoBaHuAX MapKoOBCKO# ¢ coaBT. (2013)
YBEIIMYCHUE XOJIOJA0YCTONYUBOCTH CEMSIOIBHBIX JUCTHEB OTypIla HAYMHAIOCh Yepe3 2 CyT

neiictBus temnepatypsl 12°C u qocturaio MakcuMyMa Ha 3 CyT.
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Puc. 7. Bnusnue temneparyp 12 u 4°C Ha BBIXOA 3JEKTPOIUTOB (a) M KOIPPUIMEHT

noBpexaeHUs (0) KIETOK CeMsIIONbHBIX JINCTHEB OTYpIIa.

Kak mokaspiBatoT ucclieoBaHUs, MOBBIIIEHHE XOJO0JI0YCTOMYMBOCTU TEIUIOMIOOUBBIX
pacTeHUd NpU HU3BKUX IIOJIOKUTEIBHBIX TEMIIepaTypax CBA3aHO C  pa3IMYHBIMU
OnoxumHu4yeckuMu Tnepectpoiikamu kietok (TuroB um ap., 2006; ITomoB u nap., 2017,
MapxkoBckas u 1p., 2013). Tak, MapkoBckoii ¢ coat. (2010, 2013) nmoka3zaHo, 4TO B YCIOBHUSIX
oxnaxaeHus (6 cyt npu 12°C) B ceMsAIOIbHBIX JHUCThIX OTyplia MPOUCXOMIO MOBBIIICHHE
collepKaHMsl OOIIMX JMMHAOB M KUPHBIX KUCIOT. Y pacTeHM Tabaka, MOJABEPrHYTHIX
xonofoBoMy 3akaiuBaHuio (6 cyr mpu 8°C), BBISBICHO H3MCHCHHE >XHPHOKHUCIOTHOTO
cocTaBa nunua0B xjoporutactoB (yBenuuenue aoau HHXXK, B ocoOeHHOCTH 0-THHOJIEHOBOI),
YTO MOAJEPKUBAIO TEKydecTb MEeMOpaH Ha YPOBHE, IOCTaTOYHOM JUIi (DYyHKIIMOHHPOBAHUS
®CA, crnocoOCTBOBAJIO COXpaHEHHIO (DOTOCHMHTE3a U TMO3BOJISJIO 3aKAJICHHBIM PAaCTEHUSAM
BBDKMBATh B yCJIOBUAX HU3KOM Temmnepatrypsl (Ilonos u ap., 2017). IloBelieHne coaep:xanus
JIMHOJIEBOM U O-TMHOJEHOBOM KHUCJIOT TaK)Ke OOHAPY>KEHO B KOPHSIX PACTEHUH KyKYpy3bl MPH
nevicteun HU3Koi Temmeparypsl (5 cyt npu 4°C) (Makapenko u ap., 2010).

B Hammx mcciaenoBaHusIX MOKa3aHo, 4To Ipu Oosiee HU3KoW Temmeparype (4°C) BbIxon

QJICKTPOJIUTOB M3 KICTOK CEMAOOJBHBIX JIMCTHEB Orypua v BCIMYHHA KII BO3pacTalil yxXKE
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yepe3 1 4 u npooiKaay yBEIMUMBAaThCA B TEUEHUE BCETO NEPUOJA XOJIOJAOBOIO BO3AECHCTBUS
(puc. 7, a, 6). Peskoe (mpuMepHO B 9 pa3) MOBBIIICHUE BHIXOA IJICKTPOJIUTOB U YBEIUUCHUE
KII npu 4°C yka3plBalOT Ha HEOOPATUMOE MOBPEXKICHUE KIETOUYHBIX MEMOpPAaH, B PE3yJIbTATE
KOTOPOTO OHM YTPauMBalld CIIOCOOHOCTh YJEP>KUBATh BEIIECTBA, HAXOMASIINECS B KJIETKe. JTO,
B KOHEYHOM UTOT€, MPUBOAWIO K CHIDKEHHIO YCTOMYMBOCTH PACTEHUM UM K HUX THUOENu.
OTMeTHM, 4TO paHee y pacTeHHU# orypiia apyroro coprta (BssuukoBckuii 37) mpu aercTBUU
temnepatyp 2 u 3°C Ttakke OOHApYKEHO 3HAYUTEIHHOE YBEIWYCHHE MPOHUIIAEMOCTH
memOpan (JIykarkumu, 2002; Lukatkin, Anjum, 2014) u wmakcumanbHas Benuumna KII
(JIykatkun, 2002). Ilpu BO3BpalieHHH OXJIAXKICHHBIX PACTEHUH B YCIOBUS HOPMaIbHOMN
temnepatypsl (22—25°C) BbIxo]1 51eKTpouTOB U BennurHa KII HeCKOIbKO CHUKAJIUCh, HO BCE
PaBHO CYIICCTBEHHO MPEBBIMIAINA YPOBCHb HEOXITAKIACHHOTO KOHTpOs (JIykatkun, 2002).
OTMeTuM, YTO HaMH OOHAPY>KEHbl 3HAUUTEIbHbIC BHU3YAJIbHBIC OTIHYMS MEXIY
COCTOSIHUEM PACTCHHU OTryplia B KOHTpOJbHOM Bapuante (22°C) WM mpu JNCHCTBHUM HH3KUX
temnepatyp (12 u 4°C) B Teuenue 3 cyt (puc. 8). Tak, 00a HU3KOTEMITEPATyPHBIX BO3ICHCTBHS
MPUBOIMUIN K CHUYKEHHIO POCTOBBIX IPOIECCOB MPOPOCTKOB, B TO BPEMSI KaK pAacTEHHS B
HOPMAJIBHBIX ~ TEMIEPAaTYPHBIX  YCIOBHUSAX  XapaKTEPU30BAIHCH  OOJBIIMM  Pa3MepoM

CEMSIJIOIBHBIX JTUCTHEB U MOSIBICHUEM MIEPBOT0 HACTOSAIIETO JUCTa (puc. §).

‘}’ g -t

22°C 12°C 4°C

Puc. 8. BHemHuil BUJ NpOpOCTKOB Orypla, MOABEPTHYTHIX AeUCTBHIO onTHUMalbHOH (22°C),

Hu3Ko# 3akanuBarotert (12°C) u mospexaarorieit (4°C) TemriepaTypsl B TeU€HHE 3 CYT.

Kpome Toro, npu neiictBuu noBpexaaromieit temneparypbl 4°C BCIEACTBUE PE3KOTO
MOBBIIIIEHUSI TIPOHUIIAEMOCTH MEMOpPaH W YCHJIEHHOTO BBIXOJIa PACTBOPEHHBIX BEIIECTB U3
KJIeTOK (puc. 7, 0), a Takke, BEpOSTHO, BBUJIY CHUKEHHUS CIIOCOOHOCTH KOPHEW MOTIomaTh 1
TPAHCTIOPTHPOBATh BOAY B MOOETM M HAPYIICHHUS CIIOCOOHOCTH YCTBHI[ 3aKPBIBATHCSA IS

yaepxkanust Boabl (JIykatkun, 2002), OpouMCXOAMIIO CHUXKEHHUE BOJHOIO U OCMOTHYECKOIO


https://www.semanticscholar.org/author/Alexander-S-Lukatkin/6842429
https://www.semanticscholar.org/author/Naser-A-Anjum/5510924
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NoTeHIMaIa U najeHue Typropa. Bece 3To mpuBOauiIo K 3aBsAaHUIO CEMSIOJbHBIX JINCTHEB U
rubenu pacteHuit orypua (puc. 8). B oriamume OT 3TOro, y pacTeHHid, MOJBEPrHYTHIX
JeHcTBHIO 3akanuBaromieil temmneparypsl (12°C) magenust Typropa B CEMSIOIBHBIX JUCTHIX

obHapy:keHo He ObLI0 (puc. 8).

3.1.2. Poct

OpHoM W3 OTBETHBIX HecNeNU(PUUECKHX peakiuid pacTeHHM Ha JeWCTBHE HHU3KUX
TEMIIEPATyp SBJISIETCSI TOPMOKEHHE POCTOBBIX mporieccoB (JIeomomba, 1968; IlleBenyxa, 1980;
Koposun, 1984; Yupkosa, 2002). Hamu 610 n3ydeHo BimsiHue Temmepatypsl 4°C Ha pocT
pacTeHMil NIIeHHUIb! (JIMHEHBbIE pa3Mepbl W HaKoIJIeHWE Ouomacchl). BplsiBIeHO, 4TO
HauOOJbIIee HEraTUBHOE BIMSHHME HHU3Kas TEMIEparypa OKa3blBaja Ha pOCT KOPHS,
YBEJIMUEHUE JUIMHBI KOTOPOTO B TEUEHHE BCEr0 JKCIEpPUMEHTa He Habmrojmanoch (Tadi. 2).
[TokazaHo, 4To yXe€ B HadalbHbI mepuoa (1 cyT) HHU3KOTEMIEPATYpPHOIO BO3JEHCTBUS
MPOUCXOTUT TOPMOXKEHHE pocTa modera miieHuIbl (Tadn. 2). K koHmy ombita (Ha 7 cyT)
BBICOTA 1obera yBennmunBaiachk Bcero Ha 9% OT HCXOTHOTO YPOBHS, TOTJa KaK B KOHTPOJIBHBIX

yenoBusix (mpu 22°C) — na 77% (tabm. 2).

Tabnuua 2. Bnusinue temneparypsl 4°C Ha pocT pacTeHUN MIICHUIIBI

Bapuanr DKCno3uLus, CyT
0 | 1 | 2 | 3 | 7

JiuHa KopHH, cM

22°C 9,36+0,10 9,48+0,15 9,50+0,14 9,75+0,14~* 10,27+0,08*

4°C 9,36+0,10 9,42+0,12 9,49+0,14 9,51+0,11 9,61+0,13
BbicoTa modera, cM

22°C 17,50+0,11 19,22+0,16* 20,35+0,17* 22,64+0,27* 30,94+0,39~*

4°C 17,50+0,11 17,53+0,23 18,09+0,11* 18,37+0,12* 19,17+0,14*

Jdauna 1-ro jgucra, cM
22°C 13,61+0,09 14,29+0,13* 14,31+0,14* 14,39+0,16* 14,75+0,15*
4°C 13,61+0,09 13,66+0,12 13,81+0,13 13,90+0,14 13,99+0,15*
IInomane 1-ro gaucra, em?
22°C 3,28+0,004 3,53+£0,01* 3,56+0,01* 3,70+0,01* 3,87+0,01*
4°C 3,28+0,004 3,30+0,01 3,41+0,005* 3,44+0,01* 3,43+£0,01*

HpI/IMeanI/IC. *3,Z[CCB M 1ajiee pasauyus ¢ UCXOJHBIM YPOBHEM CTATUCTUYCCKH 3HAYMMEI IIpH P < 0,05
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JlnnHa ¥ iomans 1-ro nmucta B TEYEHHE BCETO BO3IACHCTBHA TAK)KE MPAKTUYECKH HE
U3MEHSUTHCh M Ha 7 CYT OIBITa OTHOCHUTEIBHO MCXOJHOTO YPOBHS yBEIWYHIUCH Ha 3 u 5%,
COOTBETCTBEHHO, TOT/1a KaK B KOHTPOJIBHBIX ycioBusx (22°C) —na 8 u 18% (Tadur. 2).

Wzydenne BiwsiHus Temrieparypbl 4°C Ha HaAKOIUICHHE CBHIPOH M CyXOW OMOMAcCHI
no0era W KOpHS MIICHHWIBI MOKa3aJi0, YTO OHO 3HAYUTENHHO CHIDKAIOCH MO CPAaBHEHUIO C
koHTpoJieM (22°C) (tabm. 3, 4). Tak, npu 4°C ceipast GuoMacca modera ¥ KOpHs 3a 7 CyT OIbITA
YBEINYMBAJIACh OTHOCUTEIHHO UCXOMHOTO ypoBHA Ha 17 n 15%, Torna xak mpu 22°C Ha 85 u

57%., cootBeTcTBEeHHO (Ta0II. 3, 4).

Tabnuua 3. Bnusinue temneparypst 4°C Ha 6uomaccy ¥ OBOJHEHHOCTD IMOOETOB MIIICHUIIBI

Chbipas Omomacca Cyxas Omomacca OBOIHEHHOCTH
Jxcnosn- nodera, Mr nodera, Mr nodera, %
T, CyT 22°C 4°C 22°C 4°C 22°C 4°C
0 140,6+3,3 140,6+3,3 14,0+0,4 14,0+0,4 | 89,6+0,1 | 89,6+0,1
1 158,3£6,2* | 144,9+3,2 14,9+0,6 15,0+0,4 | 90,5+0,1* | 89,3+0,2
2 183,9+5,5* | 145,9+3,0 17,8+0,1* 15,6+0,4* | 90,2+0,1* | 89,2+0,1*
3 200,7£6,2* | 152,0+£3,0* 18,8+0,3* 16,3+0,6* | 90,2+0,2* | 88,6+0,1*
7 259,7+£6,2* | 164,4£3,6* 26,7+0,1* 19,9+0,5* | 90,1+0,2* | 87,4+0,1*

Tabnuna 4. Bnusinue temneparypst 4°C Ha GuoMaccy ¥ OBOJHEHHOCTh KOPHEH MIIIEHUTTbI

Cobipas Gmomacca Cyxas Ouomacca OBOJHEHHOCTH
DKCIo3u- .
vt KOPHS, MT KOPHS$1, MT' KopHs, %
HILEY 22°C 4°C 22°C 4°C 22°C 4°C
0 51,7+2,0 51,7+2,0 4,9+0,3 4,9+0,3 89,2+0,4 | 89,2+0,4
1 57,5£3,2 53,8+£2,0 5,2+0,5 5,0+0,3 91,9+0,3* | 90,7+0,2*
2 63,3+3,9* 55,3+£2,0 5,7+0,2* 5,2+0,2 90,1+0,3 | 90,4+0,4*
3 71,54+2,9* 57,9+2,0* 6,5+0,1~* 5,8+0,2* | 90,3+0,3* | 89,8+0,7
7 81,0+2,9* 59,5+1,9* 7,9+0,3* 6,3+0,1* | 91,3+0,3* | 89,4+0,2

B menbmeit crenenu npu 4°C TopMO3MII0Ch HAaKOIUIEHME CyXOill Omomaccel moOera u
KOpHsSI pacTeHUM: K KOHIly BO3JIEHCTBHUA OHA YBEIWYHJIACh MO CPABHEHUIO C HUCXOIHBIM
ypoBHeM Ha 42 u 29%, coorBerctBeHHO (Tabn. 3, 4). B »sTomM e BapuaHTe OIbBITA

3a(hUKCHPOBAHO HEKOTOPOE CHMYKEHNE OBOJAHEHHOCTH nodera Ha 7 cyT ombITa (Tad:i. 3).
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Takum oOpa3zom, MPOBEICHHBIE HCCIEIOBAHMS MOKA3ald, YTO HU3KAs 3aKaJIMBArOIIas
TEeMIIEpaTypa BbI3bIBAET 3aME/JICHHE POCTOBBIX MPOIECCOB Y PACTEHUN MILIEHUIIbI, OTHAKO UX
MOJIHOW OCTAaHOBKM HE TMPOUCXOAuT. Kak H3BECTHO, y O3UMBIX 3JIaKOB TMOBBIIICHUE
XOJOJOYCTOMUMBOCTH TPU JEHCTBUM HUBKUX TEMIEPATYp OCYIIECTBISETCS Ha (QoHe
topmoxkeHust pocta (Kmumos, 2008a). DTo MO3BOJSET pAacTEHHSM aKTHBHO HaKaIJIMBaTh
pe3epBHBIC  COCMUHECHUs  (HAIPUMEp, YIJIEBOJbI),  BBIMOJHAIONIME  JHEPreTUYECKYIO,
KPUONPOTEKTOPHYID M CUTHAJIBbHYIO (QYHKUMH M HEO0OXoAuMble s  (OPMUPOBAHHUS
YCTOMYMBOCTH K HU3KMM Temmneparypam (Tymanon, 1979; Uupkosa, 2002; Tpynosa, 2007;
Kaumos, 2008a, 2009; Mapkosckas u ap., 2013; Grabelnych et al., 2016). B pesyabrare
HaOmrogaeTcs mpeodsnaganue JoHOpHOM (yHkiuU (POTOCHHTE3) HaJ aKUENTOPHOU (pocT)
(Tpynosa, 2007; Kimumos, 2008a). Tak, Benxuk ¢ coaBt. (2012) moka3aHo, 4To Mpu ACHCTBUA
HU3KOM TeMIlepaTypbl B Te€ueHHE 1-X CYT Takke, KaKk M B HAIIUX OIbITaX, HaOII0AaIOCh
MOJIHOE MHTUOMPOBAaHUE POCTA JIMCTHEB MIIEHUIIBI, TOT/Ia KaK MHTEHCUBHOCTH (DOTOCHHTE3a
cHu3mWIach Toapko mpumepHo Ha 20%. [lpm yBennueHMHM MPOAOHKUTEIHHOCTH XOJOIOBOTO
3aKaJluBaHMsl Onarojapsi CTPYKTYpHOH u (YHKIIMOHANBHON TmiepecTpoiike (yBeTU4CHHUS
coJiep KaHusI XJTOPOPUILIOB U KAPOTUHOUIOB, CTAOUITU3AINYA TUTMEHT-0EITKOBBIX KOMILIEKCOB,
MOBBIIICHUS HEPOTOXUMUUYECKOTO TYIICHUS H30BITOYHOM W HEHUCIOJb30BAaHHOW TMpHU
dotocunTeze sHepruu, peopranuzanuun DCA) mpoucxonuna cTaOuIM3alvs CKOPOCTH
dboTOoCHHTE3a U YaCTUUYHOE BO30OHOBIICHHE pocTa TucTheB (Benmxuk u ap., 2012). KnumoBbim
¢ coarT. (2008b) Taxke mokazaHO, YTO MOPO30CTOMKOCTh PACTCHH MIICHHUIBI 3aBHCENA OT
CTENIEHU TOPMOKEHHSI POCTOBBIX mMpoiieccoB. Kpome Toro, yBenmuyeHHWE YCTOMUYHMBOCTH K
XOJIOJTy Y TPOPOCTKOB MIIEHUIBI U apaOUI0ICUca COMPOBOXKIAIOCH HAKOIIJICHUEM CaxapoB,
HEOOXOJIMMBIX PACTEHUSIM JUIS ajanTtainuu K Hu3kuMm temrepatypam (Kmumo u ap., 2010;
BopoBuk u np., 2013; Acraxosa u ap., 2014; I'pabensubix u ap., 2014b; Grabelnych et al.,
2016). V pacTeHull MIIEHUIIBI TIPU TOPMOKCHUU POCTa B TPOIIECCE XOJIOAOBOTO 3aKAJIUBAHUS
MPOUCXOIUIIO HAKOTIICHHE (PEHOJIBbHBIX coeMHeHuH (3arockuna u nip., 2005).

Y TemnonmtoOMBBIX PACTEHUN, KaK WU Y XOJIOAOCTOMKHX, TpPU JEUCTBHUM HHU3KHX
MOJIOXKUTETBHBIX TEMIEpaTyp MPOUCXOIUT 3aMeUIeHHE POCTOBBIX mpoleccoB (JIykaTkuH,
2002). Hamu ycraHOBIICHO, 4TO TpH JeiicTBUM HU3KHUX Temrmeparyp (12 u 4°C) poct kopHS 1
TUTIOKOTUJISL PACTEHUW Orypra MpeKpamiaics, Torja Kak B YCIOBUSX HOPMaJIbHON

temrepatypsl (22°C) ux qmuHa yBenuumiachk Ha 14 u 19%, cooTBeTcTBEeHHO (Tad. 5).
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Tabnuna 5. Bnusaue temnepatyp 12 u 4°C Ha pocT pacTeHuil orypia

OKCIO3UIIHS, CYT
Bapuant 0 ‘ 1 ‘ = 4 > ‘ 3
JiuHa KopHH, cM
22°C 8,98+0,08 9,29+0,11* 9,44+0,12* 10,26+0,17*
12°C 8,98+0,08 8,98+0,12 8,92+0,13 9,08+0,10
4°C 8,98+0,08 8,98+0,14 8,91+0,11 8,89+0,10
JAnvHa runoKoTHIIs, CM
22°C 6,94+0,15 7,71+0,11* 8,11+0,16* 8,23+0,10*
12°C 6,94+0,15 7,06+0,15 7,01+0,13 7,07+0,13
4°C 6,94+0,15 6,99+0,17 7,03+0,14 6,94+0,23
JlnuHa ceMsiI0JIbHOIO JIUCTA, CM
22°C 3,16+0,02 3,28+0,03* 3,39+0,03* 3,80+0,03*
12°C 3,16+0,02 3,18+0,02 3,20+0,02 3,26+0,03*
4°C 3,16+0,02 2,89+0,03* 2,84+0,02* 2,70+0,06*
HIupuna ceMAA0IbHOIO JUCTA, CM
22°C 1,81+0,01 1,84+0,02 1,90+0,02* 1,99+0,02*
12°C 1,81+0,01 1,79+0,02 1,76+0,01* 1,77+0,02
4°C 1,81+0,01 1,66+0,03~* 1,52+0,02* 1,44+0,02*
IL10mAab CeMsI0ILHOrO JNCTA, CM
22°C 4,01+0,05 4,21+0,06* 4,52+0,08* 5,21+0,08*
12°C 4,01+0,05 4,09+0,05 4,03+0,04 4,16+0,06*
4°C 4,01+0,05 3,46+0,10* 3,05+0,06* 2,76+0,06*

3akanuBaromias temneparypa 12°C Bei3biBana cinaboe yBenuueHue (mpumepHo Ha 3%
OTHOCHUTEJIbHO UCXOJHOTO YPOBHSI) IJIMHBI U IUIOIIAIU JUCTA, B TO BpeMs kak npu 22°C stu
nokazarenn Bo3pocin Ha 20 u 30%, coorBercTBeHHO (Tabn. 5). C yBenuueHuem
MPOJOIKUTENILHOCTH JIelcTBUsA Temmeparypbl 4°C  HaOI0[anoch CHUKEHUE JIMHEHHBIX
pa3MepoB (InMHA, IKMPUHA M IUIOIIAJb) CEMSIOJBHBIX JHUCTHEB OTyplia MO CPABHEHHUIO C
WCXOJIHBIM YpOBHEM (Tali1. 5).

B xopne Hamumx uccienoBanuii oOHapy»KeHO, YTO MpH JeiicTBuu Temmnepatypsl 12°C Ha
INPOPOCTKH Oryplia MPOUCXOAMIIO TMEePBOHAYAIILHOE CHIKEHHE ChIpOM OHOMAacchl JIUCTA,
OJTHAKO Ha 3 CyT ee HaKOIICHHE BO30OHOBIISLIOCH (Tabm. 6). Chipas OrMomacca TMIOKOTHIIS B

YCJIIOBHUAX ATOU TEMIICPATYPbl HC HU3MCHAIACh, 4 KOPHA — YBCIMYHBAJIACh Ha 3 CyT OIIbITa

(Tabm. 6).
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Tabnuna 6. Bnmusiaue temneparyp 12 u 4°C Ha Ouomaccy 1 OBOJTHEHHOCTh PACTEHUH OrypIia

Bapuant - | - 9KCH03TILII/I$I, cyT2 -
Chbipasi 6uomacca ceMsi10J1bHOI0 JUCTA, MT
22°C 259,7+4,1 283,5+10,7* 328,5+9,8* 353,8+11,8*
12°C 259,7+4,1 251,7+6,9 242 3+4,2* 260,4+5,6
4°C 259,7+4,1 213,0+5,0* 129,1+6,2* 85,4+4,1*
CoIpasi OMomMacca runoKOTHJISI, MT
22°C 163,2+3,1 172,3+4,5 192,5+6,6* 207,6+6,1*
12°C 163,2+3,1 167,3+6,4 171,8+5,2 168,2+6,0
4°C 163,2+3,1 168,3+3,9 166,5+8,3 160,5+4,7
Chbipas OuomMacca KOpHsi, MT
22°C 94,9+1,6 103,4+5,9 116,1+4,9* 124,4+5,8*
12°C 94,9+1,6 93,0+2,8 92,1+£3,6 100,4+2,1*
4°C 94,9+1,6 86,1+3,3* 82,4+4,2* 79,3+2,4*
Cyxas Omomacca ceMsiI0JbHOI0 JIUCTA, MT
22°C 16,9+0,2 19,1+0,7* 21,1+0,8* 25,1+1,0*
12°C 16,9+0,2 17,9+0,5 18,3+0,4* 19,4+0,7*
4°C 16,9+0,2 17,4+0,3 17,6+0,7 17,2+0,4
Cyxas Ouomacca runoKOTHJIsI, MT
22°C 5,4+0,1 6,2+0,5 6,9+0,2* 7,2+0,3*
12°C 5,4+0,1 5,7+0,2 5,5+0,2 6,0+0,3*
4°C 5,4+0,1 5,5+0,3 5,5+0,3 5,4+0,2
Cyxas Omomacca KOpHsi, MI
22°C 5,7+0,2 6,0+0,3 6,9+0,3* 7,7+0,5*
12°C 5,7+0,2 5,6+0,2 5,9+0,3 6,5+0,3*
4°C 5,7+0,2 5,3+0,3 5,2+0,2 5,0+0,2
OBOIHEHHOCTh CeMSII0JbHOrO JucTa, %
22°C 93,6+0,07 93,7+0,08 93,8+0,2 93,8+0,1
12°C 93,6+0,07 92,840,1* 92,5+0,1* 92,54+0,2*
4°C 93,6+0,07 91,9+0,4* 83,7+1,4* 77,2+1,3*
OBOJTHEHHOCTh THNIOKOTHJIA, %0
22°C 96,7+0,05 96,6+0,2 96,4+0,1* 96,9+0,2
12°C 96,7+0,05 96,1+0,1* 96,1+0,1* 96,0+0,1*
4°C 96,7+0,05 96,6+0,07 96,9+0,09 96,1+0,2*
OBOAHEHHOCTH KOPHH, Y%

22°C 94,2+0,2 94,6+0,3 93,2+0,3* 94,1+0,4
12°C 94,2+0,2 93,7+0,2 93,8+0,2 93,5+0,2*
4°C 94,2+0,2 94,3+0,6 93,5+0,5 93,14+0,2*

[IpupocT cyxoil OMOMacchl JIMCTa, THUMOKOTWUJISL W KOPHS OTMEYeH Ha 2-3 CyT
HKCIIEPUMEHTA, YTO CBUJCTEIIBCTBYET O TOM, YTO B YCJIOBHSX 3aKaJIMBAIOIICH TEMIIEPATypPhI

POCTOBBIC TPOUCCCHI HACTUIHO BOCCTAHABIIMBAJINCH, XOTA B 9TOM CJIy4dac IMPUPOCT OuomMacchl

3HAQYUTENIPHO OTJIWYajlcsi OT KOHTpoibHOTo Bapuanta (22°C). B TeuyeHnue Bcero
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HU3KOTEMIIEPATYPHOI0 3aKAJIMBAHUSI TAKXKE BBISBICHO HEKOTOPOE CHUXKEHUE OBOJHEHHOCTH
CEMSJIONBHBIX JIUCTHEB, TUITOKOTHIIA U KOPHS POPOCTKOB orypia (Tabi. 6).

JevictBue TemmepaTypbl 4°C NPUBOIUIO K HEOOPAaTUMOMY MOAABICHUIO POCTOBBIX
MPOLIECCOB, O YEM CBHJICTEIbCTBYET 3HAUUTEIHLHOE CHIKEHHE ChIpOM OHOMaccChl JHMCTa |
KOpHS pacTeHuit orypua (taou. 6). Hakorenus coipoit OuoMacchl THnokoTuIs mpu 4°C takxe
He npoucxoamio. [TokazaHo, 4To B TeueHUE BCEro Meprojia AeHCTBUS HU3KOW MOBPEXIatoIen
TEMIIEpaTypbl cyXas Ouomacca JIMcTa, THIIOKOTWIIS U KOPHS He u3MeHsuiach (Tadi. 6). B To xe
BpeMsi, B ONTUMAJIbHBIX TeMrepaTypHbIX ycioBusx (22°C) ceipasi U cyxas Ouomacca pacTeHuin
orypua K KoHiy omnbita (3 cyT) yBennumiack npuMepHo Ha 30% oT ucxogHoro ypoBHs (Tali.
6). OOHapy)XeHO TaKXKe 3HAUUTEIIbHOE CHIKeHHE (Ha 17%) OBOJHEHHOCTH JIUCTA Ha 3 CYT
neiictBust temmepatypbl 4°C (tabm. 6). OTMETUM, UYTO TMOJYYCHHBIE HAMH PE3YJIbTaThl
COTJIaCYIOTCSI C JaHHBIMH JPYTHX aBTOPOB 00 HMHTUOWPOBAHWM HAKOILJIEHHWS OMOMAcChl B
YCIIOBUSX HU3KHX MMOBPESKIAIOIINX TeMIepaTyp y pactenuii orypia (Fariduddin et al., 2011) u

KyKypy3bl (Jlykatkun, Hapaiikuna, 2011; JlykaTkun u ap., 2013).

3.1.3. Coz[epmaﬂne MMEePoKCcuIa BOAOPOIa U MAJIOHOBOI'0 JHAaJIbACIrnaa

BozgeiicTBue HU3KHMX TeMIiepaTyp HapymaeT OalaHc MeEXIy oOpa3oBaHHEM U
yrunzauuen A®K B kiIeTkax, 4YTO NPUBOAUT K MX HAKOIUICHUIO, YBEIMYEHUIO
uHTeHcuBHOCTH [1OJI MeMOpaH M siBNsieTCSs OJHOM M3 OCHOBHBIX NPUYUH MOBPEKICHUS U
rubemm pacrenuit (Kimmos, 2008a; CunbkeBnu u nap., 2011; Komymae u ap., 2018).
MapkepoM HMHTEHCHMBHOCTH  OKHUCIMUTEIBHBIX TPOLECCOB U  IOKa3zaTeleM CTENeHU
MOBPEKIAIONIETO JEHCTBUS cTpecc-haKkTopa CIIYKUT HAKOIUIEHHE OJHOTO U3 poaykToB [1OJI
— MJA (CunbkeBud u nip., 2016).

B cBsi3u ¢ 3THM, HamMu OBLIO MPOAHAIM3UPOBAHO COJEPKAHUE B JIUCTHAX MUICHUIIbI
onHoit u3 crabwibHBIX (opm ADK — mepokcuma Bomopoma u MJIA. B pesynbrate
UCCJIEIOBAaHUN ObLIO YCTaHOBJIEHO, YTO Yy MPOPOCTKOB mieHUlbl npu 4°C mpoucxoauT
MOBBIIIICHUE COJIep KaHUs Tepokcuaa Boaopoaa (puc. 9, a) m MJIA (puc. 9, 6), urto

CBHUACTCIBCTBYCT 00 YBCIIMYCHUHU YPOBHA OKHUCIIUTCIBHOTO CTPECCA.
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Puc. 9. Bousnue temnepatypsl 4°C Ha coneprkaHue mepokcuaa Bogopozaa (a) u MJIA (6) B

JIUCTBHAX IIICHUIIBI.

[TIpu stom Hakoruienne H,O, ormeueno dyepe3 1 cyt, Torma kak ypoBeHb MJIA B
JUCTBSIX Bo3pacTan yxke udepe3 1 4 (puc. 9, a, 6). OTCyTCTBHE HAKOIUICHHUS IEPOKCHIA
BOJIOpPOJia B HaudaipHBIM mepuop (1 u) AelcTBUS HU3KOW TeMmmepaTypbl, BEPOATHO, OBLIO
cBsi3aHO ¢ A(PQGEeKTUBHON pabOTONW MEPOKCUI-YTUIM3UPYIOMHNX (EPMEHTOB, a HEKOTOpPOe
noseiieHue ypoBHsi [1OJI Obin0 BbI3BaHO yBenumueHuem ypoBHs aApyrux APK. K xonimy
3akanuBaHus (168 1) oOHapyx)eHo cHMkeHue coaepxkanus H,O, 1 M/IA B KieTKax MIIEHUIIHI,
a COOTBETCTBEHHO, M YPOBHS OKHUCIHTEIHHOTO cTpecca. [Ipmuem, comepxkanune H,O, Ha 7 cyT
XOJIOJIOBOTO BO3JEHCTBUS OBLIO Jake HIKE UCXOMHOTO ypoBHA Ha 16% (puc. 9, a). OTmeTHm,
YTO OTCYTCTBHE IOBBIIICHUS WHTEHCUBHOCTH OKHCIMUTEIBHOTO CTpecca B Ipolecce
XOJIOJJOBOI0 3aKaJMBaHUS paHee MOKa3aHO APYIMMH HCCIEAOBATENSIMU Ha XOJOJOCTOMKHUX
pacteHusix apabugoncuca, kaptodens u mmenunsl (CunbkeBud u ap., 2011, 2016;
['pabenbHBIX U J1p., 2014a).

O/HUM M3 OCHOBHBIX OTIMYUN B PEAKIIMU XOJIOJOCTONKUX M TEIUIONIOOMBBIX PAaCTEHUMN
Ha JICHICTBUE HU3KUX MOJOKUTEIBHBIX TEMIIEPATYp SABISETCS TO, YTO Y MEPBBIX B ITOM Cllydyae
3a cyet A dexTuBHON paboThl AOC He pa3BUBAETCS BHIPAXKEHHBIM OKUCIUTENBHBIN CTpECC U
OTCYTCTBYIOT HEOOpAaTHUMbIE HapyIIEHHs] CTPYKTYphl KIeTOYHbIX MemOpaH (Jlykatkun, 2002).
HanpotuB, y TemnomoOuBBIX BHIOB OOHapykeHO ObicTpoe mnoBbimieHne yposHs [10JI,
KOppenupyloiiee ¢ yBeaudeHueM mnpoHunaemoctu memoOpan (Jlykatkun, 2002). Tak, npu
oxnaxaeHun (2-3°C) pacTeHH# KyKypy3bl W Orypla yke depe3 1 4 OTMEYEHO MOBBIIICHHE
comepkaHus oOmmx nepekuceid, MJIA u BbIXOJa DJIIEKTPOJIMTOB, a C YBEIUYECHHEM

MPOAOJKUTEIIbHOCTH BO3JEHCTBUSA BEJIMUMHA 3TUX MOKa3aTeIel Bo3pacTaa.
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B Hammx skcriepuMeHTaxX BBISBICHA 3HAUYUTENbHAS pPa3HULIA MEXKIY COJEp:KaHUEM
nepokcuaa Boaopona U MJIA B nucThiIX orypma npu jaectBuu 3akanuBaromei (12°C) u
noBpexaatomieit (4°C) temmneparypsl. Tak, Temmeparypa 12°C BbI3bIBaJIa yBEIUYEHUE
conepxkanust H,O, Tonbko yepe3 1 cyT, B To BpeMs kak mpu 4°C yxe uepe3 5 4 ee ypOBEHb
noBeimancst Ha 35% (puc. 10, a). K konmy omeita (72 4) comepxkanmme H,O, mpu 12°C
MOBBICUIIOCH OTHOCUTEIBHO UCXOAHOTO YpoBHA Ha 55%, Torna xak npu 4°C — Ha 340% (puc.

a). N306prtounoe nakorenue H,O, omacHO uisi KJIETOK B CBSI3M C TEM, YTO H3-3a
OTHOCHUTEJIbHO HEBBICOKOW PEaKIIMOHHOM CIIOCOOHOCTH, CTAaOMJILHOCTH U OTCYTCTBHUS 3apsiia
MEPOKCHU]T MOXKET MPOHUKATH uYepe3 MeMOpaHbl M TPaHCIOPTUPOBATHCS HA 3HAUMUTEIHHBIC
paccTosiHUA, a TakXke CIyKUTh MCTOYHMKOM Oojee TokcuuHbix ADK (Konymaes, Kapmen,
2010; Tkauyk u ap., 2012; Reczek, Chandel, 2015). Ycunennoe nakortenue H,O, nipu 4°C,
MO-BUAUMOMY, MPUBOAUIO K TOBbIIEHUI0O MHTeHCUBHOCTU [IOJI, 0 4yem cCBUIETEILCTBYET
3HAYUTENbHOE yBenudeHue coaepxkanus MJIA B kieTkax orypua, KOTOpoe Ha 3 CYT OIbITa

coctapmiio mpuMepHo 370% oTHOCHUTETBHO HCX0MHOTO ypoBHS (puc. 10, 0).
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Puc. 10. Bmusaue temneparyp 12 u 4°C Ha coaeprkaHue nepokcuaa Bojgopona (a) u MJIA (0)

B JIUCTHSIX OTYpIA.

Takum o06pa3om, ¢ yBeIWYEHHEM MPOIOJDKUTEIHHOCTH AeicTBUs TeMiiepatypsl 12°C B
JIMCTBSIX OTyplia HE MPOMCXOAMIIO 3HAYMTEIBHOT0 HakoruieHus (o cpaBHeHHIO ¢ 4°C) H,0,
MJA, a, cnegoBatenbHO, HAPYIICHUS LEOCTHOCTH KIETOYHBIX MeMmOpaH. B monw3y sToro
YKa3blBa€T CHM)KEHHME BbIXOJA 3J€KTpoiauToB M BenuuuHbl KII mpu nefictBum Temmeparypbl
12°C (puc. 7, a, 0). KospduumeHTbl KOppENSUN MEXKIy BBIXOJOM 3JCKTPOJIUTOB H

conmepkanneM mepokcuaa Bojopona u MJIA cocraBmwm —0,36 u —0,28, coorBeTcTBeHHO. B
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OTJINYKE OT HTOr0, PE3KOE IMOBBILIIEHHWE YPOBHS IMepokcuia Boaopoaa u MJIA, a Takxke
CYILIECTBEHHOE YBEIMYEHUE BbIXOJa 3eKTposuToB M BenuuuHbl KII k koHIy nencrBus
temriepatypsl 4°C yka3blBaeT Ha UHTEHCHUBHOE Pa3BUTHUE OKUCIUTEIBLHOIO CTpecca B KJIETKaxX
JUCTHEB. DTO, OYEBHUIHO, SBUJIOCH OJHOW M3 MPUYMH MOBPEKICHHUS KIETOUYHBIX MEMOpaH, B
pe3ysibTare KOTOPOTO OHM  yTpayuBaIM H30UpATENbHYIO IPOHHUIIAEMOCTb, O YEM
CBHUJIETEIILCTBYET BBICOKAs KOPPEJALMS MEXKIY BBIXOJOM 3JIJIEKTPOJIUTOB U COAEPKAHUEM

nepokcuaa Bogopoaa u MJIA npu 4°C (r=0,93 u 0,89, cOOTBETCTBEHHO).

3.1.4. AKTHBHOCTh AHTHOKCHIAHTHBIX (pepPMEHTOB

3.1.4.1. Cynepokcuaanucmyrasa

CO/] urpaer BaxkHYIO poJib B 3amuTe KieTok pacTeHuil ot ADK, oHa oOHapykeHa
MPAKTUYECKH BO BCEX KOMIIAPTMEHTAaX KIETKH, T/I€ OCYIIECTBISET AUCMYTAIUIO PEAKIIMOHHO
AKTUBHOI'O CYNEPOKCHJHOIO aHMOH-pajuKajia 10 0ojee CTaOMIBHOTO MEpPOKCHAa BOJIOpPOIA
(Blokhina et al., 2003; Gill, Tuteja, 2010; Bau u ap., 2016). Bausaue HU3KUX TeMIepaTyp Ha
akTuBHOCTH CO/] HEOTHO3HAYHO U 3aBUCHUT OT BHJIA PACTECHHM, COPTOBBIX Pa3JIMuMii, BO3pacTa
U CTaJUMd WX Pa3BUTHS, a TAaKKe€ OT MHTEHCHBHOCTH M MPOJOKUTEIBHOCTH CTPECCOBOTO
Bo3neicTBus. Tak, oxnaxaenue (2°C) sumens B TeueHue 1 cyT moBsimano akTuBHOCTH CO/J
(Pamrok u mp., 2009), Torna kak Ipu TaKoW ke TeMIieparype y Tabaka akKTUBHOCTh (hepMeHTa
yxke depe3 30 mun cHmwkanack (Ilomo u ap., 2006). ¥V apabuporicuca aktuBHOCTE COJ]
NoBbIMIANach Ha 3 ¢yt jeictBus temnepatrypbl 2°C u 3arem cHmkanach (CHHBKEBHY U Jp.,
2016), a y 03UMO¥ MIIICHUIIBI — 3aMETHO YMEHBIIIAJIACh TIPU KPATKOBPEMEHHOM JielicTBUH (2—6
4) orpuniatenbHoit remneparypsl (—9 °C) (3arockuna u jap., 2011).

B Hamieii paboTe ycTaHOBIICHO, UTO JISHCTBUE 3aKaMBaromei Temmepatypsl (4°C) yxe
yepe3 1 4 mpuBoAUT K moBbieHU0 akTUBHOCTH COJl B mucthax mmenuisl (puc. 11, a). C
YBEJIMYEHUEM MPOAOKUTEIBLHOCTH 3aKkanuBaHus akTuBHOcTh COJl mpogosxkana Bo3pacrTath,
Jocturas makcumyma depe3 168 u. Hamum Takke BbISIBIE€HA BBICOKAsl IOJIOKHUTEIbHAsS
koppesius (r=0,99) mexnay aktuBHOCTHI0O COJl M ypOBHEM X0J10/I0YCTOWYHBOCTH.

Hapsiny ¢ noBbiiennem aktuBHOCTH COJl B JNHCTBSAX MPOPOCTKOB B TEUEHHE BCETO
mpoliecca 3akKajluBaHUS TMPOUCXOJUIIO HAKOIUICHHE TpaHCKpuntoB TeHoB TaFeSOD wu
TaMnSOD, koaupymoomux Kele30-COACPKAIlyl0 W MapraHel-CoIepKallylo H30(QOpMbI
depmenta (puc. 11, 6). Ilpu 5TOM BBISBICHBI BBICOKHE 3HAUCHUSI KOPPEISIIMOHHBIX

k03 dureHToB Mexay aktuBHOCThI0O CO/l 1 conepxanueM TpanckpuntoB reHoB TaFeSOD u
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TaMnSOD (r=0,77 u 0,92, cooTBeTCTBeHHO). BaxkHo oTmeTuTh, 4TO ypoBeHh MPHK rena
TaFeSOD B ycnoBusx AedCTBHsS HU3KOM TemIiiepaTypbl ObUT Bbile, yem 1aMnSOD (puc. 11,
0). BeposiTHO, 3TO CBs3aHO C pa3HBIM BKJIQJOM KOJUPYEMBIX AITHMH TE€HaMH H30(OpM
dbepmenta B 06myto aktuBHOCTh CO/l. TTockonbky Fe-CO/l, rmaBubiM 00pa3om, TOKaIu30BaHa
B xuoporacrax (bapanenko, 2006), Odibliee HAKOIUICHWE TPAHCKPHIITOB €€ T€HAa MOXKET
ObITh OOYCJIOBJICHO HEOOXOAMMOCTHIO AKTHUBU3AIMHM JaHHON H30(OpMBI Jis 3allUThl OT
OKHCIIUTENBHBIX TOBPEKJICHUN OJHOTO W3 TJIABHBIX HCTOYHHUKOB APK — xjmopomiacTos.
OO0OHapyXeHHOE HaKOIUIEHWE TPAHCKPUNTOB TeHa, koaupywomero Mn-COJl, B JUCTBAX
NIICHUIIBI TPU ACUCTBUHM HU3KOW TeMIlepaTyphl HE MEHee BaXKHO, MOCKOJIbKY Mpe/noiaraeTcs,
yto 3Ta n3opopma CO/J] yuactByer B 3ammure JJHK muToxXoHApHiA OT HEraTUBHOTO JIEWCTBUS

A®K (Karprmies u nip., 2013).
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Puc. 11. Bnusuaue temmnepatypsl 4°C nHa oOmyto aktuBHOocTh COJl (a) u comepxkanue

tparckpuntoB reHoB TaFeSOD u TaMnSOD (6) B THCTBSIX MIIICHUIIBI.

Hame npennonoxenue NOATBEpPKAAETCA pe3yibTaTaMM HMCCIEIOBaHUN  ApYyrux
aBTOPOB, B KOTOPBIX MOKA3aHO, 4TO y pacTeHuil kaprodens npu 22°C u BO BpeMs 3aKaJTUBaHUS
npu 5°C Fe-cogepxkamme wuzohopmbl COJl uMenu BBICOKYIO AaKTUBHOCTH, YTO TaKXKe
CBSI3BIBAIOT C HEOOXOAMMOCTHIO 3aluThl KJIETKH OT TreHepaunn A®DK mnpu aktuBHOM
¢ynkunonuposannu DTL xnopornactos (Hapaiikuna, 2017).

B Hacrosiee BpeMs CyHIECTBYIOT HPEACTABICHUS O TOM, YTO YYBCTBUTEIbHBIE K
HU3KUM TEMIIepaTypaM BHJIbI PAaCTEHUN XapaKTePU3YIOTCs Oojieeé HU3KOW aKTHBHOCTBHIO
AHTUOKCUIAHTHBIX (epMEeHTOB 1O cpaBHeHHI0 ¢ ycroiuuBeiMu (Wise, Naylor, 1987a;
Jlykatkun, 2002; CunbkeBud u ap., 2011; Yynmaxuna u ap., 2011). Ognako umeroniiecs B

JUTEepaType CBEIACHUS B OTHOIICHUM TEIUIOIIOOMBBIX pPACTEHUH MpPOTUBOpeuUuBhHl. Tak,
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HaripuMmep, mpu temmneparype 2°C akTuBHOCTH 1uTO30sbHOM COJl B JIHCTBSIX KYKYPY3Hl,
orypIia ¥ Mmpoca CHIXajach B 2—6 pa3 B 3aBUCHUMOCTH OT Buaa pactenus (Jlykatkun, 2002). B
JUCTBSIX Tomarta npu temrepatype 10°C akTuBHOCTH (hepMeHTa CHMKanach B 1,5 pasa, a mpu
3°C — B 2-3 pa3a no cpaBHennio ¢ koHTposieMm (22°C) (KommbikoBa u ap., 2012). B 1o xe
Bpemsi, IpH JelicTBum Temmepatyp 2.5, 5, 8, 10°C ObUI0 OTMEYEHO MOBBIIICHUE aKTHBHOCTH
CO/l y pacrennii orypua (Kang, Saltveit, 2002; Fariduddin et al., 2011; Dong et al., 2014) u
Kypy3y3sl (Kang, Saltveit, 2002), a mpu 6-7°C — y Tabaka (Cui et al., 2013).

Pe3ynpTaThl HAIMX UCCIENOBAHUN MOATBEPXKIAIOT, YTO XOJIOAOYYBCTBUTEIIbHbBIC
pacTeHusi orypua umeroT Ooniee HU3KyH akTUBHOCTH CO/J] mo cpaBHEHHIO C YCTOMYMBBHIMU
pacTeHHUsIMHU TIIeHUIBI. Tak, eciim KoHCTUTYTUBHAS akTUBHOCTh COJl y pacTeHMid MIIEHUTIBI
cocranisia 2,04 yen. en/mr 6enka (puc. 11, a), o y orypua — 1,50 yei. en/mr 6enka (puc. 12).
K koniy xomomoBoro 3akaymBanus (168 u 72 4 — 1l MIIEHUIIBI U OTYpIIa, COOTBETCTBEHHO) Y
nieHuibl aktuBHOCT, COJl moBeicuach 1o 3,12 yei. en/mr 6enka (Ha 53%), a orypua a0 —

2,20 ycn. en/mr Oenka (Ha 47%).
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Puc. 12. Bausiaue temnepatryp 12 u 4°C na o6uryro aktuBHOcTs CO/] B MHCTBSIX OTypIia.

B nammx omnslTax BbIsIBIEHA Takke pasHasg peakums COJl B nmcThsIX orypua B
3aBUCUMOCTH OT HMHTEHCUBHOCTH M IIPOJOJDKUTEIBHOCTH XOJIOZOBOIO BO3JeHCTBUSA. B
YaCTHOCTH, TIpH 3akanuBaroieid temnepatype 12°C aktuBHOCTh CO/l B TUCTHSIX MOBBIIIANACH
yepe3 5 4 u B ajbHEHIIeM NpoAosbKalla yBeIUYUBAThCs, TOCTUTasi MakcuMymMa Ha 3 cyT (puc.
12). B ycnoBusax temmeparypsl 4°C aktuBHocTh COJl yBenmmumBanach yxe depe3 | 4 u B
HavalnbHbI mepuon (1-5 4) BozmeicTBus Obwia Bbimie, 4eM mpu 12°C, 4TO, BEPOATHO,

00yCJIOBJICHO OOJIBIIIMM COJICpPKAHUEM CYMEPOKCHIHOTO paaukana (puc. 12). Omgnako Oonee



72

npojoukuTensHoe AeiictBue (48 m 72 4) temmeparypsl 4°C NpPUBOAMIO K CHUYKEHUIO
(OTHOCHTEJIEHO UCXOHOTO YPOBHS Ha 9 U 25%, COOTBETCTBEHHO) €€ aKTUBHOCTH (pHc. 12).
[ToBbimenne aktuBHOCTH COJl MOXET OCYIIECTBISTHCS 32 CYET AaKTHBAIMHA €€
JATEeHTHBIX (OPM WJIHM B pe3ysibTaTeé CHHTE3a HOBBIX MoJjekyn (epmenta (bapanenko, 2006).
Tak, Hanpumep, aktuBuzamuss COJl y pacTeHuid cou, KamycTbl, HyTa W pO3MapuHa IpH
nevictBun Melmbska (Farooq et al., 2016), nukens (Sirhindi et al., 2016) u 3aconenus (Rasool
et al.,, 2013; El-Esawi et al.,, 2017) Obuta oOyciOB/icHa HAKOIICHUEM TpPAHCKPHUIITOB
KOJIUPYIOIIUX e¢ TeHoB. B ycrmoBusx Huskux Ttemmeparyp (5 u 8°C) Takke BBISBICHO
MOBBIIIEHUE JKcIpeccuu reHoB, komupyoommx COJl, um yBenuyeHwe ee aKTUBHOCTU Y
pacrenuii orypua (Dong et al., 2014) u B minomax manro (Junmatong et al., 2015). Dro
MOJTBEPKAAETCA pe3yibTaTamMu Hamux wuccienoBanuit. [Ipum 12°C B nucTesix orypua B
TEYEHHWE BCEr0 TMEpPHOJa OXJAXKACHUS TMPOMCXOIWIO HAKOIUIEHHE TPAaHCKPHUITOB T'EHOB
CsCu/ZnSOD (puc. 13, a) u CsMnSOD (puc. 13, 6), KOTUPYIOIIMX MeIb/IIMHK-COACPIKAIIYIO U
Mapraneif-cojaepxaniyro uzopopmsl COJl. Koadduimentsl koppensinuu Mexay akTUBHOCTHIO
dbepmeHTa U copepxkanueM TpaHckpunToB reHoB CsCu/ZnSOD u CsMnSOD 6bl1u 10BOJIBHO
Bbicokue (r=0,97), uTo MOXKeT yka3bIBaTh Ha TO, 4TO MoBhImeHne akTuBHOCTH CO/] mipu 12°C

OBLIO CBSI3aHO, B TOM YHCIIE, U C CHHTE30M HOBBIX MOJIEKYI (pepMEHTa.
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Puc. 13. Bausaue temnepatyp 12 u 4°C Ha conepxanue TpaHckpuntoB renoB CsCu/ZnSOD

(a) u CsMnSOD (6) B TucThsiX orypIia.

B otnmume ot 3toro, npu AewctBumM TemrepaTypsl 4°C ypoBeHb TPAHCKPUIITOB IeHa
CsCu/ZnSOD wne usmensuics (puc. 13, a), a CSMnSOD — memuoro cumxkaics (puc. 13, 6), uto
yKa3bIBaeT Ha TO, YTO CHMHTe3a HOBBIX MOJIeKya1 COJl B JaHHBIX YCIOBHUSAX HE MPOUCXOIMIIO.

CrnenoBaTenbHO, oTMEeUeHHOE paHee (puc. 12) moBwienue aktuBHOCTH COJl B HadanbHBIN
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nepuon (1-5 4) nedictBus temrneparypsl 4°C, BEpOSTHO, IPOUCXOIUIIO 32 CUET aKTUBU3AIUU
YK€ CYIIECTBYIOIIUX B KJIeTKax Mouyiekyn (¢epmeHTa. C yBeIMUYEHUEM MPOJOJIKUTEIBHOCTH
BO3JICHCTBUSA, OYEBUIHO, MPOUCXOAWIO HCTOIICHHE NyJa (QepMEeHTa NpU €ro YCHUICHHOM
pPacXoJ0BaHUKM Ha YTHJIM3AIMIO0 OOpa3yIOIIMXCS CYNMEPOKCHIHBIX paaukainoB. B pesynbraTe
ATOrO, a TAKXKE M3-3a OTCYTCTBUS CHHTE3a HOBBIX MOJEKYJ — akTUBHOCTH CO/] mocTeneHHO
cHmkanack (puc. 12). YMeHblIeHME aKTUBHOCTH ()€pPMEHTAa MOIJIO OBITh BBI3BAHO TAKXKE U
nerpananueit ero monekyi. Hanpumep, ussectao, uro OH u H,O, criocoGHbI HHAKTHBHPOBATE
COJl (bapanenko, 2006). Tak, H,O, MoxeT BoccTaHaBIMBaTh METaI aKTUBHOTO IIEHTpa
Cu/Zn-CO/1, xoTopbIii MpH B3aUMOCHCTBUU ¢ HOBOM Mojekynoi H,O, obpasyer paguka,
BBI3BIBAIOIIUN OKUCIUTEIBHYI0 MOAU(UKAIIMI0O aMHUHOKHCIOTHBIX TOCIEI0BATEILHOCTEN B
aktuBHOM 1ieHTpe CO/] u ero mnaktuBauuto (bapanenko, 2006). Hamu BbIlie npeacTaBiieHbl
JTaHHBIC 0 3HAYUTEIbHOM HakorieHnn H,O, B mucThsx orypia mnpu temmeparype 4°C (puc. 10,
a), 4TO, BEPOATHO, M MOCIYXXWJIO MpUYMHOIN mnoBpexaeHus mouekyn COJl um npuseno k
CHIDKEHHUIO €€ akTUBHOCTH. OTMETHM TakKe, YTO BBIABICHHBIE HAMH 3aKOHOMEPHOCTHU
MOJITBEPKIAIOTCS  MCCIICIOBAaHUSAMHU JIPYTUX aBTOPOB. B dacTHOCTH, JeHCTBHE HU3KOU
temreparypsl (6/3°C) Ha pacTeHHs Orypiia TPHUBOIWIO K 3HAUYUTEILHOMY CHIDKCHHIO
(mpuMepHO B 2 pa3a OTHOCUTENIBHO HCXOJHOTO ypoBHs) akTuBHOCTHU COJl, MOBBIIIEHUIO

conepxanust HO, u ypoast MJIA (Feng et al., 2003).

3.1.4.2. Karaaaza

B yrunmzanuum oGpasyromierocst B KJI€TKaX pacTeHM MEpOKCHJia BOJOPOAAa aKTUBHO
yuactByeT KAT. Baxno, uro KAT yTtunusupyeT nepokcuj BOJOpoAa dHEProcOeperaroimm
00pa3oM, YTO CIIOCOOCTBYET COXPAHEHHUIO BOCCTAaHOBJIECHHBIX SKBUBAJICHTOB U JHEPrHUH B
wierkax (Scandalios et al., 1997; Hapaiikuna, 2017). Ha cerogHsmiHuii JIeHb CYIICCTBYIOT
NpeJCTaBIeHUs] 0 CUTHaiIbHOM poiu H,O, B pocTOBBIX, MOP(HOreHETHUECKUX U aJalTHBHBIX
peakmusx pacrenuit (Kuzniak, Urbanek, 2000; Tapuesckuii, 2002; Demidchik, 2015). B To xe
Bpemsi, u30bITOYHOE HakoreHue »Toii ADK omacHo s KIETOK pacTeHud u3-3a ee
NPOJOJKUTENbHOTO (1o cpaBHeHUIO ¢ ApyrumMu ADK) BpeMeHU >XKHM3HM M BO3MOXKHOCTH
NPOHUKHOBEHUs Yepe3 ornomemoOpansl kietku (Reczek, Chandel, 2015).

B xome Hammx wWccieoBaHWM YCTaHOBJIEHO, 4TO TeMmreparypa 4°C  BbI3pIBacT
aktuBu3aiuio KAT B JTUCThSAX NIIEHUIBI. AKTUBHOCTH (DepMEHTa IMOBBINIATIACH B TEUYCHHE

NEPBBIX 2 CYT ACMCTBUS HU3KOM TeMIEpaTypbl, a B JaJbHEWIIEM — CHMKanach (puc. 14, a).
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VYBenuuenne aktuBHOCTH KAT TONBKO uepe3 24 4 U ee yMEHBIICHUE K KOHITY 3aKaJIMBaHMSI,
BEpOSITHO, OBLIIO CBSI3aHO ¢ HEOOIBIIMM cojaepkanueMm ee cyocrparta (H,0,). KAT obnamaror
HU3KUM CPOJICTBOM K TEPOKCHIY BOJOPOJa W aKTHBU3UPYIOTCS JIUIIbL TPH €Tr0 BBICOKOM
conepxannu (Willekens, 1997; Tapud3zstnoB u ap., 2011). Panee HaMu mmoka3aHo, YTO YPOBEHb
MEPOKCHJIA B JINCTHSX MIICHUIIBI MOBHIIAJICSA TOJIBKO Yepe3 24 4 U K KOHILY ONbITa CHIDKAJICS
(puc. 9, a). BeigBneHHas 3aBUCUMOCTh Mexay coaepxkanueM H,O, m aktuBHOCTRIO KAT

TIOJITBEPIKIAETCS BRICOKOH KOppEIsIiel MexX 1y 3TuM roka3arensmu (r=0,88).
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Puc. 14. Biusaue temnepatypsl 4°C Ha aktuBHOCTh KAT (a) U comepkanue TpaHCKPUIITOB

reHa TaCAT (0) B JIMCTHSIX TIIICHUIIBI.

OTtMeTuM, YTO B LIEJIOM HAIIU JJAHHBIE COTJIACYIOTCS C Pe3yJIbTaTaMu APYIHMX aBTOPOB,
KOTOphIMH OOHapyxeHa aktuBu3auus KAT B ycnoBusIX NeHCTBHUS HM3KUX TeMIEparyp y
HEKOTOPBIX MOPO30CTOWKHMX M XOJIOJOCTOWKHMX pacTeHuid — pxu (KomymaeB u np., 2015),
nmrenuisl ([bxkaBaguan u ap., 2010; Konymaes u ap., 2015), sumenst (Pagiok u ap., 2009) u
kapropens (CunbkeBuu wu ap., 2011; Hapaiikuna, 2017). Ilpudem, B wHcClIeIOBaHHH
Hapaiikunoit (2017) takxke mnoka3zaHo, yto AuHamuka akTUBHOCTH KAT cooTBercTBOBaia
u3MeHeHusM ypoBHs H,0, (mepBoHavaibHOE MOBBIIIEHUE U MTOCIIEAYIOIIEEe CHUKEHUE).

[ToBeimenne aktuBHOCTH KAT B CTpecCOBBIX YCIOBUSX MOXET OBITH OOYCIIOBICHO
yBEJIMUCHHEM 3KCIIPECCUU KOAMPYIONIMX ee reHoB. B wactHocTH, 3acosnenue (Rasool et al.,
2013), oopabdoTka pacteHuit MblbsikoM (Faroog et al., 2016) u nukenem (Sirhindi et al., 2016)
Bbi3bIBasia HakorieHne MPHK rema Cat u yBenmuuenme aktuBHOCTH KAT. B pesynbrare
HallUX HCCIEAOBAaHUN TaKXKe MOKAa3aHO, UYTO B YCJIOBHUSIX HU3KON TEeMMEpaTyphl B JIMCThSIX

NIIEHUIBl Hapsaay ¢ noselmieHueM akTuBHOCTH KAT mpoucxomgwio ysenmuenne MPHK rena
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TaCAT (puc. 14, 6). Ilpu 3TOM HEKOTOpOE CHW)KEHHE YpOBHs TpaHCKpunToB rena TaCAT
MPOUCXOUIIO TOJIBKO Ha 7 cyT, Torna kak aktuBHOCTh KAT yxe depe3 3 cyT yMeHbIIanach
(puc. 14, a, 6). Beposatao, nakormenue MPHK rema TaCAT Obulo HampaBiIeHO Ha CHUHTE3
HOBBIX Mousiekyn KAT nmns mopnmepkanust ee akTUBHOCTH. OTMETHM TakKe, YTO CHIKEHHE
akTuBHOCTH KAT B nMCTBAX mpHW NEHCTBMM HHU3KOM TEMIEPATypbl U B €€ IOCIEACHCTBHU
MOJKET OBITH CBA3aHO C BO3PACTHBIMH H3MEHEHUsAMU pacTenuii (Pamrox u ap., 2009).

B cemsa0apHBIX JUCTBSAX Orypua npu Hu3kux temmnepatypax (12 m 4°C) Hamu Takxke
obnapyxena aktuuzanusi KAT (puc. 15, a) u ycunenue skcrnpeccun ee reHa (puc. 15, 0).
WuTepecHo, 4TO KOHCTHTYTHBHas akTUBHOCTh KAT y pactenuit orypma (142,4 MKmounb
H,O,/mMr Genka muH, puc. 15, a) Oblia Beime, yeM y pactenuil mireHuipl (106,8 MrmoIb

H,O,/Mr Genka muH, puc. 14, a).

= (Je 12°C et /°C a 012°C m4°C o

N

o

o
1

160

= &
= =
= =
- =
= <z [
S 3 g
=z £ =
8 2391
S =X 120 ==
o) L = c
B T E © o1
: 2 z ;
% 2 g e e e
£ S
E 40 1 1 0 1 1 1
0 1 5 24 48 72 0 5 24 72
IKCHO3uIUA, I IKCNO3uIUA, 9

Puc. 15. Bnusaue temneparyp 12 u 4°C nHa aktuBHocTh KAT (a) um coxmepxaHue

TpanckpuntoB reHa CSCAT (0) B mucThsx orypiia.

[Ipu temmeparype 12°C aktuBHOCTH (Qepmenta (puc. 15, a) u comepkaHue
TpaHckpunToB reHa CSCAT (puc. 15, 0) moBbIaivuch uepe3 S5 4, a B aAanbHeimem (24—72 u)
OCTaBaJuCh Ha MOCTUTHYTOM ypoBHe. Conepkanue cyoctpata KAT (H,0,) B ceMsamonpHbIX
JUCTHSIX PaCTEHUH K KOHIlY 3aKaJIMBaHUs Takke He u3MeHsuoch (puc. 10, a), 9To, BeposiTHO U
00yCJIaBIMBaJI0O OTCYTCTBUE JlajbHEHMIIEr0 MOBBIIICHUSI aKTUBHOCTH (hepMEHTa U CHHTE3a ee
HOBBIX Mojekyil. Koppensuus mexny aktuBHOcThIO KAT u nusmenennem ypoasa MPHK rena
CsCAT u nmepokcuaa Bogopojia 6su1a qoctatouHo Beicokoi (1=0,86 u 0,85, COOTBETCTBEHHO).

B navanensiii nepuog (1-5 4) neiictBust Temneparypsl 4°C HaMu Takxke 0OHApPYKEHO
yBenudyeHue akTuBHOCTH KAT (puc. 15, a) u HakomsIieHHEe TPaHCKPUIITOB €€ reHa (puc. 15, 0) B

JUCTBAX orypua. OgHako yxe 4epe3 24 4 akTUBHOCTh (pepMEeHTa HauMHAJIa YMEHBIIATHCA U K
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KOHIlYy OmbITa OblIa 3HAYUTENbHO (B 3 pas3a) HUXKE HMCXOJHOTO ypoBHsS (puc. 15, a).
Conepxxanne MPHK rena CSCAT Ttakke cHmkanoch depe3 24 4 W B TOCIEAYIONIEM HE
u3MeHsIoch (puc. 15, 6). Peskoe ymensienue aktuBHoctd KAT, mo-BUIMMOMY, U BBI3BIBAJIO
OMKMCAHHOE BBIIIE HAKOIUJIEHUE Mepokcuaa Boaopoaa (puc. 10, a), MOCKONbKY MEXAYy STUMU
NoKa3aTeNIsIMU CYIECTBYET BhICOKas oTpulaTesbHas koppessmus (r=—0,96). OtMeTum Takke,
YTO MOJYyYEHHBIE HAMU PE3yJIbTaThl COTIACYIOTCS C JIUTEPATypHbIMU JaHHBIMU. B "yacTHOCTH,
oxnaxaenue (5°C) mIoa0B MaHTO MPUBOIWIO K MEPBOHAYAIBHOMY YBEIUYCHUIO aKTUBHOCTHU
KAT u conmepxanuss MPHK rena Cat, ognako 3aTeM 3TH MOKa3aTeNIM CHUXKAIHUCh, YTO
BBI3BIBAJIO 3HAYMTENIBHOE MoOBHIIeHHe ypoBHs H,O, (Junmatong et al., 2015). YmMensbiienue
MPHK rena, kogupytomero KAT, oOHapykeHO M B IUIOAAX TOMAaTa MpHU MPOJOJIKUTEIBLHOM
neiictBun Temmepatypsl 5°C (Ding et al., 2002). Otmerum, uto cHMWKeHUe akTUBHOCTH KAT
IpU OXJIAXKJCHUM OTMEUCHO W B JIMCTBAX pacteHuil orypua (Jlykarkun, 2002; Feng et al.,
2003), kykypys3sl (JIykaTkun, 2002; Ahmad et al., 2014) u tomara (KoambikoBa u ap., 2015).
Takum oOpa3zoM, xapakTep wu3MeHeHUs1 akTUBHOCTH KAT B JHCTBAX pacTeHuit
NIICHUIIBI W OTyplla MpH JEHCTBUM 3aKAJMBAIONIMX M TMOBPEXKAAOIIUX TEMIEpaTyp
paznuyaercs. B mepBoM citydae MpoMCXOAUT MOCTETIEHHOE MOBBINICHNE (TIIIEHUIIA, OTypelr) ¢
MOCJICYIONIEM CHIDKCHHEM (MIIEeHMIIa), TOTJa Kak BO BTOPOM cliydae akTUBHOCTH KAT

IICPBOHAYAJIbHO YBCINYNBACTCA, a B JIaIbHEHIIIEM 3HAYUTEIIbHO YMCHBIIACTCA (orypeu).

3.1.4.3. llepokcuaaza

[Tockonbky KAT nokanuszoBana, TIaBHBIM 00pa3oM, B IEPOKCHCOMAX U TITMOKCUCOMAX
(Willekens et al., 1995; Willekens, 1997) u oOnamaeT HU3KMM CPOJACTBOM K MEPOKCHIY
Bomopona (Willekens, 1997) — cymectByeT HE0OXOAMMOCTh (DYHKIIMOHUPOBAHUS JIPYTHX
NEPOKCHI-YTHIN3HPYIONX (epMeHTOB. [lepokcumaspl OTIIMYAIOTCS BBICOKHM CPOJICTBOM K
H,O, u yyacTBYIOT B €ro yTWIW3allUd B OpTaHe/UIaX PACTUTEIBHOW KIETKH, KOTOpbIE
SBIIIIOTCSI OCHOBHBIMU HcTOuHUKamMu ADK — xyoporiactax ¥ MUTOXOHAPHUSAX, a TaKkKe B
IIUTOILIa3Me, BaKyoJiu, kietounoi crerke (Passardi et al., 2005; Sharma et al., 2012).

B cBs3u ¢ otuM, HamMu OBUIO TPOBENCHO WCCICIOBAHUE BIMSHHUS HHU3KON
3akanuBaromiei Temmepatypsl (4°C) Ha aktuBHOCTH ['BIIO B nmucThsax mmeHuibl. [TokaszaHo,
uyro akTuBHOCTH [ BI1O, B oTiimume ot KAT, noseimaercs yxe uepe3 1 4 (mpumepHo Ha 16%)
OT Hayaa JaeicTBHs TeMreparypsl (puc. 16). BeposTHO, 3T0 ObLTI0 00yCI0BICHO HEOOIBIINM

COJIEp’KaHUEM TMEePOKCHUJIa BOAOPOJAA B JIMCThSIX MILIEHUIBI B HadalbHbld (1 4) mepuon
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neiictBusa HU3KoW Temnepatypsl. Kak uzBectHo, [10 obnamarot BeicokuM cpoactBoM K H,O, u
CHOCOOHBI HEHTPAIM30BBIBATh MEPOKCHU BOAOPOAA Jake MPHU €ro HU3KOM YpOBHE B KJIETKax

(ITonmecckas, 2007).
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Puc. 16. Biustnue remnepatypsl 4°C Ha akTUBHOCTH [ BIIO B TUCTHSAX MIIIEHUIIBI.

[Ipumeuanue. TT' — TeTparsasgxo.

C yBennueHHeM NPOAOHKUTEIBHOCTH HU3KOTEMIIEPATYPHOIO 3aKaJIMBaHNsl AKTUBHOCTb
I'BIIO B nHCTHAX MINEHHIBI MPOIOIKATIA PACTH, AOCTHras Makcumyma Ha 7 cyT (puc. 16).
OtMmeTuM, 4TO K KOHIY 3akayiuBaHus (3—7 cyT) oOpa3yromuiics NepoKCua BoI0poa, II1aBHbIM
oOpaszoM, yrunusuposaiucs 3a cuer ['BIIO, mockonbky aktuBHOCTh KAT cHuxanace. Takum
00pa3oM, COBOKYMHOCTb MOJYYEHHBIX JAaHHBIX U OOHApY)KEHHAsl HAMU BBICOKas KOPPEISILIHS
Mexay aktuBHOCThIO I'BIIO m xomomoycroitunBocThio (1=0,99) mo3BojsieT 3aKiIOUYUTh, UYTO
aKTUBM3aIUs 3TOro (QepMmeHta obecneunBaeT HeWTpanuzauuio H,O, B TeueHwe Bcero
npoliecca 3aKaJTuBaHUs U, TEM CaMbIM, 00€CIIeUBAET MOBBIIIEHNE YCTOWYMBOCTH PACTCHHIA.

O Baxno# ponu ['BIIO B MexaHM3Max MOBBIIIEHUS YCTOWYNBOCTA PACTEHUN K HU3KUM
TeMreparypam coobmanock panee apyrumu astopamu (KomymaeB u gap., 2015). Tax,
KOHCTUTYTHBHAsE MOpPO30yCTOMYMBOCTH pXHU Oblla OOYyCIOBJIEHA BBICOKMM COJAEpKaHUEM
caxapoB, MPOJIMHA W TOBBIMICHHONW akTUBHOCTHIO ['BIIO, uTO cOCOOCTBOBANIO YBEIMYECHHIO
YCTOMYMBOCTH K OKHUCIMTEIBHBIM IOBPEXKACHUSM, BbI3BAaHHBIM JEHCTBUEM HU3KOU
oTpuuaTenbHOM  Temmeparypbl. OTMeTHM, 4YTO JaHHbIE JPYTUX aBTOPOB  TaKxKe
CBUJETENIBCTBYIOT O TOM, YTO B YCJOBMSX HU3KMX Temneparyp Bkinax 110 B neTokcukanuio
H,0, sBnsercs ompenenstomuMm. Tak, mpu Huskoil temmnepatypbl 2°C aktuBHOCTH ['BIIO

YBCINYUBAIACh B TCUCHUC BCCTO OIIbITA, TOIJa KaK aKTHUBHOCTb KAT wunu He M3MeHsIach (y
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apabuporicuca) wim cHmwkanachk (y kaprodens) (CunbkeBud u ap., 2011, 2016). ¥V sposoit
nmeHultbl (¢. Kep6a) aktuBHocth AIIO moBbimanacek yxe yepe3 30 MUH OT Havayia JeHCTBHS
Hu3koi temnepatypsl (4—5°C), a aktuBHOCTh KAT — He m3Mmensutach (AOapaxuMoBa H Jp.,
2011). AxtuBHOCT, KAT B auCTBIX KapTodens K KOHIy XonomoBoro 3akamuBauus (5°C)
CHWXKajach, Torga kak akTUBHOCTh I'BIIO ocraBasiiach Ha MOBBIIIEHHOM IO CPaBHEHUIO C
rucxonHbM ypoBHe (Hapaiikuna, 2017).

B xo/e Hamux uccneoBaHuid y pacTeHUM Oryplia, TakKe Kak U y MIIECHUIIbI, BBISBICHO
noBblieHrue akTuBHOCTU ['BIIO yxe uyepe3 1 4 oT Hayasia A€CTBUS HU3KOHM 3aKaMBaroLIEH
temrepatrypsl (12°C). B nmanbHeifieM oOHa MpojoiDKala YBEIWYMBATHCS M JIOCTUTAIA

MaKCHMaJIBHOTO 3Ha4eHus Ha 3 cyT (puc. 17).

== 12°C =—e—4°C

=
-
C «
= ¥
25
O
gl
g £
=
EH
£ 2
< S
< =
Z
=

0,3 1 1 1 1 J

0 1 5 24 48 72

IKCHO3ULUA, U

Puc. 17. Bausinue temneparyp 12 u 4°C na aktuBHocTh ['BIIO B nucThaX orypia.

IIpumeyanue. TT" — Terparsasko.

VBennuenue aktuBHOCTH ['BIIO B nuCTBAX orypua Takxke oOHapyXeHO B HayalbHBIN
nepuon (1-5 1) nmeiictBus moBpexaaromei Temmeparypsl (4°C) (puc. 17). OTMeTHM, 4To B
yKa3aHHbIA NMpoMeKyToK BpeMeHu akTuBHOCTH ['BIIO mpu 4°C 6puia Beime, yem npu 12°C,
YTO, BO3MOXHO, CBsI3aHO C Ooiiee BhICOKUM ypoBHeM H,0, B muctesx (puc. 10, a). Ognako
depe3 24 9 MpoMCXOAMI0 HeKoTopoe cHmkeHue aktuBHoctd ['BIIO (puc. 17). BaxHo, 4to, B
ommmyre ot COJ] u KAT, akTUBHOCTh KOTOPBIX Ha 3 CyT OmbITa OblIa 3HAYUTEIEHO HIDKE (B
1,3 u 3 pa3a, COOTBETCTBEHHO) HMCXOJHOTO ypoBHS — akTuBHOCTH ['BIIO cHuxamach 1o
UCXOIHBIX 3HayeHWil. OTMeTHM, YTO TMOJy4YeHHbIE HaMU PE3yJbTaThl COMNACYIOTCA C

JUTEpaTypHbIMU AaHHbIMU. Tak, Hanpumep, B otanune oT aktuBHocTH CO/l n KAT B nucthsax
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orypiia, KOTOpbIE€ CHUXKAIUCh Yxke yepe3 | 4 oT Havana neiictBust Temneparypsl 2°C U K KOHILY
omnbiTa (depe3 24 1) Oblu B 1,5 u 1,8 pasa HMKE MCXOMHOTO ypoBHS — akTUBHOCTH AIIO B
CXOJHBIX YCJIOBHSX YMEHbIIANACh TOJBKO B MEPBBIM Yac OXJIAXKICHUS, a B JAJIbHEHIIEM Jaxe
noBelmasniack  (JIlykatkmnr, 2002), dYTO, BEposITHO, OBLIO HEOOXOAUMO, YUYUTHIBAs
nonudyaknuoHansHocth AITO (Foyer, Noctor, 2015).

Baxxno Takxke ormeTrutbh, uyTo Kak U B ciydae ¢ COJl, KOHCTUTYTHBHasi aKTUBHOCTb
['BIIO y xomomoycToiftunBOro Buaa ObLTA BBIIIE MO CPABHEHHUIO C TETUIONOOMBBIM (puc. 16;
puc. 17). Ilpu xonomoBom 3akanuBanuu [ BIIO Takke B OOMbIICH CTENICHH aKTHBU3UPOBAIACH
B JIMCThSIX MIIeHubl. Hampumep, uepe3 1 u nelcTBUS HU3KOM TeMIiepaTypbl aKTUBHOCTD
¢depMeHTa B IMCTHSIX MIICHUIBI yBennuminack Ha 16%, Torna kak y oryprua — Ha 10%. K koniy
Bo3feicTBUs (7 M 3 CyT — Ui TMIISHUIIBI U Oryplia, COOTBETCTBEHHO) akTUBHOCTH ['BIIO y

MIIICHAIIBI TIPEBBITIIAIa UCXOIHBIA YPOBeHb B 1,8 pa3a, a y pactenuii orypma — B 1,5 pasa.

3.1.5. Conep:xanue nMpoJimHa

Hapsiny ¢ anTHOKCHIaHTHBIMH (epMeHTaMu B 3amuTe KieTok pacteHuit or ADK
y4acTBYIOT HedepMEHTAaTHUBHbIC COCIWHEHUS, B TOM 4YHCIE, MHOTOQYHKIIMOHAIbHBIN
CTPECCOBBbIII MeTabonuT — CBOOOAHBIA MpoiuH. Ero HakomieHwe B KIIETKax SBISETCS
HecnenMpUYeCcKO 3alUTHON peakiiei pacTeHui Ha IEHCTBUE Pa3IUYHbIX cTpecc-(haKToOpoB,
B TOM 4Hciie ¥ HU3KuX Temmepatyp (Hare et al., 1998; Verbruggen, Hermans, 2008; I1lessikoBa
u gp., 2009; JDxaBagwan u np., 2010) u 0OyCJIOBICHO €ro MeMOpPaHONPOTEKTOPHOM,
OCMOPETYJISITOPHOM, IIanepoHHONM U aHTHOKcHIaHTHOM ¢yHkuusmu (Kysuenos, 2009;
Szabados, Savoure, 2009; Konymaes, Kapmem, 2010; Kavi Kishor et al., 2015).

B cBs13u ¢ 3TM, HaMu OBIJIO M3YYEHO BIMSHUE 3aKainuBatoiei Temmepatypsl (4°C) Ha
CoJIep)KaHue CBOOOJIHOTO MPOJWHA M HaKoIlUuieHne TpaHCKpunToB reHoB 1aP5CS u TaP5CR,
KOAUPYIOIUX (EepMEHThl €ro CHHTE3a, B JIMCThSIX IMIICHHIBI. YCTaHOBJIEHO, YTO Kak
KpaTkoBpemMeHHoe (1 4), Tak W mnponpomkutenabHoe (24—-168 u) 3akaquBaHUE BBI3BIBACT
MOBBIIIIEHUE YPOBHS MPOJIMHA B NUCThAX (puc. 18, a). MakcumanbHoe cojiep:KaHue IpoJInHa,
KOTOpOE MPEBBIIIAIO UCXOAHBIN ypoBeHb puMepHO B 1,8 pa3a oOHapykeHo uepe3 168 u (puc.
18, a). Hapsny ¢ oTum, B TedeHHE BCEro MNepuojaa ICHCTBHS HHU3KOM TeMIieparypbl
npoucxoamio yeenudenue MPHK rena TaP5CS, kogupyrormiero kiro4eBoil epMeHT CHHTE3a
nposivHa 1o riryramatHoMmy iyt — [ISKC (puc. 18, 6). OTMeTum, 4TO MEXIy COAepKaHUEM

nposinHa 1 ypoBHeM MPHK rena TaP5CS BrisiBiena Boicokas koppessius (r=0,89).
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Puc. 18. Biusaue temnepatypsl 4°C Ha cofep:kaHie CBOOOTHOTO MPOJIMHA (a) M COACpKAHHE

TpanckpunToB reHoB TaP5CS (6) u TaP5CR (0) B THCTBAX MIICHUITBI.

Kpowme Toro, wepe3 1 cyr nedcTBHS HHM3KOW TEMIEpaTypbl OTMEYEHO 3HAYMUTEIBHOE
HakoryieHne TpaHckpuntoB reHa [aP5CR, komupyromero depment IISKP, xoTtopsiii
KaTaJIM3UPyeT BTOPYIO CTAJHI0 CHHTE3a mpojuHa (puc. 18, 6). B manpHeiimem, copepkaHue
MPHK 3TOro rena HeCKOJIBKO CHMKAJIOCh, HO BCE PABHO 3HAYUTEIBHO MPEBBIIIATIO UCXOIHBIN
ypoBeHb. BrisiBneHHOe Hamu mnoBbleHue conepxkanuss MPHK renoB ¢epmeHToB cunHTe3a
npoiuHa (TaP5CS u TaP5CR) Hapsimy ¢ ero HaKOIUIGHHEM B YCIIOBUSAX ICHCTBUS HU3KOUN
TEeMIepaTypbl MOXKET CBUIETEIbCTBOBATH O TOM, YTO YBEJIMYECHHUE YPOBHS MPOJIMHA OBLIO
00yCIIOBIIEHO CHHTE30M €0 HOBBIX MOJICKYIL.

OTmeTuM, 4TO NOJyYCHHBIE APYTUMHU aBTOPaMHU JIaHHBIE TAaK)KE YKa3bIBAIOT Ha BAXKHYIO
POIB CBOOOTHOTO MPOJIMHA B MPOIECCE XOJOJ0BOM afanTalun. Tak, IeHCTBUE TeMIIEpaTyphl
4°C npuBOAMIO K HAKOIUIEHUIO TMPOJUHA B JIUCTHSIX MIIEHUIIBI, 0OJiee BBIPAXKEHHOMY Y
o3umoro copta (Norstar) mo cpaBuenuto ¢ spoBbiM (Kohdasht) (I>xaBaguan u np., 2010). V
MPOPOCTKOB OBCA YBEIMYEHHE YPOBHS IMPOJMHA CHOCOOCTBOBAIO WX aJaNTallii K HHU3KOH
temnepatype (1°C) (Liu et al., 2013b). TparncopmaHThl Tabaka ¢ TOBBIIICHHOW KCIPECCUCH
reHa, koaupyromero [ISKC, orinuanuce BEICOKHM COAECPKaHUEM NPOJIMHA U YCTOMYUBOCTBIO
K HU3KoH nosoxkutenbHo# (2°C) u otpunarensHoii (—2°C) temnepatype (Konstantinova et al.,
2002). TToBbIIeHNE XOJIOIOYCTOHYUBOCTH TUIOJIOB TOMATa OBUIO OOYCIIOBIICHO YBEITHUCHHEM
skcnpeccun reHa OAT, koxupyromero gepmeHT cuntesa nponuHa — OAT, 4To npuBoaAMIIO K
NOBBIIICHUIO €r0 aKTHBHOCTH W HaKOIUIEHWIO mponuHa (Zhang et al., 2012b). Akxymynsms
nposivHa y pactenuit 6ambyka (Liu et al., 2016b), a Taxke B mmogax soksbl (Cao et al., 2012)

u manro (Li et al.,, 2014a), crocoOCTBYyIOIIAasl CHUKCHUIO HETaTUBHOTO JEHCTBHUS HU3KOU
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TEMIIepaTyphl, ObljIa CBA3aHA C YBEIMYCHUEM aKTHBHOCTH (pepmeHToB ero cunresza — [ISKC u
OAT (Cao et al., 2012; Li et al., 2014a; Liu et al., 2016b) u cHUXeHHEM aKTHBHOCTH
depmenTa ero karadonusma — [1JII" (Cao et al., 2012; Li et al., 2014a).

Kpome Toro, mo umeromuMmcs B IUTEPATYpe CBEACHUSAM, MIPOJIUH MOXKET y4acTBOBAThH B
pEryJsiliM aKTUBHOCTH AHTUOKCUIAHTHBIX (DepMEHTOB. B yacTHOCTH, 3K30T€HHBIN MPOJIUH
yBennumBan aktuBHocTh COJI u AIIO y pacrenuii Thellungiella salsuginea B mpucyrcTBum
nepokcuaa Bogopoaa (Comnukosa u ap., 2013), nossiman aktuBHOCTh KAT, AIIO u I'Bl1O y
IPOPOCTKOB pHca, MOABEPrHyThIX aeiicTBuio 3acojenus (Nounjan, Theerakulpisut, 2012), u
HOJIICPYKUBAJT BBICOKYIO akTuBHOCTh ['T y pacTeHuil yeueBuilpl B ycinoBusx 3acyxu (Molla et
al., 2014). VnTepecHO, 4TO y psAa AUKOPACTYIIUX PACTEHUH B YCIOBHSAX COJEBOTO CTpecca
MEXay ypoBHeM mposnHa W akTuBHOCThI0O COJ] BbIsIBIEHAa OOpaTHO-KOPPEISIIMOHHAS
3aBUCUMOCTb: y PAacTeHHl € BBICOKOM MPOJIMHAKKYMYJIUPYIOLEH CIOCOOHOCThIO Oblia
obOHapyxeHa Hu3kas aktuBHOCTh COJl m HaoO6opot (Kapramios u np., 2008). B ontumanbHbIX
YCIIOBUSAX 3K30T€HHBIN NnposinH cHkain aktuBHOCTh CO/l, a mpu aeiictBuun UV-B o6nyueHus
CHUMall WHTHOMpyrommid 3(dekr crpecc-pakTopa Ha OOy AaKTUBHOCTH (epmeHTa
(Pamroxkuna u gp., 2011). Takum oOpa3om, ymeHblnas ypoBeHb ADK B kieTkax, MpPOJIMH
MOKET CHM)KAaTh HKCIIPECCHI0 N'€HOB AHTUOKCHJAHTHBIX (PEPMEHTOB M MX aKTUBHOCTh, a C
JPYroi CTOPOHBI, MOKET BBICTYNAaTh B POJU IIariepoHa, COXpaHss HATUBHYIO CTPYKTYpPY
AQHTHUOKCUJIAHTHBIX (EpPMEHTOB U MOJAJEpPKHBasi, TEM CaMbIM, HUX aKTUBHOCTb B
HeOnaronpusaTHbIX yeinoBusax (IxaBaauan u jap., 2010; Konynaes u ap., 2018).

B nameit paboTe He BBISIBICHO PEIUIPOKHBIX OTHOLIEHUH MEXAY YPOBHEM CBOOOIHOTO
MPOJIMHA U aKTUBHOCTHIO aHTHOKCHIAHTHBIX (JEPMEHTOB B JHCTHSIX MIIECHUIIBI IPU JACHUCTBUH
Huskoi Temneparypbl 4°C (tabn. 7). Tonbko B oTHomeHuu KAT BbIsiBIIeHa OTpHIIaTeNIbHAs
KOppEeJsIus, YTO 00YCIOBICHO CHUKEHUEM €€ aKTUBHOCTHU uepe3 2 cyT oxJjaxaeHus. OnHako
B HauaJbHbIN niepuo (1-24 4) neiicTBUA HU3KOU TEMIIEPATYPhl KaK COJIepKaHUE MPOJIMHA, TaK
u aktuBHOCTh KAT yBenmnuuBanuce. C apyrumu aHtuokcugaHTHeiMU depmentamu (CO/] u
['BI1O) BhIsABIICHA BBICOKAsi TOJOKUTEIbHAST KOppemsius (Taba. 7), 4TO CBUAETEIBLCTBYET O
coriacoBaHHOM paboTe kKoMnoHEeHTOB AOC B yCJIOBUSX HU3KOTEMIIEPATypHOTO 3aKaJTMBAHUS.

Kpome Toro, yBenumueHue conepKaHMsl IPOJMHA KOPPEIUPOBAIO C IOBBIILIEHUEM
XOJIOJIOYCTOMYMBOCTA pacTeHuil (Tabi. 7), 4YTO CBUACTENBCTBYET 00 €ro yd4acTHH B

MEXaHUu3Max ajaalTalyy IIMIEHUIbI K HU3KOHU TEMIICPATYpCE.
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Tabmuma 7. Koadoumumentsr  koppemsanud  MeXAy  COAEpP)KaHMEM  MNPOJIMHA |
XO0JIOI0YCTOMUNBOCThIO, AaKTUBHOCTbIO AHTHOKCUIAHTHBIX ()EPMEHTOB Y PACTCHUH IMIIEHUIIbI,

MOJABEPTHYTHIX JIEUCTBUIO TeMiepatypsl 4°C

AKTHBHOCTb aHTUOKCHJIAHTHBIX (DEpMEHTOB
ITokazarens X0J1010yCTOWYNBOCTD
CcoJ KAT ['BI1O
ConepxaHue TpOJIMHA 0,99+ 0,98+ -0,50* 0,98*

[Tpumeuanue. *3aeck u nanee K03(pPUIMEHTH KOPPENIALUN CTATUCTUYECKH 3HaYMMBI TIpH P < 0,05.

BoBnedyenne nponauHa B IOBBIIMIEHHWE XOJIOJOYCTOMYHMBOCTH BBIBIEHO HAMH U Y
pacTeHuid orypua. B gacTHocTH, ypOBEHb NpOJIMHA B KJIETKaX HOBBILIAJICA YXe 4yepe3 | 9 or

Havaia neiicteus 3akanmBatomieit (12°C) u nopexnatomieit (4°C) Temmeparyp (puc. 19).
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IKcno3uumsl, 4
Puc. 19. Bausuue temneparyp 12 u 4°C Ha coaepkaHue CBOOOTHOTO MPOJIMHA B JIUCTHAX

orypua.

BaxxHo oTMeTHTH, UTO Ha MPOTSHKEHHH BCETO IKCIEPUMEHTa YpPOBEHBb IMPOJIMHA ObLI
3HAYUTEIBHO BBIIIE B JINCTHAX PACTEHUM, MOJABEPTHYTHIX JEWCTBUI0 HU3KOM MOBPEXKIAOIICH
temrepatypsl 4°C (puc. 19). TloBblllieHHEe YPOBHS MPOJUHA B JUCTBAX B 3TUX YCIOBHSX, IO
HAIlIEMY MHEHHIO, UTPAET BAXKHOE 3HAYCHUE JIJIS 3aLIUThI KJIETOK PACTEHUM OT MOBPEKICHUS.
Panee HamMu moka3zaHO, 4YTO WPOJOJDKUTENBHOE X0J0/0Boe BozzaeiicTtBue (4°C, 3 cyrt)
MPUBOAUT K CHIDKCHUIO OBOJIHEHHOCTH JIUCThEB (Tabi1. 6). B pe3ynbrare MHTEHCUBHOW MOTEpHU
BOJIbl JIUCTHSIMU U CHMXKEHHS TMOTJIOTUTEIBHON CIIOCOOHOCTH KOPHEBOM CUCTEMOM KIIETKHU
JUCTHEB TEPSIIOT TYPTrOp, B pe3yJbTaTe Yero pacTeHUs YBsAarOT U THOHYT. [I0CKOIBKY MpOTH

ABJIICTCA OCMOTHYCCKHM AKTHMBHBIM BCIICCTBOM H 06J1anaeT CITOCOOHOCTBIO YBCINYNBATDb
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OCMOTHYECKOE JIaBJICHUE KIETOYHOTO COKa, €ro HAKOIUIEHHE MPEMATCTBYET 00E3BOKMBAHUIO
KJIeToK. Kpome Toro, nmposiiH B JAHHBIX YCJIOBHUSIX MOXET ydacTBOBaTh B 3amure or ADK,
HerocpeacTBeHHO yTunm3upys A®K wim BeicTynas B KadyecTBE KOHEYHOTO akKIENnTopa
anekTpoHoB B DTL] xmopomuiactoB BMecTo O, U CHMKAsI, TEM caMbIM, UX reHepanuto (Hare et
al.,, 1998). HemamoBa)kHO W TO, YTO MPOJUH MOXKET BBIMOJHATH (DYHKIHIO pEIoKC-
MEPEHOCUYMKA U YBEJIIMUECHHUE €r0 CHUHTE3a SIBISETCS YAaCThIO MEXAHU3MA, MOJJICPKUBAIOIIETO
penokc-nmoTeHan kiaeTkd. Kak wW3BecTHO, ACMCTBHE HUBKUX TEMIIEPATyp BBI3BIBACT
uHrHOupoBaHue paboThl HWkiIa KanbBuHa, B pe3ylbTaTe 4Yero MIPOUCXOIUT CHIDKCHHE
TpaHcmopTa dnekTpoHoB B OTL[ xmopomnacToB ©  yMeHbIIAeTcss  MOTpedsieHue
BoccTaHOBIIeHHBIX dKBHBaIeHTOB (HAJIPH u AT®) (Kmmmos, 2008a). Mcmonb3oBaHue
HAJI®H nns cunTte3a mponuHa yBenuuuBaeT cooTHomenne HAJIO/HAJIPH B kieTke, 4To
npepoTBpamaeT GoTonHruOnpoBanue u cHmkaer reaepanuio ADK B xioporiacrax (Rejeb et
al., 2014). Kpome TOro, mpoaMH MOXET SBIATbCI HCTOYHHMKOM a3oTa M yrjiepoja,
OnarompusATCTBYS POCTY pacTEHUM MpU HU3KUX Temmepatypax (Hayat et al., 2012).

Takum 06pa3om, MOBBILIEHUE COACPKAHUS CBOOOJIHOTO MPOJIMHA UTPAET BAXKHYIO POJIb
B 3allUTE€ PACTEHUI oOrypua OT HHU3KOTEeMIEpaTypHbIX Bo3aedHcTBUl. OTMETHM, YTO 3TO
COTJIacyeTCsi C pe3ylbTaTaMH JAPYTUX UCCIEAOBaHUM, B KOTOPHIX OBLIO OOHAPYKEHO
HAKOIUICHWE IMPOJIMHA y PAacTeHUH Orypiia Mpu NEHCTBUHM HU3KHX Temmepatyp (Feng et al.,
2003; Fariduddin et al., 2011; Mapkogckast u jap., 2013; Cao et al., 2014).

Hamu Takke BBISBIEHO, UTO MpHU AEHCTBUM TeMmiiepaTypbl 12°C HaKoIUIEHHE MpPOIruHA
KOPPEJIUPOBAJIO C TMOBBIIMICHHEM aKTUBHOCTH aHTUOKCHIAHTHBIX (PEPMEHTOB, YTO, BEPOSATHO,
CIOoCcOOCTBOBAJIO  CHIDKeHHMIO HMHTeHCHBHOCTH [IOJI W  mpenmsiTcTBOBAIO  HAPYIICHUIO
nU30UpaTeNbHON MPOHUIIAEMOCTH KIIETOUHBIX MeMOpaH (Tabi. 8). B oTnmume ot atoro, mpu
JeHcTBUM ToBpexaaroniel temmneparypsl (4°C) HE BBISBICHO MOJOXKUTEIBHONW KOpPPEsIun
MEXIy COJCp)KAaHUEM MPOJIMHA M aKTUBHOCTHIO aHTHOKCUAAHTHBIX (hepmenToB (CO/l, KAT u
['BI1O). YuuthiBas CHM)KEHHE AaKTMBHOCTH AHTUOKCUIAHTHBIX (PEPMEHTOB C YBEIHMUYEHUEM
MPOJIOJKUTENIBHOCTU JeUCTBUS TemnepaTypbl 4°C, MOXHO MPEINOI0XKUTh BEAYIIYIO POJIb
MpoJiMHA B 3ammTe KiaeTok pacteHuid orypua or ADK. Tem He MeHee, yBeIMYEHUS
CONlep)KaHMsI TMPOJMHA OBUIO HEJIOCTATOYHO, YTOOBI KOMIIEHCHPOBATH IMOHIKEHHYIO
AKTUBHOCTh aHTHOKCHUJIAHTHBIX (JEPMEHTOB, B PE3YJIHTATE YETO MPOUCXOJUIIO 3HAUYUTEIHHOE
MOBBIIIICHUE WHTCHCHUBHOCTH OKHCIHMTEIBHOTO CTpecca, HapyIICHHE CTPYKTYpbl MEMOpaH U

CHIDKEHHUE MX M30MpaTenbHON MpoHUIaeMocTH (Tadi. 8).
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Tabmuma 8. KoopuumeHTsl KOppenmsimuu MEXIy COACpKAaHHEeM IPOJIMHA M BBIXOJOM
AJIEKTPOJIUTOB, AKTHUBHOCTBIO AHTHOKCHJAHTHBIX (EPMEHTOB y pacTeHuil orypua,

NOJIBEPrHYTHIX AeHCTBUIO Temnepatypsl 12 u 4°C

Temnepatypa 12°C Temnepatypa 4°C
BBIxo1 351eKTpOIMTOB 0,03 0,91~*
AxtuBHocth COJ] 0,99+ -0,73*
AxtuBHocts KAT 0,97+ -0,90*
AxtusHocths I'BI1O 0,98+ 0,06

HemanoBaxxeH M TOT (akT, 4TO, COIJIACHO HMEIOIIMMCSA B JIUTEpAaType IaHHBIM,
3HaYMTeNbHOE HakomieHue mpoiuHa (u [15K) MoxeT oka3piBaTh TOKCHYECKOE JIeiicTBHE Ha
pactenus (Verbruggen, Hermans, 2008). Kpome Toro, 3Ha4uTEIbHOE MOBBIIICHUE COACPKAHUS
IPOJINHA MOXET ObITh OOYCIIOBJIEHO pacmaj oM OelKOB H/WJIM MHTHOWPOBAHHMEM HX CHHTE3a
(Feng et al., 2003). CooTBETCTBEHHO, HEJIB3S HCKIFOYNTh, YTO MOBBIIICHUE YPOBHS MPOJIMHA B
JUCTBSIX OTyplLa B YCIOBUSAX IOBPEXIAOLIEH TEMIIEpaTyphl MOIJIO OKa3blBaThb HEraTMBHOE
NEHCTBUE HAa pACTEHHs MW MPUBOAMTH K CHIDKEHHMIO HX YycToWuumBOoCcTH. OpHako, Ui
NOJTBEPKICHUS JAHHOTO MPENOI0KEHN HE0OX0AUMBI TalIbHENUIINE UCCIIEJOBAHUS.

Takum o0Opa3oMm, NpPOBEACHHOE HCCIECJOBAHUE BIMSAHUA HHU3KUX TeMIepaTyp Ha
pEaKUu0 pacTeHU, KOHTPACTHBIX MO XOJOJOYCTOMYMBOCTH (IIIEHUIA U OTYpELl), MOKa3aio
€€ 3aBUCHMOCTbh OT HHTEHCUBHOCTH U IPOAOKUTEIBHOCTH Bo3AeicTBUS. Tak, 3akanuBaroiye
TEMIIEPaTyphl BbI3bIBATM BPEMEHHOE TOPMOKEHUE POCTOBBIX MPOIIECCOB, KOTOPOE CMEHSIIOCh
UX BO300HOBIIEHHMEM, W TMPUBOAWIM K (HOPMHUPOBAHUIO XOJOAOycTOHumBOCTH. Hamportus,
JecTBHE TOBPEXKIAIOMIe TeMIIepaTyphl BBI3BIBAIO HEOOpaTUMOE TIOAABIIEHHUE pOCTa,
HapylIeHHe MPOHUI[AEMOCTH MEMOpaH U CHUYKEHUE YCTOMYMBOCTH pacTeHui. BaxkHyto poiib B
(dbopMHUpPOBaHNM YCTOMYMBOCTU PACTEHHUH K HU3KMM 3aKaJHBAIOIIMM TEeMIIEpaTypaM HIrpaer
AOC. O6 >TOM CBHAETENBCTBYET TOT (hakT, uTo akTuBH3anus padbotel AOC B TeueHUE BCETO
nporecca 3aKalMBaHUs CIIOCOOCTBOBAJIAa CHIKEHHWIO (IMIIEHWIA) WIM IOAJCPKAHUIO Ha
HU3KOM YypOBHE (OTypell) OKHUCIMUTENIbHOTo cTpecca. Aktuuzauus padbotsl AOC sBisiach
3aIUTHOW peakuueld pacTeHMil (orypen) M Ha JEHCTBUE NOBPEKIAIOUIEH TeMIepaTyphl.
OpHako nepBOHAYAIbHOE TOBBIIIEHNE aKTUBHOCTH aHTUOKCUAAHTHBIX (DEPMEHTOB CMEHSIOCH
UX MOCJEIYIOUIMM CHI)KEHUEM, YTO MPUBOIUIIO K YCUIICHUIO HHTEHCUBHOCTH OKHCIUTEIHHOTO

cTpecca ¥ YMEHBUICHUIO X0JI0J0YCTOWYNBOCTH PACTEHUMN.
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3.2. YyacTHe CAJMIWJIOBOH KHCJOTHI M METH/LKACMOHATA B pPeakuusiX pacTeHHi
NMIIEHUIbI ¥ OrYyPLA HA HU3KOTeMIIepaTyPHbIe BO31eHCTBUS

3.2.1. X0/1010yCTOHYHBOCTb pacTeHUit

K nactosmemMy BpeMeHu U3BeCTHO, 4TO ¢uToropmonsl CK 1 kacMOHAThl y4acTBYIOT B
OTBETHBIX PEAKIMSIX PACTCHUU Ha JeiicTBHE HHU3KUX Temmeparyp. Ilpu sTom cumraercs, 4To
nonoxxkutrensbHoe BiausiHue CK Ha pacTeHusi CBsI3aHO C HMX CIOCOOHOCTBIO TOJIEP’KUBATH
¢dorocunTe3 (Cai et al.,, 2015) u pocroseie mporecchl (Farooq et al., 2008), cumxatb
IPOHHUIIAEMOCTh KICTOYHBIX MeMOpaH (Janda et al., 1999), ymensinats yposens I1OJI (Mutlu
et al., 2013b), perymupoBarth akTUBHOCTh aHTHOKCHIAHTHBIX (epmentoB (Kang, Saltveit,
2002) u makomieHne MpoTeKTOpHbIX coeaunennii (Soliman et al., 2018), a Takke MOBBIIIATH
cozieprkaHue anoruiactTHeIx O0enmkoB (Tasgin et al., 2003; Mutlu et al., 2013b). 3amuTHY0O poJb
KACMOHATOB CBS3BIBAIOT C WX CHOCOOHOCTBHIO OKa3bIBaTh MPOTEKTOPHOE JCHCTBHE Ha
yIbTpacTpykTypy opranesur kierok (Li et al., 2012), nognepxusats poct (Saydpour, Sayyari,
2016), camxaTh BbIxoa anekTposiautoB (Zhao et al., 2013) u yposens I10JI (Cao et al., 2009),
peryIupoBaTh aHTHOKCHIAHTHYIO akTUBHOCTH (Jin et al., 2009) u 6ananc ¢puroropmonos (Hu
et al., 2017), a Takxe moBbIIIaTh coaepxanue caxapoB (Moradmand et al., 2015) u
nonnamuHoB (Zhang et al., 2012b). Kpome toro HemaBHO oOHapyxeHo, uro CK (Aazami,
Mahna, 2017; Soliman et al., 2018) u MXX (Hu et al., 2013; Wang et al., 2016, 2018a;
TananoBa u ap., 2018) MOBBIIAIOT AKCIPECCUI0 T€HOB, KOJUPYIOIIUX TPAHCKPHUITIIMOHHBIC
dakroper CBF/DREB1 u COR-6enku. OnHako, HECMOTPs HA HAKOTUICHHBIN K HACTOSIIEMY
BpemeHn Matepuan, poib CK u, B 0COOCHHOCTH >KaCMOHATOB, B MEXaHHW3Max MOBBIIICHUS
X0JIOJIOYCTOMYMBOCTH PACTEHUH, OCTAETCS HE JI0 KOHIIA UCCIICIOBAHHOM.

B cBs3u ¢ 3THM, HamMu ObUIO M3y4Y€HO BIMSHUE 3K30TeHHbIX (puToropmonoB CK u MXK
Ha XOJIOJIOYCTOMYMBOCTb PACTEHHM NIIEHUIBI IMPHU JEHCTBUM HU3KOW IOJIOKUTEIBHON
Temrepatypsbl. [I0CKOIbKY U3BECTHO, YTO BIUSHUE (PUTOTOPMOHOB HA YCTOWYHBOCTh PACTEHUIN
K HeOaronpusaTHbIM (akTopam cpejsl 3aBUCHT OT uxX kKoHieHtpamuu (Yan et al., 2015; Chen
et al., 2016), Hamu TipeBaApUTEIBHO OBLJIO M3YUYEHO BIIMsHUE pa3HbIx KoHIeHTparmii CK (25—
200 mxM) u MK (0,1 — 100 MKkM) Ha X0JI0JJOYCTOHYUBOCTH POPOCTKOB. Y CTAHOBIICHO, YTO B
YCIOBUSAX  ONTUMaIbHOM  TemmepaTypbl  (22°C)  MOJIOKMUTENBHOE  BIUSHHUE  Ha
XOJIOJIOYCTOMYMBOCTh pacTeHui mineHuibl okasbiBaia CK B xonmentpauuu 100 MxM (puc.
20, a). [Ipu npomomkuTensHOM (7 CyT) ACHCTBUM HU3KOW 3akanuBaroiieil Temmepatypsl (4°C)

CK B konmentpauusx 25 u 50 MKM He u3MEHsJIa XOJOAOYCTOMYHMBOCTH PACTEHUU IO
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CPaBHEHMIO C KOHTpoJieM, B KoHUeHTpauuu 100 MKM — BbI3bIBaJIa €€ MOBBILIEHHE, a IPU
yBenudeHur KoHreHTparuu 10 200 MM — camxana ee (puc. 20, a). B cBsi3u ¢ tem, uro CK B
koHueHtpauuu 100 MkM criocoOCTBOBaIa YBEIMUEHHUIO XOJIOJJOYCTOMYMBOCTH PACTEHUM KakK B
ONTUMAJIbHBIX, TAK U B HU3KOTEMIIEPATypPHBIX YCIOBUSAX — OHA ObLIa BHIOpaHa I IPOBEACHHUS

IAJIbHEUIIINX HCCIICIOBAHUIA.
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Puc. 20. Bausnue CK (a) u MX (6) B pa3HbIX KOHUEHTpaLMSIX Ha XOJO0JI0YyCTOMYHBOCTb

MIIEHUIIBI IPU IelcTBUU TeMiiepaTypsl 4°C.

MK Taxke OKa3bIBaj IOJIOKUTEIBHOE BIMSHHUE HA XOJIOJOYCTOMYMBOCTH PAcCTECHUM
nmenntbl (puc. 20, 6). Tak, eme A0 Havana ASHCTBUS HU3KOW TEMIEpAaTypbl OH BO BCEX
UCnoJib30BaHHbIX KOHUeHTpauusx (0,1-100 mMxM) BbI3bIBal MOBBIIEHUE YCTOWYHMBOCTH
KJIETOK K mpomMopaxkuBaHuio (puc. 20, 6). B ycrnoBusx HU3KOTEMIEpaTypHOTO 3aKalWBaHUS
(4°C) MX B xkonmenrpamun 0,1 MKM He OKasbIBall BIMSHHS Ha XOJIOJOYCTOHYHUBOCTH
MPOPOCTKOB, TOr/a Kak B KoHLeHTpanusax 1, 10 u 100 MM — criocoOcTBOBaN €€ yBEIHMYECHUIO
(puc. 20, 6). OcHOBBIBasACH Ha MOJYYEHHBIX HAMH JIJAHHBIX, a TAK)KE HA TOM, YTO )KACMOHATHI B

BBICOKHX KOHIIeHTparusax 3amemstroT (Swiatek et al., 2003; Shahzad et al., 2015; Yan et al.,
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2015), a B HU3KHX — CTUMYJUPYIOT pocToBbie mporuecchl (Lllakuposa u mp., 2013a) — s
JTATbHEHIITNX UCCIIeIOBaHUI HaMu Obl1a BeIOpaHa KoHIeHTpaus MK — 1 MkM.

B npenBaputenbHOM ombiTe HaMu Takxke Obuto mM3ydeHo BiausiHue CK B nuamnasone
koHeHTpauuid oT 50 mo 500 MKM Ha MPOHHUIIAEMOCTh MEMOpaH KIIETOK JIMCThEB Orypla, O
KOTOPOU CYIMJIM MO BBIXOJY JIEKTPOJIUTOB. Y CTAHOBIIEHO, YTO 00pabOTKa pacTeHUi orypua
CK B Teuenune 1 cyT B ONTUMAIbHBIX TEMIEPaTypHbIX ycioBusx (22°C) He BbI3bIBaia
MOBBIIICHUE IK300CMOCA SJIEKTPOIUTOB, YTO CBUJIETEILCTBYET O TOM, YTO OHA HE OKa3bIBaja
HEraTUBHOTO JielicTBUs Ha pacteHus (puc. 21). I[Ipu stom CK B konnenTparusax 50 u 100 mxM
CIOCOOCTBOBAJIa CHIDKEHHUIO BBIXOJIa AJIEKTPONUTOB, a KoHueHtpamuu 200-500 mMxkM He
BJIMsJIa Ha TPOHHUIIAEMOCTh KIETOYHBIX MeMOpaH JHCTheB orypua (puc. 21). B ycmoBusx
neiicTBusl HU3KOM 3akanuBaromiei temmneparypsl (12°C) CK B xonnentpanusax 50 u 100 MmxM
YMEHbIIAJa 3K300CMOC 3JIEKTpPOJHUTOB, B KOHUEHTpamusax 200 m 300 mxM BbI3BIBaja €ro
HeOOJIBIIIOE TIOBBIIICHHE, a TIPH yBeIudeHur KoHieHTparuu 10 400 u 500 MkM 3HAYHUTEIIBHO

yBEIMYUBAJIA IIPOHUIIAEMOCTh MEMOpaH KJIeToK (puc. 21).

OCK (0 MxM)

OCK (50 mxM)

OCK (100 mxM)
32 ~ BCK(200mxM)
BCK (300 mxM)
BCK (400 MmxM)
BCK (500 mxM)
24

be bc
—F— de

bc
be be cd

HH =

BbIxoa 371€eKTPOJIMTOB,
%o OT IMOJIHOI'0 BBIX01A

IKcno3uums, U

Puc. 21. Bmussnue CK B pa3HbIX KOHIEHTpALMSIX HA BBIXOJ AJIEKTPOJUTOB M3 CEMSIOIbHBIX

JUCTBHEB OTypla Mpu AeicTBuM Temneparypsl 12°C.

Takum oOpazom, CK B Huskux koHueHtpauusx (50 u 100 mxM) mnoBblimana
CTaOMIBHOCTh MEMOPAH KIIETOK OT'ypIia B YCIIOBUSIX HU3KOW TEMIEpaTyphl, UTO MPOSIBISIIOCH B
CHIDKCHHHU 3K30CMOCa 3JICKTPOIUTOB. Torma kak B BRICOKHX KoHIEeHTparusax (200-500 MxM)
CK BbI3BIBaJIa MOBPEX/IEHUE KIETOYHBIX MEMOpPAH, MOBBIIIAS UX IPOHUIAEMOCTb. Y YUTHIBAS

3TO, IS IOCIISYIOIINX YKCIIEPUMEHTOB HaMu Obliia BhiOpaHa koHIeHTpaius CK 100 MxM.
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[TomyueHHble HAMH PE3YJIbTATHl COTJIACYIOTCS C JAaHHBIMH JIMTEPATYPhl O TOM, YTO
OTBETHAsl pPEaKIHUs PACTEeHHM MOXET pa3indaTrbCsi B 3aBUCHUMOCTH OT KOHIEHTpPALUU
¢utoropmoHoB. B Hu3zkux koHuentpauusx CK u MX cnocoOcTBYIOT NOBBIIEHUIO
YCTOMYMBOCTH K cTpecc-(hakTopaM, a B BRICOKHX — MPUBOIAT K e¢ cHmkenuio (Lee et al., 1996;
Janda et al., 1999; Tasgin et al., 2003; TapueBckwuii u ap., 2010a; Babenko et al., 2015; Per et
al., 2016). Tak, CK B xonuentpanuu 0,25 MM CHHXKaJIa BBIXOJT 3JICKTPOJIUTOB U COJACPIKAHHE
MJIA B THCTBSIX MIIECHUIIBI U TMOBBIIIATIA AHTHOKCHIAHTHYIO aKTHBHOCTB, HO TPH YBEIIMYCHUU
KOHIIEHTpaluu 110 2,5 MM BbI3bIBaJla CHUKEHUE aKTUBHOCTU (DEPMEHTOB, YBEJIIMYEHUE YPOBHS
ITOJI u Beixoma snekrponuroB (Chen et al., 2016). MK B Huskoii kourenrpamuu (0,1 MKkM)
CHIDKAJ NOCTYIUIEHHWE KaJMHS B KOPHHM IacjeHa, Torga Kak npu KoHnenrtpamuu 1000 MxM
TOT TPOTEKTOPHBIA 3((deKT He OBLT BBISBICH, KpOME TOr0, 3HAUYUTEIHHO IOBBINIATIOCH
conepxanre MJIA B mucthsax (Yan et al., 2015).

B nanpHeitmem Hamu 66110 M3ydeno BiausiHue CK u MK B BRIOpaHHBIX KOHIIEHTPALIUASIX
Ha XOJIOZIOYCTOMYMBOCTh PACTCHHWH TMIIEHUIBI W OTypla MpH HU3KOTEMIIEPaTyPHBIX
BO3JICHCTBUSAX, PA3TUYAIONIMXCS MO MPOJIOJDKUTEIHLHOCTH U MHTeHCUBHOCTU. [lokazaHo, uTo
npenodpadorka mmenunsl CK (100 mxkM) u MX (1 mxM) 3a 1 cyr no Havana aeWcTBUS

HHU3KOH TeMITepaTyphl MOBBIIIACT YCTONYUBOCTh KJIETOK K IIPOMOPaKUBAHUIO (puC. 22).
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IKCHo3unusa, 9
Puc. 22. Bnusaue CK (100 MkM) u MXK (1 MkM) Ha yCTOMYMBOCTH KJIETOK MIICHHIIBI K

IPOMOPAKUBAHHUIO NpU AeiicTBUM Temnepatypsl 4°C.

BepositHo, 310 cBsAzano ¢ TeM, uro CK nu MK yxe B OonTUManbHBIX TEMIIEPAaTypPHBIX

ycnoBusix (mpu 22°C) aKTUBU3UPYIOT AJaNTHUBHBIE MEXaHU3MBI, KOTOpPBIE CIIOCOOCTBYIOT
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YBEIMYECHUIO XOJIOJOYCTOMYMBOCTU pAacTeHUM. B panpHeuimem, npu ACUCTBUM HU3KOU
3akanuBaromieit Temmnepatypbl (4°C) ycroitumBocTh oOpabotanHeix CK um MK pactenuii
IpojoJKajla BO3pacTaTh M ObUIAa 3aMETHO BBIIIE IO CPAaBHEHHIO C YCTOWYMBOCTBIO
HEoOpabOTaHHBIX IPOPOCTKOB B TEUEHUE BCETO MEPHO/Ia OXJIaKICHUs (puc. 22).

Caenyetr otmeTuts, uto ydyactue CK u MK B popMupoBanum ycTOHYMBOCTH pacTEHUI
K HH3KUM TeMIlepaTypaM paHee ObUIO TPOJEMOHCTPUPOBAHO HA PsIE€ XOJIOJAOCTOMKUX
kynbTyp. Tak, CK moBsimana xonoaoycroitunBocts stumens (Mutlu et al., 2013a,b), nmirenurs
(Tasgin et al., 2003, 2006) u 60608 (Senaratna et al., 2000). B oTiin4yre OT 3TOro, JaHHBIC O
CHIDKEHWHM HETaTUBHOIO JACHCTBUS HU3KHUX TEMIEpaTyp MOJ BIUSHHUEM »XAaCMOHAaTOB Ha
XOJIOIOCTOMKHE PACTEHMsI B HACTOSALIEE BPEMS €IMHUYHBI M MOJYyYEHbl HA TaKUX PACTEHUSAX
kak apabunoncuc (Hu et al., 2013, 2017) u ropox (Shahzad et al., 2015).

B xome Hammx ucciaenoBanui ycranomieHo, yTo CK m MJX oka3pIBarOT 3alIUTHBIN
abdeKT M Ha pacTeHHs] Oryplia, CHUXKas IMPOHHUIIAEMOCTh MeMOpaH kieTok. [lpu sTom
oOpabotka pactenuii CK u MXX BbI3bIBaja yMeHbILIEHHE BBIXOJA AJIEKTPOJIMUTOB €LIE 0
Havajla JIeWCTBUsS HU3KUX TemrepaTyp (puc. 23, a, 0). B ycnoBusx 3akanuBaromieit
temreparypsl (12°C) CK u, B 6omnbiieit crenenn MK, Takke crocoOCTBOBaIM CHIKEHHUIO
HK30CMOCa 3JIEKTPOJIUTOB U3 JHUCTHEB Oryplia 10 CPABHEHUIO C KOHTPOJIBHBIMU pPaCTEHUSMU

(6e3 oOpaboTkm) (puc. 23, a).
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IKCNO3ULNSA, 4 JKcno3unms, 4
Puc. 23. Bimsiare CK (100 MxM) 1 MK (1 MkM) Ha BBIXOJ 3JICKTPOJIMTOB U3 JIUCTHEB Or'ypiia

NPy JISHCTBUYN 3aKaJIMBAIOIICH (a) U MoBpexkaaronieii (0) TeMmnepaTyphl.

OTMeTHM Takke, 4TO €CiM y HeoOpaOOTaHHBIX PACTEHUN BBISBICHO MEPBOHAYAIbHOE
(1-24 9) moBbIIEHUE BBIXOJA dIEKTPOIUTOB, TO y oOpadoTanHbix CK n MK pactenuii aToro

yBeNMUYEHUsT HE ObUIO0 oOHapyxkeHo (puc. 23, a). U3 astoro crmemyer, 4ro mpHu ACHCTBUHU
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temnepatypsl 12°C CK m MXX mnoBbpIIanu ycTOMYMBOCTh PACTEHHH OTypIa, COXPaHSI
LEJIOCTHOCTh U H30MpATENbHYI0 MPOHULIAEMOCTh MeMOpaH kieTok. llonydeHHble Hamu
pe3yJIbTaThl coryiacyroTcsl ¢ fanHbMU auteparypsl. Tak, CK u MXX B yciaoBusx runorepmMun
OKa3bIBaJM MPOTEKTOPHOE JCiiCTBUE Ha TEIUIONIOOMBBIC pacTeHHs KyKypysbl (Janda et al.,
1999), puca (Lee et al., 1996; Kang, Saltveit, 2002), Tomata (Wang et al., 2016), nepua
(Moradmand et al., 2015) u orypma (Liu et al., 2009; Saydpour, Sayyari, 2016).

B pesynbrate Hammx HUCCIEAOBAaHUM II0Ka3aHO, YTO B YCJIOBHUAX IOBPEXAANOLIEH
temnepaTypsl (4°C) GUTOropMOHBI TaK)Ke€ YMEHBIIATN IPOHUI[AEMOCTh KJIETOYHBIX MEMOpaH,
CHIDJKasi, TEM CaMbIM, HEraTUBHOE JeicTBUe 3ToM Temmeparypsl (puc. 23, 0). Oxnako CK u
MX nuimp 4acTMYHO HUBENIMPOBAIM HETaTUBHBIE 3(PQeKThl Temmeparypbl. B moms3y 3Toro
CBUJETENIBCTBYIOT pe3ynbTaThl Bu3yaslbHOM oneHku BiusHud CK um MXX Ha coctosiHme
pacTeHuil, TMOJABEPrHYTHIX aciicTBuiO TemmepaTypbl 4°C (puc. 24). Tak, CK u MX B
HEKOTOPOU CTENEHN yMEHbIAIN TOBPEXKICHNUS, BbI3BaHHBIC IEHCTBUEM HU3KOM TEMIIEpaTyphbl
B TeueHue 1-2 cyT, u cnocoOCTBOBANN MOAAEPKAHUIO TYPrOPHOTO JaBJICHHS B CEMSOJbHBIX
mucThsx (puc. 24). Tem He MeHee, Ha 3 CYT OIBITA H3MEHEHHSI, BBI3BAaHHBIC ACHCTBHEM XO0JIO/IA,
npuobperanu HeoOpaTUMBbIi XapakTep. M3-3a yCHIEHHOTO BBIXO/A 3JIEKTPOIUTOB U3 KIETOK
(ma>xxe B TPHUCYTCTBUHM TOPMOHOB) M CHIDKECHHS TOIJIOTUTEIBHOW CIOCOOHOCTH KOpHEH,
IPOUCXOJUIO YMEHBIIEHUE TYPrOpHOrO JaBJIEHMS B JINCTBSAX, YTO MPUBOAMIIO K 3aBSIIAHUIO U
rubenu Kak HeoOpaboTaHHbIX, Tak U 00padotanHbix CK 1 MK pactenuii (puc. 23, 6; puc. 24).

M3BECTHO, 4YTO BBIIEPKUBAHUE PACTEHUH Orypla IpU HU3KUX (IOBPEKIAIOLINX)
TeMIeparypax NPUBOAUT K HApYIIEHUSIM BceX (DU3MOJOTMYECKUX MpoueccoB ((HOTOCHHTES,
JIbIXaHWe, BOJHBIA OOMEH, MUHEPaJbHOE NUTAHWE U JIp.), OJHAKO 3TH HAPYIIEHUS MOTYT
HOCHUTHh OOpaTHMBbIN Xapakrep. Tak, ObUIO TMOKa3aHO, TMPU TEPEHECEHWU PACTEHUH TMOocIe
oxnaxnaeHus (2°C) B ycioBusi onTUMaibHOW TeMmepaTypbl (22°C) MpoUCXOIUIO CHIKCHHE
BBIXOZA DJIEKTPOJUTOB, BOCCTAHOBJIECHUE AHTUOKCUAAHTHONW AKTMBHOCTH W YMEHBLICHUE
WHTEHCUBHOCTH OKUCIUTENBHBIX TIporieccoB (JIykatkun, 2002).

B cBsa3u ¢ oTtuM, HamMu Oblla NpPOBEJAEHA OIICHKA COCTOSIHUS PAacTeHHU orypla B
nocneneicteun temneparypsl 4°C. IIpu 3ToM npopocTku BeaepkuBanu npu 4°C B TeueHue
1-3 cyr, a 3arem nomemanud B ONTHUMalbHbIE TemnepaTypHbie ycinoBusa (22°C) Ha 7 cyT.
[ToxazaHo, 4TO y pacTeHMil, MOABEPTHYTHIX JAelcTBUIO TemrnepaTypbl 4°C B Teuenue 1 cyT, B
MOCJIEZICHICTBUY B ONTUMAIBHBIX YCIOBUSAX BOCCTAHABIMBACTCS TYProp CEMsIOJIbHBIX JIUCTHEB

¥ BO30OHOBJISIIOTCS. POCTOBBIC TTPOIIECCHI (MOSIBIISICTCST HACTOSIINN JUCT) (pHc. 25).
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Puc. 24. BHemHuii BHJI MPOPOCTKOB Orypla, MOABEPTHYTHIX JEHUCTBUIO IOBPEXIA0MIEH

temneparypsl 4°C teuenue 1-3 cyr.
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Puc. 25. BuemHui#i BHJA NPOPOCTKOB OTypIia, MOJABEPTHYTHIX JACHCTBUIO TMOBPEKIAIOIICH
temreparypsl (4°C) Teuerne 1-3 CyT U 3aTeM MEPEHECCHHBIX B ONTHMAILHBIC TEMIIEPATyPHEIC

ycioBus (22°C) Ha 7 cyT.
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OTtmeTnM, 9TO BO30OHOBICHHE POCTa MPOMCXOAMUIO KaK y HEOOpaOOTaHHBIX, TaK U Y
obpabotanusix CK u MK pacrenwuii (puc. 25). B nocneneiictBuu 6osiee JIuTenbHOTO (2 CyT)
OXJIaXJIEHUsI Y HEOOpaOOTAHHBIX MPOPOCTKOB OTMEUEHO 3aChIXaHUE CEMSAOJIbHBIX JIUCTHEB U
ru0esb IpopocTKoB, a y obpadotanubix CK n MX pactrenuil — 3Ha4MTENbHOE MOBPEKICHHE
JUCTOBOM IUIACTHHBI (TIOTEpsl Typropa, CBOpauMBaHHE, YACTUYHOE 3aCBIXaHHE), OJIHAKO
MIOJIHOTO 3aChIXaHMs JTUCTHEB U THOETU MPOPOCTKOB HE Mpoucxoamio (puc. 25). Bozaeiictue
temneparypsl 4°C B TeueHMe 3 CyT BBI3BIBAIO HEOOpPaTHMOE MOBPEKICHUE KakK
HeoOpaboTaHHbIX, Tak 1 oOpaboTanHbix CK m MJXK pacteHuil u mocie nepeHeceHUs UX B
ONTUMAJIbHBIC TEMIIEPATYPHBIC YCIOBHSI OHH TOJTHOCTBIO 3achixaiu (puc. 25).

Takum oOpa3zoM, u3 mnonydeHHbIX AaHHbBIX craeayer, yto CK u MXK cnocoOHbI
MOBBIIATh BBDKMBAEMOCTh PACTEHHM Orypla B YCIOBHUSX JEUCTBUS MOBpEXAAIONIEH
temmepatypsl (4°C), omHako mmuTenbHOe (3 CyT) OXJIaKICHHE BBI3BIBACT HEOOpATHMBIC
MOBPEXKJCHUS, B pe3yJIbTaTeé Yero pacTeHuss morubaroT. Mbl mpejmnonaraem, 4to ruodelnb
pacTeHUW TPU MPOJODKUTEILHOM HHU3KOTEMIIEPaTypHOM BO3JEUCTBHM MOTJa OBITh
oOycIIOBJIeHa, MPEXJIE BCETo, MOBPEKICHUEM KOPHEBOU cucTeMbl. [loATBepKaeHHEM 3TOMY
CIyXaT JlaHHble, KOTOpbIE JIEMOHCTPUPYIOT, UYTO XOJIOJAOYCTOMYUBOCTH TEILTOIIOOUBBIX
pacTeHHil B 3HAUMUTEIBHOW MeEpe ONpelessieTCsl BBICOKOM YYBCTBUTEIBHOCTBIO K HHU3KUM
TeMIiepatypam KopHeBoi cucteMbl (bamzarypora u nap., 2001; Aatununa, 2010; ITomoB u p.,
2010; Turtos, Tamanoma, 2011). Tak, oxnaxaerue (10°C, 1 1) moGera orypiia BbI3BIBAIO
MOBBIILICHUE XOJIOAOYCTOMYMBOCTUA JIUCTHEB, TOrAA KAaK JIOKAJIBHOE JIEMCTBUE HU3KOU
TEMIIEPaTyphl Ha KOPEHb — CHWXKaJo WX ycroiunBocTh (bamarypoBa u nap., 2001; Twuros,
TananoBa, 2011). YV pactenuii tabaka 3akanuBanue npu 8°C B TeueHHE 6 CYT BBI3BIBAIIO
MOBpPEXKJIeHNE MeMOpaH KJIETOK KOPHS, B PE3yJIbTaTe KOTOPOTO 3HAYUTENHLHO YBEIUYUBAJICS
BBIXOJ] AJIEKTPOJIMTOB, TOIJla KaK B JIMCThAX 3TOT MOKa3aTelb MPAKTUYECKU HE H3MEHSUICH
(Antunuaa, 2010; IMonmoB m np., 2010). Kpome Ttoro, mpomopaxkuBanue (—3°C, 1 cyr)
3aKaJIeHHBIX MPOPOCTKOB HE BHI3BIBAIIO BUJIUMBIX MOBPEKJACHUN HAJ3€MHONW YacTH, OJHAKO B
JanpHeneM, dYepe3 3 CyT UX BbIpallldBaHusl MpU onTuMainbHOMl Temneparype (22°C)
MPOUCXOJUIIO 3achlXaHUE pPACTEHUH, KOTOPOE aBTOPHI CBSI3bIBAIOT C THOENbI0 KOPHEBOM
cucremsl (ITonos u ap., 2010).

Takum o6paszom, sx3orenHsie CK um MM ycuimBaioT MOMOXKUTENBHOE BIUSHUE
3aKaJMBAIOIIUX TEMIEPAaTyp Ha YCTOMYMBOCTh PACTCHUHN MIICHHUIBI U OTYypIla M YaCTUYHO

HUBEJIUPYIOT HETATUBHOE JIEWCTBUE MOBPEKIAIOIIEH TEMIIEPATYPHI HA POPOCTKH OTYpLa.
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3.2.2. PocT pacrenuii

K Hacrosmemy BpeMEHW TMOJIYYCHBI JaHHBIE O CHIDKEHHWW HETAaTHBHOTO JEHCTBUS
HeOIaronpusATHHIX (PaKTOPOB Ha pocT pacTeHUi mox BiausHueM dk30reHHbIx CK n MIK. Tak,
obpabotka CK crocobcTBOBaNA MOAIEPKAHUIO POCTOBBIX MPOIIECCOB PACTCHUH TIPU JCHCTBHU
3aconenus (Shakirova et al., 2003; Ardebili et al., 2014), au3xux (Liu et al., 2016a; Wang et
al., 2018b) u Beicokux (Khanna et al., 2016) temnepatyp, kaamust (Moussa, EI-Gamal, 2010;
Shakirova et al., 2016). Dx3orennsiii M)XK Taxke CHMKan HEraTHBHOE ACHCTBHE 3aCOJCHUS
(Ahmadi et al., 2018), Tsukensix mertamioB (Yan et al.,, 2015; Mir et al., 2018), 3acyxu
(JIyroBast u ap., 2014) u muskux temnepatyp (Li et al., 2012; Saydpour, Sayyari, 2016) nHa
poct pacteHuii. B To ke Bpems yctaHOBIeHO, uTo 3k3oreHHbIe CK 1 MK Moryt oka3bIBaTh
uHrHOUpYyolee aelicTBue Ha poctoBbie mpoiecckl (Kumari et al., 2003; JImurpuesa u ap.,
2008; Sharma et al., 2013; Shahzad et al., 2015; Yan et al., 2015; Per et al., 2018).

B cBs3u ¢ atuMm, Hamm ObuIO M3ydeHO BiusHHE dk30reHHbIXx CK m MK Ha poct
(uHEeMHBIE pa3Mephl, ChIpasi U cyxas OroMacca) pacTeHUM MIICHUIIBI U OTypIia MPU ICUCTBUU
HU3KHX TOJIOKUTEILHBIX Temnepatryp. [IpoBeneHHoe uccienopanue mokasano, yto CK u MK
B HCIOJIb30BAHHBIX HAaMH KOHIICHTPAIMSIX CIMOCOOCTBYIOT YBEIWYEHHUIO JIMHBI JIUCTOBOM

TUTACTUHKH B YCJIOBHSIX HU3KOTEMIIEPATypHOTO 3aKaluBaHus (Tadu. 9).

Tabmuna 9. Biusaue CK (100 MxM) u MXK (1 MxM) Ha niauHy 1-ro JMcTa MIIEHUIBI TIPH

JercTBuM Temneparypsl 4°C

JmuHa 1-ro nucrta, cm
DKCHo3uLus, CyT
4°C 4°C+CK 4°C+MK
0 13,61+0,09b 14,17+0,06a 13,76+0,08b
1 13,66+0,12b 14,39+0,08a* 13,77+0,11b
2 13,81+0,13b 14,58+0,09a* 14,06+0,1b*
3 13,90+0,14c 14,90+0,09a* 14,38+0,11b*
7 13,99+0,15¢* 15,10+0,11a* 14,80+0,13b*

[Tpumeuanue. 3necy u B Tabnuuax 10—14 pa3HbIMH JaTHHCKUMHU OyKBaMHM OTMEYEHBI CTAaTUCTHUECKU
3HAUMMBIE pa3IU4Ms MEXKIY CPEIHHUMHU 3HAUEHUSAMH B IIpelenax Kakiaoi sxcrnosuuuu npu p < 0,05.

*Pa3nuums ¢ UCXOHBIM YPOBHEM CTAaTUCTUYECKH 3HAUUMBI 1pu p < 0,05.



95

Otmetnm, 49to y pactenuid, obOpaboranHeix CK, 3TOT mokaszartenb ObUT BHIIIE IO
CpPaBHEHHIO C HEOOpPaOOTaHHBIMH PACTEHUSIMU B TEUYEHHE Bcero ombiTa (Tadn. 9). Hapsay c
stuM, CK okasbiBana OOJbIee MOJOKHUTEIBHOE BIMSHUE HA TUIOMAMb 1-TO JHCTa MIICHUIBL:
ATOT MOKa3aTellb YBETUYHUBAJICS €lI€ 10 Havyasa IedcTBUS HU3KOW TemrepaTypsl (nipu 22°C) u
B JJaJIbHEHILIEM, B TEUEHUE BCETO OIbITa ObUT BhIIIE Y 00pabOTaHHBIX PACTEHUN 110 CPAaBHEHUIO
¢ HeobpaboTanHbIMH (Tabin. 10). MK taxke oka3bIBaji MOJOKHUTEIBHOE BIUSHUE HA TUIOMIAIb
1-ro nucTa pacTeHUi MIIEHUIBI B ONTUMAIBHBIX TEMIEPATYPHBIX yCI0BUAX (22°C) U K KOHILY
X0JIOJIOBOTO 3akanuBaHus (7 CyT) 3TOT MoOKaszarenb y oOpabortanHbix MK yBenmuuwmiics Ha
10%, Torna kak y HeoOpabOTaHHBIX pacTeHui — Ha 5% (Tabda. 10). OTMeTUM TaKKe, 4To y
MPOPOCTKOB, TpeaoOpadboranHsix MK, B TedueHuwe BCero 3akajiuBaHMs JJMHA KOpHS Oblia
Oosbie, yeM y HeoOpabotanubix (mpui. 1). [Ipu nefictBuu temmnepatypsl 4°C nauHa KOpHS U
BbICOTa Mo0Oera y MpPOPOCTKOB MNIICHMIBI, HOpenoOpadoranHeix CK, He oTiauyamack OT
KOHTPOJIBHOTO BapuaHTa (6e3 o0paboTku), TorAa Kak y pacTeHuid, oopadoranubix MK, Ha 7

CyT OMbITa BbIcOTa obera ObLIa HECKOJIBKO HUXKE, YEM Y KOHTPOJIbHBIX (Tpui. 1).

Tabnuna 10. Bmusaune CK (100 MmxM) u MXK (1 MmxM) Ha momans 1-ro aucTa MieHuIs Tpu

nencTBuM Temneparypsl 4°C

IInomane 1-ro mucra, cM?
DKCHo3uLus, CyT

4°C 4°C+CK 4°C+MK
0 3,28+0,004c 3,64+0,004a 3,39+0,003b
1 3,30+0,01b 3,65+0,01a 3,37+0,01b
2 3,41+0,005b* 3,69+0,01a* 3,47+0,005b*
3 3,44+0,01b* 3,72+0,01a* 3,55+0,005b*
7 3,43+0,01c* 3,87+0,01a* 3,73+0,004b*

B xone namux ucciegoBanuii ycranHorieHo, uto CK u MX ycunuBaroT HakorsieHHe
Cyxoil Oumomacchl mobOera MIIEHULbI TNpPU JEHCTBUUM HHU3KOM TemrepaTypel. Tak, 3TOT
noKas3aTenb Ha 7 CyT ONbITa YBETHMUWIICS MPUMEPHO HAa 45% OTHOCHUTENBHO UCXOIHOTO YPOBHS
(mpun. 2). YV obpaborannsix MXX pactenuii B ycnoBUSIX 3aKaJMBaHUS TaKKe MOBBIIIAIOCH
HAKOIUIEHHE OnomMacchl KOpHS. B uwacTHocTH, K KOHIY Bo3nelcTBUA (7 CyT) cblpas U cyXas
Onomacca KOpHsA y HeoOpaOOTaHHBIX pacTeHUi yBenuumiach Ha 15 u 29% OTHOCHUTETBHO
UCXOJHOTO ypOBHS, a y oOpaboranHbix MK — Ha 24 u 47%, cooTBeTCTBEHHO (Tpui. 2).

HeoOxonnMo nog4epkHyTh, YTO B HOPMaJIbHBIX TeMneparypHbix ycioBusax (22°C) CK n MK
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TaK)K€ CIIOCOOCTBOBAIM YBEJIMUYEHUIO Pa3MepoB (AJMHA U IUIOLIAJAb) JIUCTA, a MOJ BIUSHUEM
MX oOHapyxeHO yBenuueHue M JUIMHBI KOpHs (npui. 7). Kpome TOro, guroropmoHsl
YCWJIMBAJIM HAKOIUIEHHE ChIPOM M CyXoi OMomacchl modera u KopHs (npui. 7).

Ox3orennble CK u MK emé no Hayana neiicTBus 3akanuBaroliedl Temmneparypsl (Ipu
22°C) yBeNUYMBAIHU IJIMHY CEMsIIOJNBHBIX JIUCThEB orypma (tabn. 11), a B mpucyrctBun MK
TaKe MOBbIIANach MUpHHA (puil. 3) U mom@aapb aucta (tadn. 12). B ycioBusX X01010BOro
3akaniuBanus (12°C) nonoxkurenpHoe NelcTBHE Ha JMHY (Tabn. 11), mmpuny (mpui. 3) u

miomazs (Tadi. 12) ceMsa0abHBIX JIUCThEB OKa3bIBaJI, TJIAaBHBIM oOpazoM, MK (mpui. 3).

Ta6muma 11. Bausane CK (100 MxM) u MX (1 MxkM) Ha qIMHY CEMSIONBHBIX JINCTHEB

orypua npu Jeictsuu remmneparypsl 12°C

JlinHa ceMs10JIbHOTO JIUCTa, CM
DKCno3uLus, CyT
12°C 12°C+CK 12°C+MK
0 3,16+0,02b 3,23+0,02a 3,22+0,02a
1 3,18+0,02b 3,21+0,03ab 3,26+0,03a
2 3,20+0,02b 3,29+0,03a 3,30+0,03a*
3 3,26+0,03b* 3,27+0,02b 3,35+0,03a*

IIpu neiictBum temnepatypsl 12°C MJK oka3piBan MOJIOKHUTEIBHOE BIUSHHUE HA POCT
KOpPHSl TIPOPOCTKOB Orypla, YyBEJIWYMBasg €ro JUIMHY K KOHIy HHM3KOTEMIIEPATYpPHOIO
BozneicTBus (mpui. 3). B 1o ke Bpewms, mimuHa runokotwis B npucyrctBuu CK m MXK B

YCIOBUSIX OXJaXICHUS HE U3MEHsuIach (TIpui. 3).

Ta6muma 12. Bousane CK (100 MxM) u MX (1 MxM) Ha miomaab CeMsAI0JIbHBIX JIUCTHEB

orypua npu eictsuu temmnepatypsl 12°C

2
[Inomans ceMs10ILHOIO JIMCTA, CM

DKCHo3uLus, CyT
12°C 12°C+CK 12°C+MK
0 4,01+0,05b 4,02+0,07ab 4,15+0,05a
1 4,09+0,05a 4,10+0,07a 4,14+0,05a
2 4,03+0,04b 4,11+0,08ab 4,19+0,06a
3 4,16+0,06b* 4,1940,06ab* 4,33+0,06a*
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B ycnoBumsx nmeiictBus Temmeparypbl 12°C  osk3oreHHsii M)XK Takke ycuIMBanl
HAKOIUIEHHE ChIPON OGMomMacchl MpopocTKoB orypua (nmpui. 4). B yactHoCTH, K KOHILY omnbiTa (3
CyT) cbIpas Ouomacca JHMCTa, TUIOKOTWJISL W KOpHA nonx BiausHMeM MK yBennuumnach
OTHOCHTEIBHO HcxoaHoro yposus Ha 10, 11 u 15%, coorBercTBenHO (mpui. 4). Kpome Toro, B
npucyrctBun MJXX 1o Hawana nelictBus HHM3KOM Temmeparypbl (pu 22°C) M K KOHILY
XOJIOJIOBOTO 3aKaJMBaHUs OTMEUEHO HAKOIUJIEHHE cyxod Oumomacchel nucta (mpui. 4). MXK
TaK)K€ IPEMSITCTBOBAJI CHUKEHUIO OBOJJHEHHOCTH JIUCTHEB (TIpHUIL. 4).

[Ipu nmeiictBun moBpexmaromieit Temmneparypsl (4°C) sk3orennsie CK u MK Ttaxke
OKa3bIBaJIM 3alIUTHBINA 3((EKT Ha pOCTOBBIE MPOIECCHl pacTeHHil orypua. B wacTtHocTH, mon
BIIUSHHEM (UTOTOPMOHOB B MEHBIIEH CTENMEHW CHIKalach JuyinmHa (Tabn. 13) u muiomans

(Tabm. 14) ceMsaI0MbHBIX JTUCTHEB.

Tabmuma 13. Bausane CK (100 MxM) u MXK (1 MxkM) Ha AIMHY CEMSIOJBHBIX JUCTHEB

orypia npu jectsuu temmeparypst 4°C

JlinHa ceMs10JbHOTO JIUCTa, CM
DKCHo3ULHus, CYyT
4°C 4°C+CK 4°C+MK
0 3,16+0,02b 3,23+0,02a 3,22+0,02a
1 2,89+0,03b* 3,00+0,04ab* 3,03+0,03a*
2 2,84+0,02b* 2,98+0,03a* 2,92+0,04a*
3 2,70+0,06b* 2,88+0,04a* 2,86+0,05a*

Ta6muma 14. Bausane CK (100 MxM) u MX (1 MxM) Ha miomaab CeMsI0JIbHBIX JIUCTHEB

orypua npu jiedctsuu temmneparypsl 4°C

TT70Mma/1b CEMSIOTBHOTO JIACTA, CM°
DKCHo3uLus, CyT
4°C 4°C+CK 4°C+MIK
0 4,01+0,05b 4,02+0,07ab 4,15+0,05a
1 3,46+0,100* 3,54+0,07ab* 3,70+0,07a*
2 3,05+0,06b* 3,22+0,06a* 3,20+0,05a*
3 2,76+0,06b* 3,05+0,07a* 3,03+0,06a*
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Jpyrue pocToBbl€ IOKa3arenau (IIMpPHHA JUCTA, JUIMHA KOPHS M THIOKOTWIS) Yy
oOpaborannsix CK u MX pactenuii orypua npu AeWCTBHM MOBPEXKIAIOIIEH TeMIEepaTyphl
4°C He OTIIMYAJINCh OT HEOOPAaOOTAHHBIX pacTeHUM (mpui. 5).

BhIsiBIIeHO TaKkke, 4TO B yCIOBUAX MOBpexaaromieii Temmepatypsl (4°C) moja BIUsTHHEM
CK u MX B MeHbIII€# CTENEHU CHUXKANIACh Chipasi Omomacca JUcTheB (mpui. 6). OTMeTuM, 4To
CK u MK criocoG¢cTBOBaNM MOAEPKAHUIO OBOJIHEHHOCTH JIUCTHEB B YCIOBUSAX OXJIAXKICHUS
(mpun. 6). [lo-BuaumMomMy, (PUTOrOPMOHBI BBI3BIBATIM 3aKPBITUE YCTBUL, TEM CAMbBIM, CHHKas
NOTEPI0 BOJABI CEMSJAOJIBHBIMU JIUCTHSIMH M CIOCOOCTBYSI TOJICPKAHUIO TYPTOPHOTO
JaBJeHHs. DTO COTIIAaCyeTcs ¢ pe3ysibTaTaMu JAPYTUX UCCIEI0BaHUM, B KOTOPBIX MTOKA3aHO, UYTO
obpaboTka pactenuit kykypy3sl CK B TedeHue 1 CyT BbI3bIBajia 3HAUUTEIIBHOE CHUXKECHHE
ycThuuHON mpoBoaumoctd (Janda et al.,, 1999). B mposiBIIeHHH 3TOro0 MPOTEKTOPHOTO
s dexra, nnaymupyemoro CK u MK, morna yuactBoBath ABK. OO 3TOM CBHUIIETENBCTBYIOT
pe3yNbTaThl UCCIEeIOBAaHUM, B KOTOPHIX BbIsBIeHO Hakoruienne ABK, nnnymupyemoe CK, kax
B ONTHMAJBHBIX YCIOBUX, Tak U npu 3aconeHun ([llakuposa, 2001; Shakirova et al., 2003).
[Tokazano Takxe, uto JKK MokeT OKa3bIBaTh BIUSHUE HA COCTOSHUE YCTHUIl HE3aBUCUMBIMU
ot ABK nyrsimu (Suhita et al., 2004; CaBuenko u np., 2014).

Heo0xonuMo oTMETuTh, YTO B HOpPMaJbHBIX TemmepaTypHbix ycnoBusix (22°C) CK u
MX Takke yBeIMYMBAIM pa3Mepbl (IJIMHA, MHUPUHA U TUIOLIA/Ib) CEMSIONBHBIX JINCTHEB
(mpun. 7). Kpome toro, B mpucyTcTBUU (UTOTOPMOHOB YCHUJIMBAJIOCh HAKOIUJICHHE CHIPOU
Omomacchl JIucTa, a mo BiusarneM MK — ceipoit Gmomaccel KopHs (Tpui. 7).

Takum o6pazom, npenodbpadorka CK n MK niienuisl 1 orypiia okasbiBaja 3allMTHOE
JEHCTBUE HA POCT PACTEHUH, TOJABEPTHYTHIX AEUCTBUIO HU3KUX MOJIOKUTEIBHBIX TEMIIEPATYP.
[Tpu 3akanuBaromux BozaercTBusix (4°C — mns mmeHunsr;, 12°C — aisg orypia) GuTOropMOHBI
YBEJIMUMBAJIM JIMHEHHBIE pa3Mepbl U CHOCOOCTBOBAIM OOJIbIIEMY HAKOIUIEHHIO OMOMACCHI
pacTeHuid, a npu noBpexpaaromeM (4°C — it orypua) — CHUKalld HEraTUBHOE JIeiCTBUE
TeMIeparypsl Ha poctoBbie nporecchl. [Iporekropusiit 3gpdpext CK u MXK Ha poct pactenuii
Mor ObITh OOYCIJIOBJICH WX BJIMSHHEM Ha ropMoHaibHbIA Oananc (LllakupoBa u nap., 2013a).
Tak, moxkaszaHo, uro, s3k3oreHHeie CK (50 mMxM) u MX (100 vM) cnocobcTBOBamM
NOJICP>)KAHNIO0 POCTOBBIX MPOIIECCOB Y PACTCHMI MIIEHUIIBI, YTO, IO MHEHHIO aBTOPOB, OBLIO
CBSI3aHO C WX CIIOCOOHOCTBIO MPEAOTBpAIIATh CHWKEHHE YPOBHS IIUTOKMHUHOB, BBI3BAHHOE
3aconenuem (Shakirova et al., 2003; IllakupoBa u ap., 2013a). Baxuo, uto CK u MX B

BBIOpaHHBIX HAMU KOHILIEHTPALUSAX HE MHTHOMPOBAIN POCT PACTEHUH MIIEHHIIBI U OTypla Kak
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B HOpPMaJbHBIX, TaK M B HHU3KOTEMIIEPATypHBbIX YyCIOBUAX. OTMETUM OJHAKO, YTO Kak
MOKa3bIBAIOT UccheaoBanus Apyrux aBTopoB, CK u MK MoryT cHIKaTh pOCTOBBIE IPOLIECCHI.
Hanpumep, CK u MX oxa3piBanu uHHrubupymomee AeicTBUE HA POCT pPacTEHUU B
ONTUMAaNbHBIX ycrnoBusax (ImurpueBa u nap., 2008; Shahzad et al., 2015) u npu aeiicTBun
HeOmaronpusaTHeIX Temreparyp (Shahzad et al., 2015). IIpuuem mHrHOMpOBaHME pocTa OBLIO
TEM CHJIbHEE, YeM BhIIIEe Oblla KOHIIEHTpAIUs (PUTOTOPMOHOB.

WNHuTepecHo, uTo B onTUMalbHBIX ycioBuAx (22°C) MK oka3blBasl CTUMYIUPYIOIINAN
addekT Ha pocT KOpHSA MuIeHUNbl (mpui. 7), a JAJuHA KOPHS MPOPOCTKOB Oryplia
yBenunuuBaiachk B npucyrerBun CK u MK (mpui. 8). IlonoxwurensHoe neiicteue CK u MX B
ATOM CJlydyae MOIJIO OBITh CBSI3aHO C HAKOIUIEHHMEM IOJ MX BIUSHUEM POCTCTHUMYJIUPYIOLIUX
TOPMOHOB. B 10Nb3y 3TOr0 CBUIETENBCTBYIOT JaHHBIE, TOJydeHHbIe B JlabopaTtopuun O.M.
[[TakupoBoii: oOpadboTka pactenuit mmeHunbl CK moBbIMIaTa MUTOTHYECKYIO AKTHBHOCTH
KJIETOK MEPUCTEMbI KOPHS U yBEJIMYUBaja pa3Mepbl KIETOK B 30HE PACTSIKEHHS, YTO aBTOPHI
cBs3biBalOT ¢ HakoruieHueM UYK. B To xe Bpems ctumynupyromuii 3pdpext MK Ha poct
KOpPHEW TMIIEHUIbI OHU OOBSCHSAIOT HAKOIUIEHHEM TOPMOHOB IHUTOKWHUHOBOW MPUPOJIBI
(CaxabytauHoBa U 1p., 2009; IllakupoBa u ap., 2013a). [TonoxurenpHOE NeHCTBHE TOPMOHOB
Ha pOCT KOpPHEH MOXET Takke ObITh CBA3aHO C MX YYacCTHEM B PETYJSIUHU IPOLIECCOB
TPaHCIIOPTAa ¥  paACHpECIICHUS aCCHMWIATOB (AKTHUBAIUS/MHTHOMpPOBAHUE (PIIOIMHOM

pasrpys3KH), B YaCTHOCTH, Caxapo3bl B KJIETKaX KopHeH Kykypy3bl (bypmuctpona u ap., 2009).

3.3. Biusinue caJuIWJIOBON KMCI0THI M METH/KACMOHATA HA YPOBEHb OKHCJIHUTEJIHLHOIO
crpecca MW PpadoTy AaHTHOKCHIAHTHOW CHCTeMbl Yy TMIIEHUNbI M OrypuHa mpH
HU3KOTEMIIEPATYPHBIX BO31eHCTBUAX

3.3.1. Conep:xkanue nepokcuaa BOAOPOIa 1 MAJOHOTO THAJIBAETH/IAa

N3BectHO, uTo CK sABIIIeTCA €CTECTBEHHBIM NPOOKCHIAHTOM U BBI3BIBAET YCHUJICHUE
reaeparmn APK (Yu et al., 1999). Peskoe mMOBBbIIEHHE WX YPOBHSA B KIETKax
(«OKMCIUTENBHBIN B3pbIB») N0 BiusHUeM CK cunTaeTcss OJHUM U3 KIIFOUEBBIX KOMIIOHEHTOB
CIIY, B pe3ynpTare KOTOPOTO B MECTE BHEJpEHHUsI maroreHa paszBuBaetcs peakuus CBY u
NPOMCXOMUT JIOKaJIbHAs THUOENb YacTH MH(PUIMPOBAHHBIX KIETOK BMECTE€ C IAaTOT€HOM
(MonoguenxoBa, 2001). B peanuzauuu nporekropusix 3¢gdexkroB MK H,0, tarxxke urpaer
BaXHOE 3HAueHWe. Tak, MOKa3aHo, 4To 00paboTka pacteHuil mnmeHunsl MK BbI3biBana

HAKOINUICHUEC TICPOKCHJa BOJAOpPOJd, 4YTO CITOCOOCTBOBAJIO TMOBBIIIEHUIO yCTOfI‘-IHBOCTH K
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BO30yAuTENI0 (py3apuo3a u cenropuosa (Apymwunaa u np., 2015). Ormerum Take, uro CK u
MX yuactBytot B peryisiuuu ypoBHsa H,0, B KieTkax pacTeHui pu AeCTBUN aOHMOTHYECKUX
¢dakTopoB, Takux kak 3acoseHue (CaxaOyrmuHoBa u ap., 2004; Qiu et al., 2014), 3acyxa
(Nazar et al., 2015), nuskue u Boicokue Temmepatypsl (Lei et al., 2010; Li et al., 2012; Khanna
et al., 2016), Tsoxensie metayutel (Moussa, EI-Gamal, 2010; Sirhindi et al., 2016) u mp.

B cBsa3u ¢ »tuM, Hamu Obulo mpoBeneHo uccienoBanue BiausHUS CK u MXK Ha
conepxkaane H,O, B JHUCTHSIX MIIECHUIBI W OTypIia MPU ACHCTBUM HU3KUX IOJIOKUTEIBHBIX
TeMreparyp. YCTaHOBJIEHO, 4To npu oOpaborke pactenuit CK emé no Hauvanma peicTBus
HU3KOW 3akanuBaromiei Temmeparypsl (4°C) mporcXoauao HEOOJBIIOE MOBHIIICHHE YPOBHS
NIEPOKCUIA B JIMCThAX MIICHHUIBI (pUcC. 26). DTO corjacyeTcss ¢ UMCIONIMMHUCS B JIMUTEPAType
JTaHHBIMU 00 ycUJIEHHE reHepanuu nepokcuna Bogopoza noxa BausuueM CK (CaxabytamHoBa
u nap., 2004; MonoguenkoBa, 2009; MakcumoB u ap., 2011a; Macnennukosa, Illakuposa,
2018). IIpu sTom mpemnonaraeTcs, yto yBenauueHue conepxanus ADK, manynupyemoe CK,
HEOOXOAMMO ISl pealn3allid €€ MPOTEeKTOpHOTro dAddekra. IDTO MPEANOoIOKEHUE
MOJITBEPIKIACTCA Pe3yJIbTaTaMU SKCHEPUMEHTOB, B KOTOPBIX MOKAa3aHO, YTO AHTHOKCHIAHT
noHon cHuman Bbi3biBaeMble CK  ycunenune renepauuu A®K u  moBbleHue

terioyctoiunBocT pacteHuil (Konymaes u nip., 2007).
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Puc. 26. Bmustane CK (100 mxM) u MK (1 mxM) Ha copepxaHue MEPOKCHIAa BOJIOpOAa B

JUCThSX MIICHUIIBI PU IeCTBUM TeMiepaTypbl 4°C.

Onnoit u3 npuunn HakomeHus H,O,, naaynupyemoro CK, siBisercs ee cmocoOHOCTh
unruOuposarb AOK-yrmnmmsupyroume ¢epmentsl  (Hanpumep, KAT wu IIO) w/unm

aKTUBU3UPOBATh (PEPMEHTHI, YYaCTBYIOIIME B PETrYIUPOBAHUU TPO-/aHTUOKCHAAHTHOTO
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paBHoBecus (B yactHoctH, HA®/IH-okcunaser, COJl, I10) (Tapuesckuii, 2002; Kosymnaes u

ap., 2010b; Kumar, 2014). Yeenuuenue ypoass ADK B kaeTKkax nMeeT BaKHOE 3HAYCHUE IS
peannzanuu npegagantupyromero aectsus CK Ha pacTeHUs NIIEHUIBI K MMOCIEAYIOLIEMY
oxJaxaeHuto, nockoibky A®K Moryr BbICTynaTh B Kaue€CTBE CUTHAJIBHBIX MOJIEKYJI H
aKTHUBU3HMPOBATh 3allMTHBIE peakuuu. B panpHenmem, npyu OeHCTBUM HU3KOW TEMIIEPATYPBI
4°C namu oOHapy>KeHO TNepBOHayalbHOE (B TeueHHE | UY) CHUIKEHUE YpPOBHS IEPOKCUIA
BOJIOpOJA, KOTOPBIA 3aTeéM HECKOJbKO TOBBIMIANCA, OJHAKO K KOHIYy ombiTa (168 u)
YMEHbIIANICA U ObLIT HUXKE HMCXOAHOro ypoBHs (puc. 26). B orauune ot CK, mpu o6paboTke
npopoctkoB mieHunbl MK He npoucxoauno HakoruieHus: HyO; B THCTBSIX B ONTUMANbHBIX
TeMrepaTypHbIX ycioBusax (22°C) W B TEUYeHHE BCEro MpoIecca HU3KOTEMIIEPATypHOTO
3akanuBaHus (4°C) MOK mpensiTcTBOBaJI MOBBIMICHUIO €T0 COACpXKaHus B KieTkax (puc. 26).
Y4uuThIBas 3T0, MbI IIPEAINOIATraeM, YTO aKTUBU3AIMS 3aIUTHBIX MEXaHU3MOB, HHAYLUPYEMast
MX, u crnocoOcTByrOmAas MOBBIIICHUIO XOJIOJAOYCTOWYMBOCTH PACTEHUI, OCYIIECTBISIACH
yepe3 apyrue AOK. Bo3mMoxkHO, 4YTO B peanu3anuu NPOTEKTOPHBIX 3(PPEKTOB KaCMOHATOB
yaactByeT HAJI®H-okcumaza u obpasyromnuiics B pe3yiabTare ee padoThl CYNEePOKCHIHBIN
pagukan. Tak, yBelMYeHHE TEIIOYCTOMYMBOCTH PACTEHHM TMIIEHUIBI MOJ BIHUSHUEM
sk3orenHoii XKK Obuto 0o6ycioBiaeno ycuiaeHueM renepanuu O, , CBA3aHHOW C aKTHBAIMEH
HAJI®H-okcunassr (Komynaes u mip., 2013).

Ha pacrenusix orypua B Xo0A€ HalIMX MCCIEAOBAHMM BBISBJICHBI CXOJHbIE
3aKkOHOMepHOCTH. B uactHocTH, o0OpaGoTka mpopoctkoB CK emé g0 Havana
HU3KOTEMIIEpaTypHBIX BO3JEWCTBUI BbI3bIBaJIa pE3KOE MOBbILIEHHE (MpUMEpHO B 2,6 pasa)
COJIepKaHusl EPOKCUIa BOJOpOAa B JIMCThIX, B TO BpeMsa kak MJK He oka3biBanm Ha HEro
BausiHust (puc. 27, a, 0). B ycnoBusx 3akanuBatomieit temmepatypbl (12°C) B JTUCTBAX
npopoctkoB, oopadoranubix CK, ypoBens H,O, mocreneHHO yMeHbIIAICS U K KOHILYy ONBITA
(72 4) Obl1 HmKE, 4YeM Yy HeoOpaboTaHHBIX pacTeHumid (puc. 27, a). Y pacTCHHH,
npenodpadboranubix MK, copepxaHue nepokcua BOJA0poJa B T€UEHHE Mpolecca X0I040BOro
3aKaJIMBaHMsI HE U3MEHSUIOCH U uepe3 72 4 ObLIO CYIIECTBEHHO HUXKE, YeM Y HeoOpaOOoTaHHBIX
npopoctkoB (puc. 27, a). Takum o6pazom, CK BbI3biBana ycuienue reHepauuun H,O,, uto,
BEPOSATHO, SBIUIOCH OJHUM M3 MEXaHU3MOB €€ NpeJaJanTHPYIOUIEro JEHCTBUS K
NOCTIEIYIOIIEMY OXJIaKICHHUIO U CTIOCOOCTBOBAJIO aKTUBU3AIIMH 3aIIUTHBIX MeXaHU3MOB. MK
TaK)K€ OKa3bIBaJl MPOTEKTOPHOE ACHCTBHE HA PACTEHHs OTypLa, MPENATCTBYS MOBBIIICHUIO

coJieprKaHUsI MEPOKCHIa BOJIOPOIa, BhI3bIBacMoro oxiaxacHueM (12°C).
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B ycnoBusix geiictBus nospexaatoieit remmnepatypsl (4°C) CK u, B Oosibliiel cTeneHu
MK, cnepxuBainy ycuiieHHe TeHepalluyi ePOKCUaa BOJOPOa, HHIYIIUPYEMOe X0JI010M (puc.
27, 6). Tem He MeHee, K KOHITY XOJIOIOBOTO BO3ACUCTBHs (72 4) B JINCTHIX PACTEHUH Jaxe B
MPUCYTCTBUHU  (PUTOTOPMOHOB  TMPOWCXOAWJIO  3HAUYWTENAbHOE  HakoruieHune  H,0,,
CBUJICTENILCTBYIOIIEE O PAa3BUTHUM OKHUCIUTENBHOTO cTpecca. OTMETHUM OJIHAKO, 4YTO
cojiep)KaHHue TIEPOKCHIA BOJIOpoJa B JUCThAX oOpadoranHbix CK m MK pacrenwmii Ha 3 cyT

omnbITa OBUIO HUXKE, YeM y HeoOpaboTaHHbIX (puc. 27, 0).
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Puc. 27. Bausaue CK (100 mxM) u MXK (1 mxM) Ha coaepkaHue MepoKcuaa BOJIOPOJa B

JUCTBAX OTypla npu jericteuu 3akanusaromieil (12°C) u nospexaaromieit (4°C) TeMiepaTypsl.

N3BectHO, uTO 3K30TeHHBIE (puToropmonsl CK u MJK moryT BbI3bIBaThH MOBBILICHHE
untencuBHoctu [10OJI B knmetkax pacrenuit (Fedina, Benderliev, 2000; Kumari et al., 2006;
[TecroBa, 2007; Imutpuena u ap., 2008; Liu et al., 2012). IIpu s3tom npoayktsr [10J1, Hapsay
¢ ADK, Moryr BhicTynaTh B KauyecTBE CUTHaJla, aKTUBU3HPYIOUIETO aJlallTUBHBIC pPEaKIINU
pacTeHuil mpu AeUCTBUN HeOIaronmpusTHHIX (QakTopoB cpensl. Tak, oopadorka CK pacrenmii

ropoxa B OITHUMAJIBHBIX YCJIOBUAX BBI3bIBAJIa HAKOILJICHUC MI[A, 4TO, B CBOIO OYEpPCAb,
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YBEJIMUYMBAJIO AHTHOKCHJIAHTHYIO aKTUBHOCTbh U CHUKAJIO €r0 YPOBEHb IIPH I€UCTBUH BBICOKOI
temrnepatypsl (IlectoBa, 2007). Dx3orennas XK mnoseimana ypoens [IOJI B auCThAX U
KOpHSIX (PMHUKOBON ManbMbl, 4yTO akTuBu3upoBasio ['BIIO u yBennumBaso ycTOHYMBOCTH
pactenuii Kk Bo30yaureio ¢pyszapuosa (Jaiti et al., 2004).

B cBsa3u ¢ atum, Hamu Obuto u3yudeno BiusiHMe CK n MK Ha conepxanne MJIA B
JUCTBSIX TMIIEHUIBI W Orypua Mpu ACHCTBUM HU3KUX TemrepaTyp. B xome pabotbl
oOHapy»xeHo, yTo 3k3oreHHble CK 1 MK B ontuManbsHbIX TemnepaTypHbIX ycioBusax (22°C)
BBI3BIBAIOT HEKOTOPOE TMOBBIIICHUE coaepxkanuss MJIA B JucThAX mimeHHWnsl (Tadm. 15).
Mo>kHO TIPEoNIoKUTh, uTo ycuieHue nHTeHcuBHoctu [1OJ] y pactenuii, oo6padorannsix CK,
OBLTO BBI3BAHO OOHApYy>KEHHBIM Hamu HakoruieHueM H,O, (tabm. 15; puc. 26). YV pactenwii,
obOpabortanusix MK, nmoBeimenue ypoBHsi [1OJI, BeposiTHO, ObUIO CBSI3aHO C aKKyMyJsiiuen
apyrux A®K, nockosnbKky B ONTHMalNbHBIX ycloBHsIX MJOK He okaspiBan BIUSHHS Ha
conepxxkanne H,O, (Tabn. 15; puc. 26). Ilpu nelictBun HU3KON Temmepatrypsl 4°C B JTUCTBAX
obpabotanueix CK u MX pacrenuit mmenuipl, comaepxanue MJIA ObUTl0 HIDKE, 4YeM Yy

HeoOpaboTaHHBIX IIPOPOCTKOB (Tadi. 15).

Tabnuna 15. Bmusaue CK (100 mxkM) u MK (1 MxM) Ha comepkanue MJIA B JHCTBSIX

MIIECHUIIBI IPU AeHCTBUU TemnepaTypsl 4°C

Conepxanune MJIA, MKMOJIB/T CBIPOTO Beca
DKCIO3UIMs, 4

4°C 4°C + CK 4°C + MK

0 11,5+0,2¢ 12,8+0,4f 13,0+0,4ef

1 13,740, 7cdef 12,8+0,4f 12,9+0,5ef
24 15,9+0,7b 14,1+0,6¢df 14,0+0,5cdef

48 18,4+0,7a 16,0+0,7b 15,6+0,6b

72 15,2+0,6bc 14,2+0,6c¢def 14,1+0,3de

168 15,2+0,5bc 14,140, 7cdef 14,2+0,3d

Ob6pabotka pactrenuit orypua CK u M)XK Taxke BbI3bIBajia MOBBIIICHUE COACPKAHUS
MJ/IA B JHCTBAX [0 Havajga HHU3KOTEMIIEpAaTypHOTo Bo3aeicTBus (Tabn. 16). MoxkHo
IPEANOI0KHUTh, YTO KaK U y MIIeHUIb], yBennuenne nareHcuBHocty [10J] non Bnustanem CK
OBLTO OOYCIIOBJICHO 3HAYHMTENILHBIM HAKOIUICHHEM MEepoKcHaa Bojaoposa (tadn. 16; puc. 27).

Otmetum, uro CK u MK BeI3bIBanu yBennuenue uHteHcuBHocTd [1OJI B nucThAX orypua u
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MIICHUIIBI TOJBKO B TeYeHHE 1-X cyT mocie o0padotku. Uepes 3 (orypen) u 7 cyt (NIIeHAUIIA) B
onTuMaibHbIX yciaoBusax (22°C) ypoBenb MJIA B kieTkax oOpaOOTaHHBIX PACTECHUN OBLI
HUWKe (MIIeHMua) Wik He otiauyainca (orypen) ot ypoBHd MJIA y HeoOpaOoTaHHBIX
POPOCTKOB (MpHIL. 7, 8), 4TO yKa3bIBaeT HE TOJIBKO Ha OTCYTCTBHE IMOBPEXKIAIOIIETO IEHCTBUS
(UTOrOPMOHOB, HO U CBUIETEIHCTBYET 00 UX 3aIIUTHOM S PeKTe.

IIpn =Hm3koi 3akanuBarommet (12°C) u moBpexparomeln (4°C) TtemmepaType B
npucyrctBun CK u MK copepxanue MJIA B nucThX orypua OBUIO HUXKE, 4YeM Yy
HeoOpaboTaHHBIX pacTeHud (Tabm. 16). OTMETHM OJIHaKO, YTO MPH MPOJOJDKUTEITHHOM
nevicteun  (48-72 1) Temmepatypsl 4°C, NPOUCXOIWIO 3HAYUTEIBHOC IOBBIIICHUE
coxepxkanuss MJIA B IHCTBAX Nake B NPUCYTCTBUM T'OPMOHOB. lIpu 3TOM BakHO, 4TO MOJX
BrusinueM CK u MK B ycioBusix xonoja He npoucxoauio ycuienus nHreHcuBHocty [1OJ] u

ypoBeHb M/IA B JTHCTBSIX OBLT HIXKE, YeM Y KOHTPOJIBHBIX MPOPOCTKOB (Tadu. 16).

Tabnmuna 16. Boussaue CK (100 mxM) u MK (1 mMxM) Ha conmepxkanne MJIA B JUCTBAX

orypia npu aevicteuu 3akanuBaroiieit (12°C) u nospexaaromieit (4°C) TemnepaTypbl

JKCIIO3H- Conepxanue MJIA, MKMOJIB/T CHIPOTO Beca

i, 9 12°C 12°C+CK | 12°C+ MK | 4°C 4°C + CK | 4°C + MK
0 4,4+0,2i |5,0+0,2defgh | 5,0£0,1fh | 4,4+0,2j | 5,0+0,2hi | 5,0+0,1hi
1 5,3+0,2defg | 4,9+0,3gfhi | 4,8+0,1hi | 6,040,3fg | 4,8+0,2ij | 4,8+0,3ij
5 55+0,2deg | 5,0+0,3hdi | 5,1+0,2efg | 6,7+0,3f | 5,3+0,3ghi | 5,0%0,3ij
24 6,0£0,1c | 5,5+0,2de 55+0,1d | 8,0+0,4e | 6,4+0,6fg | 5,9+0,3fgh
48 7,240,3ab | 6,5+0,2bc 6,4+0,2c | 13,2+0,7c | 10,0+0,7d | 9,4+0,7de
72 8,1+0,3a | 6,4+0,3bc | 6,7+0,3bc | 20,9+0,8a | 17,5+0,8b | 15,7+1,2bc

Hamm naHHBIE cormacyroTcsl ¢ pe3yibTaTaMu APYTUX HCCIEIOBAaHUN, B KOTOPBIX
MOKAa3aHO, YTO OJUH M3 MPOTEKTOPHBIX 3PdekToB sk3oreHHbIXx CK n MK o0ycnoBien ux
CIOCOOHOCTBIO YMEHBIIIATh MHTEHCUBHOCTh OKHCIMTEIBHOTO CTpecca. B wacTHOCTH, Takue
JaHHBIC TOJy4YeHbl Ha pacTenmsx orypua (Li et al.,, 2012; Sayyari et al., 2012; Saydpour,
Sayyari, 2016) nmpu AEWCTBHHM HHU3KUX TEMIIEPATyp, MIICHUIBI M TOPYHUIBI — B YCIOBHUIX
3acosenust (Illakupoa m ap., 2013a; Husen et al., 2018) u 3acyxu (Nazar et al., 2015;

Sedaghat et al., 2017), a Taxxe cou — npu oopadotke Hukenem (Sirhindi et al., 2016).
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Takum o6paszom, CK u MK BbI3bIBatOT HEKOTOpoe moBbImeHHE ypoBHS MJIA B
JUCTBAX PAcTEHUM elle 0 Hayvaja JeHCTBUS HU3KHUX TEMIIEparyp, YTO, B CBOIO OYepeb,
OPUBOJIUT K AKTHBHM3ALMU 3aIUTHBIX MeXaHW3MOB. llpu 3akanuBaronux temiepaTrypax 3TO
cHocoOCTBYeT CHWXKEHHIO cozepkanust MJIA n ¢popmMupoBaHHIO X0I0A0YCTONUYNBOCTH, a IPU
NOBPEXKAIOUIEN — aKTUBM3alUs 3alllUTHBIX MEXaHMW3MOB, 3alyckaeMas (QUTOropMOHaMH,

YMCHbBIIACT HHTCHCUBHOCTD HOH, HO HC OCTaHAaBJIMBACT €I'0 PA3BUTHUC.

3.3.2. AKTHBHOCTh AHTHOKCHIAHTHBIX (DePMEHTOB

3.3.2.1. Cynepokcuaaucmyrasa u coaep:xanne MPHK ee renon

OpauH 13 3alUTHBIX MEXaHU3MOB, KOTOPBIN CIIOCOOCTBYET MOBBIIIEHUIO YCTOMUYNBOCTH
pacTeHuii K HeOIaronpusTHEIM (hakTOpaM Cpejibl O] BIUSIHUEM SK30T€HHBIX (PUTOTOPMOHOB,
00yCJIOBJIEH HX CIHOCOOHOCTBIO PEryJIMpOBaTh AHTHOKCHIAHTHYIO aKTUBHOCTh. Psmom
uccinenoBanuil nokazano ydactue CK m MK B akTHBU3alMM aHTHOKCHJAHTHBIX (EPMEHTOB
npu neiicteum 3acyxu (Anjum et al., 2011; Sedaghat et al., 2017), 3aconenus (Husen et al.,
2018; Talebi et al., 2018), nuskux (Li et al., 2012; Mutlu et al., 2013a,b) u Beicoxux (Shi et al.,
2006; fActpeb u np., 2012; Konynaes u np., 2013) Temneparyp, Tsokelnbix MetauioB (Zhang et
al., 2011; Sharma et al., 2013). Kpome TOr0, yCTaHOBJICHO MX BJIHMSHUE Ha 3KCIIPECCUIO TCHOB,
KOAMPYIOUIUX aHTHOKCHJAHTHbIE (PepMEHTH W (EPMEHTHI CHUHTE3a HU3KOMOJIEKYISIPHBIX
npOTeKTOPHBIX coeauHenuit (Guan, Scandalios, 1995; Misra, Saxena, 2009).

YuuTeiBass 3TO, HaMU IPOBEACHO u3ydyeHHe BiausHU dKk30reHHbIx CK m MX Ha
AKTUBHOCTh HEKOTOPBIX AaHTUOKCHUJAHTHBIX (EPMEHTOB B JIUCTHAX KOHTPACTHBIX TIO
XO0JIOJIOYCTOMYMBOCTH pacTeHuil. B xone wuccinenoBanuid ycrtanoBieHo, uro CK u MX
BBI3BIBAIOT TOBBINICHUE (Ha 21 u 37%, cooTrBeTcTBEeHHO) 00I1Iel akTHBHOCTH COJ] B TUCTBAX
HPOPOCTKOB MIICHUIIBI enié 10 Havaia aercTus temmeparypsl 4°C (puc. 28). OTmMeTum, 4to
3TO COINIACYeTCs C pe3yslbTaTaMHd JAPYTHX MCCIENOBaHWM, B KOTOpBIX IIOKa3aHO, YTO
sk3orennbsie CK (Dong et al., 2010; Chen et al., 2014b) u MK (Anjum et al., 2011; Qui et al.,
2014) axtuBusupytor COJl B ontumanbhbix ycnoBusix. IIpu temmnepatype 4°C B JUCTBAX
nmennilbl, oopadorannbix CK, u B ocobennoctn MK, B TedeHHe BCEro OmbITa aKTHBHOCTH

CO/] ObL1a CYIIECTBEHHO BBIIIIE, YeM Yy HEOOpaOOTaHHBIX MPOPOCTKOB (puc. 28).
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Puc. 28. Baustane CK (100 MxkM) u MXK (1 mxM) Ha obmyto aktuBHOCTH CO/Jl B MUCTBSIX

MIIEHULBI IPY IelcTBUU TeMiiepaTypsl 4°C.

AxtuBmzanusa COJ] monx BiusitHueM (GUTOTOPMOHOB MOXKET OBITH OOYCIIOBIIEHAa Kak
U3MCHCHHEM aKTHBHOCTHU €€ JIATEHTHBIX M30OpM, Tak U oOpa3oBanueM (epmenta de NOvo.
Tak, manpumep, CK n MX nossimanu aktuBHOCTs COJ/[ M MHAyIMpOBAIM HaKOIUICHUE
TPAHCKPHUIITOB €¢ I'eHOB IpH jekicTBuu Hu3Ko# Temmepatypsl (Li et al., 2012; Dong et al.,
2014), zaconenus (Qui et al., 2014; El-Esavi et al., 2017), nukens (Sirhindi et al., 2016) u
Mmelmbska (Farooq et al., 2016).

Pesynprarhl Hammx wuccieaoBaHuil mokaspiBator, 4yto CK m MX ywacTtByroT B
perynsauun ypoBHs MPHK renos TaFeSOD u TaMnSOD, koaupyromux xene30-coAepKailyro
U Maprasen-conepxamtyro n3odpopmel COJl B MHCThSIX MieHUIbl. Tak, yKe B ONTUMAIBHBIX
temrepaTypHbiXx ycinoBusax (22°C) CK BwI3bIBaja 3HAUUTEIIBHOE TOBBIMICHUE COCPKAHMS
TpanckpuntoB reHa TaFeSOD, a sk3orennsii MK unaynuuposan nHakorienue MPHK renos
TaFeSOD (puc. 29, a) u TaMnSOD (puc. 29, 6). [Ipu 4°C conepxanue MPHK rena TaFeSOD
B JIMCThAX pacTeHudd, oOpabotanHbix CK, ocraBamoch Ha TMOBBIILIEHHOM YpOBHE Ha
NPOTSDKEHUU Bcero ombita (puc. 29, a), torma kak conxepkanne MPHK rema TaMnSOD k
KOHIlY BO3JeHCTBUS CcHUXkanoch (puc. 29, 06). MX cnocoOcTtBoBan mnoaAepKaHUIO
noBbIIeHHOW 3kcrpeccun reHoB 1aFeSOD u TaMnSOD B Teuenme Bcero mpoiiecca
3akanuBanus (puc. 29, a, 6), 4TO, BEpPOATHO, OOYCIOBIUBAIO OOJice BBICOKYIH) aKTHBHOCTH

CO/] B UCTBAX MO CPaBHEHUIO C aKTUBHOCTBHIO KOHTPOJIbHBIX U 00paboTanHbix CK pacrenuit

(puc. 28).
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Puc. 29. Bmussuue CK u MK na conepxanne tpanckpuntoB reHos TaFeSOD (a) u TaMnSOD

(0) B IMCTHAX MIICHUIIBI IPU JeHCTBUU Temnepatypbl 4°C.

OTMeTHM, YTO 3HAYUTEIHLHOE MOBBIMICHHE (B 3 pa3a OTHOCHUTEIILHO UCXOJIHOTO YPOBHS)
conmepkanusi TpaHCkpuntoB reHa 1aMnSOD na 7 cyr 3akanuBanus noj BiusHueM MK,
BEpOSITHO, OBLJIO HAMPABJICHO HA YBEJIMUYCHUE (DEPMEHTATHUBHON aKTUBHOCTU MPOIYKTOB ITOTO
reHa — m3opopmel MNn-SOD. Mn-SOD nokanu3oBaHa, ITaBHBIM 00pa3oM, B MHUTOXOHJIPHUSX,
KOTOpBIE SBJIAIOTCS OJHUMHU U3 OCHOBHBIX MCTOUHMKOB ADK. Ilockonbky apyrue n3opopmsl
CO/l B aTHX opranesiax MpakKTUYECKH OTCYTCTBYIOT, OHA BBIMOIHSAET BAXKHYIO POJIb B 3aIUTE
MHUTOXOHJIpUH OT OKHCIHTEIBbHBIX MoBpexaeHuii (bapanenko, 2006; Kareimes u ap., 2013).
Kpome Toro, Mn-SOD wmoxer cBs3biBaThesi ¢ mutoxonapuansHoit JIHK (Descheneau,
Newton, 2005) u 3ammmare ee OT HeratuBHoro naeictBus ADK. Takum oOpa3om, Ha
OCHOBAaHMU TNOJYy4YEeHHBIX pe3ynabTaToB 0 BiausHuu CK m MK nHa nakomienne MPHK renos,
kogupyronmx COJl, MOXHO MNPEeANnoJIOKUTh, YTO B YCJIOBHUSIX XOJIOJOBOTO 3aKallMBaHUs
yBenudyeHue akTuBHOCTH COJ] B NHUCTHSAX MIIEHUIBI OOYCIOBICHO HE TOJIBKO PaCcXOJ0M
UMEIOIIUXCSI MOJIEKYJ (hepMeHTa, MOCTPAHCKPUIIIIMOHHON M TIOCTPAHCIISIIMOHHON aKTUBAINeH
paHee CUHTEe3MPOBAHHBIX MOJICKYJI, HO U CHHTE30M (epMeHTa de novo.

CxoaHbIE JaHHBIE MOJTYYEHBl HAMU MPU M3y4eHUU BiUsHUA dk30reHHbIXx CK m MK Ha
aktuBHOCT, COJ[ B nucTthsix orypma. B uacTtHocTH, mpenBapuTenbHas oOpaboTka ITHUMH
¢uroropmonamu moBbimania (mpumepHo Ha 30% OTHOCHUTEIBHO HCXOJHOTO YPOBHS)

aktTuBHOCTH COJI emie 1o Havana neicTBUs HU3KUX Temnepatyp (puc. 30, a, 0).
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Puc. 30. Bmustane CK u MK nHa o6mryro aktuBHOCT CO/] B MHCTRAX OTrypua mpu AeHCTBHA

HU3KOM 3aKanuBaromieil (a) u moBpexaaroleit (0) TeMmneparypsl.

B teuenme Bcero mepumona aeiictBus 3akanmBaromiei (puc. 30, a) U moBpexIaromei
(puc. 30, 6) temmepatypsl aktuBHOCTE COJl B nHCTBsIX 00paOOTaHHBIX pacTeHHM OblLia
CYIIIECTBEHHO BBINIE M0 CPABHCHUIO C aKTUBHOCTBIO B JINCTHAX HEOOPAOOTAHHBIX PACTCHHIA.
[Tpu stom npu Ttemneparype 12°C akruBHocTh COJl yBennuuBanach B TEYEHHE BCETO OIbITA
(puc. 30, a), a mpu 4°C uepe3 2 cyt camxanack (puc. 30, 6). OTMETHM OHAKO, YTO B OTINYHE
oT 00pabOTaHHBIX, Y KOHTPOJIbHBIX pacTeHuil akTuBHOCTh COJl ymeHblmianach yxe uepes 1
cyT neiictBus Temneparypsl 4°C, a yepe3 2 ¢yt Oblia HUXe rcxoaHoro ypoBHs (puc. 30, 0).
CootBercTtBeHHO, dk30reHHble CK m MJK okaseiBanum mporekropHoe nenctBue Ha CO[,
MOJIIEPKMBAsI €€ aKTUBHOCTD Ha 00Jiee BBICOKOM YPOBHE.

Hapsiny ¢ mnonoxutenbHbIM BiausgHUEM Ha akTUBHOCTH COJl B yCHOBHSX HU3KHX
temnepatyp, CK u MX mnoBeimanu coaepkanue TpaHCKpunToB reHoB CSCu/ZnSOD wu
CsMnSOD, koaupyromux MeIb/IIMHK-COACPKAIIYI0 U MapraHel-CoAepKauyro u30(popMbl
dbepmenTta (puc. 31, a-1). Tak, ux 3Kcrpeccus ObLUIa BBIIIE B TUCTHIX 00pab0OTaHHBIX PACTCHHM
KaK J0 Hayaja XOJ0JOBOr0 BO3JEHCTBHS, TaK U Npu Temiepatype 12°C (puc. 31, a, B). DT0,
BEpOSITHO, U 00ycIaBiIuBajo 6ojiee BhICOKY0 akTUBHOCTh COJI B nmucthsix obpadotanubix CK

u MX pacrenuii (puc. 30, a).
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Puc. 31. Bmusaune CK (100 mxM) u MK (1 mMxM) Ha cojepkaHue TPaHCKPUITOB T'CHOB
CsCu/ZnSOD (a, 6) u CsMnSOD (B, r) B THCThsX OrypIia MPH ACHCTBUN 3aKalnuBaroIIeH (a, B)

U TIOBpEeXAaroIiei (0, r) TeMrepaTyphl.

CymectBenHoe noseiienne ypoas MPHK renos CsCu/ZnSOD u CsMnSOD B nucThsix
orypua obHapyxeHo Hamu nof BiusiaHueM CK u M u npu remnepatype 4°C (puc. 31, 6, r).
[Ipy 3TOM C yBENWYEHHEM MPOJOJKUTEIBHOCTH HU3KOTEMIIEPATYpPHOTO BO3JCHCTBUS B
JUCThAX pacTeHui, oOpabotanHbix CK, comepkanuwe TpanckpuntoB rena CsCu/ZnSOD
HECKOJIbKO cHuxkanock (puc. 31, 6), a CSMnSOD — octaBajioch Ha MOBBIIIEHHOM YPOBHE B
TeyeHne Bcero omnbita (puc. 31, r). YV pacrenuii, npenodbpadoranubix MK, BbIcOKOE
conepxanre MPHK rena CsCu/ZnSOD (puc. 31, 6) u CsMnSOD (puc. 31, r) oTMEYeHO HaMH
Ha TPOTSHKEHUH Bcero nepuoia neictBus temmepatrypsl 4°C. Takum oOpa3om, B OTJIMYKE OT
HEOOpaOOTaHHBIX PACTEHUI, y KOTOPHIX B YCIOBHUSX TMOBPEXKIAIONICH TeMIepaTypbl He
MPOUCXOIUIIO UBMEHEHHUSI dKcTIpeccuu TeHoB, koaupytomux CO/l, y o6padotanusix CK u MK
pacrenuii HaOmonanock Hakorienne MPHK renoB CsCu/ZnSOD u CsMnSOD (puc. 31, a-1),

YTO, BEPOSITHO W oOyciaBiuBango Ooisiee BbicOKyto akTuBHOCTH COJl (puc. 30, 6). OTmeTum,
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YTO HKCIPECCHUS U3YUIaeMbIX T€HOB Y 00paOOTaHHBIX PACTECHHUI MPH ACUCTBUU OBPEXKIAIOIICH
temnepatypsl (4°C) Oblaa HKe, YyeM mpu 3akanuBatomieit (12°C) (puc. 31, 6-1).

Ha ocHoBaHMM MOMYy4YEHHBIX PE3yIbTATOB MOXXHO 3aKJIIOYHUTh, YTO MPOSBICHUE
3amuTHOTO 3P dekra sx3oreHHBIXx CK m MK Ha pacTeHus: MIeHUIBl U Oryplia CBA3aHO C UX
CIIOCOOHOCTHIO B ONTHMAIBHBIX M HU3KOTEMIIEPATypPHBIX YCJIOBHSIX TOBBIIIATh AKTHBHOCTH
COJ. Kak u3BectHo, CO/] yyacTByeT B YTWIM3alMU CYIEPOKCHUIHOIO paavKalia, KOTOPBIHA
SIBIISICTCS TIPEANICCTBEHHUKOM Oosiee peakimonHocrnocooHsix ADK (Apel, Hirt, 2004; Gill,
Tuteja, 2010). CregoBareabHO, YBEINYEHUE €€ aKTUBHOCTH, HHAYIIUPYEMO€E (UTOrOPMOHAMH,
MOKET CHOCOOCTBOBATh CHIKEHUIO WHTEHCUBHOCTH OKHUCIUTEIBHOTO CTpecca M BHOCUTH
CYILIECTBEHHBIN BKJIJl B COXpPAHEHUE IIEJIOCTHOCTU KJIETOYHBIX MeMOpaH.

Kpome Toro, mnonydeHHble HaMH JaHHble YyKka3piBaloT Ha yuyactue COJl B
npenagantupytomeM 3pdpexkre CK u MX Ha pacrenus nmenunsl U orypua. B pesymnbrate
pabotet COJ] mpoucxomut obpazoBanue H,0,, obiagaromero crnocoOHOCTHIO MPOHUKATH
yepe3 MeMOpaHbl KJIETOK M y4acTBOBaTh B IEpeladye CHUTHAJIOB, 3aIyCKAIOIIUX 3all[UTHBHIE
peakiuu (KpecnaBckuit u np., 2012). Ilpeno6padorka mmenuinsi CK u MXX mnoBeimana
aktuBHOCTE COJl (puc. 28; puc. 30), yTO CHOCOOCTBOBAIO AaKTUBU3AIMHM aJallTUBHBIX
MEXaHU3MOB, TOBBIIIAIONIUX YCTOWYHUBOCTh K TMOCJIEAYIOIIEMY JEUCTBUIO 3aKAIMBAIOIIUX
TEMIIEpATyp U CHUKAIONIMX HETraTHBHOE JEWCTBHE MOBpEXKIarouieil TtemrepaTypsl. Hammm
pe3yabTaThl COTJIACYIOTCS C UMEIOLMMUCS B JINTEpaType JaHHBIMHU. Tak, 00paboTKa pacTeHHIt
CK u MX yBenumuuBasia aktuBHOCT, COJl M moOBbIIIAJIa YCTOMYMBOCTH K TMOCEAYIOMIEMY
nevicrButo Huskou (Li et al., 2012; Keshavarz et al., 2016) u Beicokoii (Shi et al., 2006; Sctpe6d
u ap., 2012) remmeparypsl, 3acyxu (Anjum et al., 2011), 3aconenus (Qui et al., 2014) u
Tsokenbix MetaimoB (Al-Mureish et al., 2014). Oanako, HE0OXOAUMO MOAYEPKHYTh, YTO B
U3BECTHOM HAM JIUTEPAType WUMEIOTCS CAUHUYHBIC CBEJACHHUS O BIMSHHUM SK30TeHHBIX MK
(Fung et al., 2004) u CK (Fung et al., 2004; Dong et al., 2014; Junmatong et al., 2015) na

COJIEp’KaHNUE TPAHCKPUNTOB IeHoB, koaupyromux CO/I, npu neficTBUM HU3KUX TEMIIEPATYP.

3.3.2.2. Karaaa3a u conep:xanue MPHK ee rena

KAT sBasercs OCHOBHBIM (PEpPMEHTOM, YTWIM3HPYIOIIUM TEPOKCHA BOAOPOJa B
nepokcucomax u rauokcucomax pacrenuid (Willekens et al., 1995). K nacrosimemy BpemeHH
panoM uccienoBanuii nokasano, yto CK u MK yuactByroT B perynsiuun aktuBHOCTH KAT

npy JEHCTBUHM HeOIaronpusaTHBIX (hakTopoB cpeabl. [Ipu 3ToM mmerommecs B JUTEpaType
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CBEJICHUS IPOTEBOPEUUBEI. Tak, mpeamnonararT, yto naruouposanne KAT sBisercs oqauM u3
ocuoBHbIX Mexanu3moB aeiicteust CK (Chen et al., 1993), koTopslii HanpaBicH Ha MOBBIIICHHE
ypoBHs H,0,, He0OX0AMMOT0, HATPUMED, I 00€3BPE)KUBAHUS TTATOTCHOB B TKAHSIX PACTCHUI
(Willekens et al., 1995; TapueBckuii u ap., 2010a). Murudupyromiee aeicTBHE Ha aKTHBHOCTH
KAT npu 6uotndeckom crpecce MoxkeT okasbiBaTh U KK (Makcumos u 1ip., 2011a). B To xe
BpeMsi, Npu JeiicTBuu abuotnueckux QakropoB noj siusgHuem CK u MK BbisiBIeHO Kak
unruouposanue (Asghari, Hasanlooe, 2015; Huang et al., 2016), tak u aktuBu3amus KAT
(Anjum et al., 2011; Mutlu et al., 2013b; Al-Mureish et al., 2014).

B cBs3u ¢ atuMm, Hamu Obuto m3ydeHo BiausHue CK m MJK Ha aktuBHOCTE KAT 1
coJlep>)KaHWE TPAHKPUIITOB €€ T€HAa B JIUCTHAX IIECHUIBI U OTypIa MPH JACHCTBUM HU3KUX
MOJIOXKUTETBHBIX TEMIEPATyp. Y CTAaHOBIICHO, YTO B ONTHUMAJIBHBIX TEMIIEPATYPHBIX YCIOBHSIX
(22°C) kak CK, tak m MX Bei3biBatoT mnoBbiiieHne aktuBHoctd KAT (Ha 15% wu 32%,
COOTBETCTBEHHO) (pHC. 32, a) M YBEIMYMUBAIOT cojiep:kanue TpaHnckpuntoB reHa TaCAT (puc.

32, 0) B INCTHSX IIICHHIIBI.
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Puc. 32. Bausaue CK (100 mxkM) u MXK (1 mxM) na aktuBHOocTh KAT (a) u conmepxanue

tpanckpunToB reHa TACAT (0) B IMCThAX MIICHUIIBI TPH JeHCcTBUU Temnepatypbl 4°C.

Mp1 npennonaraem, uro ysenuueHue aktuBHOcTH KAT mpu 22°C 6pu1o 00yclioBI€HO
HakorieHueMm H,0, B pesynbrare aktuBuzanuu COJl (puc. 28) noj BiussHueM pUTOTOPMOHOB.
OTO MOATBEPXKIACTCS pe3yabTaTaMH JPYTHUX HCCIENOBaHHM, B KOTOPBIX mMoka3aHo, uto CK
(Dong et al., 2010; Kohli et al., 2018) u XK (Konynaes u ap., 2013; Kapmen u ap., 2014)
aktuBn3upyoT COJl u KAT B xoHTposnbHbIX ycnoBusix. I[Ipu temneparype 4°C akTHBHOCTH

KAT (puc. 32, a) u ypoBenb MPHK ee rena (puc. 32, 0) ObLIM BbIILIE B JTUCThIX 00paOOTaHHBIX
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CK u MX pacrenuii. [Ipu sTom y mpopoctkoB, oopaboranusix CK, aktuBHOCTE KAT cmabo
NOBBIIIANACH B TE€YEHUE 2 CyT, a B JaibHelmeM cHmkaiach (puc. 32, a). CoxmepkaHue
tparckpuntoB TeHa TaCAT mox BmusauemM CK 3HAYUTENBHO YBEIMYHMBAIOCH B TeUCHHE 1-X
CYT OXJaXJCHHS, a 3aTeM BO3BPAIaJIOCh K UCXOTHOMY YpoBHIO (puc. 32, 6). M)XK okaspiBan
Oonee BeIpakeHHOe neiictBue Ha coaepkanne MPHK rema TaCAT, gto, BeposTHO, U
obOycnaBnuBano Oosiee BBICOKYIO akTUBHOCTh KAT B mucTeax mmenunsl (puc. 32, a, 0).
OTtmeTuM, YTO, YYMTHIBAas BBICOKMI YpPOBEHb D3KcIpeccuu TreHa, komupyromero KAT,
MOBBIIIIEHUE €€ AKTHUBHOCTU B YCJOBHSX OXJXKICHHUS OBLJIO, B TOM 4Hcie, OOYCIOBIEHO
cuare3oM ¢epmenta de novo (puc. 32, a, 6). Cumkenne akTuBHOCTH KAT B IHCTBAX
obpabotanusix CK u MX pactenuii ¢ yBennueHHEM MNPOAOIKUTEILHOCTH 3aKalMBaHUS,
BEPOSTHO, OBLIO CBS3aHO C YMEHbBIIIEHUEM cojiepkaHus ee cyocrpara — H,O, (puc. 26).

Taxkum o6pazom, moa aeiictBuem CK u, B ocobeHHocTH MK B JIHCTBSIX MIICHUIIBI
noBsimanach akTuBHOCTh KAT u conepkanue MPHK ee rena, 4to nmpuBOAWIO K CHHXKEHHUIO
coJieprKaHusl iepokcuia Bojgopoaa (puc. 26) u uareHcuBHocTH [10JI (Tabm. 15), BRI3bIBAEMOTO
oxjaxnaenueM. O cxomHom mporekTopHoM 3hdexte CK u MK coobmraercs apyrumu
aBropamu. Tak, CK yBenmnuuBana aktuBHOCTh KAT u skcmpeccuto ee reHa B IioJjax MaHro,
4T0 CrmOCcOGCTBOBATO yMeHblmeHHIO ypoBHS O, , H,O, u 'OH B ycunoBusx Hu3Koii
temmeparypsl (Junmatong et al., 2015). B 1o xe Bpems B I1ojax ToMaTa METHJICAIALIMAJIAT
cHmxkain coaepxkanue MPHK rena, kogupytomero KAT, B TeueHne nepBbiX 3 CyT OXJIaXICHHUS,
YTO, IO MHEHHUIO aBTOPOB, MOTJIO NMPUBOAUTH K HakorueHuto H,O, 1 BBI3BIBATH MOBBIIIICHHUE
skcripeccur PR-TEHOB, OJIHAKO TIPH YBEIMYCHHH IPOJOJDKUTEIBHOCTH BO3JCHCTBUS OH
unaynupoBan ysenuuenue ypoBas MPHK rena Cat (Ding et al., 2002). B ominuue ot 3toro,
MK unnyuuposan Hakoruienne MPHK 3Toro rena B teuenue Bcero nepruoja AericTBUsS HU3KOM
temnepatypsl (Ding et al., 2002). B miogax mepiia, npeaBapuTebHo 00padoTtanHbix MK u
METHJICATTUIIUIATOM, BBISIBICHO TIOBBIIICHHE COJEp)KaHUs TpaHCKpunToB reHa Cat, 4ro
CIOCOOCTBOBAJIO POCTY MX XoJojoycroiunBocTH (Fung et al., 2004).

[Tonoxurensuoe aeiicteue CK u MK oka3biBasin Ha akTuBHOCTh KAT U B nmucThAX
orypua. Tak, y)e B ONTUMAIbHBIX TEMICPATYPHBIX YCIOBUSAX OHHM TOBBIIIAINA AKTHBHOCTH
depmenTa (puc. 33, a) ¥ BBI3BIBAIN 3HAYUTEIHHOE HAKOIUIEHUE TPAHCKPUIITOB KOAMPYIOIIETO
ee rena CSCAT (puc. 33, 0), 4T0, BEpOATHO, TaKke ObUIO 00ycioBieHo aktuBm3arueit COJJ
(puc. 30) u obpasyromierocst B pesyabtare ee padborsl H,O,. Ilpu mocneayromiem aeicTBUN

temnepatypsl 12°C aktuBHocTh KAT (puc. 33, a) u conepxanue MPHK rena CSCAT (puc. 33,
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0) B JUCThAX OOpaOOTAHHBIX PACTEHHH OCTABAJINCH HAa IIOBBIIIEHHOM (II0 CPaBHEHUIO C

KOHTPOJIbHBIMH) YPOBHE B TE€UYEHHE BCero omnbiTa (puc. 33, a, 0).
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Puc. 33. Bausaue CK (100 MxM) u MK (1 mxM) nHa aktuBHOCTh KAT (a) m comepkanue
JUCTBSIX 00pabOTaHHBIX (PUTOrOPMOHAMH PACTEHUN ObUIA TaKke CYIIECTBEHHO BBIIIE IO
CPaBHEHMIO C aKTUBHOCTBHIO Y HE0OpaOOoTaHHBIX MPOPOCTKOB (puc. 34, a). BeposatHo, 3T0 6bLI0
00YCJIOBIEHO CHUHTE30M HOBBIX MOJekyn (epmenta, mockonbky CK u MX 3nHauuTensHO

tpanckpunToB reHa CSCAT (6) B mucThsIX orypiia Ipu AercTBuu Temmneparypsl 12°C.

MOBBIIIANIN cofepskanne TpanckpunToB reHa CSCAT (puc. 34, 6).
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CK u MK nHnynupoBanu

, B YCIIOBHSIX JIECTBUSI HU3KUX TEMIIEPATYyp

Puc. 34. Bausaue CK (100 mxkM) u MK (1 mxM) Ha aktuBHOCTh KAT (a) u comepxkanue
Taxkum o6pazom

tpanckpunToB rena CSCAT (6) B IHCTBAX orypiia mpu aeiictBun Temnepatypsi 4°C.

nosbiienne akTuBHOCTH KAT u MPHK ee rena. biarogaps atomy B nucThsix 00paO0oTaHHBIX
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¢uTOoropMoHamMm pacTeHuil orypua Obuto 0OHapyKeHO 0oJiee HU3KOE COAEpIKaHNEe TMEPOKCHIA
Bojopoaa (puc. 27) m MJIA (tabn. 16). Tem He MeHee, TPOJODKUTEIBHOE NCHCTBHE
noBpexaaroiei Temmepatypbl gaxke B npucyrctBu CK u MJIK BbI3bIBano CHIKEHHE
aktuBHOCTH KAT, B pe3ynbrare KOTOPOrO MPOUCXOJIUIO 3HAYUTENBHOE HAKOIIICHUE
nepokcuaa Bogopoaa (puc. 27) u ycunenue I[10JI (Tab:. 16).

CrnenoBarenbHO, MOXHO 3aKJIIOUUTh, YTO B YCJOBHSIX JIEUCTBUS HU3KUX TEMIIEpaTyp
kak CK, tak u MK Bbi3biBatoT noBbiiieHrue akTUBHOCTU KAT B IHCTBSAX MIIEHUIIBI U OTYyplIa,
YTO CHOCOOCTBYET 3alllUTE KJIETOK PACTEHH OT M30BITOYHOTO HAKOIUICHUS IEpPOKCUAA
BojiopoJia. [lomyueHHble HAMH JaHHBIE COTJIACYIOTCS C pe3ybTaTaMH JAPYTUX UCCIEAOBAHUM, B
KoTOpbIX moka3zano, uro CK (Mutlu et al., 2013b; Yu et al., 2016) u M)XK (Cao et al., 2009; Jin
et al., 2014) yBenmuuuBaT akTMBHOCTH KAT, mpu 3TOM TNPOUCXOAWT IOBBIIICHHUE
XOJIOIOYCTOMYMBOCTH pPACTEHUH WM uX 1mnoaoB. C JApyroil CTOpPOHBI, €CTh JaHHBIE,
cBuzeTenbCcTBYIONME 0 cHkeHnn aktuBHOCTH KAT moxn Biussauem CK (Wang et al., 2009) u
M (Asghari, Hasanlooe, 2015) B ycioBusix runorepmun. Ha OCHOBaHWM TONYYCHHBIX H
JUTEPATYypPHBIX JaHHBIX MOXKHO clienaTh BbiBO, 4To BiussHue CK u MK Ha aktuBHOCTE KAT
3aBUCHT OT BHJA PACTCHMIA, YCJIOBMI BBIpAllIMBaHUsS, OCOOCHHOCTEH 0OpabOTKH, a TaKxke

HHTCHCHUBHOCTH U MPOJOJIKUTCIbHOCTH HU3KOTEMIICPATYPHOT'O BOBHCﬁCTBHﬂ.

3.3.2.3. Ilepokcuaasa

[Tepokcunassl SBIASIOTCS MOTU(PYHKITMOHATLHBIME (DepMEHTaAMH, YYaCTBYIOIIUMHU KaK B
yruau3ainum, Tak 1 B reaepanuu ADOK (Minibayeva et al., 2009; Gill, Tuteja, 2010). B psiae
ucciegoBanuil nokazano, yto CK u KK BbI3bIBaIOT yBeIMUEHHE aKTUBHOCTH MEPOKCUA3, UTO
CIIOCOOCTBYET TOBBIIICHUIO YCTOWYMBOCTH PACTEHUN K JIEWCTBHIO HEOJIArompusTHBIX
dakTopoB OumoTmueckod mpuponabl. Hampumep, coBmectHoe wucnois3oBanue CK u KK
YBEJIMYMBAJIO AKTUBHOCTh PACTBOPUMON H30IMEPOKCUJIA3bl, CBA3BIBAIOIICUCS C MULEIUEM
Bo30yautens putodroposa (Phytophthora infestans), uro moBeIano ycToiMunBOCTh pacTCHHMA
Kk maroreny (MacumoB u jp., 2011a). B To xe BpeMsi mpu 3apakKCHUH PACTCHHH MIICHUIIBI
¢uromarorerom Septoria nodorum CK oxkassiBaja Ooyiee 3HAYUTEIBHOC BIHMSHUE Ha
AKCIIPECCUI0 T€HOB aHMOHHOM nepokcuaassl no cpasHeHuto ¢ KK (Apymiuna u ap., 2015). V
pactenuii kaprodens, uaduirpoBanubix Phytophthora infestans, Beicokast 4yBCTBUTEIBHOCTD
reHa nepokcuaazsl M21334 k KK, nmo MHeHHIO aBTOPOB, npeAnonaraet seayuryo pois KK B

peryJsiiiy aKTUBHOCTH aHMOHHBIX niepokcuaas3 (Copokans u ap., 2014). B otnmuue ot 3Toro,



115

nanabie o BiausiHUM CK 1 MK nHa aktuBHOCTH [1O mipu neiictBum abmotudeckux (HakToOpoB
HeoHO3HayHbl. Tak, npu Hu3zkou Temneparype CK m MX chuxkanu aktuBHocts ['BIIO B
I0Aax JIMMOHA, NOpPH O5TOM UX KOMOMHHUPOBAaHHOE TPUMEHEHHE OKa3blBajo Ooiee
3HAYMTEIbHOE HMHTHOHpYyIOIlee aeicTBHEe Ha akTHBHOCTH (hepmenrta (Shiboza et al., 2014).
Torga kak B ycnoBHsIX 3acojieHus: 3k3oreHHblil MOK cHmxan aktuBHocTh I'BIIO y pacrenunii
parica (Ahmadi et al., 2018), a CK, HanpoTHB, BBI3bIBajla IOBBIIICHHE €€ AKTHBHOCTH Y
npopoctkoB miieHuibl (Abedini, Daie-Hassani, 2015).

YuuTbiBas BBHIMIEU3NIOKEHHOE, HAaMU ObUI MPOBEACH aHAIM3 H3MEHEHUsI aKTUBHOCTHU
['BIIO B JMCTBSIX pacTeHU# MIIEHUIBI U Orypua moj BiausHueM sk3oreHHbIx CK u MX B
YCIOBHSIX NEHCTBHUS HU3KHX TeMIIeparyp. Pe3ynbTaTel ombITOB MOKa3and, 94To mpeaoodpadoTka
npopoctkoB nieHuisl CK 1 MXX B paBHoii crenienu criocodctBoBana aktuBuzanuu ['BI1IO B
JHCTBSIX TP ONTUMAJIBHBIX TEMIIEPATypHBIX yciaoBusx (puc. 35). DT1o cormacyercs c
pe3yabTaTaMu APYTUX UCCIICIOBaHMMA, B KOTOPHIX BhIsBICHO, uTo CK (Shi et al., 2006; Dong et
al., 2010) u MX (Sctped u ap., 2015; Keshavarz et al., 2016) eme m0 Havyama aeWcTBUS

cTpecc-(hakTopoB BI3bIBAIOT akTuBU3anuio [ BI1O.
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Puc. 35. Biousaue CK (100 MkM) u MX (1 MmxkM) Ha aktuBHOCTH ['BI1O B NHCTHSIX MIIEHUIIBI
npu aevictBun temreparypst 4°C.

IIpumeuanue. TT — terparBasko.

IIpu neiictBun temmneparypsl 4°C CK n MK noseimanu aktuBHocTh ['BIIO B Teuenue
Bcero omnbITa. [Ipu 3TOM K KOHIlY X0JI0JI0BOTO 3aKanuBanus (72—168 1) B TUCThSIX pacTeHUU,
oopadorannbix CK, aktuBHOCTH I'BIIO OBLma BBIINIE, YeM y KOHTPOJIBHBIX M 00paOOTaHHBIX

MX mpopoctkoB (puc. 35). Tak, Ha 7 cyt aktuBHOCTb [ BIIO non Bnusauem CK yBenunuunach
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Ha 86%, a MK — Ha 69%. B To ke Bpems, aktuBHOCTh KAT y o0paborannbix CK pacrenuii B
YCJIOBUSX OXJaxAeHUsI (0OCOOCHHO B HayalbHBIM MEpHOJI) OblIa HIKE, YeM y 00pabOTaHHBIX
MX (puc. 32). CnemoBatenbHo, obOpaborka mmenunsl CK mw M)XK B pasHoil cremeHm
aKTUBU3HMpOBaja MEPOKCUA-yTHIH3UpYytomue ¢epMmentol. B wactHocTH, moj BiusHuem CK
yranmsanusi  oopasyromerocs: H,O,, BeposITHO, MPEHMYIIECTBEHHO IMPOUCXOAMIA 33 CUYET
yBenuueHus: aktuBHocTH ['BIIO, a mpu obpaborke MK ona Obia 00yciioBieHa, TJIABHBIM
obpazom, aktuBuzanuein KAT u, B Menbieii crenenu, ['BI1O.

WNuTepecHo, 4TO B HOPMAJIbHBIX TEMIIEPATYPHBIX YCIOBHUSX Y MPOPOCTKOB TOTO Ke
BO3pacTa HaMH ObUTH OOHApy>KeHbl MPOTHUBOMOJIOKHBIE M3MEHEHUS aKTUBHOCTH (HepMEHTOB
(mpun. 7). Tak, y pacrenwmii, obpadoranubix CK, aktuBHOCcTs KAT ObuTa BBINIE, YeM Y
obpaboranueix MXK. B T0 e Bpems, mon BiustaueM MJK B OOmbIIeli CTENICHH YBEIMYUBAIACh
aktuBHOCTh ['BI1O, yem mpu CK (mpui. 7). Ilo HamemMy MHEHHIO, B YCJIOBHSX XOJIOJa IO
nericteuem CK 1 MK nmpoucxoinjio u3MEHEHHE B COOTHOIICHUN MEXy akTUBHOCTSIMU KAT
u ['BI1O. IToBeimennas aktuBHOCTh KAT, o cpaBuenuto ¢ [10, B mpucyrcteun CK npu 22°C
MorJia OBITh TaKXke oOyciioBJIeHa Oosiee BRICOKUM cojaepkanuem H,O, (mpui. 7). B To Bpems
KaK y TIpopocTKoB, oOpaboranHbix MK, ypoBers H,O, ObuT HIDKE, B Pe3yJIbTaTe Y€Tr0O B €0
yrun3anun yuactBoBana ['BIIO, obGnanmaromiasi 6osiee BBICOKMM CpojaAcTBOM K 3To ADK
(mpwit. 7). B kauecTBe MOATBEP)KACHUS HAIIMX MPEINOIOKEHUI O pa3jMuuu B aKTUBU3AINU
(GepMEHTOB TOJ BJIMSHUEM TOPMOHOB B ONTHUMAIBHBIX M CTPECCOBBIX YCIOBHUSAX CITyXKaT
naHHbeie 0 ToM, 4To KK B yCIOBHUSX HOPMAJIBHOTO YBJIQKHEHWS WHTHOMpOBalia aKTUBHOCTh
KAT u nospimana aktuBHocTs I'BIIO y siuMens, a npu 3acyxe — yBeJIMUMBaJIa AKTUBHOCTh KaK
KAT, tak u I'Bl1O (JIyroBas u ap., 2014).

CxoJllHbIE TaHHBIE O BIMSHUM DK30T€HHBIX TOPMOHOB Ha akTHUBHOCTH [ BIIO mosydeHsl
HaMM Ha pacTeHusx orypua. Tak, emé 10 Hayana AeUcTBUS HU3KUX TemnepaTtyp kak CK, tak u
MK, moBbIIaJii aKTHBHOCTh )epMeHTa B JHUCThAX (puc. 36, a, 0). IIpu Temmneparype 12°C
aktuBHOCTH ['BI1O B nucthsax obpadotanusix CK u MK pactenuii Bo3pacTtana ¢ yBeIU4eHUEM
MPOJIOIKUTEIILHOCTH OTIBITA U ObLJIA BBIIIE IO CPABHEHUIO C aKTUBHOCTBIO Y HE0OOpaOOTaHHBIX
pactenuit (puc. 36, a). OTMeTUM TakXke, 4YTO B HadalbHbIA mepuop (1-5 4) mgeicTBus

temnepaTtypsl 12°C obHapyxena 6onee Bbicokas aktuBHOCTh ['BIIO non Biusnuem CK (puc.

36, a).
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Puc. 36. Bausaue CK (100 mxM) u MX (1 MxM) Ha aktuBHOCTH ['BIIO B nHCTBAX orypra
MIpH ICUCTBUU 3aKaduBaroNIeH (a) U nmoBpexaaroniei (0) TemMneparypsl.

IIpumeuanue. TT" — rerparsaskon.

B ycnoBusax peiictBus mnoBpexpatomerd temneparypel 4°C CK m MXK  Ttakxe
CIocoOCTBOBAIM CYIIIECTBEHHOMY MOBBIICHUIO akTUBHOCTH ['BI1IO B TeueHue Bcero omeiTa mo
CPaBHEHUIO C €€ aKTHBHOCTBHIO Y HeoOpaboTaHHBIX pacteHui (puc. 36, 6). OTMeTUM TaKKe,
gy1o akTuBHOCTH ['BIIO (puc. 36, 6), B orimmune ot KAT (puc. 34, a), B MCHBIICH CTENIEHU
MHTHOMpoBaiach JEHCTBUEM HU3KON MOBPEKIAIOLIEH TeMIIEpaTyphbl.

Takxum o6pazom, CK u MXK akrtususupoBanu ['BI1O B nuctesax nmenuns! (puc. 35) u
orypua (puc. 36) emé g0 Hayana JCHCTBUS HU3KHX TeMmmepaTyp. biaromaps stomy, B
YCIIOBUSAX OXJIAKICHUS aKTUBHOCTh ¢epmenta y obOpadortanapix CK u MK pacrtenuit
NOJJIEP’)KMBAIachk Ha O0Jee BHICOKOM YpPOBHE 0 CPaBHEHUIO C KOHTPOJBHBIMH PACTEHUSMH,
4TO CIIOCOOCTBOBAJIO CHIKEHHIO YpoBHS Hy0, (puc. 26; puc. 27) u MJIA (ta6:xa. 15; Tadi. 16).
OTMeTUM TaKXke, YTO HaIllM JIaHHbIE MOATBEPIKAAI0TCS pe3yabTaTaMH IPYrUX UCCIET0BAHUM, B
KOTOpBIX TII0Ka3aHO, YTO OJMH W3 MpOTEeKTOpHbIX 3ddekToB sx30reHHbix CK m MXK
00YCJIOBJICH X CIIOCOOHOCTBIO TOBBIMATh aKTUBHOCTH [ BIIO B yCIOBHSAX JAEHCTBHS HU3KHX
temrniepatyp. B gactHoctn, CK B ycinoBHsSX IMNOTEpMHMM YyBelIW4YMBasia akTUBHOCTH ['BIIO
(Kang, Saltveit, 2002; Dong et al., 2010; Ahmad et al., 2014). Dx3orennbiii MX Ttakke
noBbitran aktuBHOCTh I'BIIO (Asghari, Hasanlooe, 2015; Min et al., 2018) B miogax npu ux
HU3KOTeMIIepaTypHoM xpaneHuu. Kpome toro oOHapyxeno, uro mpu oxnaxaennu CK u MXK
aKTUBU3HPYIOT SKCIIPECCHI0 reHoB, koaupyromux 110, B mtoaax nepua (Fung et al., 2004) u B

npopoctkax orypia (Dong et al., 2014).
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3.3.3. Coaep:kaHue MPOJIHHA U TPAHCKPUITOB TIeHOB, KOAMPYIOIIHMX (PepMEHTHI €ro

CHHTE3a

Ha ocHoBanum ananmm3a quTepaTypbl HAMH BBICKa3aHO MPEINOIO0KEHHE, YTO OJHUM H3
BaXHBIX 3aIIUTHBIX 3P (eKToB, Oka3biBaeMbix (uroropmonamu CK m MK, cBszan ¢ ux
CHOCOOHOCTHIO MHIYIIMPOBATh HAKOIUIEHWE CBOOOIHOTO MPOJHMHA B KJIETKAX, YTO MOBBIIIAET
YCTOHYMBOCTh PACTCHHI K aOMOTHYEeCKUM (akTopaM. B wactHOCTH, pemoOpaboTka pacTeHMI
CK yBenmuuBana copep)kaHue MPOJIHHA, YTO CHOCOOCTBOBAJIO TOBBIMICHUIO YCTOHYUBOCTH K
3acyxe (Misra, Saxena, 2009), 3aconenuto (Shakirova et al., 2003), muskum (Soliman et al.,
2018) u BeicokuMm (Khanna et al., 2016) temneparypam. Dx3oreHubiii MK Takke yBeTMUHBaI
YPOBEHb TMPOJIMHA, YTO MPUBOAWIO K CHUXCHHUIO TMOBPEKICHUH, BBI3BAHHBIX JICHCTBHEM
sacyxu (Abdelgawad et al., 2014), 3aconenus (Manan et al., 2016), Hu3kHX TemmeparTyp
(Saydpour, Sayyari, 2016), Y® (Fedina et al., 2009) u tspxensix metamios (Yan et al., 2015).

Ha ocHOBaHMH 3TOT0, HAMHU OBLTA IMOCTABJICHA 3aj[a4a U3YUYUTh BIUSHHEC (UTOTOPMOHOB
CK u MX na cogep:xanne nponuaa u TpanckpuntoB renoB WP5CS u WP5CR, xomupyrommx
(epMEeHTBI €ro CHHTE3a, Y PACTCHUH MIICHUIbI TMPU JCHCTBUM HU3KOW Temmeparypsl 4°C.
Ycranosieno, uro CK u MXK yxe B ONTHMaIbHBIX TEMIIEPATYPHBIX YCIOBUSIX TOBBIIMIAOT (Ha
46 u 40% OTHOCHUTEIHLHO MCXOJHOTO YPOBHS, COOTBETCTBEHHO) YPOBEHb MPOJMHA B KIETKaX

(puc. 37), 4TO coryiacyercs ¢ MPUBEIACHHBIMH BBIIIC TUTEPATYPHBIMH TAHHBIMHU.
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Puc. 37. Bausaue CK (100 mxM) u MX (1 MxkM) Ha conepkaHnue cBOOOAHOrO MpPOJMHA B

JUCTBHAX MIICHULBI IpU IeUcTBUU TeMmiiepaTypsl 4°C.


https://www.ncbi.nlm.nih.gov/pubmed/?term=Khanna%20P%5BAuthor%5D&cauthor=true&cauthor_uid=27468465
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IIpu Temneparype 4°C CK u MX Takke HMHIyLIMpOBaIM HAKOIUIEHHE MPOJIMHA B
TUCThsIX mieHunbl (puc. 37). Ormerum, uto OoJjiee BBIpAKEHHOE JACHCTBHE HA YPOBEHD
npoiuHa okaspiBasia CK. Tak, k koHIy onbITa (7 CyT) €ro coaepkKaHUe B KIETKaX pacTeHHIl,
o0pabotanHbix CK, MoBBIIIANOCE OTHOCUTEIBHO UCXOAHOTO YpOBHs Ha 47%, a O BIUSHUEM
MX - na 28%. Kpome Toro, mpu mnpoaomkureabHoMm (72—168 u) nelcTBUM HU3KOU
TEMIIEPATYpPHhI B TUCTHSIX KOHTPOJIBbHBIX U 00paboTanHbX MK pactenuii comepxanue mpojanHa
JOCTOBEPHO HE OTJIMYANIOCh (puc. 37).

Hapsiny ¢ BnusHueM Ha ypoBeHb nponuHa B JuCThiX, CK u MK Bw3bBaNIN
Hakorienue MPHK renoB TaP5CS (puc. 38, a) u TaP5CR (puc. 38, 6), xoaupyrommx
¢depmentsl ero cuntesa (IISKC u [I5KP) kak B onTUMalIbHBIX, TaK U B HU3KOTEMIIEPATypPHBIX
ycnoBusix. Ilpu aTtom oOHapykeHO, 4yTo B TedeHue mepBbiX 3 cyr CK B OOmbpmieil cremneHu
yBeNMYHMBAJIa YpOBEHb TpaHCKpunToB Tena 1aP5CS (puc. 38, a), dro, BeposTHO,
o0yciaBnuBaio Ooyiee MHTCHCHBHOE HakoIuleHHe mposmHa (puc. 37). OTMETUM TakXke, YTo
noBbilieHne coaepxannss APK, BoibeiBaemoe CK, MOXET NpUBOAWTH K AKTUBHU3ALMU T€HA
P5CS (Szabados, Savoure, 2009). Hanpumep, aeiictBue marorena (Pseudomonas syringae pv.
tomato) wa pactenus apaOuporicuca BbI3bIBaO moBbimieHHe ypoBHSI CK um A®K, uto
NPUBOAMIIO K TOBBIIHHUIO dKcmpeccun reHa PSCS2 u makormnennto mponuHa (Fabro et al.,
2004). CoOTBETCTBEHHO, MBI MpeanojaraeM, YTO HAKOIUIEHHE IIEpOKCHIA BOJIOPOJA,
unayuupyemoe CK (puc. 26), B ONTUMAaNbHBIX TEMIIEPATYPHBIX YCIOBUAX MOTJIO MPUBOIUTH K

aktuBu3anuu reHa TaP5CS (puc. 38, a) n akkyMyJIsIIuK MPOJIMHA B TUCThIX (puc. 37).
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Puc. 38. Bnusinue CK u MX Ha conepxanue TpanckpuntoB rema TaP5CS (a) u TaP5CR (0) B

JUCTBHAX MIIECHULbI IpH IecTBUU TeMiiepaTypsl 4°C.
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B xonme Hammx HccieOBaHWM YCTaHOBJIEHO, YTO HA 7 CYT 3aKaJMBaHUA y PacTEHUH,
npenodbpadborannbix MK, mnpoucxoautr Oonee 3HauutenbHoe mnoBblieHHe MPHK renos
TaP5CS (puc. 38, a) u TaP5CR (puc. 38, 06), koTopoe, 10 HalleMy MHEHHIO, HAIPaBJIEHO HA
yBEJIMUEHUE CUHTE3a HOBBIX MOJIEKYJ MPOJIMHA VIS MOAIEPKaHHUS €r0 YPOBHS B KJIETKaX.

Takum o00Opa3oM, MONMy4YEHHBIE JAHHBIE CBUACTEIBCTBYIOT O TOM, YTO B YCIOBHSAX
NEHCTBUS HU3KOW TeMIlepaTyphl IMOBBIIMICHUE COACPKAHUS MPOJMHA B JIUCTHAX TMIICHUIIBI,
uanynupyemoe CK u MK, o0ycioBieHo, B TOM YHCIe, akTHBH3alKEH ero cuHTe3a de novo.
370, B CBOIO OYepe/ib, CIOCOOCTBOBAIO CHUKCHUIO COJCP)KaHMS MepoKcuaa Bogopoaa (puc.
26) 1 MJIA (ta6;. 15) u MOBBIIMIANIO XOJOA0YCTOHUYUBOCTD (pHC. 22) MPOPOCTKOB. OTMETHM,
YTO TOJyYEHHBbIE HAMHU JAaHHBIE COTJACYIOTCS C pe3yidbTaTaMH IPYTHX HcclefoBaHuil. B
yacTHOCTH, 3k30reHHas CK (Misra, Saxena, 2009; Nazar et al., 2015) u MX (Cao et al., 2012;
Zhang et al., 2012b) BbI3bIBaIM HAKOIUIEHHWE MPOJHHA, KOTOPOE OBLIO O0O0YCIOBICHO
yBenudeHneM aktuBHOCTH [ISKP m OAT wu cHmwkenuem aktuBHoctu IIJIIT (Misra, Saxena,
2009; Cao et al., 2012; Zhang et al., 2012b; Nazar et al., 2015). B auctesax Tomata MK Takske
akTuBu3upoBan skcrnpeccuto rera OAT (Zhang et al., 2012b). Dto GrarompusTCTBOBAIO
MOBBIIICHUIO ycToluMBocTH pacteHmit ropumibl (Nazar et al., 2015) u ueueBuinr (Misra,
Saxena, 2009) k 3acyxe, a ioaoB yokBbI (Cao et al., 2012) u tomara (Zhang et al., 2012b) —
HU3KOW TeMIeparype.

Cxonnble naHHbIe NOTy4YeHbl Hamu npu n3ydeHnu BiausHus CK n MX nHa conepxanue
npojivHa B JHCThsX orypua. Tak, mpu 22°C kxak CK, tak mu MX, yBenuuuBamu ero

CoJIep)KaHUEe OTHOCHUTEIIEHO UCXOTHOTO YpOoBHs Ha 53 u 43%, cooTBeTcTBEHHO (pHrc. 39).
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Puc. 39. Bousaue CK (100 mxM) u MX (1 MxkM) Ha conmepkaHue CBOOOIHOTO TPOJMHA B

JUCTBSIX OTYpIIa P ASHCTBUM 3aKalUBaIOLIEH (a) U MoBpexaarolieit (0) TeMnepaTyphl.
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B Teuenune Bcero mepuopaa aercTBus temnepatypsl 12°C y pactenmii, 00pabOTaHHBIX
CK, oGHapyxeH Oosee BbICOKHH ypoBeHb mpoiuHa (puc. 39, a). M) Takke moBbIIan ero
cofepkaHue, HO B MeHblned crenenu (puc. 39, a). Tak, uepe3 72 4 ypoBeHb MPOJHHA Y
oOpabortanusix CK pactenuit ysenuumics Ha 33% OTHOCHTENHHO MCXOIHOTO YPOBHS, a MOJ
BaustaneM MOK — ma 19% (puc. 39, a).B ycnoBusx mospexnpatomieii Temmepatypsl 4°C B
JUCTBsIX pacteHui, obpaboranHbix CK m MK, conepskanue mposiiHa ObUIO BBILIE, YEM Yy
HeoOpaboTanHbIX (puc. 39, 6). Oxnako, ecau CK uHaynupoBaia ero 0Oiblee HAKOIJICHHE B
TEeUYEHHE BCero onbiTa, To MK moBkIIIa ero coaepkanue Tojbko uepes 24 1 (puc. 39, 6). B To
e Bpems, K KoHIly ombiTa (72 1) B Bapuante ¢ M)XK Hamu Obul 0OHApY:KEH caMblil BBICOKUIA
ypoBeHb miponuHa (puc. 39, 0).

Hakoruienre npoinHa B IUCThSIX OTYpIla, HHAYIUpYeMoe (UTOTOPMOHAMH, B YCIOBHSIX
JEUCTBUST HU3KUX (B OCOOCHHOCTH, MOBPEKIAIOIINX) TEMIIEpATyp UrpacT Ba)KHOE 3HAUCHUE
JUIsl  TIOJIEp>KaHusT  TYpProOpHOro  JaBlieHusi.  M3BecTHO, dYTO TPOJAWUH  0OJagaeT
OCMOPETYJISITOPHOM (PYHKIMEH W TOBBIIMIEHHE €ro COJAEpKaHUs B KJIETKAaX MOXKET
CIIOCOOCTBOBATh MOJICPKAHUIO Typropa MpU CHUKEHUH BOJHOTO MOTEHIMANA, BHI3BAHHOTO
neiicteBueM Hu3koi Temmepatypel (Huang, Cavalieri, 1979). Kpome Toro, mponus
CTa0MIN3UPYET MEMOpaHHBIE CTPYKTYPBhI M 3allUIIacT UX OT HeraTuBHOro neuctBusi ADK,
ocymiecTBiIsIs anTHoKcuAanTHY0 ¢yHkuuto (Verbruggen, Hermans, 2008; Szabados, Savoure,
2009; Kavi Kishor et al., 2015). Panee namm moxaszano, yto CK um MX cHmwkamm
MIPOHUIIAEMOCTh MEMOPAH Y PaCTeHHI Oryplia B YCIOBHIX IEUCTBUSI HU3KHUX TeMIiepaTyp (puc
23, a, 0), mO3TOMY MBI MPEAIOJaraeM, 4YTO MPOSBICHUE 3TOr0 MPOTEKTOPHOro 3(dekra,
OKa3bIBAEMOT0 (PUTOrOPMOHAMH, OBLIO CBSI3aHO C UX CIIOCOOHOCTHIO MOBBIIIATH AKKYMYJISILIUIO
IPOJMHA B TEUEHUE BCETO HU3KOTEMIIEPATYpPHOI'O BO3A€HCTBHsI. OTMETUM, YTO MOJIYyYEHHBIE
HaMH JIaHHBIE TOJTBEPXKAAIOTCS HEAABHUMHU HcclienoBaHusAMHU. Tak, sk3oreHHsii MK npu
NEHUCTBUU HU3KUX TEMIIEPATYP BHI3BIBAT YBEIMUEHUE COACPIKAHUS MPOJIMHA Y TETUIOIIOOUBBIX
pacrenuii mepua (Moradmand et al., 2015) u orypma (Saydpour, Sayyari, 2016), uro
CHoCcOOCTBOBAJIO CHIDKEHUIO dK30cMoca anekTponuToB (Saydpour, Sayyari, 2016) u uHmekca
xonomoBoro moBpexacHus (Moradmand et al.,, 2015). HeoOxoauMo moa4epKHYTh, YTO B
W3BECTHOW HaM JIUTEPAType UMEIOTCS JUIIb €IUHIUYHBIE CBEICHHS O BIUSHUU dK30reHHOoN CK
Ha COJIep>KaHME IPOJIMHA Yy TEIUIOIIOOMBBIX PACTEHUU NMPU ACHCTBUM HU3KHUX TeMrepaTyp. B
vyactHocT, CK moBsIana coaepxanue npojirHa B JucThsax (acomu (Soliman et al., 2018) u

orypia (Sayyari, 2012), uTo croco06CcTBOBAIO MOBBIIICHUIO X0JI0A0YCTONYUBOCTH PACTCHUH.
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3.3.4. Conep:xanue TpanckpuntoB reia WCS120 nerugpuna

HccaenoBanusMu mociiequux jeT BoiaBieno, uro CK (Aazami, Mahna, 2017; Soliman
etal., 2018) u MK (Hu et al., 2013; Zhao et al., 2013; Wang et al., 2016; Wang et al., 2018a) B
YCIOBHSIX HH3KOTEMIIEpaTypHoro crpecca Boi3biBaioT mHaykimio ICE-CBF/DREBL ((ICE)-C-
Repeat Binding Factor/Dehydration Responsive Element Binding Factorl) curnaisHoro myTH,
YTO BHOCUT Ba)XHBIH BKJIaJ B MOBBIIICHHE XOJOJOYCTOMUYMBOCTH pacTeHuil. Tak, Hampumep,
npu gaeiictBun Huszkux Temneparyp CK wu MK noseimanu ypoBenp MPHK renos
TpaHckpuniuoHueix (akropoB CBF4 (Aazami, Mahna, 2017) u CBF1 (Wang et al., 2016).
W3BecTHO, uTo TpaHckpunimoHHbie GpakTopsl CBF/DREB1 akTuBHPYIOT SKCIpPECCHIO TEHOB
XOJIOJJOBOTO OTBETA, K KOTOPHIM, B TOM UYHMCJE, OTHOCAT reHsl, koaupyomue COR/LEA 6enku
(Cold Regulated/Late Embryogenesis Abundant). Onu BrmtouarorT renbl cemeiictBa WCS
(Wheat Cold Specific), xotopbie cnenuduuHbl A 37JaKOBBIX PACTEHUH W YYaCTBYIOT B
npolecce Hu3KoreMiepaTypHoii agantaiuu (Komecunuenko, Boiinukos, 2003; Vitamvas et
al., 2007, 2010; Winfield et al., 2010).

B cBs3u ¢ 3THM, HaMu ObUIO M3YyYEHO BIMSHUE HK30TeHHBIX QuToropmoHoB CK u MK
Ha cojaepxkanue TpaHckpuntoB reHa WCS120 B TUCTBSX NIICHUIBI MPH JACHCTBUH HU3KOU
temmepatrypsl 4°C. YcranoBneHo, 4to ypoBeHb MPHK 3Toro rena B JMHCTBSIX KOHTPOJBHBIX
(HeoOpaOboTaHHBIX) pACTEHHI MOBHIIIAJICS B TeueHUe Bcero onbita (puc. 40). benku cemelicTBa
WCS sBnstorest nerunpunamu — 6enkamu |l rpynmnel kinacca LEA u BBINOAHSIOT B pacTeHUsAX
psaA BaXHEHIUX (YHKIMNA: MPENsSTCTBYIOT 00E€3BOKMBAHUIO KIIETOK, arperanuu OelKoB,
cTabunM3upyroT MeMOpaHbl U yyacTBYIOT B 3amute oT ADK (Amnarynosa u np., 2003; Hara,
2010; Kosova et al., 2010; Annarynosa, [llakuposa, 2017). Heo6xoaumo moaq4epKHyTh, YTO
COrJIaCHO MMEIOLIMMCS B JIUTepaType cBelaeHusM, skcrpeccuss reHa WCS120 y mueHuus
cnenuduUecKn HMHIAYIUpPyeTcs AeiicTBueM Hu3kuX Temmepatyp (Vitamvas et al.,, 2007,
Penkuna, 2014). Takum o6pa3oM, noBblilieHHe ypoBHs TpaHckpunToB rena WCS120 (puc. 40)
HapsAIy C YBEIWYCHHEM XOJOJIO0YCTOWYHBOCTH (pUC. 6) MPOPOCTKOB MINEHUIIBl YKA3bIBACT HA
€ro y4yacTWe B aJalTallid PacTeHHH K HHU3KOM Temrieparype. [lomydeHHble HamMu JaHHbIE
COTJIACYIOTCSI C pe3yJIbTaTaMH JPYTHX HCCIIEOBaHWH, KOTOPBIMH OOHApY>KEHO HAKOIUICHUE
tpanckpunToB rena WCS120 y mmrenuns! (Vitamvas et al., 2007, 2010; Tananosa u np., 2011;
Kosova et al., 2011, 2013; Penkuna, 2014).
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Puc. 40. Boussame CK m MK na comepxanme tpanckpuntoB rena WCS120 B mmcThsx

MIIEHULBI IPY IelcTBUU TeMiiepaTypsl 4°C.

Pe3ynpTaTamMu Hammx HCCIENOBAaHUN TaKkKe MPOJEMOHCTPUPOBAHO, YTO SK30TCHHBIE
CK wu, B 00mpmieit crenenn MK, mHIynupyroT noBsimeHue skcrnpeccun rena WCS120 B
ONITUMAJIBHBIX TeMITepaTypHbIX ycioBusx (puc. 40). [Ipu neiictBum Hu3KoM Temmeparypsl 4°C
coJiepKaHKe TPAHCKPUIITOB 3TOr0 I'eHa B JIUCThAX pacTeHui, oopadoranHsix CK, noBblmanock
TOJIbKO K KOHILy OIbITa U ObUIO HUXKeE, YeM y KOHTPOJIbHOrO BapuaHTa (0e3 o6paboTku) (puc.
40). B omimume OT 3TOro, HAMH BIIEPBBIC MOKa3zaHO, 4YTo MJXX B yclIOBHSAX OXJIaXACHUS
BBI3BIBA)I 3HauuTenabHOe HakoruieHne MPHK rema WCS120, kotopoe ycwimBanoch cC
YBEIMUCHHEM TPOJODKUTENLHOCTH Bo3zaercTBus (puc. 40). Mur mpemanonaraem, uto MXK
OKa3bIBaJ Ha IMPOPOCTKHU MILIEHUIbl NpEeAalanTUpYOIIee ACHCTBUE, MOBBIIAS KCIPECCUIO
reHa WCS120 yxe B 00bluHbIX ycioBusx (22°C), uro yBenunuuBajio ypoBeHb MPHK storo
reHa MpH TMOCIEAYIONEM JCUCTBUU HU3KOM TemIepaTypbl U obecreunBaiio (pOpMHpPOBAHHE
TIOBBIIIICHHOM X0JI0JI0YCTOWYMBOCTH (puc. 22). I3BECTHO, UTO MOBBIIMICHUE SKCIIPECCHH T€HOB,
KOAUPYIOUIUX JECTUAPUHBI U HAKOIUIEHUE HUX OENKOBBIX MPOAYKTOB MMEET Ba)KHOE 3HAUCHHE
JUIA aJanTalii pacTeHuid K HuskuMm Temmepatypam (Thomashow, 1999; Tamanoa u ap.,
2011). Kpome Toro, oOHapyxkeHo npucyrctBue OenkoB WCS120 B Hykieoria3me KICTOK
pacTeHuil, yTO MOXKET YyKa3blBaTh HAa WX Y4YacTHE B 3alllUTe MPOLECCOB TPAHCKPHUIILIUU
(Konecuuuenko, Boiinukos, 2003).

OTmMeTHM, YTO TMOJIOKUTEIBHOE BIUSHUE JKACMOHATOB HAa COJIEp)KAaHUE T'E€HOB
TpaHCKpUnIMOHHBIX ~ (pakropoB CBF/DREB1, akTUBU3UpYIOIIUX OSKCIPECCHIO TEHOB
XOJIOJIOBOTO OTBETA, BBISBIECHO B O0jee paHHUX HCCIIeJOBaHUSIX. B 4acTHOCTH, SK30Te€HHBIN

MK BBI3BIBaT yBEIWYEHHE SKCIPECCHH T€HOB, KOAUPYIOIUX TPAHCKPUIIIMOHHBIE (PAKTOPHI U
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COR-6enku B miogax OaHaHa NMpH WX HHU3KoTemreparypHoM xpaneHmu (Zhao al., 2013).
OO0OHapyXeHO TaKXe, 4YTO B YCIOBHUSAX JeWCTBUA HU3KOM Temreparypsl MOK moBbliman
conepxanne MPHK renoB TtpanckpumnmonHsix ¢aktopoB (CBF1, CBF2, CBF3, CBF5) B
kaurycax somorn (Wang et al., 2018a). ABropamu oTMe4aeTcs, YTO yBEIUUYEHHUE YPOBHS ITHX
reHOB ObUIO TeM OoJblie, yeMm Bbllle Obuia KoHueHTpauus MOK. YuacTue xacMOHaTOB B
PErYISIUN SKCIIPECCHH T€HOB X0JI0I0BOTO OTBETA TAKKE MOTBEPKIAETCS SKCIIEPUMEHTAMU C
UCTIOJh30BAHUEM MYTAHTHBIX pacTeHH. Tak, y MyTaHTOB apaOuaorcuca C TOJaBJICHHOM
IKCIIpeccueil reHa, ydactByrolero B curHanuare JXKK, conmepikaHue TpaHCKPHUITOB TI'€HOB,
Koaupyromux TpaHckpumiuonusie (akropsl CBF/DREBL, Obuto CylecTBEHHO MEHBIIIHM,
4YeM y pacTeHuil aukoro tumna u oopadoranusix MXK (Hu et al., 2013). Bonee Huskuii ypoBeHb
(mo cpaBHeHUI0 ¢ aukuM TunoMm U oOpaboranHeiMu MXK) MPHK rena, komupyromiero
TpanckpunuoHHbINH (GakTtop CBF1, Taxke OBLT BBISBICH y MYTaHTHBIX PAaCTEHHHA TOMaTa C
nojaBieHHbIM cuHTe30M JKK mpu neiictBun xonoxa (Wang et al., 2016).

OTMmeTHM, 9TO OTCYTCTBHE 3HAUMUTEIHHOTO HaKOIUIeHHs TpaHckpunToB rera WCS120 B
oOpaboranupix CK pacTeHusix TMIIEHUIBI B YCIOBUS JEUCTBUS HU3KOW TeMIlepaTyphl,
oOHapykeHHOe B Hamux ombiTax (puc. 40), BeposTHO, OBUIO 00YCIIOBICHO B3aUMOJICHCTBHEM
CK n MX. UsBectHO, yTO noBbeimieHue conepkanuss CK B TKaHAX pacTeHMi NMPUBOIAUT K
HakorieHnto NPR1-6enkoB, KOTOpble, B CBOIO OYepedb, OJOKHPYIOT 3KCIPECCHIO T'EHOB,
samyckaemyto KK u ee mpousBoanbimu (SkosneBa, Eroposa, 2010; Janda, Ruelland, 2015).
Msbl mpeamnonaraeM, 4TO IPU JAEUCTBUUM HHU3KOM TEMIIEPATYPHl Y IPOPOCTKOB IMILIEHUIBI,
npenoopadoranusix CK, mpoucxoauno ysenmuenue suaoreHnoro ypossst CK, 4ro nmpuBoauio
K HakoruieHnto U akTuBaiuu NPR1-6enkoB, MHTHOMPYIONIMX MOBBIIICHUE COJIEP)KaHUS TeHA
WCS120, unaynupyemoro MXK. B mone3y Haiero npeamnosiokeHus 00 YBEIMYEHUU YPOBHS
CK cBHUIETENbCTBYIOT AAaHHBIC, NEMOHCTPHUPYIOIIME €€ HAKOIUICHHE B KIIETKaX MIICHHUIIBI
(Janda et al., 2007; Kosova et al., 2012), puca (Wang et al., 2009), orypua (Dong et al., 2014)
u Kykypy3sl (Wang et al., 2018b) nipu neiicTBun HU3KKX TeMIeparTyp.

Takum o00pazoM, B YCIOBHSIX HH3KOM TemmepaTypbl 3K30reHHbI MK BbI3bIBAI
HakorieHue TpaHckpuntoB TeHa WCS120 nerumapuHa B JHCTBAX  MINEHULBL. MBI
npearnojaraéM, 4YTO O3TO CIOCOOCTBOBAJIO CHI)KEHHIO WHTEHCHBHOCTH OKHCIHTEIHHOTO
CTpecca M BHOCUJIO BaXKHBIN BKJIAJ B ITOBBIIICHUE XOJOA0YCTOMYMBOCTH PACTCHUM.

COBOKYITHOCTh TOJTYUYEHHBIX PE3YJIbTaTOB TO3BOJISICT 3aKIIOYUTh, YTO JK30TCHHBIC

¢utoropmonst CK u M)XK npuHuUMarOT ydacTue B 3alUTHBIX PEAKIHUAX KOHTPACTHBIX IO
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XO0JIOAOYCTOMYMBOCTH PACTEHUN Ha JEHUCTBUE HU3KUX TeMIleparyp. BaxkHO oTMeTHUTB, 4TO IpH
3aKaJMBAIOUIMX TeMIepaTypax OHHM CHOCOOCTBYIOT IMOBBIIICHHUIO YCTOWYMBOCTH, a IMpH
MOBPEXKAAIONIEH — CHUXKAIOT €€ HeraTuBHOe jAeiicTBue. [Ipu 3TOM B HHU3KOTEMIIEpaTypPHBIX
ycnoBusix CK u MK yBennuuBaroT akTUBHOCTh aHTHOKCHAAHTHBIX ¢epmeHToB (COJl, KAT u
['B[10), ycunuBalOT HAKOIUIEHHE TPAHCKPUNTOB KOAMPYIOIMIMX WX TEHOB, a TakKke
UHAYUUPYIOT akkymyssiiuio nponrHa 1 MPHK renoB depmentoB ero cunresa. Baxno, uto
o BiussHueM MOK B nmcThaxX nmeHunsl npoucxoauT HakoruieHne MPHK rena nermppuna,
YYaCTBYIOLETO B IMOBBIIIEHUU XOJIOAOYCTOMYMBOCTH 3JIAKOBBIX PACTEHUH. DTO MO3BOJISIET
3aKII0YUTh, YTO mHporekTopHas poiab CK u MXX B yclOBHSX THNOTEpPMHUH CBsi3aHa C HX

ydactueM B peryisiiun padotsr AOC.
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3AKVIIOYEHUE

B mpupOmHBIX YCIOBUSIX HU3KHAE TEMIEPATyphl SIBISIOTCS OJHAM K3 OCHOBHBIX
(haKTOpOB, OKa3bIBAIOIIMX HETAaTHBHOE BIIMSHUC Ha JKU3HEACATEIHLHOCTh pacteHuid (Levitt,
1980; Koposun, 1984; TutoB u ap., 2006; Tpynoma, 2007; MapkoBckas u ap., 2013).
®dopMupOBaHHE YCTOWYMBOCTM K HHUM IMpEACTaBiseT coOOM  CIOXKHBIA  Ipolecc,
3aKITIOYAIOIINICA B KOMIUIEKCHOW MepecTpoiike MeTaboim3Ma M 3aTparuBaroIUi MHOTHE
nporecchl pacturenbHoro opranmsma (Tymanos, 1979; Levitt, 1980; Kratsch, Wise, 2000;
Konecunuenko, Boitnukos, 2003; Jlock, 2005; TutoB u ap., 2006; Tpynosa, 2007; Theocharis
et al., 2012; Boiinukos, 2013). [Ipu 3TOM Xapakrep OTBETHOW pEaKIMK PACTCHHUI Ha JCHCTBHE
HU3KHUX TEMIIepaTyp MOXET CYHNICCTBEHHO Pa3IM4yaTrbCs B 3aBUCUMOCTH OT MHTCHCHUBHOCTH
(moBpexmaromee WIM CyOMOBpPEXIAIONIee) W MPOJODKUTEIBHOCTH (IJIUTEIBHOS WU
KpaTKOBpeMeHHOE) TemrepaTypHoro Bo3aeicTeus (Levitt, 1980; JIpo3nos u nap., 1984; Tutos
u jp., 2006 u np.).

Heo6xoauMo OTMETHTh, YTO MPH U3YYCHUU BIUSHHS HU3KUX TEMIICpATyp Ha PacTCHUS
BHUMAaHHE HCCIICJIOBATEICH COCPEAOTOUYCHO, TJIaBHBIM O00pa30M, Ha MEXaHHM3Max aJallTalliu
pacTeHuil, OTHOCSIIMXCS K OJHOH W3 TPYII: MOPO30OCTOMKHE, XOJOJOCTOMKHE WIIH
TerutontoOuBbie. Ho 0coObIii MHTEpec BBI3BIBAIOT PA0OTHI, B KOTOPBIX PacCMaTPHBAOTCS
aJlalTUBHBIC BO3MOXKHOCTH KOHTPACTHBIX IO XO0JIOJO0YCTOMYUBOCTH pacTenui ([po3aoB u np.,
1984; Wise, Naylor, 1987a,b; Peeler, Naylor, 1988; Turos, 1989; Kmumo u mp., 1997,
Tewari, Tripathy, 1998; TutoB u ap., 2006; Tutos, Tananosa 2009; Makapenko u ap., 2010;
MapxkoBckas u np., 2013; Aatununa u np., 2016).

[lpoBeneHHOE HAMU KOMIUICKCHOE W3Y4YCHHE BIMSHUS HH3KUX [OJOXKHTEIBHBIX
3aKaMBAIONINX TEMIIEpaTyp Ha PacTeHHs, KOHTPACTHBIC MO XOJOJO0YCTOWYMBOCTH (TIIIICHUIIA
¥ OTypeIl), MO3BOJIMIIO BBISIBUTH CXOJCTBO B X OTBETHOW peakiuu. Tak, yCTaHOBIECHO, YTO Yy
pacTeHHH NIIEHWIBI W OTypla B YCIOBHSX JCHCTBHA HU3KHUX TEMIEpaTyp MpPOUCXOIUT
dbopMHUpOBaHHE XOJIOJOYCTOMYUBOCTHA, O YEeM CBHUACTEIHCTBYIOT IIOJYYCHHBIC NaHHBIE O
HOBBIIICHUN YCTOMYUBOCTH KJIETOK JIMCTHEB MIICHUIIBI K IPOMOPAKUBAHUIO H 00 OTCYTCTBUH
HapYIICHUS POHUIIAEMOCTH KJIETOUYHBIX MEMOpaH JINCThEB orypiia. Kpome Toro, B ycloBusx
XOJIOZIOBOTO 3aKaJMBAHMS HE IPOMCXOMIIO TIOJTHOTO OJABICHUS POCTOBBIX MTPOIECCOB.

[Ipennonaraercsi, 4To OJHUM W3 BAXKHBIX OTIMYUN TETUIOMIOOUBBIX PACTEHUH OT
XOJIOJIOCTOMKHX SIBIISIETCS TO, YTO Y IOCIEAHUX NPU JEHCTBUU HU3KHX TEMIIEpaTtyp He

pa3BUBaETCs BBIPAKEHHBIN OKucIUTENnbHBIN cTpecc (Jlykatkun, 2002). DTO moaTBEpKaaETCS
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pe3yJibTaTaMH HAlMX HCCIeAOBaHUN. Tak, B HayaJbHBIA IMEPHOJ HU3KOTEMIEPATYPHOTO
3aKaJMBaHMS B JIMCTHSAX MIIEHULBI U OTypla noBelmaics yposeHb H,O, u MJIA, HO K KOHIY
BO3JECHCTBUSL COJIEP/KAHUE 3THUX COEAUHECHUMN Yy MIIEHUIBI CHUXKAJIOCh, TOTJa KaK y Orypua
npojoikano pactu. OHaKo OTMETHM, uTo Hakoruienne H,O, u MJIA B nucTesix orypua He
NPUBOAWIO K MOBPEXKJACHUIO KIETOYHBIX MEMOpaH, O YeM CBUJIETEIICTBYET CHIDKCHHE HX
IIPOHUIIAEMOCTH K MOMEHTY 3aBEPILIECHHS OMbITA.

Kak mnoka3pIBalOT HCCIENOBaHUS, OJHUM W3 BAXHEHUIIMX MEXAHWU3MOB aJalTaluu
pacTeHuil K HeOIAronpusATHEIM (hakTOpaMm, B TOM YUCIIE U K HU3KUM TEMIIEpaTypam, sIBIsSETCS
aktuBu3anus  paborer  AOC,  BIOuaromed — aHTHOKCHJAHTHbIE  (epMEHThl U
HepepMenTaTuBHbIe coequnenus (Jlykatkun, 2002; Mittler, 2002; Noctor et al., 2012; Sharma
et al.,, 2012). [Ipu >ToM MHOTMMH aBTOpaMHU BBISBJICHBI pPa3HOHANPABJICHHBIC H3MCHCHUS
AKTUBHOCTU aHTHOKCUJIAHTHBIX (JEPMEHTOB, UTO HE MO3BOJISIET JI€JIaTh OJHO3HAYHBIC BBIBOJIBI
00 MX y4acTHH B MOBBIIICHHH X0J00ycToHuUnBOCTH pacTeHuii (Komynaes u ap., 2015, 2018).
Hamu mokaszano, uro antuokcumantHeie (epmentsl (COJ, KAT wu I'BIIO) ywacTtByioT B
ajanTaluy Kak YCTOMYMBOIO, TaK W UYYBCTBUTEJIBHOIO K HHU3KHMM TEMIIEpaTypaM BHUIOB
pactennii. OO 3TOM CBUACTENHCTBYET MOBBIIEHUE WX aKTUBHOCTH (1 Hakoruienne MPHK wnx
reroB FeSOD, MnSOD, Cu/ZnSOD u CAT) B JUCTBSIX MIICHUIBI U OTypIla B TCUCHUE BCETO
Nepuoia JACWCTBUS 3aKalIMBAIOIIUX Temneparyp. OTMETHM TakkKe, YTO IMOJIyYEHHbIE
pe3yabTaThl COTJIACYIOTCS C JAHHBIMU JIPYTUX aBTOPOB O TOM, YTO TEIUIOJIOOMBBHIE PAaCTEHUS
obnagaroT 6ojiee HU3KOW aHTHOKCHJIAHTHOW aKTMBHOCTBIO 110 CPAaBHEHHUIO C XOJOJI0CTOMKUMU
(Wise, Naylor, 1987a; Jlykatkun, 2002; CunbkeBud u ap., 2011). Tak, aktuBaocte COJ] n
['BI1O 1o Havana neiCTBUS HU3KUX TEMIIEPATYP U YPOBEHb aKTUBHOCTHU ATUX (EPMEHTOB IIPH
OXJIQKJIEHUW ObUTH BBINIE y PACTCHHM MIIEHUIIBI. B OoTiaM4ne oT 3TOro, MCXOaHas aKTUBHOCTH
KAT B auCTBSX Oryplia 3HaUMTENIbHO MPEBBIIIAia aKTUBHOCTh (pepMeHTa y mineHuIlsl. Kpome
TOTO, B TE€YEHUE X0J0A0BOro 3akanuBaHusi akTuBHOCTh KAT u conep:xanue MPHK ee rena B
JUCTBSIX OTypla YBEJIMUYUBAIUCH, TOTJA KaK Y PACTCHUIN MIIEHUIIbI — CHUKAJIUCH.

BaxHyro posib B MEXaHHW3Max IOBBIIIEHUS CTPECCOYCTOMYMBOCTU PACTEHUM HIPaeT
ceobonubiii mpoaua (Verbruggen, Hermans, 2008; Szabados, Savoure, 2009), kortopbrii
Hapsily C OCMOIIPOTEKTOPHOM M WIANEPOHHOW POJIbI0, 00JIalaeT U AHTHOKCUIAHTHBIM
neiictBueM (Kysnemnos, lllesskoBa, 1999; Pantokuna u ap., 2008; Hayat et al., 2012). B nameii
paboTe ToKa3aHO, YTO TOJI BIMSHUEM HU3KHX 3aKaJMBAIONIUX TEMIIEpaTyp MPOUCXOIUIIO0

HaKOIUICHHE MpoJinHa (TIIeHuIa, orypen) u noseimenue cogepxanust MPHK renos WPS5CS u
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WP5CR, xomupyromux depmerTsl ero cuare3a — [ISKC u [15KP (mmenuria), 9To mo3BoIHIO0
3aKJIIOYNTh, YTO MPOJIMH YYAaCTBYET B a/lallTalluM PACTEHUI K HU3KUM TEMIIEPATYpPaM.

B xone Hammx uccieoBaHUN TAaKXe YCTAHOBJIEHO, UYTO PEAKLMs YyBCTBUTEIBHBIX K
HU3KHUM TEMIIepaTypaM PacTE€HUW Orypla pas3jinyaeTcs B 3aBUCUMOCTH OT MHTEHCUBHOCTH U
INPOJOJKUTEIBHOCTH  XOJOJIOBOTO  BO3JeWcTBUA. Tak, eclim HHM3Kasg 3aKaJMBaroIIast
temreparypa (12°C) BbI3bIBalia 3aMeJIJICHHE POCTOBBIX MPOIIECCOB M KPATKOBPEMEHHOE (Yachl)
MOBBIIICHUE TMPOHUIIAEMOCTH MeMmOpaH, To mpu mnoBpexnawomei (4°C) — mpoucxomauio
HeoOpaTHUMoOe TMOJaBjieHHEe POCTa U 3HAYUTENIbHOE YBEIMYEHHE BBIXOJAa SJIEKTPOJIUTOB U3
KJIETOK JINCThEB. YPOBEHb OKUCIUTEIBHOIO cTpecca ObUl TaKKe CYIIECTBEHHO BBINIE B
JUCTBSIX TMPOPOCTKOB, IMOABEPTHYTHIX TOBPEXKAAIOIIEMY BO3JAelcTBHIO. BMmecte ¢ Tem
nokasaHo, uro aktuBuzanus AOC saBisercsa Hecrienupruueckon peakimen pacTeHuid orypia Ha
KpaTKOBPEMEHHOE JIEHCTBUE KaK 3aKaJMBalOIlEl, TaK U MOBpexkaatoueil remneparyp. OaHako
C YBEIIMYEHUEM MPOJOJDKUTEIIBHOCTH TTOBPEXKIAIOIIETO BO3AEHCTBUS TPOUCXOIUIO CHUKEHUE
AKTHBHOCTH aHTHUOKCHUIAHTHBIX (epMeHTOB (B ocobenHoctn COJl m KAT), uro Bemo k
YCHJIGHUIO OKHUCIUTENIBHOTO CTpecca, HapYIICHUIO MPOHUIIAEMOCTH KIETOYHBIX MeMOpaH,
CHU)KCHHIO XOJIOJJOYCTOMUYMBOCTH M THOENI PaCTeHH orypIia.

B mocnennue roapl npu M3y4eHHUH MEXAHU3MOB YCTOMYMBOCTH PACTEHUH K JEHCTBUIO
HEONaronpusTHEIX (DaKTOPOB Cpellbl BHUMaHUE HCCieaoBareneil BcE wyamie oOpaimaercs K
¢buTOrOopMOHaM CaJUIMIOBOM U KaCMOHOBOW Kuciote. M3BecTHO, YTO MpUpoja, CUTHAIIMHT,
¢u3nonoruueckoe IEeHCTBUE U CTPECC-NIPOTEKTOPHBIE IPPEKTHI ITUX TOPMOHOB PA3TUYAIOTCS
(Apynnmuna u ap., 2011). CK — coenuHenue QpeHOIBHON MPUPOIbI, UTPAOIIEE BAKHYIO POJIb B
uaaykunu  CITY u  crumynupyromee reHepauuo A®K, mnposinenne peakuun CBY,
nHakoruienne PR-6enkoB (Metraux, 2001; Tapuesckuii, 2002; Vlot et al., 2009; Kumar, 2014).
KK saBnsieTcss coeIMHEHNEM OKCWJIMIIMHOBOW NPUPOJBI, ydacTByeT B 3amycke CY pacrennid,
UHAYIUPYS CUHTE3 3alIUTHBIX COCIUHEHUH, TAKMX KaK WHTHOUTOPHI MPOTEWHA3 U TPUIICHHA,
nedensunsl, THOHMHBI W 1p. (Bacrokoma, Osepenxosckas, 2009; Samota et al., 2017;
Wasternack, Song, 2017). IToka3ano Taxxe, uro CK n J)KK y4acTBYIOT B OTBETHBIX pEaKIUsIX
pacTeHuil Ha jeilcTBUe aOuMOTHUECKHX (PAKTOPOB, TAKMX KaK 3acOJCHHE, 3acyXa, BBICOKHE
TemrepaTypsl, Tsoxenbie metauiel U ap. (Clarke et al., 2009; Miura et al., 2013; Sharma et al.,
2013; Shakirova et al., 2016; Per et al., 2018; Talebi et al., 2018 u ap.).

K nacrosiiiemy Bpemenu ycranosineHno, yto CK, KK u ux mpou3BoJHbIE y4acTBYIOT B

NOBBIIICHUN YCTOWYMBOCTH PAaCcTCHUH K HH3KUM Temmeparypam (Janda et al., 1999; Li et al.,
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2012; Hu et al., 2013; Mutlu et al., 2013a,b; Per et al., 2018 u np.), XoTs UX pOJIb B

MEeXaHHM3MaX IOBBIIIEHHUS XOJOJOYCTOMYMBOCTH HE 0 KOHIA sicHA. B cBsi3u ¢ 3TUM, HaMH
OBLIO M3YYEHO BIIMSHUE 3K30TE€HHBIX CATUIUIOBON KUCIOTHl U METUIXKACMOHATA HA OTBETHYIO
peakirI0 pacTEHUH MIIEHUIIBI U OT'ypIla Ha JEHCTBUE HU3KHUX MOJIOKUTEIbHBIX TeMIIepaTyp.

B xone uccienoBaHus MOKa3aHO, YTO IOBBIMIEHUE XOJOJ0YCTOMYMBOCTH PACTEHUU,
unayuupyemoe CK u M, o0ycnoBieHO MX ydacTHEM B peryisiuuud (yHKIHOHHUPOBAHUS
komnoHeHToB AOC. Tak, noj BIHUSAHHEM OTHUX (UTOTOPMOHOB YK€ B ONTHUMAJIbHBIX
TeMIepaTypHbix ycnoBusix (22°C) B IJHCTBAX pPACTEHUN YBEIUYHMBAIACh AKTHUBHOCTD
aatuokcuganTHeIX (pepmerTtoB (COJl, KAT u I'BIIO), a Takke MpPOUCXOIUIO HAKOIUICHHE
npoiuHa (puc. 41). Hapsny ¢ stum, B npucyrerBun CK u MK noseiuancs yposens MPHK
reioB FeSOD, MnSOD, Cu/ZnSOD u CAT, xoaupyrouux aHTHOKCHIAHTHBIC (DEPMEHTBI
(mmenutna, orypemn) u reaoB WP5CS u WP5CR, komupyromux (GpepMeHTsl CHHTE3a MPOJIMHA
(mmenwnna) (puc. 41). Oco60 0OTMETHM, YTO y pacTeHU# miIeHUIbl MK BBI3BIBAI MOBBIIICHHE
conepxanust MPHK rena WCS120 mermapuna, KOTOPHIH y4acTBYeT B MEXaHH3MaX XOJIOIOBOU
aJanTalyy 37aKOBBIX PACTeHUN Oyiaroiapsi €ro OCMOMPOTEKTOPHON M IIANIEPOHHOM poiH, a
TaK)Ke ydacTHIo B 3amuTe kieTok or ADPK (puc. 41).

[To namemy wmuenuto, aktuBuzauus padborsl AOC mon Bmusauem CK u MXK B
ONTUMANIBHBIX ~ TeMIlepaTypHbIX ycioBusax (22°C) Obuia  oOyclioBI€Ha HEKOTOPBIM
MOBBILLIEHUEM YPOBHs OokucauTenbHOro crpecca (puc. 41). Ilpu stom ecam CK BbI3bIBana
yBEJIMUCHHUE COEepKaHUsl mepokcuaa Boaopona u MJIA, to nmox Biusauem MK B kieTkax
pacTeHuid MOBBIMANCA TOJIbKO ypoBeHb MJIA (puc. 41). IlonydyeHHble HaMH JaHHBIC 00
yBenmdeHun ypoBHs H,O, 1 MJIA B npucyrerBun CK u MK cornacyrorcsi ¢ IMEIOITUMHUCS B
JUTEPAaType NPEICTABICHUSAMH, COIVIACHO KOTOPBIM, YCHUJIEHHE OKHCIHUTEIBHOIO CTpecca
ABJIIETCA BaXXHbIM 3BEHOM B peaM3allUM HX MPOTEKTOPHBIX 3(PQPEKTOB NpHU ACHCTBUU
HeOnaronpusaTHbIX (pakTopoB cpensl (Fedina, Benderliev, 2000; CaxaGytauHoBa u np., 2004;
Kumari et al., 2006; ITecrora, 2007; MakcumoB u ap., 2011a; Liu et al., 2012; Konynaes u ap.,
2013; MacnennukoBa, [llakupona, 2018).

BaxxHo, uyTo mnpu mocienyromieM JIEHCTBUM HHU3KHX Temrmeparyp Osarojnaps
akTuBH3anu pabotel AOC BBHUAY YBETMYEHHUS YPOBHS OKHUCIUTEIBHOTO CTpecca IMOoJ
BiaustaneM CK m MK B kneTkax oOpaGoTaHHBIX pacTeHUi Oblila OOHapy)XeHa MOBBIIICHHAS
(MO CpaBHEHMIO C KOHTPOJBHBIMH PACTEHUSIMU) aKTUBHOCTh AHTHOKCHJAHTHBIX (DEPMEHTOB,

Oosee BbICOKMIA ypoBeHb mponrHa u MPHK reHoB, kKogupyoomux aHTHOKCUAATHRIE (PepMEHTHI
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u (GepMeHThl cuHTe3a mnpoiuHa (puc. 41). B mpucyrctBum MK B JIHCTBAX TIICHUIIBI
3HAYMTENIbHO yBenuuuBaics ypoBeHb MPHK rena gerunpuna (puc. 41). AktuBuzamus paboTsl
AOC mnon BausHHEM (UTOTOPMOHOB, B CBOK O4Yepelb, HIPHUBOJIWIA K CHHKEHHIO
MHTEHCUBHOCTH OKHCIIMTEIHLHOTO CTpecca B KIIETKAaX IMIIEHUIbl U OTyplia U CIOCOOCTBOBAIA
(GOpMHUPOBAHHIO MOBBIIICHHON YCTOHYHMBOCTH B YCIOBHUSX JACHCTBHS HU3KUX 3aKaJTMBAIOLINX
temreparyp (puc. 41). Baxuo, uro CK u MX Takke 4acCTHYHO HUBEIUPOBAIN HETATHBHOEC

JeWiCTBIE TOBPEKIAOIIEH TeMIepaTypsl Ha pacteHus orypua (puc. 41).
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Puc. 41. Bmusune CK m MX Ha peakuuro pacTeHUil NHpU ONTUMAIbHOW W HU3KOHN

TEMIIepaType.

[Ipumeyanue: 1 — NOBBILIEHHUE.
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VYxaxewm, uro aeiictBue CK u MX na padory AOC pacreHuil B yCIOBUAX NEHCTBHSA
XO0JI0/1a, B LIEJIOM, ObLIO cXOAHBIM. OHAaKO MOKHO OTMETUTh HEKOTOpble 0coOeHHocTH. Tak,
CHM)KEHHE HWHTEHCUBHOCTH OKHCIMTEIBHOIO CTPECCa, BBI3BAHHOTO JCHCTBHEM HHU3KUX
temnepaTtyp, noa BiausgHueM CK Obulo, MO-BUAMMOMY, IJIaBHBIM 00pa3oM O0OYCIIOBIIEHO
MOBBIILIEHUEM aKTUBHOCTU aHTUOKCUJAHTHBIX (DEPMEHTOB U YpOBHS MpoJinHa. B TO e Bpems,
MX oxa3bIBall MEHEE BBIPAXKEHHOE JIEHCTBHE HA COJEPIKAHME INPOJIMHA, U, COOTBETCTBEHHO,
yruinnsanus oOpazyronmxcas ADK, BeposTHo, Obula CBSi3aHAa C YBEIMYEHHEM AaKTUBHOCTH
AHTUOKCU/IAHTHBIX ()EPMEHTOB U HAKOIIJICHUEM JETUPUHA.

Takum o00pa3oM, NOJIY4YEHHBIE JAHHBIE MO3BOJISIIOT 3aKIIOYUTh, YTO YCTOWYMBOCTH
pacTeHMil NIIEHWIBI W Orypua K HH3KHM TeMIiepaTypaM OOYCJIOBIIEHAa pa3IMYHbIMU
($U31n0I0r0-0MOXMMHUECKUMHU U MOJIEKYJIIPHO-TEHETHYECKUMU MEXaHU3MaMH, BaXKHOE MECTO
cpenu KoTopbix 3aHuMaeT aktuBu3anus padotel AOC. Ilpu stom ¢utoropmonsl CK nu MK
y4acTBYIOT B ()OPMHUPOBAHUH IMOBBIIIEHHON yCTONYMBOCTH PAaCTEHUI MIIEHMIIBI U Orypua K

HU3KUM TeMIIepaTypaM MocpecTBOM peryisauun padotslt AOC.
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BbIBO/1bI

1. OtBeTHast peakuusi KOHTPACTHBIX MO XOJOJOYCTOMYMBOCTH PACTCHUI (MIIEHHUIIA U
Orypell) Ha BO3/IEMCTBUE HU3KUX MOJOXKUTEIbHBIX TEMIEPATYp UMEET CXOIHBIN XapakTep, HO
3aBUCUT OT €ro MHTEHCUBHOCTH U NPOJOJDKUTENIBHOCTU. [lelicTBHE 3aKaJMBaIOIIUX
temreparyp (mmennna — 4°C B teuenue 7 cyt; orypen — 12°C B TedeHue 3 cyT) MPUBOAUT K
3aMEJIJICHUIO POCTOBBIX MPOLIECCOB M (HOPMHUPOBAHUIO XOJOJIOYCTOMYMBOCTH, TOT/A Kak
MPOJIOJKUTENIBHOE TTOBpexaatoiee Bo3naeiicteue (orypery — 4°C, 1 cyT u Oosiee) BBI3BIBAET
HeoOpaTHMOe MO/IaBJIEHHE POCTa U CHIKEHHE X0JI0/I0yCTONYMBOCTH.

2. AxtuBuzamusi antuokcuaaHTHBIX ¢pepmenToB (COJ, KAT, I'sllO) u mnoBbimenue
coJiep>kaHusi CBOOOJHOTO MPOJMHA B JIMCTHSX MIIEHUIBI M Oryplia oOHapy>KEHO B TEUECHUE
BCEro TMepHojia JACHCTBUS 3aKalMBAIOIIMX TEMIEpaTyp U B HavdanbHbd (1-5 4) mepuon
JICUCTBUS MOBPEKIAONIEH TEMIEPATyphl HA MPOPOCTKU Orypra. B ycloBUSX 3aKkaMBarOIIUX
TEMIIEPATYpP ITO CIOCOOCTBYET CHIDKEHMIO (IIIIICHUIIA) WIIA TIOJIICPKAaHUIO0 HA HU3KOM YPOBHE
(oryper) comepxanus H,O, m MJIA. JymrensHoe (3 CyT) ACWCTBHE MOBPEXKIAIOIICH
TeMrepatypsl BbizbiBaeT cHkeHne aktuBHocT COJL (B 1,3 pa3a) u KAT (B 3 pa3a) B THCThIX
oTypIia, YTO MPUBOAMT K MOBBITIeHUIO conepkanus H,O, u MJIA.

3. Ox3orennbie putoropmonsl CK (100 MxkM) u MXK (1 MkM) MoBBIIIAIOT YCTOWYUBOCTH
MUIEHUIBI K MPOMOPAKUBAHUIO, CHIJKAIOT BBIXOJ 3JIEKTPOJIUTOB U3 KIETOK JIMCTHEB Orypla U
CIOCOOCTBYIOT MOJIEPKAHUIO POCTOBBIX MPOLIECCOB Y ATUX PACTEHUN B YCIOBHSX JIEUCTBUS
HU3KHUX ITOJIOKUTENBHBIX TEMIIEpPATYp.

4. O6padotka CK (100 MxM) u MK (1 mxM) BbI3bIBaeT cHmxeHue coaepxanus H,O, u
MJIA B JHUCTBSIX pACTEHUH MIIEHULBI W Orypla, MNOABEPTHYTHIX JACHCTBUIO HU3KHUX
MOJIO)KUTEIBHBIX TEMIIEPATYP.

5. 3amutHoe aeiictBue puroropmonos CK (100 MxM) u MXK (1 MkM) Ha KOHTpacTHbIE
[0 XOJIOZIOYCTOMYMBOCTU pacTeHMs (MIIEHHUIA U OTryper) oOyCIOBIEHO UX CHOCOOHOCTHIO B
Hu3KkotemiepaTypHbix yciaoBusx (4 u 12°C) noseimate aktuBHOCTE COJl, KAT u I'BIIO u
YPOBEHb TPAHCKPUNTOB Koaupywomux ux reHoB (FeSOD, MnSOD, Cu/ZnSOD wu CAT),
yBenuuuBath conepxkanue nponrHa u MPHK renoB P5CS u PSCR ¢gepmenToB ero cunresa, a
Takke ycuiauBath dkcnpeccuto reHa WCS120 nerunpuna. 1o criocobcTByeT GOpMUPOBAHUIO
MOBBIIIEHHOW XOJIOJI0YCTOMYMBOCTH TPHU ACHCTBUM HHU3KHMX 3aKIMBAIONIMX TEMIEparyp H

CHIDKAET HEraTUBHOE JEHCTBUE MMOBPEKAAIOIIEH TEMIIEPATYPHI.
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IMPUJIOKEHUE

[Tpunoxenue 1

Bmustnue CK (100 MmxM) u MK (1 MkM) Ha pocT niieHuIls! npu temmneparype 4°C

BapuanT DKCIMO3ULIHUS, CYT
0 1 | 2 | 3 7
JlinHa KOpHH, CM
4°C 9,36+0,10b 9,42+0,12b 9,49+0,14b 9,51+0,11b 9,61+0,13b
4°C+CK 9,34+0,07b 9,39+0,10b 9,45+0,10b 9,50+0,10b 9,61+0,09b*
4°C+MXK 9,95+0,11a 10,09+0,12a | 10,17+0,13a | 10,29+0,13a* | 10,45+0,10a*
BbicoTa mobera, cM
4°C 17,50+0,11a | 17,53+0,23a | 18,09+0,11a* | 18,37+0,12a* | 19,17+0,14a*
4°C+CK 17,82+0,07a | 18,07+0,09a* | 18,28+0,10a* | 18,69+0,13a* | 19,16+0,10a*
4°C+MX | 17,67+0,07a | 17,68+0,11a | 17,90+0,11a | 18,22+0,12a* | 18,80+0,12b*

HpI/IMe‘IaHI/IC. 3,[[6CI> H B IIPUITOKCHUAX 2-6 Pa3HbIMU JIATUHCKHUMHA 6YKBaMI/I OTMCUYCHBI CTaTUCTHYCCKHU
SHAYUMBIC DPA3JIMYUA MCKAY CPCIHUMH 3HAUCHUAMU B IIpCIciiax KaXXJ0M DKCIIO3UIINHU npu p < 0,05

*Pa3nnums ¢ UCXOHBIM YPOBHEM CTAaTUCTUYECKH 3HAYUMBI 1pu p < 0,05.



185

[Ipunoxenue 2

Brmusane CK (100 MxM) u MK (1 mMxM) Ha Omomaccy U OBOAHEHHOCTh MIICHUIIBI MPU

temriepatype 4°C

Bapuant DKCHO3UIHS, U
0 | 1 | 2 | 3 7
Cobipas 6uomacca nmodera, Mr
4°C 140,6+3,3b 144,9+3,2a 145,9+3,0b 152,0+£3,0b* | 164,4+3,6a*
4°C+CK 143,642, 7ab 149,3+2,5a | 155,3+3,4a* | 160,5+3,5ab* | 174,3+4,8a*
4°C+MXK 149,642 ,5a 152,9+4,4a | 161,944,8a* | 164,3+4,9a* | 176,9+5,3a*
Chbipas Omomacca KOpHs, MI
4°C 51,7+2,0a 53,8+2,0a 55,3+2,0a 57,9+2,0a* 59,5+1,90*
4°C+CK 52,94+1,8a 55,2+2,3a 58,8+2,0a* 60,3+2,1a* 64,2+2,3ab*
4°C+MXK 52,7+1,5a 55,7+2,7a 58,1+4,4a 60,2+2,5a* 65,5+1,8a*
Cyxas Omomacca nodera, Mr
4°C 14,0+0,4a 15,0+0,4a 15,6+0,4a* 16,3+0,6b* 19,94+0,5a*
4°C+CK 14,6+0,4a 15,9+0,4a* 16,4+0,4a* 17,4+0,5ab* 21,4+0,1b*
4°C+MXK 14,7+0,3a 15,9+0,5a* 16,5+0,1a* 17,9+0,5a* 21,6+0,5b*
Cyxas Ouomacca KOpHsi, M
4°C 4,9+0,3a 5,0+0,3a 5,2+0,2a 5,8+0,2a* 6,3+0,1b*
4°C+CK 4,8+0,2a 5,1+0,2a 5,5+0,3a 6,0+0,2ab* 6,6+0,3ab*
4°C+MXK 4,94+0,2a 5,3+0,3a 5,8+0,4a 6,7+0,4b* 7,2+0,4a*
OBoaHeHHOCTH MoOera, %
4°C 89,6+0,1a 89,3+0,2a 89,2+0,1a* 88,6+0,1a* 87,4+0,1a*
4°C+CK 90,1+0,2a 89,1+0,1a* 88,5+0,1a* 88,2+0,1a* 87,2+0,2a*
4°C+MXK 90,2+0,1a 88,8+0,1a* 88,8+0,1a* 89,1+0,3a* 87,8+0,2a*
OBOIHEHHOCTH KOPHS, %o
4°C 89,2+0,4a 90,7+0,2a* 90,4+0,4a* 89,8+0,7a 89,4+0,2a
4°C+CK 91,0+0,3a 90,5+0,2a 90,3+0,2a 89,7+0,3a* 89,7+0,2a*
4°C+MXK 90,9+0,2a 90,1+0,2a 90,3+0,4a 89,5+0,2a* 88,9+0,3a*
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[Ipunoxenue 3

Bmustaue CK (100 mxM) u MK (1 MmxkM) Ha pocT orypua npu temmeparype 12°C

DKCHO3ULMS, CYT

Bapuant 5 ‘ 1 ‘ 5 3
JdnuHa KopHHA, cM

12°C 8,98+0,08a 8,98+0,12b 8,92+0,13b 9,08+0,10b
12°C+CK 9,09+0,15a 9,12+0,10ab 9,13+0,13ab 9,23+0,09ab
12°C+MXK 9,08+0,14a 9,30+0,11a 9,36+0,15a 9,60+0,11a*

JIIMHA TMNOKOTUWIISA, CM

12°C 6,94+0,15a 7,06+0,15a 7,01+0,13a 7,07+0,13a
12°C+CK 7,05+0,18a 7,04+0,14a 7,0940,15a 7,02+0,15a
12°C+MXK 7,00+0,08a 6,95+0,07a 7,03+0,08a 7,09+0,07a

IIupuHa ceMAI0JIbHOIO JUCTA, CM

12°C 1,81+0,01b 1,79+0,02b 1,76+0,01b* 1,77+0,02b
12°C+CK 1,77+0,02b 1,82+0,02ab 1,81+0,02ab 1,82+0,02a
12°C+MXK 1,87+0,02a 1,85+0,01a 1,86+0,01a 1,85+0,02a




Bnusaune CK (100 mxM)

temneparype 12°C
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[Ipunoxenue 4

u MX (1 MxM) Ha OGuomaccy W OBOJHEHHOCTH OTypIa MpHU

DKCIO3UIIHNS, CYT
Bapuant 0 ‘ 1 | 5 3
Chbipas 6uoMacca ceMsi10J1bHOI0 JUCTA, MT
12°C 259,7+4,1a 251,74+6,9b 242 ,3+4,2b* 260,4+5,6b
12°C+CK 262,5+5,7a 255,9+6,2ab 256,5+6,9b 261,4+6,3b
12°C+MX 269,9+3,8a 276,9+6,9a 279,945,9a 296,2+7,3a*
Chbipasi OmoMacca runoKOTHJISA, MT
12°C 163,2+3,1a 167,446,4a 171,8+5,2a 168,2+6,0b
12°C+CK 162,3+3,9a 166,8+7,6a 168,6+6,0a 163,6+5,6b
12°C+MX 167,4+2,9a 173,944,0a 179,3+4,0a* 185,9+3,9a*
Chbipast OmoMacca KOpHsi, M
12°C 94,9+1,6a 93,0+2,8a 92,1+3,6a 100,4+2,1b*
12°C+CK 98,5+3,1a 99,6+7,6a 101,6+7,0a 103,3+7,4ab
12°C+MXK 96,2+3,4a 97,0+3,8a 99,5+3,2a 110,7+3,6a*
Cyxas Omomacca ceMsiI0JIbHOI0 JIUCTA, MT
12°C 16,9+0,2b 17,9+0,5a 18,3+0,4a* 19,4+0,7b*
12°C+CK 17,3+0,4ab 18,1+0,6a 18,7+0,8a 20,1+0,8ab*
12°C+MXK 17,7+0,3a 18,1+0,5a 18,6+0,5a 21,1+0,6a*
Cyxas Ouomacca runoKOTHJIsI, MT
12°C 5,4+0,1a 5,7+0,2a 5,5+0,2a 6,0+0,3a*
12°C+CK 5,8+0,2a 6,0+0,5a 5,8+0,4a 6,3+0,3a
12°C+MXK 5,440,2a 5,7+0,3a 6,0+0,3a 6,3+0,3a*
Cyxas buomacca KOpHsi, MT
12°C 5,74+0,2a 5,6+0,2a 5,9+0,3a 6,5+0,3a*
12°C+CK 5,840,2a 6,0+0,5a 6,2+0,5a 6,6+0,5a
12°C+MX 6,0+0,9a 5,9+0,3a 5,9+0,2a 6,5+0,4a
OBOJIHEHHOCTb CEMSII0JIBLHOI0 JIUCTA, Yo
12°C 93,6+0,07a 92,8+0,1b* 92,5+0,1b* 92,5+0,2b*
12°C+CK 93,3+0,07a 93,0+0,2ab 92,6+0,2ab* 93,0+0,1ab
12°C+MX 93,8+0,04a 93,9+0,08a 93,9+0,1a 94,1+0,06a*
OBOAHEHHOCTbh TUNOKOTMIISA, Yo
12°C 96,7+0,05a 96,1+0,1a* 96,1+0,1a* 96,0+0,1a*
12°C+CK 96,4+0,09a 96,0+0,1a 96,2+0,1a 95,9+0,2a*
12°C+MXK 96,8+0,06a 96,7+0,09a 96,8+0,1a 96,0+0,9a
OBOTHEHHOCTH KOPHS, %o
12°C 94,2+0,2a 93,7+0,2b 93,8+0,2a 93,5+0,2a*
12°C+CK 94,0+0,2a 93,3+0,1b* 93,6+0,2a 93,3+0,2a*
12°C+MXK 94,7+0,1a 94,7+0,1a 94,3+0,2a 93,9+0,3a*
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[Ipunoxenue 5

Brnusaue CK (100 mxM) 1 MXK (1 mxM) Ha pocT orypua npu temieparype 4°C

Bapuant

DKCIO3ULHUS, CYT

0 1 2 3
JiiuHa KopHH, CM
4°C 8,98+0,08a 8,98+0,14a 8,91+0,11b 8,89+0,10a
4°C+CK 9,09+0,15a 9,16+0,16a 9,13+0,13ab 9,08+0,11a
4°C+MXK 9,08+0,14a 9,22+0,15a 9,28+0,22a 9,20+0,27a
JAnvHa runoKoTHIIs, CM
4°C 6,94+0,15a 6,99+0,17a 7,03+0,14a 6,94+0,23a
4°C+CK 7,05+0,18a 6,96+0,21a 6,99+0,13a 7,02+0,20a
4°C+MXK 7,00+0,08a 6,94+0,06a 6,95:+0,09a 7,02+0,09a
HlupuHa ceMsA0JIbHOTO JUCTA, CM
4°C 1,81+0,01b 1,66+0,03a* 1,52+0,02a* 1,44+0,02a*
4°C+CK 1,77+0,02b 1,62+0,02a* 1,52+0,02a* 1,49+0,02a*
4°C+MXK 1,87+0,02a 1,75+0,03a* 1,51+0,02a* 1,47+0,02a*
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[Ipunoxenue 6

Brnusaue CK (100 mxM) u MK (1 MmkM) Ouomaccy 1 OBOAHEHHOCTH OTypIia P TeMIepaType

4°C
OKCHO3ULMS, CYT
Bapuant 0 ‘ 1 ‘ 5 3
Chbipas Omomacca ceMsi10JbHOI0 JIMCTA, MI'

4°C 259,7+4,1a 213,0+5,0b* 129,1+6,2b* 85,4+4,1b*
4°C+CK 262,5+5,7a 222,3+6,3ab* 146,5+9,9ab* 103,0+8,2a*
4°C+MXK 269,9+3,8a 235,5 £5,4a* 153,8+7,8a* 115,8+6,8a*

Chbipasi OmoMacca runoKOTHJISA, MT

4°C 163,2+3,1a 168,3+3,9a 166,5+8,3a 160,5+4,7a
4°C+CK 162,3+3,9a 169,4+8,1a 166,4+6,2a 163,4+6,0a
4°C+MXK 167,44+2,9a 178,3+4,2a* 174,245,1a 167,3+4,6a

Chbipas OmomMacca KOpHsi, MT

4°C 94,9+1,6a 86,1+3,3b* 82,4+4,2a* 79,3+2,4a*
4°C+CK 98,5+3,1a 92,3+3,1ab 86,3+5,0a* 80,6+3,6a*
4°C+MXK 96,2+3,4a 96,9+4,2a 87,0+4,1a 83,6+4,5a*

Cyxas Omomacca ceMsiI0JIbHOTIO JIUCTA, MT

4°C 16,9+0,2b 17,4+0,3b 17,6+0,7a 17,2+0,4a
4°C+CK 17,3+0,4ab 17,8+1,0ab 17,6+0,6a 17,2+0,5a
4°C+MXK 17,7+0,3a 18,8+0,4a* 18,2+0,4a 18,0+0,5a

Cyxas Omomacca runoKOTHJISA, M

4°C 5,4+0,1a 5,5+0,3a 5,5+0,3a 5,4+0,2a
4°C+CK 5,8+0,2a 5,7+0,2a 5,6+0,1a 5,5+0,2a
4°C+MXK 5,4+0,2a 6,0+0,2a* 5,3+0,2a 5,7+0,2a

Cyxasi Ouomacca KOpHsi, MU

4°C 5,7+0,2a 5,3+0,3a 5,2+0,2a 5,0+0,2a
4°C+CK 5,8+0,2a 5,7+0,3a 5,5+0,3a 5,5+0,3a
4°C+MXK 6,0+0,9a 5,8+0,2a 5,3+0,2a 5,5+0,3a

OBOJHEHHOCTH CeMSII0JIbLHOIO JINCTa, %

4°C 93,6+0,07a 91,9+0,4a* 83,7+1,4b* 77,24+1,3b*
4°C+CK 93,3+0,07a 91,5+0,4a* 87,2+1,0a* 81,6+1,6a*
4°C+MXK 93,8+0,04a 92,0+0,2a* 89,3+0,5a* 82,4+0,7a*

OBOJIHEHHOCTL THNIOKOTHIA, %0

4°C 96,7+0,07a 96,6+0,07a 96,9+0,09a 96,1+0,2a*
4°C+CK 96,4+0,09a 96,4+0,1a 96,6+0,1a 96,4+0,1a
4°C+MXK 96,8+0,06a 96,5+0,07a 96,8+0,08a 96,5:+0,09a

OBOJHEHHOCTH KOPHS, Yo

4°C 94,2+0,2a 94,3+0,6a 93,5+0,5b 93,1+0,2a*
4°C+CK 94,0+0,2a 93,5+0,3b 94,2+0,5ab 93,6+0,3a
4°C+MXK 94,7+0,1a 94,1+0,2a 94,7+0,2a 93,940,2a*
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[Ipunoxenue 7

Bmusane CK (100 mxM) u MX (1 mMxkM) Ha HekoTopble (PHU3HOIOTO-OMOXUMHYECKHE

MOKAa3aTeIN pacCTEHUH MIIEHUIIBI B ONTUMAJIbHBIX TEMIIEPATYpPHBIX yciaoBusx (22°C)

BC€Ca

R Bapuant

ORASATE 22°C 22°C+CK | 22°C+MK
gngOI/IIII/IBOCTL K npomopakuBanuio (JI1Tx), 5,740, 2 6,240 2a* 6,140 1a*
JlmHa KOpHS, CM 10,27+0,08a* | 10,17+0,10a* | 11,23+0,11b*
Bricora mobera, cMm 30,94+0,39a* | 27,31+0,63b* | 27,20+0,28b*
Jmuna 1-To nmmcra, cm 14,75+0,15¢* | 16,15+0,15a* | 15,5320,13b*
ITinomans 1-ro nucra, oM’ 3,87+0,01b* 4.13+0,01a* | 4,08+0,004a*
Cripas 6uomacca rmobera, Mr 259,7+6,2b* 277,2+6,7a* 279,7+8,8a*
Ceipast Omomacca KOpHs, MT' 81,0+2,9b* 87,2+3,6ab* 89,8+2,8a*
Cyxas 6uomacca nobera, Mr 26,7+9,1a* 28,7+0,7b* 27,7£0,1ab*
Cyxas Guomacca KOpHs, MT 7,9+0,3b* 7,8+£0,4b* 8,8+0,5a*
OBoaHeHHOCTH IToOera, % 90,1+0,2a* 89,4+0,2a* 90,4+0,3a
OBoHEeHHOCTDH KOpHS, % 91,3+0,3a* 91,0+0,4a 91,7+0,4a
Conepxanne H,O,, MKMOJIB/T CBIPOTO Beca 44 2+2 5a* 49,9+2 5a* 33,3+2,8b*
Conepxxanne MJIA, MKMOJIB/T CBIPOTO Beca 11,9+0,4a 10,6+0,5b* 10,5+0,3b*
AxtuBHocth CO/I, yci. ex./mr Genka 3,0+0,1b* 3,5+0,1a* 3,5+0,2a*
AxtuBHOCTE KAT, Mkmois H,O,/Mr Gernka 127 124, 3¢+ 164 847 Ba* 143 5:46,0b
MWH
AxtuBHocTb I'BIIO, MKMOJIB 1,940 1c* 2 440, 2> 2 840, 2a*
TeTparBaskojia/Mr 0ejaka MUH
ConeprkaHue TPOIUHA, MKMOJIB/T ChIPOTO 8 6:40.2b* 10,940 4a 10,640,884

[Tpumeuanue. 3aech W B NPUIOKEHUM & SKcHo3unus — 7 cyT. Pa3HbIMH JaTMHCKUMH OyKBaMu

OTMCYCHBI CTATUCTUYCCKN 3HAYUMBIC PA3JIMUUA MCKAY CPCIHUMH 3HAUYCHUSAMU B IPCACIax KaXI0Tro

nokazaresns npu p < 0,05. *Pa3nuuus ¢ HICXOIHBIM YPOBHEM CTaTUCTUYECKH 3HAUMMBI Ipu p < 0,05.
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[Tpunoxenue 8

Bmusane CK (100 mxM) u MX (1 mMxkM) Ha HekoTopble (PHU3HOIOTO-OMOXUMHYECKHE

NOKa3aTeIN pacTEeHUH Oorypua B ONTUMAJIbHBIX TEMIIEpaTypHBIX ycnoBusx (22°C)

BC€Ca

[Toka3zarenn Bapuan

22°C 22°C+CK 22°C+MXK
BB;z((:)I,[HanIeKTPOHI/ITOB, % OT HOJIHOT'O 16,040,54 12,340, 3p* 11,840, 50
JlrHa CeMSI0JIBHOTO JINCTA, CM 3,80+0,03b* 3,92+0,03a* 3,93+0,04a*
[[upuHa ceMsTOMBHOTO JTUCTA, CM 1,99+0,02a* 2,02+0,02a* 1,99+0,02a*
[Tiomans ceMsaI0IbHOTO JINCTA, oM? 5,21+0,08b* | 5,50+0,08a* | 5,52+0,09a*
JImuHa THIIOKOTHIIS, CM 8,23+0,10a* 8,18+0,09a* 8,21+0,14a*
JlmnHa KOpHS, M 10,26+0,17¢* | 10,86+0,12b* | 11,15+0,15a*
Cripas buomacca ceMsionbHoro jaucra, Mr | 353,8+11,8b* | 362,0+7,9a* 386,6+9,9a*
Ceipas bmomacca THIIOKOTHIISL, MT 207,6+6,1b* 201,1+5,3b* 227,7+6,9a*
Cripas Gmomacca KOpHS, MT 124,445 ,8b* 134,1+7 ,4b* 138,945, 4a*
Cyxas Gmomacca ceMsIONbHOTO JTUCTA, MT 25,1+1,0a* 24,14+0,9a* 26,8+1,1a*
Cyxas 6momacca THIOKOTHIISI, MT 7,2+0,3a* 7,3+0,8a* 7,2+0,5a*
Cyxas 6uomacca KOpHs, MT' 7,7+£0,5a* 7,4+0,3a* 8,4+0,5a*
OBOIHEHHOCTH CEMSIOIBLHOTO JINCTA, %0 93,8+0,2a 93,9+0,2a 94,0+0,2a
OBOJHEHHOCTH THIIOKOTHIIA, %0 96,9+0,2a 97,0+0,1a* 97,2+0,2a
OBOJHEHHOCTH KOPHS, %o 94,1+0,4a 94,9+0,4a* 94,2+0,4a
Conepxanne H,O,, MKMOJIB/T CBIPOTO Beca 23,7+2,6a 29,5+2 ,5a* 21,9+3,5a
Conepxxanne MJIA, MKMOJIB/T CBIPOTO Beca 5,2+0,3a 5,240,3a 4,8+0,1a
AxtuBnocte CO/l, ycn. en./mr Genka 1,7+0,1b 2,0+£0,1a 2,0+0,1a
I\A/HEI”I;I/IBHOCTB KAT, mxmoab H,O,/Mr Oenka 175,244 1b* 194,546 5a* 198,547 6a*
AxtuBHocTb I'BIIO, MKMOJIB 0,740, 1c* 1,240, 2a* 1,040, 1b*
TeTparBaskojia/mMr 6ej1Ka MUH
ConeprxaHue MpoaruHa, MKMOJIB/T ChIPOTO 7,040, 4 8 60,64 7.620,4b




