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CIIMCOK COKPAIIIEHUM

ABK — abcumsoBas kuciora

A1® — agenoszunaudochopHas KUCIOTa
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AT® — anenozunTpudochopHas KUCIOTa
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OP — sHp0mIa3MaTHYECKUM PETUKYIYM

OP-cTpecc — cTpecce 3HI0IIA3MATHUYECKOTO PETUKYTyMa

OTII — sneKTpOH-TpaHCTIOPTHAS LEMb

BAX.2 — BAX-nogo0HBI MpoanonToTHYECKuid 0eI0K

Bl-1 (BAX inhibitor-1) — BAX uaru6urop-1

BiP — binding immunoglobulin protein (6enok, cBs3pIBaroOmni *MMYHOTJIOOYJTHHBI )
CDF1 — cell growth defect factor 1

CDPK — calcium-dependent protein kinase (mpoTenHKMHA3a KaabIHii-3aBUCHUMAs)
HSF — heat stress transcription factor (¢paxrops! TermIoBoro moka)
HSP — heat shock proteins (Genku TermioBoro moka)

IRE1 — inositol-requiring enzyme 1


https://www.ncbi.nlm.nih.gov/pubmed/26520101
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MAPK — mitogen-activated protein kinase (MuToreH-akTuBUpyeMas MPOTCHHKUHA3A)

MCAII (metacaspasa Il) — meTakacnasa II
NO — okcua azota

UPR — unfolded protein response (oTBeT Ha HeylaKOBaHHBIC OCIIKH)



BBEJEHUE

AKTyaJbHOCTB. TemmepaTypa OKpYXawlleil cpeabl SBISIETCS OJHUM U3
AKOJIOTUYECKUX  (PAaKTOPOB, OKa3bIBAIOIIMX HauWboJiee CHIBHOE BIMSHUE Ha
KU3ZHEACATEILHOCTh PACTCHUN U UX MPOAYKTUBHOCTh. Kak He0CTaTOK, Tak U U30BITOK
Teja NPAKTUYECKH BCErJa HEraTUBHO CKAa3bIBAIOTCS HA PACTEHUSX M HEPEIKO
CTAQHOBATCS MNpUUYMHOW ux rTubenu. B cwiy 23Toro, W3y4eHWIO  BIUSHUS
HEOJIarONPUATHBIX TEMIIEPATyp HA PACTCHUsS, B TOM YHCJIE BBICOKHUX, IOCBSIIECHO
0OJIBbIIIOE KOJIMYECTBO HE TOJBKO HKCIEPUMEHTANIbHBIX MCCJIEIOBaHUN, HO W padoT
MoHorpaduueckoro xapakrepa (Anekcanapos, 1975, 1985; Jlapxep, 1978; Tymanon
1979; Anbteprort, 1981; I'enkens, 1982; Y noBenko, I'onuaposa, 1982; Becenos, 2001;
[ITakuposa, 2001; Yupkosa, 2002; TutoB u ap., 2006; Koaynaes, Kapmen, 2010;
Boiinuxkos, 2013; Lambers et al., 1998; Schulze et al., 2002; Larcher, 2003; Mosa et al.,
2017 w ngp). OpHako HECMOTpPS Ha 3HAYUTCIBHBIM O0BEM  HAKOTUICHHBIX
AKCIIEPUMEHTATBHBIX JAHHBIX U HAONIOJIEHUN HHTEpPEC HCCIeNoBaTeIe K H3Yy4YeHHIO
0COOEHHOCTEM M MEXaHM3MOB OTBETHOM pEaKIMM PACTEHUWU Ha JEMCTBHE BBICOKUX
TEMIIEpaTyp MOo-NpekHeMY He ocnabeBaeT. M3 MHOTOYMCIIEHHBIX MyOJIUKAIUi CIeAyeT,
YTO JIO0BIE OTKJIIOHEHHUS TEMIIEpaTypbl OKpYXKalolleld cpeAbl OT ONTHUMAJIbHBIX JIf
pocTa M pPa3BHUTHS 3HAUYCHHWH BBI3BIBAIOT y PACTCHUHN IMMPOKUH CHEKTp (PU3HOJIOTO-
OMOXMMHUYECKUX U MOJICKYJISIPHO-TEHETUYECKUX M3MEHEHUH B MX KIIETKaX M TKaHSX,
KOTOpbIE CBS3aHbl WM C aJanTalueil, Wil XapaKTepHU3yIOT MOSIBICHUE DPa3IUYHBIX
HapYIICHUHN W/WUIN TIOBPEKIECHUN U PAa3BUTHE AECTPYKTUBHBIX MPOIECCOB, TPUBOIAIINX
B KOHEYHOM HTOTe K TrOenu pacteHuil. Cpean MHOTUX peaKIMii pacTeHUH B OTBET Ha
MOBBIIIIEHNE TEMIIEPATYPhl HAMOOJIEE MOTHO U3YYCHBI OCOOCHHOCTH POCTA, ABIXaHUS U
doTocMHTE3a, a TaKXKe CHUHTE3 CTPECCOBBIX (IIOKOBBIX) OEIKOB, W3MCHCHHS B
MeMmOpanax U ropMmoHainbHOU cucteme (CemuxartoBa, 1974; Jlapxep, 1978; IIpsiHKOB,
1993; Becenor, 2001; Tamanora, 2009; Twuro, Tamanosa, 2009; Ywmpkoma, 2002;
Kpecnasckuii, 2007; umosa u ap., 2008; Porter, Gawith, 1999; Atkin et al., 2004;
Hatfield et al., 2011; Gupta et al., 2013; Hatfield, Prueger, 2015; Niu, Xiang, 2018).

HpI/I 9TOM  OTMCYCHO, 4YTO 3HA4YMUTC/IIbHAA 4YaCTb OTHUX W3MCHCHUN  HOCHUT


https://www.sciencedirect.com/science/article/pii/S2212094715300116#!
https://www.sciencedirect.com/science/article/pii/S2212094715300116#!
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Hecnieuuduueckuit (00mMii), a 4yacTb — cneuuPpUUecKuil xapakTep (MPUCYIIHA TOIBKO
pacTeHusIM, UCIBITBIBAIOIINM BbICOKOTEMIIepaTypHOe Bo3aeiicTBue) (Illakupona, 2001;
Yupkora, 2002, TuroB u ap., 2006; Kysuenos, 2009; Mittler et al, 2012; Bahuguna,
Jagadish, 2015; Wan, Jiang, 2016). OxgHako, Kak IOKa3bIBacT aHAIM3 JIUTEPATYPHI,
HEJIOCTATOYHO HM3YYEHHBIMU OCTAIOTCSI OCOOCHHOCTH H3MEHEHHUs (HU3UOJIOTUUYECKUX,
OMOXMMHYECKUX W MOJICKYJSAPHO-TEHETUYECKUX TOKa3aTelell B KJIETKaX W TKaHIX
pacTeHUi MPU BBICOKOTEMIIEPATypPHBIX BO3JACHCTBUAX pa3HOW MHTEHCUBHOCTU. BmecTe
C TeM MHOTOYHCJICHHBIC JAHHBIE YKa3bIBAIOT HAa TO, YTO XapakKTep W HANpPaBICHHOCTb
U3MEHEHHUS MHOTHX M3 ITHX IMOKa3aTejeld MOXKET CYIIECTBEHHBIM 00pa30M U3MEHSIThCS
(kaK KOJIMYECTBEHHO, TaK W KAueCTBEHHO) B 3aBUCHUMOCTH OT HaNpPsHKEHHOCTH
HEOIaronpusaTHOTO (akTopa, YTO, BEPOSTHO, MMEET BaXXHOE, €CJIIM HE OCHOBHOE
3Ha4YCHHUE JJIs1 Tpoliecca (PopMHUPOBAHUS YCTOWYHUBOCTH B ATUX YCIOBUAX (Y IOBEHKO,
1979; Tutos, 1989; Tomuuesa, 1994; TutoB u np., 2006). [losTomy, HUccieaoBaHUS
(bU3M0I0r0-0MOXUMHYECKIX u MOJIEKYJISIPHO-TEHETUYECKUX nokasartenew,
XapaKTepU3yIIINX OTBETHYIO PEaKIUI0 pPACTEeHHH Ha BBICOKOTEMIIEPATYpPHbIE
BO3/ICHCTBUS pa3HOW HMHTEHCHUBHOCTHU, MPOBEJCHHBIE HA OJHOM U TOM K€ OOBEKTE B
CTPOrO KOHTPOJUPYEMBIX YCIOBUSX BHEIIHEH Cpelbl, MO3BOJIAT Jydlle TOHSITh
MEXaHM3MBI, OJarofapsi KOTOPHIM pacTEHUs MPUOOPETAIOT MOBHIIIICHHYIO YCTOWYUBOCTh
U OKa3bIBAIOTCA CIIOCOOHBIMM  IEPEHOCUTh 0€3 TyOWTEeNbHBIX IOCIEICTBUN
HEeOJIaronpUATHBIE YCIOBUS.

Heas n 3apaum ucciaenoBanus. llens paboTel cocTosiia B HM3yYEHUU s
(bU3M0I0Tr0-0MOXUMHYECKIX U MOJIEKYISIPHO-TEHETHUYECKUX PEaKIMil paCTEeHUN 03UMOM
mmenuipr  (Triticum aestivum L., c¢. MockoBckas 39) Ha BBICOKOTEMIIEPATYpPHBIC
BO3JEUCTBUS pa3HOW NHTEHCUBHOCTH.

JI1s1 AOCTHKEHUS ATOM 11es1i ObLIIM MOCTAaBJIEHBI CIEAYIOIINE 3aJaUu:

1) N3yunTh JIWHAMUKY TEIUIOYCTOWYMBOCTH W TIPOBECTH aHAJIN3 W3MCHCHUS

HEKOTOPBIX APYrux (PU3HOJOTMYECKUX MOKa3aTenaed (pocT, OBOJHEHHOCTb) Yy

pacTeHUl  O3MMOM  MIIEHUIbI, MOJABEPrHYTHIX  BBICOKOTEMIIEPATYPHBIM

BO3JICMCTBUSM Pa3HOW MHTEHCUBHOCTH.



2)

3)

4)

5)

1)

2)
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N3yuntr wu3MeHeHHs psiga OMOXMMHUYECKHMX MOKazaTesnel  (aKTUBHOCTH
CYNEPOKCUIAUCMYTAa3bl, 0Opa30BaHUE AaKTUBHBIX (POPM KHUCIOPOJa, HAKOIUIEHUE
MaJIOHOBOTO  AWalbJEruaa) B JIUCThSIX PACTEHHM O3UMON  MIICHUIIBI,
MOJABEPTHYTHIX BEICOKOTEMIIEPATYPHBIM BO3JICUCTBUSAM pa3HO MHTEHCUBHOCTH.
HccnenoBath TUHAMUKY coJiepxanus TpaHckpuntoB renos HSP70, BiP, HSP9O,
HSP16,9 u HSP19, konupytonux 6eiaKyd TETIOBOTO IIOKa, B JIUCThSIX PACTCHUM
O03WMOM MIIEHUIIbI, TOJBEPTHYTHIX BBICOKOTEMIIEPATYPHBIM BO3JICUCTBUAM
pa3HON MHTEHCUBHOCTH.

UccnenoBath auHaMuKy coxaepxkaHusi TpaHckpuntoB reHoB IRE1, BI-1,
YYaCTBYIOIIMX B Pa3BUTHUU 3alUTHBIX PpEaKIMi, CBA3aHHBIX CO CTPECCOM
SHAOIJIA3MATUYECKOT0 PETUKYJIyMa, B JIMCThSIX PACTEHUH O3MMOW MIIECHMIIBI,
MOJIBEPTHYTHIX BRICOKOTEMIIEPATYPHBIM BO3ICUCTBUSAM PAa3HOM HHTCHCUBHOCTH.
N3yuuts skcnpeccuro reHoB BAX.2 u MCAIl, kak BO3MOXHBIX YYaCTHUKOB
IPOrpaMMHUPYEMOM KJIETOYHOM THUOEIM, ¥ YCTaHOBUTHh HAJIMYUE MPU3HAKOB
IPOrpaMMHUPYEMOM KJIETOUHON THOENH B JIUCTHSAX PACTEHU O3UMOM MIIEHUIIBI,
MOJIBEPTHYTHIX BHICOKOTEMIIEPATYPHBIM BO3ACHCTBUSM Pa3HON MHTEHCUBHOCTH.
OcHOBHBIE N0J10KE€HN S, BBIHOCUMbIE HA 3AIIUTY.

OTBeTHBIE pEaKIMU PACTEHUH O3UMON WIICHUIIBI, (QUKCUpPYyEMbIE IO PAIY
(GU3HO0TOr0-OMOXUMHYECKMX W MOJICKYJIAPHO-TEHETUYECKUX  IMoKa3aresei,
U3MEHSIIOTCS HE TOJBKO KOJMYECTBEHHO, HO U KaUYE€CTBEHHO B 3aBHCHMOCTU OT
MHTEHCUBHOCTH U MPOJOKUTEILHOCTH BEICOKOTEMIIEPATYPHOTO BO3ACHCTBUS.
Bricokne cyOmoBpekaaronme TeMepaTyphl, a TakKe BBICOKHE TTOBPEXKIAIOIINE
TEMIIEpAaTypbl, HO TOJBKO B HAYaJIbHBIM IMEPUOJ HX ACHCTBHS, BBI3BIBAIOT Y
pacTeHHUil O3MMOM MIIEHUIl AKTUBALUIO SKCHPECCUU TEHOB, KOJUPYIOIIHX
OeJIKM, BBITIOJHAIONINE 3amUTHBIE GyHKIHHA. [Ipy 5TOM nMHAMHKA HAKOTUICHHS
tparnckpuntoB TeHoB HSP70 u HSP90 mpum passbix cyOmoBpexmarommx
temrneparypax (33°, 37°C) u nospexnaronieii Temmneparype (43°C) ornnuaercs
TOJIKO KOJUYECTBEHHO, a Pa3jIU4Msl B JIMHAMUKE HAKOIUICHUS TPAHCKPHUITOB
reroB BiP, IREL, Bl-1 npu temmnieparypax 33°, 37°, 43°C HOCAT Ka4yeCTBCHHBIN

XapaxTep.
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3) BozneiicTBue Ha pacTeHHS O3UMOW IIICHHWIBI BBICOKOH IMOBPEXIAOIICH
temreparypel  (43°C) mOpUBOAMT K HapyIICHHIO psaa (U3HOJIOTHYECKUX
npoiieccoB (pocT, BOAOOOMEH) U ToAaBieHUIO akTuBHOocTH TeHa |RED,
KOJIUpPYIOIIEro  0esok IRE1, BHITIOJTHSIIOIIUM ~ 3alIUTHBIE  (PYHKIIMH.
OnHOBpeMEHHO ¢ 3TUM ycwinBaercs skcnpeccuss reHoB BAX.2 u MCAII,
KOJIUPYIONIUX O€JKH, Y4YacTBYIOHNIMX B MEXaHHW3Max MPOrpaMMUPYEMOI
KIeTouHo rubenu. B  KkieTkax pacTeHUW pa3BUBAIOTCA JI€CTPYKTUBHBIC
MPOIIECChl, WX TEIIOYCTOMYMBOCTh PE3KO IMajJaeT M B JaJbHEUIIEM OHU
norudaroT.

Hay4ynasi HoBu3HA. BriepBbie IpOBEEHO CPAaBHUTEIBLHOE H3yYeHUE (HU3UO0JIOTO-
OMOXMMHYECKUX M MOJICKYJSIPHO-TEHETUUECKUX OCOOCHHOCTEH peaklnu O3UMOU
mirenuiel  (Triticum  aestivum, c¢. MockoBckass 39) Ha BBICOKOTEMIICPATyPHBIC
BO3JICUCTBUS Pa3HON MHTEHCUBHOCTH W TMPOJOJDKUTEIBHOCTH. BriepBbie ompeaeseHsbl
KOJIMYECTBEHHbIE W  KAayeCTBEHHBIE pa3IMuusig B  JUHAMHUKE (OPMHUPOBAHUSA
YCTOMYMBOCTH  JIMCTbEB  PACTEHUW  TMIIEHULBI, HCIBITHIBAIOIINX  BO3JEHCTBHE
temrieparyp ot 29° mo 45°C, a Takke YCTAaHOBJEHO CYIIECTBOBAHUE pPa3IUYUMA B
o0pa30BaHUU CYMEPOKCHU]l paJuKalla W TMEePOKCHIA BOAOPOJA, U B COJACpPNKAHUU
MaJOHOBOTO [HMAJIbJETHU]Ia B ATUX YCIOBHUSAX. BrnepBble NOKa3aHO, YTO JIWHAMHKa
HAKOIUICHUsSI B JIMCThAX PACTCHHMM MIIEHUIbI TpaHckpuntoB reroB HSP70 u HSP90
U3MEHSETCS B 3aBUCUMOCTH OT MHTEHCUBHOCTH BBICOKOTEMIIEPATYPHOTO BO3JEHCTBUS
TOJILKO KOJMYECTBEHHO, TOTJa KaK JTUHAMHUKA HAKOIUICHHS TPAHCKPHUIITOB reHoB BIiP,
IRE1, BI-1, MCAIIl MeHsieTcs B 3TUX YCIOBHUAX €IIIe M Ka4eCTBEHHO. BriepBhie onrcaHbl
n3MeHeHns B d3kcmpeccun TreHoB HSP19 m BAX.2 B kieTkax JMCTBEB paCTCHHH,
HAXOJSIINXCS B YCIOBUSAX OOBIYHOW TEMIIEpaTypbl M Yy pacTeHU, MOABEPTHYTHIX
BBICOKOTEMIEPATYPHBIM BO3/IEHCTBUSIM Pa3HOM MHTEHCHUBHOCTH.

IIpakTuyeckass 3HAYUMOCTH PadoThl. [lomydeHHBIE pPE3yabTaThl MO3BOJIWIIN
BBISIBUTH ~ B3aMMOCBSI3b  MEXKIY OTACIBHBIMH  (DU3HOJOTO-OMOXUMUYECKUMH U
MOJIEKYISIPHO-TEHETHUYECKUMH TIPOLiecCaMU, MPOUCXOMSIINUMU B PACTCHUSIX O3UMOM
nimeHunpl €. MockoBckasg 39 mnpu BBICOKOTEMIEPATYPHBIX BO3JACHCTBUSIX PA3HOU

WHTEHCUBHOCTH, C OJIHOM CTOPOHBI, U UX TEIMJIOYCTOMYHUBOCTBIO, C JPYrOM CTOPOHHBI.
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OTU JaHHBIE MOTYT OBITh HCIOJB30BaHBI B CEJNEKIIMOHHO-TEHETHMYECKOM MPOIEeCcCe B
KauecTBE HAYYHOM OCHOBBI [UJIl OCYILECTBJEHHUS LIEJEHANPABIEHHOIO O0TOOpa
MEPCIIEKTUBHBIX TEHOTUIIOB W CO3/IaHHUSI HOBBIX COPTOB IMIICHUIIbI, OTIUYAOUIAXCS
BBICOKOM  TEIUIOYCTOMYMBOCTBIO. IloMuMO  3TOro, pesyiabrarbl NPOBEACHHBIX
HCCIIEIOBAHUM MOTYT OBITh HCIOJB30BaHbl MPU YTEHUU KYPCOB M CIEIKYPCOB IO
(bU3MOIOrUM PACTEHUI U AKOJOTUM PACTEHUM ISl CTYACHTOB PKOJIOT0-OMOJIOTMUECKUX,
OMOJIOTMYECKUX, arPOTEXHUUYECKUX U CEJIbCKOX035UCTBEHHBIX (haKyJIbTETOB.

JInuHblii BKJIAA aBTOPpa B INpPOBeJeHHOe MHCCJe0BaHHe. ABTOp JIMYHO
NpUHMMAJIa y4acTue B MJIAHUPOBAHUM 3KCIEPUMEHTOB, B cOOope, 00paboTKe U aHalu3e
AKCTIIEPUMEHTAIBHBIX JaHHBIX, aHAIU3€ JIMTEPATYPHBIX JaHHBIX MO Teme paboThl. [lpu
HEMOCPEJACTBEHHOM y4YacTHM aBTOpa C(OpMynIMpOBaHBI BBIBOJBI M OCHOBHBIC
MOJIOXKEHHUS TUCCEPTAIIUH, TTOATOTOBJICHBI U ONyOJUKOBAaHBI HAYYHBIC pa0OTHI (CTAThU H
TE3UCHI) 110 TIPEACTABICHHON TEME.

CBs3b pa0d0THI ¢ IVIAHOBBIMH HCCJIEI0OBAHUAMHI M HAYYHBIMH MPOrPaMMaMHU.
UccnenoBanus npooawtuck ¢ 2013 mo 2018 rr. B coorBercTBUM ¢ TiaHamu HUP
Nucturyra Ouonorun KapHI[ PAH mo temam «®usnonoro-OMOXMMHYECKHE |
MOJIEKYJISIDHO-TEHETUUECKME  MEXaHM3Mbl  pEaKIMu  pACTEHUW Ha  JIEWCTBUE
HEOJIarOMPUATHBIX TeMIepaTtyp U TsoKensix MertamuioB» (Ne r.p. 012011664444),
«MexaHu3MBbl aJanTalud U OCOOCHHOCTU YKU3HENEATEIbHOCTH PACTEHUN B YCIOBHSX
nevictBus  HM3kuX Temreparyp» (Ne r.p. 01201358737), «Ponp o0mmx wu
CIICLIMATIM3UPOBAHHBIX MEXAHU3MOB B YCTOMYMBOCTA PACTEHUHM K JCUCTBUIO
HeOMaronpusTHeIX Temmnepatryp» (Ne r.p. AAAA-A17-117022850044-2).

Amnpodauuss padoTbl. Pe3ynpTaThl Hay4dHBIX HCCJIEIOBAaHHMM aBTOpa ObLIN
MPEACTAaBICHbl B BHJIE€ YCTHBIX M CTEHJIOBBIX JOKJIAJO0B Ha pPAa3JIMYHBIX HAy4YHBIX
KOH(EpEeHINAX, CUMIIO3MYMax U CeMUHapax, kak B Poccuu, Tak u 3a pybexxom: Ha Il
Bceepoccuiickoit HaydHOW WHTEpPHET-KOH(MEPEHIIMH € MEXKIyHAPOAHBIM YYacTHEM
«boTanuka u npupogHOE MHOroodpasue pacrturenbHoro mupa» (Kazans, 2014), VIII
chezne OOmectBa ¢uszuonoroB pacteHuid Poccun u xoHdpepenuun «PacteHus B
YCJOBUSIX TJI00ANBHBIX M JIOKAJIBHBIX MPUPOJHO-KIMMATHYECKUX U aHTPOMOTE€HHBIX

BozneiictBuit» (IlerpozaBoack, 2015), HI (XI) wmexaynapogHoit OoTaHUYECKOU
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KoH(pepeHuuu monoabix yueHblX B Cankt-lletepOypre (Cankrt-Ilerepoypr, 2015), XI

MexayHaponHoM cumnosuyMe «Plant signaling and behavior» (Canxt-IleTepOypr,
2016), ronuuHoMm coOpanuu O6miecTBa GU3HOIOrOB pacTeHnilt Poccun u koHpepeHInu
«CUTHaJIbHBIE CUCTEMBI PACTEHUMH: OT peLenTopa IO OTBETHOM PEAKIUU OpraHU3May
(Cankr-IlerepOypr, 2016), 11 mexxaynapoaHoMm cumno3uyme «MoJeKyIsIpHbIE aCIEKThI
peaokc-mMeTadonn3Ma pacTeHU» U MEXAYHApOIHON HaydyHOU 1iKose «Poib akKTUBHBIX
dopm kucmoposa B xku3Hu pactenuit» (Yda, 2017), ronmunom cobpanuu OO1iecTBa
¢uznonoro pacrennit Poccum m HaydHOW KOH(EPEHIMU U LIKOJIbl MOJOABIX YUEHBIX
«JKcriepuMeHTaldbHass OWOJIOrUsl pacTeHHil: (yHIAMEHTaJbHbIE W MPUKIAIHBIE
acnektbl» (Cynak, 2017), mexxnyHapo/iHOM HaydyHOM KoH(pepeHuuu «Young biologists
science week 2017» (IlerpozaBoack, 2017), XXV MexayHapoIHOW Hay4yHOM
KOH(EpEHIIMU CTYACHTOB, aCIUPAHTOB M MOJOJBIX Y4eHbIX «JloMoHOCOB» (MocCkBa,
2018), II MmexxayHapoIHOM HayYHO-TIpaKTUUECKOM KoH(pepeHuu «Knetounas 6uonorus
U OMOTEXHOJIOTHSI PACTEHHI» M IIKOJIE MOJOJBIX Y4YeHBIX «buonorusi pacturenbHON
KJIETKU: OT TeOpUM K npaktuke» (Munck, 2018).

Myoaukanuu. [lo marepuanam mgucceprauuu omnyonukoBaHo 11 paGot, B Tom
yucie 6 crateil B )KypHajiax, BKIIOUCHHBIX B riepeueHb BAK PO.

Ctpykrypa U odbem paborbl. J[ucceprannonHass pabora u3noxeHa Ha 163
CTpaHHUIaX, COMEPKUT 26 pucyHka, 10 Tabmui, BriaroyaeT B ceOs 500 nurepaTypHBIX
UCTOYHUKOB, B TOM unciie 384 Ha MHOCTpaHHOM si3bike. PaboTa cocTouT M3 BBeACHUS,
o030pa JHUTEpaTypbl, OMNHMCAHUSA OOBEKTa M METOJOB HCCJIEIOBAaHUS, OMHCAHUA
PE3yIAbTATOB U X 00CYKIEHHUS, 3aKII0UEHUS U CIIHCKA JIUTEPATypPHI.

BbaarogapuocTu. ABTOp BhIpa)xkaeT TIyOOKYI0 OJaroapHOCTh CBOMM YUYHUTEISIM
1M HAaCTaBHMKAM: HAyYHOMY PYyKoBoaHWTEN0 Wi.-kopp. PAH, 1n.6.H., mpodeccopy A.D.
TutoBy, k.0.H. JI.B. TomumeBoil, a Takke BCEM COTPYIHUKAM JIa0OpATOPUU
sKojoruueckoil pusnonoruu pacrenuit Mucruryra 6uonoruu KapHI[ PAH u ocobenno
n.0.H. B.B. Tananopoii, n.0.H. H.M. Kasumnoii, x.0.H. H.C. Penkmnoii u A.A.
HruaTeHkKo 32 BCECTOPOHHIOIO MTOMOIIb, KOHCYJIbTAllUd U PEKOMEHAALINH, C/IeIaHHbIE B
Ipolecce IMpoBEAECHHs pabdoTbl M NPHU HAMMCAHWU JUCCEpTalMUh. ABTOp TaKXKe

BBIPAKaET HCKPEHHIOW MPU3HATEIBHOCTh COTPYAHUKY J1a00paTOpUU Mapa3uTOJIOTUU
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pactenuii u xuBOTHbIX MHcTuTyra Ouonormun KapHI[ PAH x.6.n. B.B. 3aiimib-
Byxunrep u cotpynHuky ananutudeckoiu nadopartopun Mucruryra neca KapHI[ PAH

K.M. HukepoBo#l 3a NOAAEPKKY U LIEHHBIE COBETHI.
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1. OB30P JIMTEPATYPHI
1.1. ®usnonoro-omoxuMu4eckue OCOOCHHOCTH PpeaKUuil pacTeHMid Ha
JAelcTBHE BLICOKOH TeMIepaTypsl

DuU3N0I0rHYecKre peaKkuuu pacTeHUl Ha 1eHCTBUE BHICOKOM TeMIIepaTyp bl

Temneparypa sBisercst pakropoM (HU3MUECKON MPUPOJbI, KOTOPHIA MOCTOSHHO
JEUCTBYET Ha PACTEHUS B ECTECTBEHHBIX YCJIOBHUSX U OKa3bIBACT 3HAUUTEIIHHOE
BJIUSIHUE HA BCE CTOPOHBI UX KU3HEACATEIbHOCTU. BOJNBIIMHCTBO (PU3MOIOTHUECKUX
IPOLIECCOB Y PACTEHU MNPOUCXOAAT B TemnepaTypHoMm uHTepBasie oT 0 mo 40°C.
OnHako TOJNBKO TPH ONTUMAIBHOW TEMIeparype y pacTeHHil B TOJTHOM OObeme
peamu3yloTCsl TEHETUYECKH OOYCJIOBJICHHBIE BO3MOXKHOCTH pOCTa, pPa3BUTUSI W
npoayktuBaocTr (Levitt, 1980; Vnmosenko, ['onuaposa, 1982; Koposun, 1984;
Yuprkonsa, 2002; Larcher, 2003; Hatfield, Prueger, 2015). Ilpu TemnepaTypax BbIllie WIH
HIKE ONTUMYMa 3TH MPOLECCH 3aMEISIOTCS WM TPEKPAIIAIOTCS, HO aKTUBU3UPYIOTCS
IPOIIECChI afanTalui U/Uiu MoBpexaeHus (Anekcauapos, 1975, 1985; po3noB u ap.,
1984; KopoBuH, 1984; TutoB u ap., 2006). Kak mnoka3pIBaloT MHOTOYHCIICHHBIE
UCCIICIOBaHUs, NI Pa3HbIX BHUJOB PACTEHHUU ONTUMAJIbHBIC 3HAUYCHUS TEMIIEPaTyphl
HEOJIMHAKOBBI, HAMpPUMEP, JJIS MIICHUIIBI 3TU TEMIIEpaTyphbl B 3aBUCUMOCTU OT COpTa
npuMmepHo paBHbl 13 — 22°C (bamarypoBa u mp., 1994; Porter, Gawith, 1999), mus
sumens 18 — 25°C (Mei, Song, 2010), xamycter 18 — 22°C, 6pokkonu 13 — 17°C,
Kykypy3bl 18 — 28°C (Hatfield, Prueger, 2015), con 23 — 26°C (Hatfield et al., 2011).

Poct. Brbicokue TeMmmepaTypbl OKa3blBaIOT 3HAYUTENBHOE BIUSHUE HAa POCT
pactenuii (I'pedunckuit, 1961; Jleonmonwa, 1968; Jlapxep, 1978; IlleBemyxa, 1980;
Koposun, 1984; Porter, Gawith, 1999; Hatfield et al., 2011; Gupta et al., 2013; Hatfield,
Prueger, 2015). TemnepaTypbl, NpEeBHIIAIONIME ONTUMAIbHBIE 3HAYEHUS JaXe Ha
HECKOJIbKO T'pajyCcoB, MPUBOJAT K PE3KOMY TOPMOXKEHHUIO, & B HEKOTOPBIX CIydasX K
noiHoi octaHoBke pocta (Jlapxep, 1978; IlleBenyxa, 1980; KopoBun, 1984; Uupkona,
2002; ®apxytauHoB u ap., 2003), yTo, MO-BUAUMOMY, SBISETCS HecTenU(pUUESCKON
peakiuei pacTeHuil Ha jAcicTBUe HeOmarompusaTHbIx TemnepaTyp (Kymosposa u 1p.,

2000; Yupkosa, 2002). B nenom pocT pacteHuil mporucxoqut B npeaenax ot 0 mo 38°C


https://www.sciencedirect.com/science/article/pii/S2212094715300116#!
https://www.sciencedirect.com/science/article/pii/S2212094715300116#!
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(Kemp, Blacklow, 1982; Schipp, Wilkins, 2008; Nagai, Makino, 2009; Savicka, Skute,

2012). Ognako peakiusi Ha A€HUCTBHE BRICOKUX TEMIIEPATYP Y Pa3HBIX PACTCHUH U Jaxe
OTJICJIbHBIX OPTraHOB OJIHOTO PAacCTeHUs HeoAMHaKoBa. Tak, oNTUMalibHAsl TeMIepaTypa
JUIS POCTa BErETATUBHBIX OPraHOB Yy MIIEHUIbI COCTAaBJISAET NMpUMeEpHO 22 — 25°C, y
Kykypy3sl — 34°C, puca — 36°C (Hatfield et al., 2011). V nmenuns! yxe npu 28°C poct
JTUCThEB TopMmo3utcs, a mpu 38°C mojgHOCThIO Npekpamaercs (PapxXyTauHOB U Ap.,
2003; Tahir et al., 2009; Igbal et al., 2017). PocT kopHe# pacTeHHil TaKKe OYCHBb
YYBCTBUTEJICH K M3MEHCHHMIO TEMIIEpAaTyphl U TMPHU TOM OH MMEET emie 0oJiee y3Kui
JMara3oH ONTHUMAJbHBIX TEMIIEpaTyp IO CPaBHEHUIO C HAJ3€MHBIMU OpraHamMu U
yactamu pacteHuit (Pamguenko, 1966; Porter, Gawith, 1999; Turos, Tamanosa, 2011).
Hamnpumep, ontumanpHasi TeMmrneparypa Jjisi pocTa KOpPHEH MIIEHUIIbI HE MPEBHIIIACT
20°C (Porter, Gawith, 1999).

B npakthueckom 1iaHe 0co00 BaXKHBI MCCIEOBAaHUSI, CBS3aHHBIC C
IPOJYKTUBHOCTBIO PACTEHUM, T.€. C BIMSHUEM BBICOKMX TEMIIEpATyp Ha pPOCTOBBIE
npouecchl. [IocKOIbKYy pOCT pacTeHHil OYEHb YYBCTBUTEJIEH K JEHCTBUIO BBICOKHMX
TEMIIEPATyp, TO Ja)K€ HE3HAUUTEJIbHOE IOBBIIICHHE CPEIHEr0J0BOM TEMIIEpaTyphl
BO3/lyXa B pe3yjbTaTe INI00ATBHOIO MOTEIMJICHUS KIMMaTta, CTalo OAHOW M3 OCHOBHBIX
OPUYMH CHIDKEHHUS IPOAYKTHBHOCTH pactenuii B mupe (Ortiz et al., 2008; Miraglia et
al., 2009; Bita, Gerats, 2013). BaxxHO OTMETHUTD, YTO T€HEPATUBHBIC OPTraHbl PACTCHHUI U
AJIEMEHTHl ~ CEMEHHOM  MPOAYKTHMBHOCTH  OTJIMYAIOTCI  HauOoJiee  BBICOKOM
YYBCTBUTEIIBHOCTBIO K JIEUCTBUIO BHICOKMX TEMIIEPATYyp: C MOBBIIMIEHUEM TEMIIEPATYPHI
YBEIIMYUBACTCS CTEPUIIBHOCTh LIBETKOB, YMEHBIIAETCAd HMX KOJIHMYECTBO M YHCIO
MBUIBHUKOB, 3aMEJJISIETCSI CKOPOCTh YUIMHEHHUS TBUIBLEBBIX TPYOOK W TMOHMKAETCS
nporeHT npopactanus neutblbl (Prasad et al., 2006; Dolferus et al., 2011; Fahad et al.,
2015; 2016; 2017), a TakKe CHH)KAETCS KOJIMYCCTBO CEMSH M UX BcxokecTh (Prasad et
al., 2006; Fahad et al., 2016).

OnHolt W3 TPUYMH 3aMEIJICHHUs] pOCTa PACTCHUM, HAXOJAIIUXCS B YCIOBHUSIX
HEOJIaronpusTHOW TEMIIEPATYPhl, MOTYT OBITh HAPYILICHUS MPOLECCOB JEICHUS KIETOK.
Tak, ¢ TOBBIIICHUEM JCHCTBYIOIIEHM HA PACTEHHUS TEMIIEpaTyphl, KOJAYECTBO

JCISIIUXCS KICTOK pe3ko cokpamraercs (Smertenko et al., 1997; Centomani et al.,


https://www.ncbi.nlm.nih.gov/pubmed/?term=Nagai%20T%5BAuthor%5D&cauthor=true&cauthor_uid=19251744
https://www.ncbi.nlm.nih.gov/pubmed/?term=Makino%20A%5BAuthor%5D&cauthor=true&cauthor_uid=19251744
https://www.researchgate.net/profile/Andrei_Smertenko
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2015), mpu Ttemneparypax Bbiiie 40°C pa3pymiaeTcs CTpyKTypa XpOMOCOM U JIeJICHUE
KJICTOK TIOJHOCThIO Tpekpariaercs (Zhang, 1997). Kpome sroro, aeneHust IeHCTBHUE
BBICOKHUX TEMIIEpaTyp OKa3bIBACT 3HAUMUTENBHOE BIUSHUE HA POCT KJIETOK PACTKEHHEM
(BecenoBa u ap., 2003; ®@apxyrauHoB u jp., 2003). JIBrokymied CHIION pacTsSKCHHS
KJIETOK CUMTAeTCs BHYTPUKIETOUYHOE TypropHoe nasienue (I'peOunckuii, 1961;
[lonesoii, CanamartoBa, 1991; MBanos, 2011). Ilpu nedcTBUU BBICOKMX TEMIEPATYP
pacTeHHE MOXKET UCIBITBIBaTh JEePUIIMT BOJALI M, COOTBETCTBEHHO, MPU OSTOM
MPOUCXOAUT CHUIXKEHHUE BHYTPUKJICTOUYHOTO TYPTOPHOTO JABJIEHUS, UYTO CHJIBHO
3ameuisier poct kietok (PapxyraunoB u ap., 2003; Lewicka, Pietruszka, 2006;
Pietruzka, Lewicka, 2007; KymosipoBa u np., 2013). Ha poct pacTeHuil BIUSAIOT U
U3MEHEHUs B cojepxaHuu ¢uroropmoHoB (Jleomonpa, 1968; IMonesoii, CanamaToBa,
1991; MWmBamos, 2011). Hanpumep, 3HAUYUTENBHOE TIOBBIIMICHUE COJEPKAHUS
UHTHOUTOPOB pocTa (a0CIM30BOM KUCIOTHI U DTHIICHA) B HAYaJIbHBIA MOMEHT JICUCTBUS
BBICOKMX TEMIEpaTyp Ha (pOHE CHUKEHHS COJIepPKaHHS POCTAKTUBUPYIOIIMX TOPMOHOB
(aykcHHOB, THOOEPEJUIMHOB, LUTOKWHOB) BBICTYNAET OJHOW W3 TJaBHBIX MPUYHUH
cHIKeHus1 TeMnoB pocta pacteHuid (Illaxkuposa, 2001; Yupxosa, 2002; TanmaHoBa,
2009; Turos, Tananosa, 2009). K apyrum, He MeHee BaXKHBIM NMPUYUHAM TOPMOXKCHHS
pOCTa OTHOCSITCSL HAPYIICHUS B SHEPTETHUECKUX Tpolieccax — POTOCHHTE3E U AbIXaHUU
(CemuxartoBa, 1974; KpecnaBckuii, 2007; 2014). TemnepatypHbIii ONTUMYM POCTa, KaK
NIPaBUJIO, HE COBMAAAET C ONTUMYMOM (DOTOCHHTE3a U AbIXaHUs. J[pIXaHHE TOPMO3UTCS
mpu Topa3fao Ooyiee BBICOKUX TeMIeparypax, 4eM pPocT U (OTOCHHTE3 (CM. HIKE),
MOATOMY B VYCIOBHUSX JEUCTBHS TeMmieparyp Bbimie 35°C pacxoll OpraHM4eCKHX
BEIIIECTB HA JbIXaHHE MPEBBIMIACT X O00pa3oBaHUs MPU (POTOCHHTE3E, UYTO MOMKET
MPUBOJAUTh HE TOJBKO K TOPMOXKEHHUIO POCTa, HO M K YMEHBIICHUIO CYXOHl Macchbl
pactenuii (KnumenroBa u gp., 2006; Knumos, 2008). Taxxke Ha pocT pacTeHHi
OKa3bIBAECT 3HAUUTEIILHOE BIUSHUE CIEKTP CUHTE3UpYyeMbIX OenkoB. Tak, npu aeicTBUU
BBICOKHX TEMIEPATYp YBEIMUYMBAETCS CUHTE3 OJIHMX OEJIKOB, Yalle BCETO CTPECCOBBIX,
Y CHMJKAETCS] CUHTE3 TaK Ha3bIBaeMbIX O€NKOB «aomMaliHero xo3siictea» (Rizhsky et al.,
2002; Zhang et al., 2005). Bce BbllenepeyncIeHHOE MOKET MPUBECTU K CHHXKEHUIO

MPOAYKTUBHOCTU PACTEHUM, a HHOTJA U K UX THOEH.
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®otocunTe3. DOTOCHHTE3 SABISACTCS OJHMM U3 CaMBIX YYBCTBUTECIBHBIX
(U3HOTOTHYECKUX  TIPOIECCOB K  JEHCTBUIO  HEOJIArompusATHBIX  TEMIIEpaTyp
(Kpecnasckuit u ap., 2007; 2014). OTKIOHEHUS TeMIEpaTyphl 3a MPeaeibl ONTHMyMa
st porocuHTe3a NPUBOAAT K ero topmoxkeHuto (TapueBckuii, 1971; Jlaiick, 1977,
Berry, Bjorkman, 1980; I'opeimaa, 1989; Uupkosa, 2002; Larcher, 2003; Sharkey,
2005; MokponocoB u np., 2006; Kpecnasckumii, 2007; 2014; Mathur et al., 2014;
Irigoyen et al., 2014; Niu, Xiang, 2018). TemnepaTypHblii ONTHMYM 3TOTO MpoIiecca y
Cy-pactenuii Bbiie, yeM y C3-pacTeHHI, YTO CBSI3aHO C WX IMPOUCXOXKICHHEM U
apeanoM (DuBapac, Yokep, 1986; Larcher, 2003; Yang et al., 2006; Yamori, Hikosaka,
2014). OnTtumanbHble Temrepatypsl st (otocuHTe3a y C3-pacTeHUN BapbUPYIOT B
uaTepBaie ot 15 mo 35°C (Yamasaki et al., 2002), B To Bpems kak y Cs-pacTeHuii
BepxHsas Tpanuiia ontumyma gocturaet 38°C (Crafts-Brandner, Salvucci, 2002).
IIporpeB nuctbeB Cs-pacteHuii mpu temneparypax Beime 30 — 35°C, kak mpaBuio,
OPUBOAMT K CHIDKeHHUIO ckopocT (orocunteza (Al-Khatib, Paulsen, 1999; Kucitok u
ap., 2008; Nagai, Makino, 2009). Ongnako mpu BbICOKOW KoHIeHTpaiuu CO; B
OKpYXalollel cpefie U HU3KOM COJIepKaHUM KHUCIOpoja onTUMyM (otocuHTe3a y Cs-
pacTeHuii CMeIaeTcsi B CTOpoHy Ooitee BeIcOKuX Temmeparyp (Berry, Bjorkman, 1980;
Irigoyen et al., 2014). Takum oO0pa3oM, TemiepaTypHas KpuBas (OTOCHHTE3a HE
SIBJISIETCS. OJTHO3HAYHO OIPEJeICHHON W CTaOWIbHOW (yHKIMEH, W OOHapy>XKMBaeT
SIBHbIC TPU3HAKKM aJanTalldd K yCJIOBUAM mpouspactanusi pactenuut (Jlakck, 1977).
[ToaToMy, eciau B OSKCHEPUMEHTE MCKIIOYUTH 3aKPHITHE YCTHUI[ TPH BBICOKUX
TEeMIIepaTypax, TO MAKCUMYM KPHUBOW 3aMETHO CABUTAETCS B 00acTh 00jee BBHICOKUX
TEMIIEpPATyp, XOTA €€ CHaj IOCJIe MaKCMMyMa HACTyMaeT O4YeHb Pe3KO. XapakTep
nepexoaa CKOpOCTH (POTOCHHTE3a Ha HOBBIM CTAI[MOHAPHBIN YpPOBEHb 3aBUCUT OT
CKOPOCTH HM3MEHEHHUs1 Temmeparypbl. K mpumepy, mpu MOBBINICHUH WM TMOHMKCHHUH
Temmepatypsl B uatepBaie 16 — 26°C co ckopocTsio 1 — 2°C B MUH mepexo]i CKOPOCTH
¢doTocuHTE3a HA HOBBIM CTAIIMOHAPHBIN YPOBEHBH MPOUCXOAUT MBYX(a3HO: HadaIbHAS
KpaTKOBPEMEHHAs AaKTUBAIlMS CMEHSETCS JIENPECCMe M  HOBOM  aKTHBAIUEH,

3aKaHYMBAIOIIEHCS YCTAHOBJICHUEM CTallMOHApHOTO coctostaus (TapueBckuid, 1971).


https://onlinelibrary.wiley.com/action/doSearch?ContribAuthorStored=SHARKEY%2C+THOMAS+D
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K oCHOBHBIM MpUYMHAM CHUXEHUS UHTEHCUBHOCTH ()OTOCHUHTE3A MPU JIEUCTBUU
BBICOKUX TEeMIIEpaTyp Ha PACTEHHUS OTHOCAT 3aKPbITUE YCTBHHUI[ U, COOTBETCTBEHHO,
pe3Koe YMEHBIIEHUE MOCTYIUICHUSI YTJEKUCIOro Ta3a B KIETKM Me3oduiuia JIMCTa
(UupxoBa, 2002), usmeHenue wux crpykrypel (babenko u np., 2018), a Ttaxxke
yIBTPACTPYKTYpHl XJoporiactoB (Smillie et al.,, 1978). B Ttakux ycnoBusx
bOpMUPYIOTCS XJIOPOIUIACTHI C M3MEHEHHOU (OpMONM W KPYNHBIMH, YIJIUHEHHBIMU
rpanamu (Smillie et al.,, 1978; Kucmiok u ap., 2008). Iloxg BiausHHEM BBICOKHUX
TEMIIEpaTyp B XJIOPOIUIACTaX CHUIKACTCS COJCpkaHue XJiopoduwnia a u xmopoduuia b
(Khan et al., 2017; Kohila, Gomathi, 2018), a Takke WX NPEAIMICCTBEHHUKOB U
dbepmentoB ux cuntesa (Tewari, Tripthy, 1998; Mathur et al., 2014). OgHOBpEMEHHO C
OTUM  yBEJIMYUBACTCS  TEKy4eCTh  TUJAKOMJIHBIX  MeMOpaH (B KOTOPBIX
PEATNONIOKUTEIBLHO JIOKAIM30BAaHbI TEIIOCEHCOPHI), TPOUCXOIUT pacmlaj OTACITbHBIX
OCJIKOB B KOPOBOM KOMILJIEKCE MEMOpaH M B IIEJIOM HapymiaeTcs pabora poToCUCTEMBI
(®C) Il (Pastenes, Horton, 1996; Komayama et al., 2007; Kpecnasckuii u ap., 2007,
2014; Allakhverdiev, 2008; Yamamoto et al., 2008; Yoshioka et al., 2016), nanboiee
YYBCTBUTEJIbHBIM 3BEHOM K HArpeBaHUIO KOTOPOM SIBISIETCS MapraHel-COoAep Kallui
KUCJIOpoa-Bhiestomui komiuieke (Kpecnasckuii u ap., 2014). IIpu temneparypax, He
npesbimaronux 35°C, 93Tu U3MEHEeHUsT 00paTUMBI, TOT/Ia KaK MpU TeMIepaTypax BhIIIE
45°C oHmM, Kak TIpaBWjI0, MpHOOpeTarT HeoOpatumbii Xapaktep (Pastenes, Horton,
1996; Yamane et al., 1998). IloBbllieHHbIC TEMIIEPATyphl HETATHBHO BIIMSIOT Ha 00€
dorocuctembr, HO B 1enom DC | ropaszmo ycroitumBee K JCHCTBUIO BBICOKUX
TEeMIepaTyp W Jpyrux HeOmaronpusaTHeIXx ¢akTtopoB cpeasl, uem DC Il (Berry,
Bjorkman, 1980; Moustaka et al., 2018). boxee Toro, xotst moTox 31nekTpoHoB oT OC I
K @C | npu ymMepeHHO BBICOKHX TEMIIEpaTypaxX CHUKAETCS, HO B TO K€ BPEMs MPU 3TOM
aAKTUBUPYETCS LUKIWYeCKHi TpaHcropt iekTponoB B ®C | (Bukhov et al., 1999;
Agrawal et al., 2016). BaxxHo, 9TO 1M0/T BIUSHUEM BBICOKOTEMITEPATYPHBIX BO3ICHCTBUN
aJIeKTpoH-TpaHcnopTHas wenb (DTL[) xmoporiacToB pa3o0miaeTcs, 4YTo SIBISICTCS
OJTHOM M3 TJIaBHBIX MPUYUH YCHJICHHOW TeHepalii akKTUBHBIX GopM kuciopoaa (ADK)
(Asthir, 2015). CymecTBeHHO BO3pocIias KOHIICHTPALUs MIEPOKCHIA BOJIOPOJIa, B CBOIO

ouepelib, SIBISETCS OAHOM U3 MPUYMH MHAKTUBALUU Psifa pepMeHTOB 1ukia KanbBuHa,
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B YaCTHOCTH, ¢bpykT030-1,6-1uchocdarassl u rIIdLepanbaeru-3-
docdarnerunporenassl (Charles, Halliwell, 1981; Takeda et al., 1995; KpecnaBckuii u
np., 2007). Temnepatypsl Bbilie 30°C BBI3BIBAIOT CHIXKEHUE aKTUBHOCTH (pepMeHTa
pubyno3oouchocharkapookcunaspl/okcurenassr (Kobza, Edwards, 1987; Law, Crafts-
Brandner, 1999), xirodeBoro QepMeHTa acCUMWISAIUKM yriekucioro raza y Cs-
pactenuii. Kpome Toro, ¢ moBeieHremM temmnepaTtypbl y Cs-pacTeHUN yBETUUYMBACTCS
OKCHUT€Ha3Hasi aKTUBHOCTH ATOTO (pepMeHTa, 4YTO TakKe BEAET K CHIKCHHIO HETTO-
dorocunresa (Berry, Bjorkman, 1980).

[TockonbKy TPOJYKTUBHOCTh PACTEHUM TECHO CBs3aHa C Mpoleccamu oOMeHa, B
T.4. ¢ (OTOCHHTE30M, TO JIOOBIE CTPYKTYpHbIE U (PYHKIIMOHAJIbHBIC HAPYIICHUS
(OTOCHHTETHYECKOTO ammapaTa, BbI3BaHHBIC JICHCTBHEM HEOJArompusATHBIX (DaKTOPOB
BHEIIIHEW CpeJibl, OTPHUIATEILHO CKa3bIBAIOTCS Ha MPOAYKTUBHOCTH. Ecium ke ydecTs,
YTO TPAHCHOPT ACCUMUJISATOB Yy OOJBIIMHCTBA KYIbTYp Jaxe Oojiee YyBCTBUTEICH K
Temrieparype, uem (orocunres (Y aoenko, ['onuaposa, 1982; Tabanenkosa, ['onoBko,
2010), To cTaHOBHTCS TOHSITHBIM HACKOJBKO CHJIBHO Ha (OPMHUPOBAHUU YypOXKas
CEJIbCKOXO3IMCTBEHHBIX KYJIBTYpP CKa3bIBalOTCA HapylleHUs (POTOCHMHTE3a U IKCIOpTa
(OTOCHHTETUYECKUX MPOAYKTOB U3 JIUCTHEB B IPYTHUE OPraHbl PACTCHUIA.

JAbixanue. Bpicokue TeMmeparypbl B 3HAUUTEIBHOW CTENEHH BIMSAIOT W Ha
neixanue pacrenuit (xeitme, 1956; CemuxaroBa, 1974; 2012; T'onosko, 1999; Atkin et
al., 2007; 2015). TemmepaTypHbIii ONTUMYM JUIS JbIXaHHS OOBIYHO BBIIIE, YeM IS
IpyruX (QU3NOJOTHYECKUX TMPOILIECCOB M HAxoauTcs B mpenenax ot 35 go 55°C
(CemuxatoBa, 1974; T'omoBko, 1999; Atkin et al, 2004). JleiictBue Temmeparyp,
MPEBBIMIAIONINX ONTUMYM POCTA, TMPUBOJUT K MOBBIMICHUIO WHTEHCUBHOCTHU JIbIXaHMUS,
YTO CBSI3aHO C PacXo0JIOM PHEPruu Ha mporiecch agantanuu (Yupkosa, 2002; Talanova
et al., 1983; Hiive et al., 2011). B 1ie10M HHTEHCUBHOCTD ABIXaHUS MPH TEMIIEpaTypax
ot 10 go 25°C nogumnsiercs npaswiy Bant-I'odda: yBenuunBaercs npumepso B 1,5-2
pa3a npu nosbilieHnH Temneparypbl Ha 10°C. OnHaKO MHTEHCUBHOCTH JbIXaHUS MPH
temneparypax Bbie 35°C MoxkeT yBenmuyuBathesa aaxe B 3-4 pasa ([Dxeitmc, 1956;
CemuxatoBa, 1974; 2012; I'omoBko, 1999; Hupkosa, 2002; Atkin, Tjoelker, 2003; Atkin

et al., 2004; Kruse et al., 2011). [Ipumepom Tako¥ 3aBUCUMOCTH SIBJIICTCS YBEITUUCHHE
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WHTEHCUBHOCTH JbIXaHWUS TIPUMEPHO B 2 pa3a y pacTeHUH, MPOU3PACTAIONIUX
B 30HE BJIQXKHBIX TPOITUYECKUX JIECOB, o CpPaBHCHUIO C pacTeHUSIMH,
NPOM3PACTAIOIINMY Ha TeppUTOpUU apkTrdeckor TyHapsl (Atkin et al., 2015). OgHako
XapakTep TEMIEPATYPHOU KPUBOM JbIXaHHUS PACTEHHM TAaKKE€ BO MHOTOM 3aBHUCHUT OT
MPOIOKUTEILHOCTH TeMIepaTypHoro Bo3jaeictBus. [Ipu kopoTkux (He Ooznee 1 u)
BO3JICHCTBHUSIX MHTCHCUBHOCTH  JIBIXaHWS  pPAacTEHUH  BO3pacTaeT Jake TIpH
TEeMIIepaTypax, MPUBOAAIINX K TruOenu pacteHuil. B oTimume oT 3Toro, mpu Oojee
JUTMTEIILHBIX BBICOKOTEMIIEPATYPHBIX BO3JACHCTBUAX (2 — 6 9) TOCIIEe MepBOHAYAIBLHOTO
MOBBIIICHUSI CKOPOCTh JibIxaHusi cHukaerces ([xeiimc, 1956; Cemuxarosa, 1974; 2012;
INomoBko, 1999). Cnenyer oTMETUTD, YTO UHTEHCUBHOCTD JBIXaHUSI BO MHOTOM 3aBUCHUT
OT BHJIOBBIX M COPTOBBIX XapaKTEPUCTHK pacTeHui. Tak, HEKOTOphIC BUIBI PACTCHHM
(marmpumep, Plantago lanceolata L., Festuca ovina L. u ap.) 1 oTaeabHbIE YCTOWYHBBIC
copTa TIIEHUIIBI M puca O0O0JIANAI0T PECHUPATOPHBIM TOMEOCTa3oM (respiratory
homeostasis), T.e. CKOPOCTb JbIXaHUS Y TAKUX PACTEHUUN C MOBBIIICHUEM TEMIIEPaTypPbl
He M3MeHseTcs uiu u3MeHsiercs cinabo (Kurimoto et al.,, 2004; Atkin et al., 2007,
Almeselmani et al., 2012). 3To MOXHO paccMaTpuBaTh KaK OCOOBIN aJXanTHUBHBIN
MexaHu3M. Tak, y pacTeHHi, BBIPAIIEHHbIX TPU TOBBIIICHHBIX TEMIEPATYypax,
NPOUCXOIUT aJanTalus JObIXaTebHOTO Tpolecca, W B OTBET Ha JICWCTBHE
HKCTPEMAIHHO BBHICOKUX TEMIIEPATyp MHTEHCHUBHOCTh UX JIBIXaHHUS BO3pPACTaeT ropasio
B MCHBIIIECH CTENICHU, YEM Yy PACTEHUH, BBIPAIICHHBIX MPU ONTUMAIBHBIX WA HU3KUX
temnepatypax (Tjoelker et al., 1999; Atkin et al., 2007).

[ToBbIlIeHNE CKOPOCTH JIBIXaHUS MPHU JCHUCTBUHM BBICOKHX TEMIIEPATYp MPHUBOIUT
K TOMY, YTO PacXoji OPTaHMYECKHX BEIIECTB Ha JbIXaHUE MPEBHIIIACT UX 00pa3oBaHUE
npu porocunresze (Kimmmenrtora u ap., 2006; Impa et al., 2018). Beneacrsue 3toro mpu
JUTMTETTHHOM JCHCTBUU BBICOKHMX TEMIIEPATyp MPOUCXOMHUT HCTOIMICHUE IhIXaTEIbHBIX
cyOCTpaToOB, TJIaBHBIM 00pa30oM YTJIEBOJOB, U4TO orpaHumumBaeT asixanue (Atkin et al.,
2005; Sicher, 2015) wu Takke sBISCTCI MNPUYUHON CHUIKCHHS KOJIHMYCCTBA
BbIpabaTbiBaeMoil aneHo3uHTpudochoproit kuciotel (ATD) (Cemumxatora, 1974;
lapmam, 2016). Jpyroil nmpuYMHOW CHMXKEHHUSI CKOPOCTH JbIXaHWSI MpPU JIEUCTBUU

BBICOKHMX  TCMIICPATYP  ABJIAIOTCA  ITOBPCKACHHC MI/ITOXOHI[pI/Iﬁ N HapYyHICHHUC
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AKTUBHOCTU M COIJIACOBAaHHOCTH (pepMeHTaTuBHBIX peakiuil (Yamori et al., 2014). B
1[EJIOM MUTOXOHAPUM JOCTATOUYHO YCTOWYMBHI K JEUCTBUIO BHICOKUX TEMIEPATYP, JAaXKe
npu 40°C oHU HE MOBPEKIAIOTCS, COXPAHSIOT OKPYriayl GopMmy WM MpUOOpeTaroT
OBaJIbHYIO, B HUX OTMEYEHbl MHOTOYHUCJICHHO Pa3BUTHIE KPUCTHI, YTO CBUJICTEIHCTBYET
o Bo3pactanuu cuHTe3a AT (Cemuxarosa, 1974; 2012; Prasad et al., 2008; babenko u
np., 2018). Oxnako neiicTBue Temmeparyp, npeBblimaromux 45 — 50°C, npuBoguT K
HaOyXaHHIO ¥ pa3pylIeHnio MemOpan mutoxoHapuit (Thebud, Santarius, 1982). Oxuoii
U3 HamOoJiee BaXXHBIX NPUYMH CHIDKCHUS WHTCHCUBHOCTHU JIBIXaHUS SIBISCTCS
WHaKTUBalMsl (EPMEHTOB, YYACTBYIOIIMX B JbIXaHHHM, YTO MPOUCXOAUT TMpHU
MPEBBIINICHUU ONITUMANIBHBIX ISl eUCTBUS ATUX (pepmeHToB Temmeparyp (CemuxaTona,
1974, T'onosko, 1999).

Takum o06pa3oM, MOBBIIICHUE WHTEHCUBHOCTH JIBIXaHHUS B HAYaJIbHBIM IMEPUOJT
JEUCTBHSI BBICOKMX TEMIIEpaTyp HampaBiIe€HO Ha YAOBJICTBOPEHUE BO3POCIINX
HHEPreTUYECKUX 3aTpaT pAaCTEHUMU, CBA3AHHBIX C MX aJanTaluel K HOBBIM YCIOBHSIM
cpenbl. BMecte ¢ TeM 3TO BeleT K MCTOIICHHUIO 3araca BEIIeCTB, HEOOXOIUMBIX ISt
HOpMaJIbHOTO (YHKIIMOHUPOBAHUSI PACTEHUH, YTO MOXKET TPUBECTU K CEPHE3HBIM
HapyIIEHUSIM B 0OMEHE BEIIECTB, MOBPEKACHUIO U JaKe THOESIH paCTEHUM.

Boanwbiii o0mMeH. [lelictBue HeOIaronpuaTHBIX (DAKTOPOB OKa3bIBAET CHIIBLHOE
BIMSHUE Ha BOJHBIA pexkuM pacteHuil (AnekceeB, 1969; KonkeBuu u ap., 1989;
Kynospoa u np., 2000; XoxmoBa, babyxuna, 2006; Xoxmosa, boukapesa, 2009;
KynosipoBa u ap., 2013). HecmoTpss Ha TO, YTO C TMOBBIIMICHUEM TEMIEPATYpPHI
UCIIAPEHHE BOJBI JIMCTHSIMU YBEIWYUBAETCS, MPU JOCTATOUYHOM BIIAXKHOCTH TOYBBI
pacTeHusl CTPEMSTCS CTAaOWIM3UPOBATH COJAEPIKAHUE BOJBI B UX TKAHAX, MOJIEPKUBAS
ero Ha ypoBHe 70-90% (Koposun, 1984; Kynosspoa u nap., 2000; 2013; 2014).
[TosToMy pnaxke yBenWUYeHHE TpaHcnupauuu B 3-4 pa3a OPUBOAUT K CHUKEHHIO
OBOJTHEHHOCTH TKaHeW pacTeHuit He Oosee yeM Ha 1% (Kymosiposa u nip., 2000). Tem e
MEHEe, B HayaJbHbIII NEpPUOJ JIEUCTBUS YMEPEHHO BBICOKMX TeMIEpaTyp, He
npeppimaromux 38°C, HECKOIbKO CHIKAETCS BOAOYJCP)KHMBAIOIIAA CHOCOOHOCTh
pacTEHU, IPU FTOM €CJIM BIAXKHOCTh IMOYBbBI MOJIJIEPKUBACTCS HA BHICOKOM YPOBHE, TO

yCThbUYHAs MpoBOAMMOCTh yBenmumBaercs (Kymospoa wu np., 2007; 2014),
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YCUJIMBAETCSl TPAHCHHpALMs, OJHAKO Ha 3TOM (hOHE BO3pACTACT MOTJIOUICHHE BOIBI
kopusmu (JKonkesuu u ap., 1989; Law, Crafts-Brandner, 1999; Msanos, 2006; Mainali
et al, 2014; Khan et al, 2017). Ilpu Oonee MIUTEIbHBIX M HHTEHCUBHBIX
BBICOKOTEMIEPAaTypHbIX Bo3nehcTBUSIX (38 — 42°C u BbllIe) BOJOYAEpP>KUBAIOIIAS
CIIOCOOHOCTh PAaCTEHUH yBEIIMYMBACTCS, a YCTHUYHASI MPOBOJAUMOCTD U TPAHCTIMPAIIHSI,
HaoOopoT, cHmkaroTcs (Jones, 1998; Mkkounen u np., 2012; ®paniy3osa u ap., 2013).

Cepbe3Hble TIOTEPU BOJBI PACTCHHUSAMH OOBIYHO MPOMCXOAAT TPH JICUCTBHH
CIIMIIKOM WHTCHCHBHBIX WJIH JUTUTCIBHBIX BBICOKOTEMIICPATYPHBIX BO3ICHCTBHI.
Boaubnii medunuT y pacTeHUN pa3BUBACTCS MO HECKOJBKUM IMPUYMHAM. BO-TIEPBBIX,
BCJICJICTBUE yBeln4YeHHs ckopocTu TpaHcmupaiuu (Tsukaguchi et al., 2003; Zyalalov,
2004; Fahad et al., 2017). TloaTomy B HauOoyiee >KapKoe BpeMsl CYTOK YCThHUIIA, KaK
MPABWIIO, 3aKPBIThI, M YCThUYHAS TpaHCIUpanus pe3ko cHwkeHa (Zyalalov, 2004;
WBanos, 2006). B aTom ciydyae ncnapeHre BOJIBI U OXJIXKACHHUE JINCTHEB UJET 3a CUeT
KyTHKYJsipHOM Tpanctupanuu (Schreiber, 2001). Bo-BTOpbIX, BOIHBIA ACHHUIUT
pasBuBaeTcs npu noBpexacHun kopueit (Giri et al., 2017). [Ipu meficTBUU BBICOKHUX
TEMIIEpaTyp ISl OJIeP>KaHsI OBOJHEHHOCTH TKaHEW Ha HEOOXOIUMOM IS PAaCTEHUS
YpPOBHE YBEJIMYMBACTCSA THUJpPaBIMYECKas MPoBOAUMOCTh KopHed (MBanos, 2006;
KynosipoBa, 2013). OpHako KOpHEBas CHUCTEMa, KakK YK€ OTMEYaJoCh, BEChMa
qyBCTBHUTEIbHA K BICOKUM Temrieparypam (Ferris et al., 1998; Porter, Gawith, 1999). C
MOBBIIIICHUEM TEMIIEPATypbl YMEHBIIAETCS KOJIMYECTBO KOpPHEH, UX Macca W JUIMHA H,
COOTBETCTBEHHO, COKpAIlaeTcs Mmojjada BoJbl B Haj3eMHble yactu pacteHus: (Reynolds
et al., 2007; Wahid, Close 2007). Hapymienue BogHOro oOMEHa M HOTEPs BOJABI IPH
HEOJIAroNMpUSTHBIX TEMIIEpATypax 3a4acTyio MPUBOJUT HE TOIBKO K CHUKEHHUIO TEMIIOB
pocTa M pa3BUTHs pacTeHM, HO U K uX moBpexkaenuto (Prasad et al., 2008; Ky3uenos,
2009).

MunepanbHoe mnuTaHue. Kak 1mpaBwio, OTKJIOHEHHS  TEMIEPATyphbl
OKpYy)Karoumiei cpeapl OT ONTHUMalIbHOM JJIsI pocTa pacTEeHUW BIEKYT 3a COO0oi
3HAYNTETBHBIC M3MEHEHHUS B TIOTJIONIEHUY MUHEPAIBHBIX BemecTB u3 mouBbl (KopoBuH,
1972; I'amaneii, 2004; I'apmamr, 2004). MakcumaibHasi CKOPOCTD TOTJIOIICHUS BOIBI H

PAacTBOPEHHBIX B HEM BelIeCTB MpuxoauTcs Ha nuanazod 35 — 40°C (Mainali et al.,
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2014). Opgnako MakcuMallbHasi CKOPOCTb TPaHCIOpPTa MHUHEPAIbHBIX BEUIECTB OT
KOpHEH K HaJI3eMHBIM OpraHam HaOmronaercs mpu Temmeparypax ot 28 mo 38°C. Oto
CBA3aHO C TEM, YTO MMEHHO B 3TOM [Mamna3oHe, Kak YK€ ObUIO CKa3aHO BBIIIE,
ycwiuBaercs Tpancnupanusi pacteHuit (Kymosposa u np., 2007; KynosipoBa u 1p.,
2014), sBustomiascs TJIABHOW JBIDKYIICH CHIION TEPEIBMKECHUS MUHEPATbHBIX U
OpraHMYECKHE BELIECTB MEXKIY OTICIbHBIMA OpPraHaMu M TKaHSAMU pacTEeHUU
(OKonkesuu, 2001; Zyalalov, 2004; Beicorikas u ap., 2014). Bonee TOro, mockoibKy
pacTsKeHHe KJIETOK PACTeHMM HamnpsMyl 3aBUCUT OT TMIOCTYIUIGHHS BOJABI U
pacTBOpPEHHBIX B Hell MuHepalbHbIX BemecTB (Kynosiposa u ap., 2013), ontumanbHbie
TEMIEpaTypbl JJIs MIa3MOAECMEHHOrO TPAHCIOPTa COBMAJAIOT C ONTUMYMOM pOCTa
pacteHuil u HaxoasTcs B mpoMexyTke 20 — 25°C (Iamaneit, 2004).

Temneparypsl 38 — 42°C u Bblllle TPUBOAST K CHIDKCHHMIO TPAaHCIHMpAIlUU, a
CJIeIOBAaTENbHO, M K CHI)KEHHIO CKOPOCTH TpPAaHCIOPTa 3JEMEHTOB MHHEPAIbHOTO
NUTaHUS, CUHTE3UPYEMbIX B KOPHSIX, K OpraHam HaJ3eMHON 4acTu pacteHuit (Jones,
1998; XKomakesuu, 2001; Zyalalov, 2004; Nkkonen u ap., 2012; dpaniy3osa u ap.,
2013). [leiicTBHE BBICOKHX TEMIEPATyp BBI3BIBAET MOBPEkKACHUE KOPHEH, YTO SIBISETCS
elle OJHOW MPUYMHON 3aMeNJICHUs] WIIM TIOJHOTO MPEeKpalleHusl Mpoliecca MOrIomeHus
(Bassirirad, 2000; Reynolds et al., 2007; Wahid, Close 2007; Giri et al., 2013; 2017). ¥
TEIUTOTIOOMBBIX PAcTEHUM TOBPEXKIEHUE KOpHEH Yyxke mpu Ttemmeparypax 35°C
OPUBOJUT K CHWKCHHIO TIOCTYIUIGHHSI B pACTEHHUS JKejle3a M TaKuX BaKHBIX
MaKpOdJIEMEHTOB, Kak a30t, ¢ochop m xammit (Giri et al., 2013; 2017). Kpome Toro,
NEHUCTBUE BBICOKMX TEMIIEpAaTyp OrpPaHUYMBAET IIOCTYIUIEHHE M  TPaHCHOPT
HEOOXOAMMBIX XMMHMYECKHUX OJJIEMEHTOB II0 PACTCHHUIO BCIEJICTBUE CHUKCHHS
aKTUBHOCTH OenKoB, ydacTBymomux B ux Ttpancmopre (Giri et al.,, 2013; 2017).
OTME4YeHO TaKkXKe, 4YTO JEHCTBUE BBICOKUX TEMIEPATYpP HPHUBOJUT K CHUKEHHIO
MIOTJIOIIEHHSI a30Ta y COM U STYMEHS M CHUIKCHUIO WX MpoayKTHBHOCTH (LlexmelcTpyk u
ap., 2016; XokonoBa, Tepenrbes, 2017).

Takum oOGpa3oM, HECMOTPS HA MAJOYHUCICHHOCTh JAHHBIX O BIUSHHUHU BBICOKHX
TEMIEpaTyp Ha MHUHEpaJIbHOE NUTAHWE PACTEHUM, OUYEBUAHO, YTO MPHU CIUIIKOM

HMHTCHCHUBHOM n/unm MMPpOaOJIZKUTCIIBHOM BBICOKOTCMIICPATYPHOM BOBHCﬁCTBHH
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IIOTJIOIICHUC OOJBIIMHCTBA HanOOJIee BaXKHBIX MaKpoO- U MHUKPOSJICMCHTOB CHUKACTCA,
a HUX HCAOCTATOK B PACTCHUHM HCTATHUBHO OTPAXaC€TCA Ha BCCX APYIuUX

dbusmnonorunueckux npoieccax (Aposnos, Kypen, 2003; butronkuii, 2005).

buoxumMunyeckue peakuuy pacTeHUH HA JeHCTBUE BHICOKON TeMIepaTyphbl

K d4mcimy xapakTepHBIX HM3MEHEHUH B KIETKE IIPU BO3JICHCTBHUU BBICOKHUX
TEMIIEPATyp OTHOCSATCSA: W3MCHCHHS B MEMOpPaHHBIX CTPYKTypaxX W IIUTOCKEJICTE,
pEMOJICTMPOBAHKE XpOMaTHHA, W3MEHEHWE KoH(opMmanuu OeTKOoB, HAPYIICHHE WX
CHUHTE3a W YCWICHHE pacliajga, U3MCHCHHE CKOPOCTH MOHHBIX MOTOKOB M Pa3JIMYHBIX
OMOXMMHUYCCKUX PEaKIMil, HAKOIUICHUE CUTHAIBHBIX MOJICKYJ Pa3IndHON MPUPOIHI,
obpazoBanne A®K, akrtuBusanms aHTHOKcHaaHTHOH cuctembl (AOC) u T. 1.
(Tapuesckuii, 2001; Tuteja, Sopory, 2008; Komnymaes, Kapnen, 2010; Grover et al.,
2013; Hasanuzzaman et al., 2013).

MemoOpannbie qunuabl. OOIIENPU3HAHHO, YTO MOJJEPKaHUE IIEIOCTHOCTU U
TEKy4ecTH MeMOpaH umeeT QyHAaMeHTAIbHOE 3HAYEHHUE JJIs BBDKUBAHUS PACTCHHM B
YCIIOBHUSX JEHCTBHS BBICOKMX Wi HU3KuUX Temmeparyp (Levitt 1980; Sakai, Larcher
1987; Wallis, Browse 2002). Kak u3BeCTHO, IOJ BIMSHHEM BBICOKOH TEMIIEPATYpPhI
¢usznueckre CBONCTBA MEMOpPAHHBIX JIMIUIOB HW3MEHSIOTCS, U O9TO MPUBOAHUT K
yBennuenuio ux Tekydectu (Horvath et al.,, 1998; Falcone et al, 2004; Los, Murata,
2004; Konigshofer et al.,, 2008). Ilostomy ycTOHYHMBBIE K JICHCTBHIO BBICOKHX
TEMIIEpaTyp pACTEHUS W PACTCHUSA, AKKIMMATHU3UPOBAaHHBIE K TIOBBIIICHHOW, HO
(M3HOIOrMIECKON TeMIIepaType pocTa, YacTo 00JIaar0T 3HAYUTEIIBHO 00JIee BHICOKUM
CoJIepKaHNEM HACBHIIIICHHBIX JKUPHBIX KUCIOT B JIMMKJAX MEMOpaH MO CPaBHEHUIO C
qyBCTBUTEIBHBIMU U HEaKKIMMaTH3UpOoBaHHbIME pacTeHusmu (Saidi et al., 2010; Niu,
Xiang, 2018). B cBoto odepenb, COCTOSHUE JIMITUIHOTO OUCIIOSN MEMOpaH BIHSET Ha
AKTUBHOCTh ~ MEMOpAHOCBSI3aHHBIX  OCJIKOB, TMPEJCTaBICHHBIX, B  YaCTHOCTH,
pa3sTUYHBIMA ~ TPAHCIIOPTEpPAMH, HOHHBIMH  KaHAJlaMH, aCCOIMUPOBAHHBIMU  C
peuentopamu nporenHkuHazamMu (Ruelland, Zachowski, 2010; Digel, 2011) wu
cencopubiMu Oenkamu (Horvath et al.,, 1998; McClung, Davis, 2010; Cybulski, de
Mendoza, 2011).
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Honbl kaabuusa. BenencrBue OEeWCTBUSA BBICOKMX TEMIIEPATYP NEPECTPOUKAMU
JUTIATHOTO OUCIO0sI MEMOpaH CIOCOOHBI BBI3BIBATH MOCTYIUICHWE MOHOB KaJbIUs U3
MEXKKJIETOYHOTO  MPOCTPAHCTBA W JHAOIUIA3MAaTHYeCKOro  petukyiyma (OP)
(BHYTPUKIIETOYHOTO JENO KalblUg) B IUTOIIa3My. llpum 3TOM TOBBINICHHE
KOHIICHTPAIIMM HMOHOB KaJblIMsl B LUTOIIa3Me (mpubau3uTeabHo B 2-4 pasza 1o
CPaBHEHHUIO C OOBIYHBIMHM YCIOBUSMH) MPOUCXOJUT OYEHb OBICTPO, HAMpPUMEDP, B
uTorasme kiaetok Arabidopsis thaliana L. uau Physcomitrella patens (Hedw.) Bruch
& Schimp. B Teuenue 3-5 MuH oT Havasa noBwiIeHUs Temreparypsl (Saidi et al., 2009;
Finka et al., 2012; Gao et al., 2012). Ho 4yepe3 HECKOJIBKO MUHYT YPOBEHb KaJbIUs B
IIUTO30JIC HAYMHACT CHIDKATBCS, JaXKE €CIU BBICOKAas TeMmIepaTypa IpooIKaeT
neiicteoBate (Saidi et al.,, 2009; Finka et al, 2012). Ilpemnonaraercs, 4YTO
IPOJOJIKUTECIIBHOCTD MOCTYIUICHUSI HOHOB KaJIBIIMSI BHYTPh KJIIETKU B TCUCHUE MEPBBIX
MUHYT  TIOCJIC  TIOBBIINICHHWS  TEMIIEpAaTypbl  OMNpeACNIIeT e¢  OTBeT  Ha
BeICOKOTeMIIepaTypHbie Bo3aeicTBus (Reddy et al, 2011; Wu et al., 2012; PuxBanoB u
ap., 2014; Lin et al., 2014): kpaTKOBpEMEHHOE MOCTYIJICHUE MOHOB KAJIBIUS B KJICTKU
OpUBOAMT K cHHTe3y OenkoB TtermaoBoro imoka (heat shock proteins — HSP) u,
CJIeIOBAaTEIbHO, K TIOBBIIIEHUIO TEIUIOYCTOMYMBOCTH KJIETOK, a JJIUTEIbHOE
HOCTYILICHUE HOHOB Kablius — K ux rudenu (Saidi et al., 2009; Puxsanos u ap., 2014).
Crnemyer OTMETUTh, YTO TOBBIINICHHE YPOBHS KaJIbLUSg B IUTOIUIA3ME TMPUBOAUT K
AKTUBAIIMK KaJIbIMH-CBA3BIBAIONINX OCIKOB (KAJIbMOIYJIMHA W KaJbIMI-3aBUCUMBIX
nporenHkrHa3 (calcium-dependent protein kinase — CDPK) (Sangwan et al., 2002,
Mittler et al., 2012; PuxBanoB u ap., 2014). CDPK, B cBow ouepelb, CIOCOOHBI
B3aMMOJICICTBOBATh C MHUTOICH-aKTUBUPYEMBIMU TPOTEHMHKWHA3aMu  (mitogen-
activated protein kinases — MAPK) (Sangwan et al., 2002; Mittler et al., 2012). MAPK
¥ KaJbMOJYJIMH — 3TO YYACTHUKH KacKaja Peakifii, KOHEYHBIM PE3yIbTaTOM KOTOPBIX
SIBJIICTCSL aKTHBAIUS TPAHCKPUMIMOHHBIX (akTopoB (TD), a 3areM CHHTE3 MOKOBBIX
oenkoB (ITorexuna, Hagexauna, 2002; Link et al., 2002; Ranty et al., 2006).

AKTHBHBIe (opMbl KucJopoaa. JlelicTBue HeOIaronpusaTHLIX (pakTOpoOB
OKpYKaIoIel Cpeabl MPUBOAUT K yCuiaeHU0 obpa3zoBanus ADK B KiIeTkax W TKaHAX

pactenuii (Komymaes, Kapmen, 2010; KpecmaBckuit u ap., 2012; Ilaposa, 2016).
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OcHoBHbIMM mnpuunHamMu reHepauun A®K cuutaeTcs pa3oOlIEeHUE BIIEKTPOH-
TpaHCIOpTHOW Iienu B xjoporiactax u mutoxouapusx (Neill et al., 2002; Mori,
Schroeder, 2004; Slesak, 2007; Konymaes, Kapmern, 2009; Sharma et al., 2012).
[lomumo »sToro, obpazoBanue ADK mnpoucxogur B MepoKCHCOMAax, IUTO30JI€ H
anorutacte (Ilomecckas, 2007). JIpyrum mexanu3mom ycuieHHoOro HaxkoruieHuss ADK
ABIIgeTCs Kanbuui-3aBucumast aktupauus ADK-renepupyromero ¢pepmenta HAJIOH-
oKcHIa3bl iasmarnyeckoit memopansl (Komymaes, Kapner, 2010; Chou et al., 2012).
YmMmepennas reHepanusi ADPK B KiIeTkaX pacTeHUM, BBI3BAHHAS ITOBBIIIICHUEM
TEMIIEPATypPhl OKPYIKAIOMIEH CpEIbl, NMPUBOJMWT K 3aIyCKy 3allUTHBIX MEXaHHU3MOB.
A®K BIHAIOT Ha YPOBEHb IKCIPECCUU TE€HOB, KOJIUPYIOIIMX CTPECCOBBIE OCNKH, U
perynupytot aktuBHOCTE TD (Apel, Hirt, 2004). bbuto moka3aHo, 4TO IpH BO3ACHCTBUN
BBICOKOM TeMIIepaTypbl MEPOKCH BOAOpoaa, obpasyromiuiics y Arabidopsis thaliana,
y4acTByeT B akTuBanuu (hakropoB teruoBoro moka (heat shock factors — HSF) kiacca
A (Davletova et al., 2005; Miller, Mittler, 2006; Kotak et al., 2007). O6paboTka
pactenuit H,O,, Taxxke mpuBogmna k Hakoruienunto MPHK OenkoB TermoBoro moka
(BTILU) wmmu heat shock protein (HSP) — HSP17,6, HSP18,2 u aByX HHUTO30JbHBIX
ackopOatnepokcuaaz — APX1 u APX2. OnHako B MPUCYTCTBUU aCKOPOMHOBOW KUCIOTHI
i uarnouropa Hakormtenus A®DK — DPI (diphenyleneiodonium chloride) uaaykius
CHHTE3a JTHUX TeHOB pe3ko cHmwkamack (Volkov et al.,, 2006). HnarepecHo, 4Tto
HE3HAYUTENIHbHOE TOBBIIICHWE KOHIICHTPAIMH IMPOIYKTOB OKHCIHUTEIBHBIX MPOILIECCOB
pPU BBICOKOTEMIIEPATYPHOM BO3JECHCTBUHM MOXET TAaKXKE SBISETCS TPUTTEPOM ISt
MOCIIEAYIONICH aKTUBAIIMH 3alIMTHBEIX MexaHu3MoB pactenus (Wang et al., 2014). beuto
BBICKA3aHO TMPEANONOXKEHHE, YTO O0pa3ymluecss TpHU BBICOKOTEMIIEPATYPHOM
BO3JICUCTBUM TPOAYKTHl TMEPEKUCHOTO OKUCICHUS TMEPEKII0YaloT Te€HOM Ha HOBBIN
pexxum skcnpeccun  (Kypranosa, Becemo, 1999). Hamnpumep, OKCHJIMIHHBI
WHIYIUPYIOT SKCIPECCHI0 T€HOB, Komupyronmx (ocdaraspl, kuHazel 1 T (Thoma et
al., 2003; Loeffler et al., 2005; Grun et al., 2007). Tem He meHee, ADK sBnsroTcs
OCHOBHOW NPUYMHOW TMOBPEXKACHUA PACTEHUM, TaK KaK Y4YacTBYIOT B IpolEeccax
OKHUCJICHHSI MEMOpPaHHBIX CTPYKTYp. [lpu Goree MHTEHCHBHOM BBICOKOTEMIIEPATYPHOM

Bo3aercTBun ypoBeHb ADK cranoBuTCs eme Bblme. B 3TOM ciiydyae mpoucxomgut
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HEeoOpaTUMOe TOBPEKIECHUE MeMOpaH, HaKaIUIMBAIOTCS MPOAYKTHl IEPEKUCOrO
okucnennss maunupos (ITIOJI) (Kong et al., 2016). IIOJI o00buHO AOCTHUTACT
KpUTHYECKOTrOo ypoBHs mnpu Temneparypax 40 — 45°C (Khan et al., 2017). Hakoruienue
npoayktoB IIOJI, B ToM wuymciae u ManoHOBbd mguanpaerua (MIA), sBiastorcs
CJIeICTBUEM pa3pylieHus: MeMOpaHHbIX CTpYKTyp. IIpoayktel I1OJI mMoryt BhI3BIBaThH
neHatypamuto 6enkoB u HykienHoBbix kuciot (Gill, Tuteja, 2010). BenencrBue 3toro
HAKAIUIMBAIOTCS TOKCUYHBIC JUIS KJIETKM TMPOJAYKTHI OKHUCIEHHUS, TaKue, Kak
oKcHIMIUHBI ¥ okucieHHble mentuasl (Chmielowska-Bak et al., 2015). ITo HekoTopbiM
NOpENNoNoXKEeHUsIM, Hakomienne MJIA Hapsiay ¢ yCUJIEHHOM TeHepauuend MepoKCH
BOJIOPOJIa SIBJISIETCS OJIHMM M3 Ba)XHBIX MEXaHU3MOB Ipoliecca CTapeHUsl pacTeHHi, a
JIEHUCTBUE BBICOKUX TEMIIEpaTyp MPUBOAMT K €ro yckopeHuto (Sung, Jeng, 1994).
AHTHOKCHAAHTHBIE (pepMeHThI. ONMCaHHBIE BBIIIIE OMOXUMUYECKUE U3MEHEHUS
B PACTEHUSX MPH JCUCTBHUU BBICOKHX TEMIIEPATYpP, MPHU YCIOBUH, €CIM HHTCHCUBHOCTH
BO3JICMICTBUI HE OYEHBb BBICOKA, 3aIIyCKAIOT KAacKaJ PEakKlfil, MPUBOASLIIMX B KOHEUHOM
UTOre K aKTUBAIIMM MEXaHW3MOB YCTOMYMBOCTU pacTeHuil. K TakuMm mexaHuszmawm, B
YaCTHOCTH, MOXHO OTHECTHM U3MEHEHUs cocTosgHusl akTtuBHOocTH AOC. OpHako
UMEIOIINECS JaHHbIE, HAIIPUMEp, Kacaloluecss aKTUBHOCTH Pa3HbIX aHTHOKCUIAHTHBIX
(bepMEHTOB pacTeHHI MPH ICUCTBUU BBICOKUX TeMIIEpaTyp HEOTHO3HAYHBI. Y PacTEHUM
Poa pratensis L. gepe3 1 — 21 cyr aetictBus temnepatyp (38/30°C neHb/HOYB)
aktuBusupyercs cynepokcupaucmyraza (COJ]) u karamaza (KAT), torma kak mnpu
Oomee JIUTETBHBIX BO3EUCTBHUAX 21 — 28 CyT aKTUBHOCTH 3TUX (EPMEHTOB, HA0OOPOT,
CHUXaeTcd, HO akTuBH3UpytorTca mnepokcuaasbl (I10). V ueueBuibl TemmnepaTypbl B
nuanazone oT 30 go 40°C npuBomsat k  aktuBuzamuu  KAT, COJl wu
ackopOatmepokcuaasbl, a Oonee Bbicokue Temmeparypbl (40 — 50°C) cHmWKaroT uUx
aKTUBHOCTb. AKTUBHOCTh [IO W riayTaTHOHpENyKTa3bl, HAMPOTHB, CHIXKAECTCS MPHU
neiictBuu Bcex uccienyembix temrepatyp (Chakraborty, Pradhan, 2011). ¥V suamens
TeMreparypsl B quamna3one ot 0 1o 40°C, neiicTByrouye B TeueHUE 2 AHEH, B MEHbIIEH
crerneHu Biusian Ha akTuBHOCTh CO/l, yeM Ha aktuBHOCTH KAT. IIpn Temnepartypax ot
15 mo 35°C mnabmomanach MakcuManbHas akTuBHOCTH KAT, Torma kak nmipu

TCMIICPATypax BBIIIC HJIWM HHUKE IOTHX 3HAUCHUN aKTUBHOCTD CI)CpMeHTa CHHMIKaAJIaChb
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(Mei, Song, 2010). N3y4yenune 4 reHOTUIIOB paCTCHHM Malla MoKa3ajio, YTO B OTBET Ha
neiictBue BbICOKUX TeMmiepaTyp (30°Cx24 4 — 50°Cx2 gy unm 30°Cx24 4 — 40°Cx1 4
— 50°Cx2 4) aktuBHOCTh CO/I, I1O n1 KAT M0XeT Kak CHU)KAThCS, TaK U MOBBIIIATHCS
B 3aBUCHUMOCTH OT YYBCTBUTEJIILHOCTH I'€HOTHUIIA PACTEHUI K BBICOKOHM Temriiepatype. B
[EJIOM Y YCTOMYUBBIX PpACTEHHH aKTUBHOCTh OTUX (PEPMEHTOB BHIIIE, YEM Y
qyBCTBUTENBHBIX (Mansoor, Naqvi, 2013). ¥V niieHuisl B OTBET Ha JIEUCTBUE BBHICOKHUX
TEMIIepaTyp yaille HaOJI01aeTCs TOBBINICHUE aKTUBHOCTH OCHOBHBIX (hepMeHTOB AOC
(COJ, KAT, I1O) (Badawi et al., 2007; Kumar et al., 2012; Balla et al., 2013; Gupta et
al., 2013; Ibrahim et al., 2013; Caverzan et al., 2016). Tem He MeHee, B IUTEpaType €CTh
JTAaHHBIE, CBUJICTEIILCTBYIOIIUE O TOM, YTO IMOBBIIIEHUE TEMIIEPATyphl OKpPYKarolien
cpeasl (ot 25 o 40°C) B mepuoj HalIMBa 3€pHA MPUBOJIUT K CHIKCHHIO B JIMCTHSX
aktuBHOCTH 3THX (pepmentoB (Liu et al., 2006). YMeHbllIeHHEe WX AKTUBHOCTH IPH
JEWCTBUM BBICOKUX TEMIIEpaTyp MOXKET yKa3bIBaTh Ha TO, YTO 3TH PACTCHHS SIBISIOTCS
YyBCTBUTEJIBHBIMH K BBICOKOTEMIIEpaTypHOMY BozjaeiicTBui0 (Almeselmani et al.,
2009). Heob6xommmo otmeTtuth, uTo B IieioM oTBeT AOC Ha HeOnaronpusTHbIC
BO3JICUCTBHUS 3aBUCHUT OT MCXOJIHOTO YPOBHSA aKTHUBHOCTH (pepmeHTOB AOC, KOTOPBIH,
B CBOIO OYepe/ib, onpeaesieTcs: GU3HoIOrHueCKUM cocTossHreM pactenus (Janda et al.,
2003; TTonecckas, 2007).

O6o00mmast Bce BBIMIEU3IIOKEHHOE B pasaene 1.1 MOXHO 3aKIOYHTh, YTO
BBICOKOTEMIIEPATYPHBIC BO3JCHCTBHS TNPHUBOAAT K 3HAYHUTEIbHBIM HW3MEHCHUSIM B
(H3HOIOTMIECKUX M OMOXUMHUYECKHUX IMPOIECCaxX y pacTeHUH. DTH M3MEHECHHS MOTYT
SBISITRCS YaCThIO 3AIIUTHBIX PEAKIUA WIH OBITh MPOSBICHUEM ITOBPEKICHHS

pacTEHUM.
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1.2. MoJiekyasipHO-TeHeTHYEeCKHEe OCOOCHHOCTH PpeaKuuid pacTeHMil Ha
AeHCTBHE BHICOKOI TeMIIEPATyPhI
1.2.1. Ponp crpeccoBbiXx (IIOKOBbIX) 0eJKOB B (opmupoBaHuu
TeIUIOYCTOMYUBOCTH PACTCHUHl NPH BBICOKOTEMIIEPATYPHBIX
BO3/1efCTBUAX
1.2.1.1. Bejaku Teni0BOro moka
[loBblIEHNME TEMNEPATYpbl OKPY)KAOUIEW Cpeabl BBI3BIBAET HE TOJBKO
($U3M0I0r0-0MOXUMHUECKHE, HO U CEPbE3HBIE MOJIEKYJISIPHO-TEHETUYECKUE U3MEHEHUS,
[JIABHBIM W3 KOTOPBIX, OYEBHUJIHO, SIBISETCS PENPOrpaMMUPOBAHHUE F'€HOMA KIETOK, B
pe3ysbTaTe KOTOPOrO0 HMHAYUUPYETCS W/WIM YBEIUYMUBACTCS CUHTE3 OJHUX OEIKOB
(damie BCEro CTPECCOBBIX) M CHIKAETCA CUHTE3 Ipyrux O0enkoB (puc. 1). B HacTosmee
BpeMsl CUMTAeTCsl, YTO CHHTE3 CTPECCOBBIX OEJIKOB HIpacT BaXHYI0, BO3MOXKHO,

KIIFOUCBYIO POJIb B (1)OpMI/IpOBaHI/II/I y paCTeHI/Iﬁ MMOBBILLICHHOM TeHHoyCTOﬁqHBOCTH.

O6wmi HSP70
6uocuHTe3 B yutonnasme
A 6enka
/ HSP70

/ B AAPbILIKE

¥

12

3kcnosuuyma, 4

Puc. 1. 3meHenus cuHTe3a 0eika B KJISTKaX )KMBBIX OPTaHU3MOB B OTBET Ha JICKHCTBHC
BBICOKHX Temnepatyp (mo: Mansimes, 2012).

TpanckpunuuoHHble  (aKTOopbl.  AKTHBH3AaLUMUS  JKCIPECCHM  T'E€HOB,
OTBETCTBEHHBIX 32 CHHTE3 OeIKOB TerutoBoro moka (HSP), seisieTcss oHON U3 TIEpBBIX
HecneMpUUEeCKUX peakluil pacTeHUuil Ha JeHCTBHE HEOIarompuUsTHBIX TeMIepaTyp

(Uupxoma, 2002). B aktuBammu TpaHCKpUNIMU TeHOB HSP ydacTBYyIOT paznmuyHbIe
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CUTHaJbHBIE MoOJIeKyNbl (voHbl Kanbiusi, ADPK u ap.) u TO. U3BecTHO, u4TO B
npomotope reHoB HSP HaxomauTcss KoHCcepBaTHBHAs MOCIEA0BATENBHOCT -5'-aGAAg-
3', mosiy4MBIIasi HA3BAHUE «JIEMEHT TEIUIOBOIO IIOKa». TpaHCKpUILIMOHHBIE (PAKTOPbI
teruioBoro 1moka (HSF) B3aMMOACHCTBYIOT C 3THMH JJICMEHTAMH W TEM CaMbIM
aktuBupytot cuate3 HSP (Baniwal et al., 2004; Kotak, et al., 2007; Kocakosckas, 2008;
Xue et al., 2014 a). Kpome TOro, 3jJeMEHTHI TEIUIOBOTO IIOKa OOHApPYKEHBI W B
IPOMOTOpax IeHOB, Koaupyrommx (pepmeHT ackopoOarmepokcuaazy (APX1, APX2) u
Td — zinc finger of arabidopsis thaliana 12 (ZAT12) (Mittler, Zilinskas, 1992;
Storozhenko et al., 1998; Miller, Mittler, 2006). MoxHo mnpeamnonoxutb, uro HSF
PETYIHMPYIOT TPAHCKPHUIITMOHHYIO aKTHBHOCTh HE TOJbKO TeHOB HSP, HO m npyrmx
0cykoB ((hepMEHTOB), YYaCTBYIOIIUX B 3aIIUTHBIX PEAKITUH PaCTUTEIBHBIX KIICTOK.

Pactenust umerot 6osee 20 HSF (Baniwal et al., 2004; von Koskull-Doring et al.,
2007), xotopsie oTHOCATCS K HeckonbkuM kiaccam (A, B u C) (Qu et al., 2013).
[Mpeanonaraercs, yro HSFAL (Heat stress transcription factor A - 1) sBasieTcst oqHUM
U3 TIABHBIX PETYISITOPOB OTBETa KJIETOK pACTEHUH Ha BBICOKOTEMIEPATYPHOE
BozneiictBue. beuio nmokazano, yuto HSFAI perynupyer skcnpeccutro npumepHo 65%
HHAyIUpyeMbIx TeruioM redoB y A. thaliana (Liu et al., 2011). CymiecTBeHHO, YTO
U3MEHEHMsI B OKcIpeccu pas3nuuHbix HSF B kimeTtkax pacteHuii mpu JeMCTBUU
BBICOKHX TEMIIEpPATyp 3aBHUCIT OT MPOJOJDKUTEILHOCTH TEMIIEPATypHOTO BO3JEHCTBHUS.
Hanpumep, B HavanbHbiil niepuon (1,5 — 5 4) BO3AEHCTBUSL BBICOKON TeMMeEpaTyphl Y
MIIEHUIBI ycunuBaeTcs skcnpeccust reHoB HSFA2, A4, A5, A6 u A7, B To BpeMs Kak
skcripeccus HSFAL, A3, A8, maoboport, camkaetcs (Xue et al., 2014 b).

beaku TemnoBoro moka. Muorue HSP (QyHKIMOHUPYIOT Kak MOJICKYJSpHBIC
[anepoHbl, T.€. YYaCTBYIOT B YIAKOBKE HOBBIX OCIKOB M JAerpafaludl W/WiH
BOCCTaHOBJICHHH TTOBPEKACHHBIX 0eakoB. Kpome Toro, HSP sBisroTCS KOMITOHEHTaAMU
CHUCTEMBI PCICTIIMA TIOBBIINIEHHON TeMIepaTypel. B  OTCYTCTBHM CTPECCOBOTO
BozzaeiictBust HSP (HSP70 u HSP90) cBsizansl ¢ HSF. CortacHo KiraccH4ecKoi cxeme
BOCIIPHSITUSL W TIEpEladydl BBICOKOTEMIIEPATYPHOTO BO3ACHCTBUS, ICHATypUPOBAHHBIC
O€JIKM, TIOSIBUBIITUECS B KJIETKE B OOJIBIIIOM KOJUYECTBE MPH MOBBIIICHHH TEMIIEPATYPHI

OKpyXaroleid cpepl, B3auMoicicTByiOT ¢ komiuiekcom HSP70/HSP90/HSF. B
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pesynabTtare HSF 0CBOOOXKIAIOTCS W aAKTHUBUPYIOT OHKCHOpPECcCHIo pasznuyHbix HSP
(Yamada, 2007; IIumosa u nap., 2008; Kadota, Shirasu, 2012).

B 3aBucumoctu 0T MojekyiasipHoit Maccel HSP pazgensitorcss Ha 5 rpymi:
HSP100, HSP90, HSP70, HSP60 u nuskomonekysasspabix HSP (SHSP) (Al-Whaibi,
2011). Dtu Oenku COCPEAOTOYEHBI B pa3HBIX KOMIAPTMEHTaX KIETOK (LUTO30II€,
MUTOXOHJIpUAX, XJoporuiactaXx, OP) W BBINOMHSAIOT pa3iduHble (QYHKIUM Kak B
YCIOBUSAX TEMIIEPATYPHOTO CTpEcca, Tak U B 0OBIYHBIX ycioBusx (Zhang et al., 2015).

HSP70. B mHacrosiiee Bpemsi caMblM HW3YYEHHBIM CEMEWCTBOM SIBIISIETCA
cemeiictBo HSP ¢ monekynsipuoit maccoit 70 k/IA. HSP70 — 6omnbiias rpymnna Genkos,
npucyuiasi mouTH BceM KUBBIM opranu3mam (Boorstein et al., 1994; Usman et al.,
2014). HSP70 siBrsieTcsi OCHOBHBIM MOJICKYJISIPHBIM IIANICPOHOM, MTPAIOIIMM BEAYIIYIO
poJib B 3alIMTe OT OOJBIIOrO KOJUYECTBA BUIOB CTPECCOPOB M B BOCCTAHOBJICHUU
kierouHoro romeocrtaza (Ray et al., 2016). MaTepecHo, uTo OEJNKH ATOrO CEMEMCTBA
Omarogapsi cBoedt 3-moMeHHOW cTpykTrype (AT®da3zHbiii N-IOMEH, THIPOJIU3YIOUIHMA
AT®, cyGcTpaTHbIii S-0MeH, CBs3bIBatOIIMiics ¢ Oenkamu u C-I0MeH, 00pa3yomuii
KPBIIIKY» i CyOCTpaTHOTO JOMeHa) o00pa3yroT enuHblii AT®a3HbIA LUK,
HEOOXOMUMBIN I TPUCOSAMHEHUST W OTCoeNuHeHus Oenka-kinueHTa (Marnbiies,
2012). B 3aBUCHUMOCTM OT TOTO, C KaKMMH KOIIAEpoOHAMH U IIalepoOHaAMH
B3aumopeictesyer ATdasupiii 1mukn HSP70, on moxer oOecrneuuBaTh (POJIIUHT,
pedbonauHr WM Jerpajanuio  JApYyrux  OenKoB, T.e. Ojaromaps MHOXECTBY
KoIlIanepoHoB, padoTaronux coBMecTHO ¢ HSP70, 1 HECKONIBKUM CJI0XKHBIM CHCTEMaM
nepexitodeHus, Gpyakuuu HSP70 moryr mensarbcs (Manbimes, 2012). Tak, B omHux
cinyyasx AT®azubiii muka HSP70 nmpegorBpamiaeT arperaiuio BHOBb CUHTE3UPYEMbBIX
MIOJIUTICTITU/IOB ¥ YaCTUYHO JICHATYPUPOBAHHBIX OEIKOBBIX MOJIEKYJ, B IPYTUX CIydasx
y4acTBYeT B MPOTEOJUTHUECKON JIETPaallid HEOOPATUMO TTOBPEKICHHBIX OCIIKOB U UX
TpaHcnopte K jau3zocomam u nporeacomam (Komymaes, Kapmen, 2010; Mansiies,
2012). ®dyakmum HSP70 Takke MOTYT 3aBHCETh M OT MX JIOKAIM3AIlMK B KJIeTKe. Tak, B
nojocth  OP  pacmonaraercs TpaHcMemOpaHHbId — manepon HSP70 —  BIP
(binding immunoglobulin protein) — o0s3areapbHBIE KOMIIOHEHT CHCTEMBI KOHTPOJIS

kauectBa Oenka (Iwata, Koizumi, 2012). V pacrenuil nepua muTOIIa3MaTUYECKUN
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HSP70 (CaHSP70-1) ygyacTByeT B mepelade CHTHaJla O CTPECCOBOM BO3JCHCTBHH M
COOTBETCTBEHHO B (DOPMUPOBAHUM OTBETa Ha BBICOKOTEMIEparypHblid cTpecc (GuO et
al., 2014). Y puca B ycJIOBHAX BBICOKOTEMIIEPATYpPHOIroO crpecca ractuaabsii HSP70
(HSP70CP1) mneoOxomum it pasButus xjopormiactoB (Kim, An, 2013), a
MUTOXOHIpUanbHbli MtHSP70 monapisieT pa3ButHe NporpaMMUpPYEMOUN KJIETOUHOM
rubenn (IIKI) Onaromapss cmOCOOHOCTH — PEryaupoBaTh  MUTOXOHAPUAIBHBIN
MeMOpaHHBIM MOTEHIMan U MHruOupoBath Hakomienue ADK (Qi et al., 2011). Ilo-
BUJIUMOMY, Oyarojapsi TMEPEUYHUCICHHBIM (DYHKIUAM OSTU O€JIKU  3allUIIaoT
pacTUTENbHbIE KJIETKH OT HEOJarompusTHOTO BO3JEHCTBHS BBICOKHX Temrepartyp (Al-
Whaibi, 2011) 1 OT UHAYIIUPOBAHHOTO UMM OKUCIIUTEIBHOTO MOBPEXACHUS (Scarpeci et
al., 2008; Montero-Barrientos et al., 2010).

HSP90. Eme omnoit BaxHo¥ rpymmou HSP sBnsercs cemeiictBo HSP ¢
mosekyssipHoit maccort 90 kJIA. Conepkanue B kietke HSP90 naxe B oTCyTCcTBUU
CTPECCOBOTO BO3JIEUCTBHUSI OTHOCUTEIBHO BETUKO — 1-2% OT CyMMBI BCeX IIUTO30JIbHBIX
oenkoB (Kozeko, 2010; Usman et al., 2014), 9ro yka3bIBaeT Ha UX 3HAYUTEIILHYIO POJIb
B TMOJACPKAaHUU HOPMAIBHOM KU3HEIEATEILHOCTH IYKApPUOTHUYECKUX KIIETOK. benku
JIOKAJIM30BaHbl B PA3IMUHBIX CTPYKTypax KieTku. [Ipu 3ToM, naxke Haxo[sich B OJHOU
opraHeijie, = OHM  HMMEIOT  OOJbIIOE  KOJMYECTBO  pa3lMyHBIX  H30(opM,
XapaKTEePU3YIOIINXCS HEOJMHAKOBON (PYHKIIMOHAJIBHOW aKTHMBHOCThIO. Hampumep, B
uTo3oje Kietok y pactenuit A. thaliana wusodpopmsr AtHSP90.1 u AtHSP90.3
MOKA3bIBAIOT Pa3HyI0 MIANEPOHHYI0 akTUBHOCTH: y AtHSP90.3 ona Bblle, uem y
AtHSP90.1 (Cha et al., 2013). OTimmuuTenbHOl ocodeHHoCcThI0 HSPI0 siBnsieTcst TO, 9TO
OHM CHEIU(PUISCKH OCYIIECCTBISIOT (OJIAUHT U PErYIUPYIOT KOH(POPMAIMIO psiaa
0eNIKOB pa3HbIX cHUTHaNBHBIX myTel kieTku (Koszeko, 2010), B 4aCTHOCTH, pEIENITOPOB
CTEpOUIHBIX TOPMOHOB Y JKHBOTHBIX U CUTHaIbHBIX KMHA3 (Xu, Lindquist, 1993; Goes,
Marthin, 2001). B o0brunabix ycioBusx HSP90 y4acTBYHOT BO BHYTPHKJICTOYHOM
TpPaHCIOPTE, MPU JECUCTBUHU BHICOKHX TEMIIEPATyp — B KJIETOUHOM I[UKIIE U LIUTOKUHE3E,
CBS3BIBAIOTCS C OENKaMU C HapyUIEHHOW CTPYKTYpOM M MepealoT UX IarnepoHaMm
(HSP70) nns penarypauuu uin nporeacomam s npoteoinsa (Koseko, 2010). Kpome

toro, HSP90 B3anMoaeiiCTBYIOT CO MHOTHIMH CHUTHAJbHBIMH MOJIEKYJIAMH, TAKIMH KaK
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T® wu nporeuHkuHaszaMu. B CTIpyKType OTHX MOJIEKYJ MOIYT pacrojararbCs
«KapMaHbI» WJIU «paclIeJMHBD C aKTUBHBIMU yuacTkaMu. B orcyrctBue HSP90 y stux
«pacieNuH» TMOSBISIETCA TEHACHIUS K «PACKPBITUIO», UTO TPUBOJUT K OBICTPOI
nerpaganuu 6enka. HSP90 nmpu B3aumMonecTBUM ¢ TaKUMH MOJIEKYJaMU YAEP>KUBAET
ux B cTabmibHOM coctosiHum (Pratt et al., 2010). CymiecTByeT Takke MpeANoI0KeHHE,
yro HSP90 cnocoben nepekmtouate ATdazubiii numkn HSP70 ¢ perpamanuu Ha
dboNIUHT, 32 CYET Yero peryaupyeT (PyHKIUU CUCTEMbl BHYTPUKIECTOYHOTO KOHTPOJIS
kauecTBa Oenka (Manpiues, 2012). Tlpu onTuManbHbIX TeMIepaTtypax, HO OJM3KUX K
BBICOKHMM 3akaymBatonium, HSP90 ctumynupyet poct pacrenuit A. thaliana, mockonbky
B oTuX ycrnoBusax HSP90 okaspiBaroT Biausinue Ha HakoruieHue Tirl (transport inhibitor
responsel) u Ttakum 0Opa3oM MpoOSIBISAIOT cebsi Kak perymsTop pocta (Wang et al.,
2016).

HSP100. benku ¢ monekynsapuoit maccor 100 x/la u BbImIe, Takke HEOOXOAUMBI
JUIS TIOBBINICHHS TeIloycToluuBocTH pactennit (Agarwal et al.,, 2002). Hampumep,
HSP101 pa3pymatoT 6eIKOBBIE arperaTbl, KOTOPbIE BOSHUKAIOT B KJIETKE MO BIUSHUEM
BbICOKUX TemmepaTyp (Agarwal et al., 2002; Usman et al., 2014). UccnenoBanus,
MPOBE/ICHHBIC HAa TPAaHCTEHHBIX M MyTaHTHbIX pacteHusx A. thaliana, mokaszamu, uTo
YPOBEHb TEIIOYCTOMYMBOCTH IOJOXKHUTEIBHO KoppenupyeT ¢ akcnpeccuert HSP101
(Hong, Vierling, 2000; Queitsch et al., 2000).

HSP60. HSP ¢ wmonekymspaoit Maccorr 60 x/la sBIseTcss MOJIEKYISPHBIM
manepoHoM. OTH O€JIKM 4YacTO Ha3blBalOT IanepoHuHamMu. OHHM HMEIOT CIOXKHYIO
YEeTBEPTUUHYIO CTPYKTYpY, OOpa30BaHHYIO JBYMS B3aWMOJCHCTBYIOIIMMH APYT C
JIPYTOM «KOJIBIIAMHY, COCTOSIIUMU M3 7-8 cyowenuuuin (MapuenkoB u np., 2006).
bnaromapss Takoit ctpykrype HSP60 cmocoOHBI Ha CBOMX MPOTHUBOMOJIOKHBIX
MMOBEPXHOCTSX MOMEPEMEHHO CBA3bIBATb U MHKYOMPOBATh OEJIKH, KOTOPBIE MOMJIEkKAT
ynakoBke (MenpHukoB, PotanoBa, 2010). IIpeamosiaraercs COBMECTHOE Yy4acTue
HSP60 u HSP70 B ynmakoBke pa3iandHbIx 0enkoB xioporiactoB (Usman et al., 2014) u
muToxoHapuii (Deocaris et al., 2006), B Tom urcie KIH04YeBOro (hepMeHTa aCCUMUIISIIIAN

CO; npu dortocunTeze pudymozoduchocharkapOokcmiaza/okcureHaza (Kocakosckasi,



33

2008). YcraHOBIIEHO, 4YTO B HEOJArompHATHBIX YCIOBHUSX coaepxkanue HSP60 B
KJIeTKax yBenuuuBaercs B 2-3 pa3a (MapueHkoB u jp., 2006).

SHSP. Bbuocunte3 nuskomosekymsipabix HSP (SHSP) naumnaercs B oTBeT Ha
JEHUCTBUE HEOIAronpusATHBIX (PAKTOPOB OKPYKAIOIICH Cpeabl W COMPOBOXKIACT
pa3BUTHE YCTOWYMBOCTH PACTCHUMU, MPU ITOM B TKAHSIX BETCTATHBHBIX OPTaHOB IPHU
00bruHBIX ycroBusAx SHSP He cuntesupyrorcs (Waters et al.,, 1996; Kocakosckas,
2008). IIpu temioBoM BozneiicTBuu SHSP 00pa3yroT arperaTHbie KOMIUIEKCHI ¢ MacCcon
ot 210 no 280 x/la u Bmecte ¢ HSP70 dopmupyroT rpanyisl temoBoro moka (I'TII)
(Kirschner et al., 2000). Opmnako cam MexaHu3M, Onaromaps koTopomy SHSP
3alIMINAIOT KIETKY, moutu He u3ydeH (Kocakorckas, 2008). M3BecTHo autib, yto SHSP
IIPY CTPECCE 3alMIIA0T MaKPOMOJIEKYIbl, B yacTHOCTU PHK, 1 yyacTBy10T B yrakoBke
HenpaBWIbHO cBepHYTHIX OenkoB (Kocakosckas, 2008).

B Hacrosmiee BpeMss B JIMATEpaType JOCTaTOYHO XOPOIIO HCCIIEIOBaHa
kpucrtamiorpadpudeckas ctpykrypa HSP16.9 (van Montfort et al., 2001). ¥V mmenuist
OHa MPEJCTaBIsET CO00N TUCKOOOPa3HYI0 CTPYKTYpPY U3 2 Koiell 1no 6 cyObequHuIl B
kaxxgom (van Montfort et al., 2001; ITanacenko u ap, 2003). Dtu GeNKH, MO-BUANMOMY,
HEIMOCPEJACTBEHHO YYacTBYIOT B (popMupoBanuu TeroycroiiuuBoctu (Yeh et al., 1997).
OO0 >TOM CBHIETCIBLCTBYET TOT (DaKT, YTO y TpaHCreHHBIX pacteHmii A. thaliana c
HOBBIIEHHON dKkcmpeccueit LIMHSP16,9 3adukcupoBan 0ojice BBICOKHI YPOBEHD
YCTOWYMBOCTU K JEHCTBUIO BBICOKMX TEMIIEpaTyp M JAPYTUX HeOIaronmpusiTHRIX
dakropoB (Mu et al, 2013). HSP16,9 mnpuBHOCHT Becomblii BKIaJg B
TEIJIOYCTOMYHNBOCTH JKUBBIX OpraHu3MOB. BeposiTHO, 3TO cBsi3aHo ¢ Tem, uro HSP16,9,
kaKk MHorue napyrue HSP, oGnamaror mamneponHoii aktuBHOCThIO (Yeh et al., 2002;
Basha et al., 2004). Tak, knetku Escherichia coli, skcnpeccupyromue Oemok puca
Oshsp16.9, wumenu Oosiee BBICOKYIO BBDKHBAEMOCTh TIPH JCHCTBHM BBICOKUX
TEMIIEpaTyp, YeM KOHTpOJbHBIE. Kpome Toro, B nm3aTax 3THUX KJIETOK MPHU JEUCTBUU
BBICOKHX TEMIIEPATyp KOJWYECTBO JEHATYpUPOBAHHOTO Oenka cHmKajaoch Ha 50% 1o
CpaBHEHHIO ¢ KOHTpOoJIbHBIME oOpasmamu (Yeh et al., 1997).

Hecmotps Ha Oonbiioil uHTepec uccienoparenein k cuntesy HSP y pacrenui,

cBelleHHsT 00 UX Yy4YaCTUM B YCTOMYMBOCTH pacTeHuiul, QopMupyeMoi mpu
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BBICOKOTEMIICPATYPHBIX  BO3JACHCTBUSAX  pPa3HOW  MHTCHCHBHOCTH,  JOBOJBHO
¢dparmenTapusl. Tem He MeHee, u3BecTHO, uto y Aloe vera (L.) Burm. ¢ noBbliieHreM
temneparypsl (¢ 25° mo 45°C) yBenuuuBaeTcsi ypoBeHb 3kcnpeccun reHoB HSP70,
HSP100 u youxkeutuna (Huerta et al., 2013). ¥V A. thaliana npu remnepatype 37°C, He
BIIMSIIONICH Ha YKU3HECMOCOOHOCTH KIIETOK, PE3KO YBEIMUYUBACTCS COAEp)KaHUE OETKOB
HSP101, HSP70 u B HekoTopol cTemeHU moBbIIaeTcs cojaepxkanne HSP17,6, a
noBpexaarone tremrepatypbl (Bbime 39°C) NMpUBOAMIN K CHUKCHHUIO WIIH TIOJTHOMY
UHTUOMpOBaHUIO cuHTe3a 3Tux OenkoB. Cunres HSP60, mHaobopoT, ycunuBaics ¢
NOBBILIEHUEM TemIepaTypHoro Bo3aencTBusa ot 37° 1o 50°C (Crenanos, 2009).

VY KUBOTHBIX 3TOT BOIPOC OCBEIICH HAMHOTO ToJHee. Hampumep, H3BECTHO, YTO
BBICOKHE TEMIIepaTypbl TPUBOAIT K HAKOIUICHUIO CHUTHAJIBHBIX MOJICKYJ (MOHOB
KaJgbllusl B IUTOILIA3ME, JIMIMIHBIX CHTHAIBHBIX MOJekyn, A®K, HenmpaBUIBHO
yIIaKOBaHHBIX OenakoB, W ap.) u T®. Ilpu 3TOM C TOBBIMICHHEM TEMIICPATYPHI
OKpY)XaroIel cpeibl B KIETKaX MIICKOMHUTAIOIINX MOXKET MEHATHCS HX COJEp)KaHUe
(Balogh et al., 2013). Tak, ymepeHHass KOHIIEHTpAlHs CUTHAJIBHBIX MOJIEKYJ IIpH
«msrkom» ctpecce (mild stress) akTuBupyeT 3Kcmpeccuio reHoB u cuHTe3 HSP, uto
NPUBOJMT K aJanTalliyd opraHu3Ma. boiiee BHICOKOE MX COACpKAHHUE TPH «CTPEITHEM)
cTpecce (Severe stress) takxke 3amyckaeT dKcHpeccHio reHoB HSP, HO B aToM ciydae He
BCera mpoucxoautr cumHTe3 camux HSP. Kpome Ttoro, ompeneneHHBIi YpOBEHb
CUTHAJBHBIX MOJICKYJ, MIPH KOTOPOM Yallle BCET0 YXKe HE MPOUCXOJHUT 0Opa3oBaHUs
HSP, t.e. mpm «kectkmit» ctpecce (deleterious stress), wmHAyIUpyeT NpOIECCHI,
csizannbie ¢ [IKT (puc.2) (Balogh et al., 2013).

Takum oOpaszom, Bompoc o Bkiage HSP B TemnoycTOMYMBOCTH pacTEHUW B
HACTOSIIIIEe BpPeMsi aKTUBHO OOCYXTAaeTcsl, XOTS MHOTHE €ro acHeKThl MO-TIPEKHEMY

OCTar0TCA HEAOCTATOYHO N3YYCHHBIMMU.
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MArKHHA cTpece
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Puc. 2. buoxumuyeckue U MOJEKYISIPHO-TCHETUUECKUE PEAKUUHU KIIETOK
KUBOTHBIX Ha BBICOKOTEMIIEPATYPHBIE BO3JICHCTBUSA Pa3HOM HMHTEHCUBHOCTH (IIO:

Balogh et al., 2013).

Ipumeuanue: Ca** — wonsl xaneuus, signal lipids — numuael, yyactsyromue B
nepeHoce crpeccooro currana, hsp MRNA — MmPHK BTII, de novo Hsps — de novo
BTII, de novo proteins (other) — de novo (ocranbHBIE), HECTPECCOBBIE OCIKHU, KOTOPBIC
YYaCTBYIOT B MeTa0OJM3Me XHBOTHBIX IPU HOPMAIBHBIX TeMmIiieparypax, denatured
proteins — Oermku ¢ HApYIICHHOW CTPYKTypo#, autophagy — ayrodarwus, apoptosis —
anonTo3 (IIKT).

1.2.1.2. Beaku 3HA0IIA3MATHYECKOT0 PETUKYJIYMa, BXOAMAIIHE B CHCTEMY
KOHTPOJIA KAa4eCTBA CHHTE3UPYeMOoro 0eJjika

K 6enkam, ydyacTBYIOIIMM B KOHTpOJIE Ka4e€CTBA JIPYTMX BHOBb CHHTE3UPYEMbBIX

0eJIKOB, OTHOCATCS Kak BhlenepeurcienHbie HSP, Tak u paznuunbie 6enku OP. OP —

ATO KpYIHAs OpraHesula KJIETKH, BBIMOJHSAIONIAS caMble pa3HOOOpa3Hbie (PYHKIIMH.
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BonblieHCTBO KIIETOUHBIX OETKOB MPUHUMAIOT CBOIO HATHBHYIO KoH(opmaiuio B OP
(Johnson, Haigh, 2000). [ToaTomy B OP pacnonaratorcsi CI0KHbIE CUCTEMBI YIIaKOBKHU
HAaTUBHBIX OEITKOB M YTWIM3AlMM HEMPABUIHHO YMAKOBaHHBIX OenkoB. [1aBHBIM
PEryJIsaTOpOM 3THUX IMpoleccoB cuutaercs manepod BiP (Binding immunoglobulin
protein). OH cBs3aH ¢ TpaHciokoHOM Sec6l, a takxe ¢ AT® u Td — basic leucine
zipper (bZIP) u inositol-requiring enzyme 1 (IRE1) (Deng et al., 2013; Karner et al.,
2015). IonunentuaHas uenb yepe3 Sec6l nmocrynaer B noioctb DP. DTo uHAYHHMpPYET
AT®da3znywo aktuBHOCcTh BIP, B pe3ynabTaTe mpoMCXOauT TMAPOJIHM3 CBsA3aHHOH ¢ BiP
AT® no AJI® u uenb cuHTe3upyeMoro Oeska npucoeauusercs k BiP (Snowden et al.,
2007; Deng et al., 2013). Dro mnpensATcTBYyeT arperaiuu Oejka B IPOIECCE €ro
ymakoBku (Liu, Howell, 2010). B ciay4ae eciu mporece co3peBanusi Oejika MpoTeKacT
HOPMAaJIBHO, TO CHUHTE3UPYEMbIl OEJIOK IepenaeTcs Ha APYrue KOMIIOHEHTHI CHUCTEMBbI
YIaKOBKHU.

[Ipy HeOnmarompusiTHBIX YCIOBUAX B MOJOCTH DP Moryr arperupoBaTbcsi U
HOSIBJISITBCS.  HETIPABUJIBHO CHUHTE3MPOBAHHBIE O€JIKH, YTO NPHUBOJUT K PA3BUTHUIO
ctpecca DP (unmu DP-ctpecca). Ilpu DP-cTpecce akKTHBHpYETCs 3al[UTHBIA MEXaHH3M
(unfolded protein response) UPR (Liu, Howell, 2010; Deng et al., 2013). Korma BiP
CBSI3bIBACTCSA C OEKaMU C HApYIIEHHON CTPYKTYpOH, OH oTcoenuHstorcs ot Td bZIP
(Karner et al., 2015). ¥ A. thaliana moka3aHo Haju4yue Kak MHHUMYM JBYX T®,
cBsa3aHHbIX ¢ BIP — bZIP17 u bZIP28. [locie orcoequncuust BiP stu T® nocrymaroT B
anmnapaT ['onbpKu, TI€ MOJBEpraloTCcsl MPOTEOINU3y U AKTUBUPYIOTCS. 3aTEM aKTHUBHBIE
bZIP mepexomsaT B sIpo M MHAYNHPYIOT CUHTE3 pa3indHbix mmarmeponoB (Liu et al.,
2007a; Liu et al.,, 2007b). B npyrom Bapmante BIiP orcoemunsieTcss oT ¢akropa
crutaiicuara MPHK IRE1 (inositol-requiring enzyme-1) (Kerner et al., 2015) (puc.3).
[locme  orcoemunenus  BiP  IREI] OJIMTOMEPU3YETCA  C  MOCHEAYIOLIHUM
ayrohochopuIMpoBaHNEM  IMTO30JBHOTO KHWHA3HOTO JIOMEHA W  aKTHBalUuen
pPUOOHYKJICA3HOTO JOMEHA, MEPEXOIUT B aKTUBHOE COCTOSTHUE M OCYIIECTBIISIET MPOIIECC
anpTepHaTuBHOrO crutaiicuara MPHK bZIP60 (puc. 4). B pe3ynpTare cCUHTE3UpYyETCS
akTUBHBIN bZIP60, KOTOpBIN 3allyCKaeT CUHTE3 pa3InyHbIX OeskoB manepoHoB (Mittler

et al, 2012; Kgrner et al.,, 2015; Wan, Jiang 2016). YcraHoBieHo, 4To 00paboTKa


https://en.wikipedia.org/wiki/Binding_immunoglobulin_protein
https://en.wikipedia.org/wiki/Binding_immunoglobulin_protein
https://elifesciences.org/articles/06963
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pactenwuii A. thaliana u TpaHCcreHHBIX pacTeHui Tabaka TYHUKAMHUIIMHOM — BEIIECTBOM,
HAPYIIAIONIMM MPOIECC TIUKO3MIUPOBAHMS U TEM CAMBIM MPEMSTCTBYIOIIMM TPOILIECCY
NPaBUIBHOM YIAKOBKHM Oelka W BhI3bIBAIONIMM DP-cTpecc, MpUBOIUT K HAKOILICHHIO
Kak TpaHckpunToB reHoB BiP, tak mn 6enkoB BiP (Alvim et al., 2001; Cho, Kanehara,
2017). Tot xe cambiii 3pdext Habmonancs y A.thaliana npu nefictBum BbICOKOI
temneparypsl (37°C) (Kozutsumi et al., 1996). [TosToMy HakoIUIEHHE TPAHCKPHIITOB

rena BiP uHorma paccMmarpuBaercs kak mapkep IP-ctpecca.

Hopma Bosaeucteue

nonocte 3P

Puc. 3. BiP B DP B HOpMe u mpu HeOiarompusTHOM Bo3zeciictBum (mo: Wan, Jiang,

2016; Bao, Howell, 2017).
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Puc. 4. Tlepexon IRE1 B aktuBHyt0 (hopmy mpu DP-ctpecce (mo: Wan, Jiang, 2016;
Bao, Howell, 2017).

Ha memOpane OP pacnonaraercss 6emok Bax inhibitor-1 (Bl-1). Dror Genok

OoOHapyX eH KakK Yy JKHUBOTHbIX, TaKk WU y pacreHuil. BI-1 cuuTaercs OCHOBHBIM


https://www.ncbi.nlm.nih.gov/pubmed/?term=Alvim%20FC%5BAuthor%5D&cauthor=true&cauthor_uid=11457955
https://www.ncbi.nlm.nih.gov/pubmed/?term=Cho%20Y%5BAuthor%5D&cauthor=true&cauthor_uid=28298914
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kanehara%20K%5BAuthor%5D&cauthor=true&cauthor_uid=28298914
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KOMIIOHEHTOM CHUCTeMBbI, 3amumaromniei kietky ot KT, unaynupyemon SP-cTtpeccom
(Watanabe, Lam, 2008). Bruto ycraHOBIEHO, YTO y MyTaHTHBIX pacteHuid A. thaliana ¢
HokayToM reHoB Bl-1-1 wim Bl-1-2 TIKT nposiBnsiercst B Gomnbineit crenienn (Watanabe,
Lam, 2006). DTo maer ocHOBaHMs TpeamnoJiarath, yTo Bl-1 ydacTByeT B mpoiieccax
perymsiuu IIKIT B HavanbHbIl mepuoi NEWCTBUS HEOIAronpusTHBIX (PakTopoB. Y
#*UBOTHBIX Bl-1 unrubupyer BAX-3aBucumyto kierounyto rubenb. HecMoTpst Ha To,
YTO y pacTeHHMi He OOHapy)KeH amonToThdeckuii Oermok Bcl-2-associated X protein
(BAX), B 9KCIIEpUMEHTAX, POBEJICHHBIX HA TPAHCTCHHBIX OPraHU3MaX, B TOM YHCIIC U
Ha TPAHCTE€HHBIX pAaCTeHUAX Tabaka, moka3aHo, 4to Bl-1 unrubupyer BAX-3aBucumyto
rudens kierok (Xu, Reed, 1998; Wang et al., 2012; Chen et al., 2015). Onnaxo BI-1
HenocpenctBeHHo ¢ BAX ne B3aumopeiictByer (Xu, Reed, 1998), on yuacTtByeT B
samure kieTtok oT [IKI' 3a cuer perymanuu mMOTOKOB KallbIUsI MEXAY IOJOCThI0 DP u
IIUTOIJIa3MOM.

Cy1liecTByIOT JaHHBIE, CBUICTENIBCTBYIOIIME O peryasaropHod ¢ynkiuu BI-1.
XOpolIo M3BECTHO, YTO MOBBINIEHWE KOHIIEHTPAIIMU KaJbLHsS B KJIETKE MPUBOJIUT K
aKTHBAIlMM  PA3JIMYHBIX CUTHaIbHBIX myTed. Tak, oOpaborka A. thaliana
METUJDKAaCMOHATOM IIpUBENa K TOMY, YTO KOHLEHTpaUWs KajdblUs Yy PACTEHUH CO
cBepxakcnpeccueit Bl-1 Oblma Hrbke, 4eM y pacTeHUH JMKOTO THIIA, YTO BIMSIO Ha
aktuBHocth MAPKG (Yue et al., 2012).

N3 mnpencraBiieHHBIX BBINIE JAHHBIX CIEOYET, YTO B KIETKaX pacTeHUM
(YHKIMOHUpPYET CHCTeMa KOHTpOJS KauecTBa Oelika, BaXHBIMU KOMIIOHEHTaMU
KOTOpPOU SBIISIOTCS MIATIEPOHBI ITUTOTUIa3Mbl U Oenku DP. DyHKIIMOHMpOBAaHUE ITOMN
CUCTEMBbI, BEpOATHO, OOECHEeYMBAaET YCTOWYMBOCTH KJIETOK W PACTEHMH B ILIEJIOM K
JEHCTBUIO IKCTPEMAJILHO BBICOKUX TEMIIEpaTyp, a cOoil B ee paboTe MOXKET MPUBOIUTH
K 3amycKy npoiieccoB, cBa3aHHbIX ¢ [IKI. OmgHako, kKak M3MEHSETCS aKTUBHOCThH ATOMU
CUCTEMBI TMPU BBICOKOTEMIIEPATYPHBIX BO3JCHCTBUSX PpPa3sHOM HWHTEHCUBHOCTH,

IMPAKTHYCCKH HC N3Yy4YCHO.
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1.3. Hporpammupyemasi kierouHas rudesp (IIKI') m ee poab B
PeaKIMU PACTEHUI HA BbICOKOTEMIIEPaTYpPHbIe BO3ACHCTBUSA

[IKT" sBasiercss (pyHIaMEHTaJIbHBIM OHOJIOTMUECKHM (PEHOMEHOM, HIParoLIuM
BAXHYIO pOJb B pealu3aluyd MpOrpaMMbl pPa3BUTHUSA, TMOJIJIEPKAHUU TKAHEBOTO
rOMEOCTa3a U peakluy KUBbIX OPraHU3MOB Ha JIEHCTBUE HEONAronpUATHBIX (PaKTOPOB
ouotrueckoi u abuoruueckoi npupossl (Bantomun, 2001).

[Ipouecc IIKI' oTHOCHUTENBHO XOpOIIO HM3Yy4YeH Yy >KUBOTHBIX. Jlonroe Bpems
KiIaccuuKalus KIETOYHOM TuOeNnd >KMBOTHBIX OINupalach Ha Mopdosiorudeckue
KPUTEPUH, COIJIACHO KOTOPBIM BBIACISUIM amnonTo3 (MmociieoBaTebHbIE COOBITHS,
OpUBOJSAIIME K YMEHBUICHUIO pa3Mepa KJIETKH, KOHAEHCAluu M (pparMeHTaluuu
XpOMaTHHA, YIJOTHEHHUIO IUTOIUIa3MAaTHYEeCKOW MeMOpaHbl, HO HE MPHUBOSIIME K
BBIXO/Y COJIEPKUMOTO KJIETKH BO BHEKJIETOYHOE MPOCTPAHCTBO), ayTO(paruio (SBJICHHUE
rubenu KIETKH, TpPU KOTOPOM OOpa3yloTCs CIEeNHATU3UPOBAHHBIE OpPTaHEIUIbI
aytodarocoMbl H ayTto(aroiM30COMbI, KOTOpPbIE YYacTBYIOT B Ie€peBapUBaHUU
OTJIEIbHBIX OEIKOB, OpraHEeJUT UM BCEX BHYTPEHHUX KOMIIOHEHTOB KJIETKH) U HEKpPO3
(HexoHTponMpyemasi (opma KIETOYHOM TrUOeNH, COMPOBOXKAAIOIMIASICT XaOTUYHOU
JeHaTypaiuel OeJKOB, pa3pylIeHHEeM OpraHeill, pa3pbhblBOM IMUTOIIA3MATHUYECKON
MEMOpaHbl W BBIXOJAOM COIEPKUMOTO KIETKH B MEXKKIETOYHOE MPOCTPAHCTBO)
(Bepecos, 2008; Kroemer et al., 2009; Niemann, Rohrbach, 2016; Pabaganosa u ap.,
2018). Copemennbie mnpexactaBieHus o Ttunax I[IK[T B 3HaunTenbHOW CTENEHU
OCHOBBIBAIOTCSI HA pe3yjbTaTaX, IOJYYEHHbIX C TOMOIIbIO OHOXMMHUYECKUX U
MOJIEKYISIPHO-TEHETHYECKUX METOJO0B, IIMPOKO MNPHUMEHSEMBIX B HCCIECIOBAHUSIX B
nocJiefHrEe TOoAbl. B HacTosiee Bpemsi KICTOYHYIO THOENb KUBOTHBIX MOPA3ACISIOT
HAa BHENIHUH ¥ BHYTPEHHUW amoNTo3, pPETYIUPYEMBI HEKpo3, ayTodaruro,
MUTOTHYECKYIO KatacTpody. Kpome TOro, BBIIENSIOT aHOWKHC KaK YaCTHBIA CITydaid
amornTo3a, SHTO03, mapTaHaToc, nmuponTtos, Heto3 (Kroemer et al., 2009; Galluzzi et al.,
2012) u pepponto3 (Dixon et al., 2012).

Mexanu3zmbl IIKI' y pacTeHMil ucCCleNOBaHbl 3HAYUTEIBHO XYyXKE, YEM Y
KUBOTHBIX, IMOATOMY KJIacCU(UIMPOBATh THUOEIb PACTUTEIBHBIX KIETOK KaKUM-TO

omnpeaeIeHHBIM 00pa3oM CIIOKHO. Tem He MeHee, U3BECTHO, YTO KapTHUHA W3MEHEHUH,
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conpoBoxaaomux [IKI' y pacTeHuii, BO MHOIOM CXOJHA C TaKOBBIMU Y KHWBOTHBIX:
KOHJeHcanusi xpomatuHa, pparmentanus JIHK, cxarue xnetku (Banrommn, 2001). B
cea3u ¢ 3tuM lIKI' pacreHmil yamie Bcero paccMaTpUBAaIOT KaK MPOLECC, UMEIOIINI
MPU3HAKH, CXOXKHUE C alloONTO30M M ayTodaruedl y >KUBOTHBIX, 1 0003HAYAIOT €ro Kak
anonro3ononooHyro (Reape et al., 2008) win Bakyonspuyto (van Doorn, 2011; Ueno et
al., 2016) xierounyro rubenb. KpoMe Toro, otnenabHo BbIACIAIOT ayrodaruio (Kwon,
Park, 2008; Bassham, Crespo, 2014; Ps6osos, Mununbaesa, 2016; Michaeli et al., 2016)
u Hekpo3 (Reape et al., 2008; van Doorn, 2011). CoBceM HefaBHO y pacTeHHid ObLia
BbISIBJIEHA KJI€TOYHasi rubenb, cxojHas ¢ (epponTo3oM y >KHUBOTHBIX ((heppornTo30-
nojoOHasi KJieTouHas THOenb), T.€. KIeTOouHas THUOenb, JUIsi KOTOPOH XapakTEepHO
’Kelle303aBUCUMOe TiepekrcHoe okuciienne nunuaos (Distéfano et al., 2017). Crneayer
OTMETHUTh, YTO, HECMOTPSI Ha OYEBUIHYIO cX0ecTh mporeccoB [IKI' y >KMBOTHBIX U Y
pacTeHuii, B KaXJOM cllyyae €CcTb CBOM OCOOEHHOCTH. Hampumep, KIHOYEBBIMU
AJIEMEHTaMH KJIACCHUYECKOW CXEMBbI aronTo3a (BHYTPEHHErO aromnTo3a) y *KUBOTHBIX
spistorcss Oenku cemeiictBa B-cell lymphoma 2 (BCL-2) (Galluzzi et al., 2012) u
depmentsl kacmaszel (MapteiHoBa, 2003). O06a 3THX »3JEeMEHTa OTCYTCTBYHOT Y
pactenuii. KpoMme Toro, y *HUBOTHBIX Ha (PUHAIBHBIX CTAJMAX aIoONTO3a 00pPa3yrOTCs
anoNTOTUYECKUE TENbIa, KOTOPBIE YTWIM3UPYIOTCS (HarolUTUPYIONIUMHU KIETKAMH,
YEro HEe MPOUCXOJUT y PACTCHU, TaK KaK HAJIMYHME Y MOCIECIHUX KECTKOU KJIETOYHOU
CTEHKHU JeJaeT 3TO HEBO3MOXXHBIM (PomuueBa u aAp., 2012). B cBoro ouepenpb, JU3UC
MPOAYKTOB alonTo3a M JAerpajalus KIETOYHOM CTEHKH y pPAacCTeHHl MPOUCXOIUT C
yJacTHEM BaKyoJIei B mpoiieccax aprosmsa u ayrodaruu (Borras et al., 2006).
YcranoBneHo, uro B ocymectBieHnd [IKI' ydacTByrOoT pasinuHble OpraHesuibl
KJICTKH, B YaCTHOCTH, MHTOXOHApuH, OP, Bakyousb, xjoporiactel (Hoeberichts,
Woltering, 2003; van Doorn et al., 2011; Williams et al., 2014; Reape et al., 2015).
Nunykuus 1IKT y )KUBOTHBIX M Yy PacTE€HUN ¢ ydacTHEM MUTOXOHJpHUH (T. €. arnonro3a
WM anonTo30moA00HON TuOean) MPOUCXOJAUT B OTBET Ha ONpPEJCICHHBIC M3MEHCHUS
BHYTPEHHEW M BHEIIHEH CpeAbl OpraHu3Ma, KOTOpbIE NPHUBOAST K YPE3MEPHOMY
MOBBIIICHUIO  KOHILIEHTpanuu uoHOB  Kambuus (Ca2+) B 1murToruiazme. ITO

conpoBoxaaercs TpancrnopromM Ca2+ B mutoxouapuu (Olson et al., 2012; PuxBanoB u
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ap., 2014), cHIKeHHEeM TpaHCMEMOPAHHOTO MOTEHIMATa MUTOXOHAPUN U OTKPBITHEM
MUTOXOHApUaIbHOM nopsl (mitochondrial permeability transition pore), B 00pa3oBaHuu
KOTOpPO# y *KMBOTHBIX y4acCTBYET mpencTaBurenb cemeiicta BCL-2 — Bcl-2-associated
X (BAX) u Bcl-2 homologous antagonist killer (BAK) (Green, Reed, 1998; Pawlowski,
Kraft, 2000; Kawai-Yamada et al., 2004; Yao et al., 2004; Axomosa, 2008; Reape et al.,
2015). Hanee y KMBOTHBIX B LUTOILIA3My M3 MHUTOXOHAPHUI BBIXOIAT IUTOXPOM C,
HEKOTOpbIe IpeacTaBuTenu cemeiictea BCL-2, apoptotic protease activating factor 1
(APAF1) wu gap., Tie OHM y4YacTBYIOT B 0Opa30BaHUM arlONTOCOMBI W aKTUBU3AIUU
kacna3 (De Ciorgi et al., 2002; Galluzzi et al., 2012). ¥V pactenuii stot sran [1IKT
U3y4deH KpaifHe ciabo, HO U3BECTHO, YTO y HUX TaK)X€ MPOUCXOAMT BBIXOJ IIUTOXPOMA C
U3 MUTOXOHJpHA U 1uToXxpoma f u3 xyopormactoB u 3aTeM akTuBU3aNUs (HEPMEHTOB,
obamaronux Kacma3omnoao0Hou akTuBHOCTRIO (Vacca et al., 2006; Qu et al., 2009; Xu,
Zhang, 2009; Wang, 2013; Sueldo, van der Hoorn, 2017). MuToXoHApPHUH H
XJIOPOIUIACTBI TakkKe ciyx)aT uctouHukoM ADK, koTopbie 00pa3yloTcsi B pe3ylibTare
HapylieHuil paboThl 3JIEKTPOHTPAHCIIOPTHHIX IleNed B MeMOpaHax H3THX OpraHesl
(Davidson, Schiestl, 2001; Konymaes, Kapmer, 2009). ITpuuem APK B omnpeaeieHHbIX
KOHIIEHTPALMSX MOT'YT BBICTYNATh B POJIM CUTHAJIBHBIX MOJIEKYJI U 3aITyCKAaTh MPOIECCHI
amanrtaiuu pactenuit w/mau ITIKI (Kim et al., 2008; Kopcykosa u ap., 2013; Laloi,
Havaux, 2015; Petrov et al., 2015).

VY kuBOTHBIX Opranu3MoB BAX cuuTaeTcsi TJIaBHBIM PETYIATOPOM aromnTo3a,
3aIyCKAroMIeToCsl TPU AaKTUBAIIMM BHYTPEHHEro (T.€. MUTOXOHAPUATHLHOTO) IYTH
(Kawai-Yamada et al., 2005). Crneayer momadepKHYTh, YTO Y PACTCHHH OTCYTCTBYET
BCL-2 cemeiictBo, k koTopomy oTHOcuTca BAX (Cai et al, 2014). Opnako y
TPaHCTCHHBIX pacTeHui Tabaka u A. thaliana cBepxskcrpeccus reHa xuBoTHOro BAX
WHIYIHUPYET PAa3BUTHE KICTOYHOW THOETH B JHCTHSIX, YTO €IIe pa3 MOJYCPKUBACT
MPUHIUITHAIBHYIO CX0KeCTh npoTtekanus mexann3sMoB [IKI' y pacTennit u y s)xMBOTHBIX
(Lacomme, Santa Cruz, 1999; Kawai-Yamad et al., 2001). bonee Toro, y A. thaliana
obnapyxen BAX-momoOuwiii Gemok — cell growth defect factor-1 (CDF1) (Kawai-
Yamada et al., 2005). CBepXdKcmpeccus 3TOr0 T'eéHa y TpaHCTeHHBIX Saccharomyces

cerevisiae nmpuBoMIIa K THOCIN KJIETOK, KOTOpast TI0 CBOMM TIPU3HAKaM Obljla CXOHA C
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BAX-3aBucumoit TIKI" (Kawai-Yamada et al., 2005). V nmenuisl ooHapyx’eH Oelok
BAX.2, ¢ynkuuonaneneiii romosor 6enka CDF1 A. thaliana, ograko y4actue ero B
npoueccax 1IKI moka okoHYaTenbHO HE YCTaHOBJIEHO.

Hpyroit nyte aktuBauuu [IKI' cBa3an ¢ OP. B kneTkax pacTeHuid noja BIUSHUEM
pa3IUUHBIX  CcTpecc-PakToOpoB B MOJOCTH ODP  HaKalIMBaIOTCS  HEMPaBWIHHO
CHUHTE3UPOBAHHbIC, HECBEPHYThIC WJIM HEMpaBWIbHO cBepHYThie Oenku (Deng et al.,
2013), BcaeactBue 3Toro B nojoctu DP pazBuBaetcs DP-ctpecc. B orBer Ha DP-cTpecc
aktuBupyeTcs 3amuTtHeId MexanusmM UPR (Deng et al., 2013; Kerner et al., 2015).
OpnHako, €clii KOJIMYECTBO HEMPABUIBHO YHNAKOBaHHBIX OelikoB B DP oueHb BeNHKO,
pabota cucrembl UPR MoxeT Hapymutecsa. B aToM ciydae pasBuBaetcs DP-3aBucumas
IIKT" (Liu, Howell, 2010; JlemoB u ap., 2012; Cai et al., 2014). Kpome Toro, xoporio
U3BECTHO, YTO DP Takke BHICTyMAaeT B Ka4eCTBE ACNO Kaiblus. IP-cTpecc MpuBOIUT K
BBIXOJy Kaubltus 3 OP, 4To siBisieTcss OHOM M3 MPUYHMH TMOBBIIICHUS KOHICHTPAITUU
MOHOB Kanblusi B Mutoxouapusx (Berridge, 2002; Williams et al., 2014).

Onucannbie Bbilie coObITHS (BbIXOA BAX M nuroxpoma ¢ M3 MUTOXOHAPUH,
MoIHoe paszsutHe DP-ctpecca, Beixox Ca?* u3 DP) yepes psja peakuuii IPUBOIAT K
AKTUBM3AIMU MPOTEOIUTHUECKUX (PEPMEHTOB, HAMOOJIEe XapaKTEPHBIX MOJICKYJISIPHBIX
mapkepoB IIKI', perynupymomux HWHUOHAIMIO W 00ECICYMBAIOIIMX JIaJIbHCHUIIHE
nporiecchl kiaetouHoi rudenu (3amstaud, 2015). Takumu K1t04eBBIMU GEpMEHTAMU Y
KUBOTHBIX SIBJISIIOTCA  Kacma3bl — achaprar-cienu@UuyHble MPOTEOTUTHYECCKUE
depmentsl (PommueBa u aAp., 2012; 3amsataun, 2015). V pacrenmii Kacmasbl
oTcyTCTBYIOT. OHaKO y HHMX OOHapy»eHa Kacma3onoj00Has aKTHBHOCTh, KOTOpas
OCYIIECTBIISIETCS 3a cueT (hyHKIIMOHAJIBHBIX aHAJOrOB XMBOTHBIX Kacma3 (Beers et al.,
2000, ®omuuesa u ap., 2012). Hampumep, BakyoIspHBIA MPOIECCUPYIOMUM HEPMEHT
vacuolar processing enzyme (VEP) oGiamaeT xacna3o-1-momo0Hoit aktuBHOCTBIO (Li et
al., 2012; ®omuueBa u ap., 2012; Hatsugai et al., 2015). Kpome Toro, y pacrenwii,
rpu0OB W MPOCTEHIIMX OOHAPYXKEHBI Apyrue ¢GEepMEHTHI, KOTOPHIE MOTYT OBITH
yuactHukamu IIKI' — merakacmasel. B oTinmume OoT kacmas, METakacnasbl SBIISIIOTCS
aprunuH/nu3nH-cnenuuunsiMu - pepmentamu (Tsiatsiani et al, 2011; 3amsaTHuH,

2015). Opnako ceeaenuss 00 ywactmm Mertakacna3 B [IK[T HeomHo3Haunbl. Tak,
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U3BECTHO, 4TO MeTaKacmnasa AtMC1 y4aCTBYET B (dbopMHUpOBaHUU
THIIEpYyBCTBUTENIBHOTO oTBeta y A. thaliana, torma kak AtMC2 sBusietcs
antaronuctom 3toro mnpoiecca (Coll et al., 2010). OTMeueHO CHUKEHUE SKCIPECCUU
reHoB OSMC4 u OsMC7 y puca npu IelCTBUM Ha PACTEHUs BBICOKUX Temmeparyp. B
TO XK€ BpeMs HaOsrogaeTcs noeimieHue dkcnpeccuu renoB OSMC1, OsMC3, OsMC5,
OsMC6 u ne 3aduxcupoBaHbl U3MeHEeHHs B akTUBHOCTH reHOB OSMC2 nu OSMCS8. Tem
He MmeHee, npeanonaraercs ydactue B [IKIT CaMC9 y nepua (Kim et al., 2013) u
TaeMCII y mmennnsl (Piszczek et al., 2011).

B uemom monexynspHo-reneruueckue mexanusmbl [IKIDT pacteHuii m3yudeHbl B
HacTosIlee BpeMs KpaiiHe cinabo. Tem He MeHee, YCTaHOBJIEHO, YTO KJIETOYHAas TMOEIb
KaK Ba)KHBIH KOMIIOHEHT UMMYHHUTETA BOBJICUCHA B 3aIIUTHBIC PEAKIIUU PACTECHUU TMpHU
3apaXCHUM TAaTOre€HAMU, YTO MPOSBISCTCS B BUJIC PEAKIIUU CBEPXUYBCTBUTEIHLHOCTHU
(CBU-peakmusi) — OBICTpOM JIOKAJIBHOM THUOETH KIETOK B MECTax MPOHUKHOBECHUS
NAaTOT€HHOTO OpraHu3Ma ISl MOJABICHHS €ro JajdbHEWIIEro paclpoCTPAHEHUs U
passutus (Morel, Dangl, 1997; Heath, 2000). IIKI" takxe y4acTByeT B 0Opa3oBaHHH
TKaHU adpPEHXUMBbI, KOTOpas BO3HHMKAET NpHU JeduImTe KHCIOpoJa BO BpeMs
3aTOIUICHUSI M TIpeICTaBIsieT coOoit Bo3aymHbie ojioctu (Camymiios, 2001). TTokazano,
gyro I[IKI' pasBuBaercs W mpu JIpyrux HEONArONPHUATHBIX BO3JACHCTBHAX: 3aCOJICHHH,
BO3JICUCTBUU TSKEIBIX METAJUIOB, OKHCIUTEIBHOM CTPECCE, HHU3KUX U BBICOKHX
TEMIIepaTypax u Jp., HO B ATHX clydasx (yHKIMOHAIHLHOE 3HAUSHHE TAaHHOTO Tpoliecca
1o konma He onpeneneHo (Fan, Xing, 2004; D’ Angeli, Altamura, 2007; Li et al., 2007,
Ma et al., 2010; Lyubushkina et al., 2014; Laloi, Havaux, 2015). Oco0sIii uHTEpEC
npenacrasisget Borpoc o pasputuu [IKI' y pactenuit mpu aeicTBUU HEOIATOMPUSATHBIX
TEMIIEpaTyp, B YaCTHOCTU BBICOKHX Temmeparyp. Kak u3BecTHO, TeMmrmeparypa — 3TO
dakTop GpuznUecKoi MPUPOILI, KOTOPHIH, B OTIUYHE OT OMOTHYECKUX BO3JICUCTBUI WITH
TaKUX a0MOTHUYECKUX (haKTOPOB, KaK 3aTOIUICHHE W BO3JCHCTBUE TKEIBIX METAIIOB,
BIIMSAET OJJTHOBPEMEHHO Ha BCE JKHMBBIE KJIETKM U TKaHU opranu3Mma. IIpu 3TOoM HesicHO,
Hocut Jin paszButue IIKI' y pacTeHwmii, BBI3BAaHHOE NECUCTBUEM BBICOKHMX TEMIEPATYD,
aJanTUBHBIA XapaKTep WM SBISETCA CJEACTBUEM JIECTPYKTHBHBIX IPOIIECCOB,

O6YCJ'IOBJ'ICHHBIX HarpcBOM. KpOMe TOro, COBpCMCHHBIC IIPCACTABIICHHUA O MCXaHHU3MaXx
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IIKT' cBsA3aHBI, KaKk NpaBWIO, C M3YYEHHEM BIMSAHUA KAKOM-TO OJHOW KOHKPETHOM
TEMIIEPaTyphl, XOTS U3BECTHO, YTO XapaKTep OTBETHOW PEaKIMU PACTEHUN CIOCOOEH
MEHSTBCS HE TOJBKO KOJMYECTBEHHO, HO W Kauye€CTBEHHO B 3aBUCUMOCTH OT
MHTEHCUBHOCTU cTpeccopa. CylllecTBYIOT JIMIIb HEMHOTOYMCIEHHbIE pPaboThI,
MOKA3bIBAIOIINE, YTO THII THUOEIM 3aBUCUT OT HWHTEHCHUBHOCTH TEMIIEPATYPHOTO
BozaenctBud. IlIpenmonaraercs, uyrto IIKI' 3amyckaercs ToOnbKO TOrma, Koraa
MHTEHCUBHOCTbh TEMIIEPATyPHOI'0 BO3JCHCTBHUS MPEBBIIIAET ONMPEEICHHOE MOPOroBOe
3Hau€HUE, MPU KOTOPOM H3MEHEHHS B METa0oJIM3Me 3HAUYUTEIBHO OTIMYAIOTCS OT
MU3MEHEHHUH, TPOMCXOAAIUX Mpu Oojee cinabbix BosaekicTBusx (Marsoni et al., 2010).
OpHako ATH JaHHbIE B OCHOBHOM OIMPAIOTCS HAa MOP(OIOTrHYECKHE U HEKOTOPHIE
onoxumuueckne mnpu3Haku IIKI. Tak, B cycrmeH3noHHOH KynbType Saccharum
officinarum L. ruGenp knetok mpu 50°C compoBoxianach xapakrepabimMu st [TKT
MOp¢oJIOTHYECKUM (KOHJACHCAIIUS MPOTOIUIacTa) U OUOXMMHUYECKUMHU (TeHepalus
AOK, u3MeHEeHUs »HIIEKTPOXUMHUYECKOTO IMOTEHIMalla Ha BHYTPEHHEH MeMOpaHe
MUTOXOHJpUW) u3MeHeHussMu. IIpu sKcTpemanbHO BBICOKOW Temmepatype 60°C
HabOonanack ObICTpas THOENb KIETOK, BEPOSITHO, NPEICTaBIsONMas cOOO0NW HEKpO3
(JIroOymikuna u 1p., 2014). Bo3aelicTBre Ha pacTeHuUs MIIEHUIBI TemmepaTypsl 42°C B
tedyenue 30 mMuH npuBoauiao k ¢parmentanuu JIHK, T.e. Kk mposiBieHHMio mpu3HaKa
IIKT', a Bo3neiictBue Temnepatypsl 80°C B TeueHue 10 MUH BBI3BIBAJIO HEKPOTHYECKYIO
rubenb (Fan, Xing, 2004). Cxosxue AaHHBbIC MMOJyUYeHbI Ha pacTeHusx Mmama (Egorova et
al., 2011) u pacrenusix tabaka (Locato et al.,, 2008; Marsoni et al., 2010). B atux
paborax OBLIIO YCTAaHOBJEHO, YTO OJHHM TEMIEPATypbl HE BBI3BIBAIOT M3MEHECHHI B
KU3HECTIOCOOHOCTH KIIETOK, TOrJa Kak Jpyrue, Oojee BBICOKHE TeMIIepaTyphl,
MPUBOJAT K pa3BuTuio npuzHakos [IKI'.

Takum o0pa3oMm, MOXKHO 3aKJIIOUHWTh, YTO CBEICHUS OO0 OCOOCHHOCTAX U
MEXaHM3MaxX WHAYKIIMU KIECTOYHOU THOENTW y pacTeHHil, MCTIBITHIBAIONINX JICHCTBHUE
AKCTPEMATHHO BBICOKHUX TEMIIEPATyp, HOCAT TMOKa (hparMeHTApHBIN XapakTep, 4TO He
MO3BOJIIET HAa JIaHHBIM MOMEHT OILIEHUTh POJIb ATUX TMPOILIECCOB B 3aIIUTHO-
MPUCIIOCOOUTENBHBIX peakiusx pacteHud. CyliecTBYIOT JUIIb OTAECIbHBIE JaHHBIE O

HEKOTOPBIX YYaCTHUKAX 3TOr0 Ipolecca, HO uX COOTHOcUTeNnbHbIN BKIan B IIKI' mpu
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BBICOKOTEMIIEPATYPHBIX  BO3JIEUCTBUAX, OCOOEHHO pa3HOW WHTEHCHUBHOCTH, HE
yctaHoBieH. [lostoMy TpeOyeTcss TMpoBedeHHUs  JaldbHEHIIUX  HCCIETOBaHUM,

MOCBSIIIEHHBIX 3TOMY BOMPOCY.

1.4. Crtpecc kak peakiusi pacCTeHUIl Ha JeiicTBUE BLICOKUX TeMIIEpaTyp

Kaxk Ob110 cKa3aHo BhIIIE, TEMIIEpATypa OKPYKAIOLIEH Cpe/ibl SBIISIETCS OJHUM U3
TJIABHBIX (DAKTOPOB, OMPENEIAIONIUX POCT, Pa3BUTHE, MPOJYKTUBHOCTh, U B IIEJIOM,
KU3HECITOCOOHOCTh pacTeHU. B 3aBUCHMOCTH OT TeMIIepaTyphbl OKpYKaroled Cpeabl
MeHsIeTCsl U ycTorunBOCTh pacteHuid. B 70-e ronst C. H. [[po3m0oBeIM C coaBT. Oblia
BBIJIBUHYTa «30HAJIbHAS» THUIIOTE3a, OOBSICHSIONIAS 3aKOHOMEPHOCTH H3MEHEUs
YCTOMYMBOCTH PACTEHUNM B 3aBUCHUMOCTH OT TEMIIEpaTypbl OKpYyXaromeu cpeanl. B
COOTBETCTBMM C OTOHW THUIOTE30M BeCh JMamna3oH JICHCTBYIONIMX Ha pPacTCHUS
TEMIIEPATYpP MPETIOKEHO Pa3/ieNiATh Ha MATh 30H: (POHOBYIO, XOJIOJIOBOTO U TEIJIOBOTO
3aKajvBaHUs (afanTaliu), XOJIOAOBOIO M TeruioBoro mospexaeHus (Apo3moB u ap.,
1977, 1984; Tutos, 1989; TutoB u np., 2006). [lokazano, Hanpumep, 4To (HOHOBAS 30HA
(omTuManpHas I KU3HEJEATEIbHOCTH PACTEHHM) Yy Ppa3IMYHBIX COPTOB O3UMOM
nieHuIbl BappupyeT B mpenenax ot 13°C mo 29°C (bamarypoBa u np., 1994).
TemmepaTypsl BbIllI€ YKa3aHHBIX 3HauY€HHl U He npesbimaromue 42°C oTHOCATCS K
30H€ TEIUIOBOIO 3aKajduBaHWs. B 3TUX yCIOBHUSIX NPOUCXOAUT TMOBBIIIEHUE
TEIJIOYCTOWYMBOCTH pacTeHUid mmeHuubl. Temneparypel Bbiie 42°C  SgBASIOTCA
nopexaaromuMu  (TutoB u ap., 2006), ux neicTBHE Ha pPACTEHUS MPHBOIUT K
CHI)KCHHUIO YCTOWYMBOCTH M K THOETM KJIETOK M pacTeHuid B nenom. [IpemmoxeHHas
TUIIOTE3a XOPOILIO OOBSACHSET XapakTep W3MEHEHHS YCTOMYMBOCTH pPACTEHUN H
HEKOTOPHIX  (DU3UOJIOTO-OMOXMMUYECKUX TIOKa3aTeJleil B OTBET Ha JCHCTBUE
3aKaJMBAIONIMX W MOBpEXIAIIMNX TemmepaTyp. Kpome Toro, ObLIO MOKa3aHO, 4YTO
OCHOBHYIO pOJIb B MEXaHHU3MaX MOBBIIIEHHS] YCTOMYMBOCTH PACTEHUI MPHU IEMCTBUU Ha
HUX 3aKaJMBAIONIMX TEMIIEpaTyp HUrpaeT OENOKCHHTE3WpYIolias CUCTeMa KIETOK M
cunte3 6enkoB de novo (Kputenko, 1987; Turos, 1989; Tutos u ap., 2006). B otiuune
OT 3TOr0, KPaTKOBPEMEHHBIA POCT YCTOMYUBOCTH, HAOIIOJa€Mblii B HaUaJIbHBIN EPUO/T

JNEUCTBHSI HAa PACTECHUSI TMOBPEKIAOIIMX TeMIlepaTyp, OOECHeuYrBACTCI WHBIMU
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MEXaHW3MaMHM, HE CBSI3aHHBIMU HEMOCPEJICTBEHHO C KaY€CTBEHHBIMU U3MEHECHHUSIMU B
nporiecce 6uocunteze Oenka (Tomumena, 1994). Ognako nanbHeWIMe MCCIEAOBaHUS
MOKa3aJid, YTO TEMIEpaTyphl, JaK€ OTHOCSIIMECS K OJHOMY TeMIIepaTypHOMY
IUana3oHy, MOTYT BBI3bIBaTh pa3Hble HE TOJILKO B KOJMYECTBEHHOM, HO U B
Ka4eCTBEHHOM OTHOILIEHUM PEaKL MU pacTeHur. Hampumep, npu AEHCTBUN HA PACTECHUS
3aKaJMBaIOUIEH TeMIepaTypbl, HAXOASIIEHCs Ha TpaHUlle MeXAy (OHOBOU 30HON U
30HOI TEMJIOBOr0 3aKaJMBaHUS, MPOUCXOJUT JIMIb OYE€Hb HEOOJNBIIOE TOPMOKEHUE
pocTa, Torja Kak Mpu 3aKajlvBaroUledl TeMneparype, HaXoIAlencs Ha IPaHHIIe MEXIY
30HOH TEIJIOBOr0 3aKajJuBaHUS U 30HOM TEIUIOBOT'O MOBPEXKIAEHUS, POCT MpEKpaIiaeTcs
npakTU4ecku nojgHoctbio (Jlapxep, 1978; Koposun, 1984; Tutos, 2006). g BepxHeit
YaCcTH 30HBI TEIUIOBOTO 3aKaJIMBAHUS TAKXKE XapaKTEpPHO HapylieHue (POTOCHHTE3a, YTO
HE BCErJa MPOUCXOIUT MpH ACHCTBUU 0OJe€ HU3KUX TEMIEepaTyp M3 ITOM Ke 30HbBI
(Jlapxep, 1978; TuroB u ap., 2006). B To xe BpeMs TemmepaTypbl, OTHOCSIIIUECS K
pa3HbBIM TEMIIEpATypHBIM 30HaM, HalpUMeEp, K 30HE TEIJIOBOrO 3aKaJIWBAaHMS U K 30HE
TCIUIOBOTO IMOBPEKACHUS, BBI3bIBAIOT akTuBu3anuio (hepmernroB AOC (Satbhai et al.,
2015). IToaTOMY IIp¥ U3yYEHUH MEXAHU3MOB YCTOMYMBOCTU PACTEHUH CIETyET UMETh B
BUJIy HE TOJIbKO OOIIHE 3aKOHOMEPHOCTH €€ M3MEHEHHUs IO BIMSHUEM TEX WM WHBIX
TEMIIEPATYP, HO TAKXKE OYEHb BAXKHO YYUTHIBATh M T€ PEAKLUHUH PACTEHUN, KOTOpbIE
OPOUCXOAAT B OTBET HAa W3MEHEHHMS TEMIIepaTypbl Jaxe B IMpeaeiax OAHOU
TEMIIEPATyPHOU 30HBI.

B macrosiimee Bpemsi cumraercs, 4Tro OOJbIIAs YacTh PEaKIUid pPAacTEHUU Ha
JCUCTBUE PA3NMYHBIX HEOMarompusTHHIX (AKTOPOB BHEIIHEH Cpefabl HOCUT
Hecrienuuueckuii xapakrep (Anekcannpos, 1975; 1985; Illakuposa, 2001; Yupkona,
2002; TuroB u np., 2006; Kyszuemor, 2009). Jlns o00603HaueHHUS COBOKYITHOCTH
Hecrnenuduuecknx peaknuid y skuBoTHBIX . Cenbe (1972) B cBoe BpeMsi BBEN TEPMHH
cTpecc, a HeOjarompusTHbIe (aKTOphI, AEUCTBYIOMIME HAa OpraHuW3M, Ha3Bal
ctpeccopamu. OH K€ pa3leNuyl pPeaklHi >KUBOTHBIX HAa HEOJaronpHsiTHHIE
BO3JICUCTBUS HA TpU (pa3bl: TPEBOTH, afanTalliyd U, IPU JIUTEIBHOM W/WIH CIUIIKOM
VHTCHCUBHOM BO3JICHMCTBUU, UCTOUICHHS. B HanpHEWIIeM TEPMHH «CTPECC» JTOBOJBHO

OBICTPO MPUOOPEN MONYJISIPHOCTh U MOJIYYUII IIMPOKOE PACIPOCTPAHEHHE, B TOM YUCIIE
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U B pu3nonoruu pacreHui. [Ipu 3ToM HEKOTOpBIE aBTOPBI NPUPABHUBAIOT APYT K APYTY
MOHATHUSL CTPECC M CTPECCOp, paccMaTpuBas CTpecC Kak HeOJarompusiTHbIN (akrtop,
neiictByromuii Ha opranusMm (Levitt, 1980). OxHako Bce-Taku Haiie MOJ| CTPECCOM
MOHUMAIOT TMPOIECChl, Pa3BUBAIOIIMECS B OPraHW3Me pacTeHUl NOoJa BIMSHUEM
HeOnaronpuatHbix (akropo. Tak, Bn. B. Kysuenos (2009) omnpenenser ctpecc Kak
Hecreun(UUecknii OTBET OpraHM3Ma Ha JeHCTBHE CTpeccopa, obecreunBarouIui
KPaTKOBPEMEHHOE BBDKMBAHME OpraHU3Ma 3a CYET aKTHBAIlMM CHCTEM HIMPOKOIO
orBeTa. J[pyrue aBTOpBI CUMTAIOT, YTO CTPECC — ATO HE TOJBKO OTBET paCTEHHUH
(axTMBalMg 3alIMTHBIX MEXaHU3MOB), HO U HapyUIEHUS W/ MO MOBPEXKICHUS,
BbI3BaHHbBIC JCHCTBHEM Ha opraHu3M HeOjaronpustHoro (akrtopa (Larcher, 2003; Mosa
et al, 2017), 1. e. mMOHMMas TOJ CTPECCOM COBOKYMHOCTb aJaNTUBHBIX U
JIECTPYKTUBHBIX MPOIECCOB, a TaKKE MEXaHHW3MOB, YYACTBYIOIIMX B BOCCTAHOBJICHUU
opranu3ma Imociie mnpekparieHus neiictBust ctpeccopa (Lichtenthaler, 1996; 1998).
JpyrumMu cioBamMu, CTpecc B MOJOOHOW TpaKTOBKE — 3TO Hecneuuduueckas peaxius
pacTeHUii, BKIIIOYAIOIIAasi MHOTOYMCICHHbIE W3MEHEHMs] B OpraHu3Me, B OTBET Ha
neicTBue HeOmaronpuatHoro ¢akrtopa. B maHHOW nuccepTanimoHHOW padoTe MBI
OPUAEPKUBAEMCS UMEHHO TaKOW TPAKTOBKH 3TOr0 TEPMHHA.

Y pacteHuMil TakKe KaK W Yy XKHUBOTHBIX MOXHO BBIJIETTUTh HECKOJBKO (a3
OTBETHOM peakuuu Ha JeictBue ctpeccopa. Cpa3zy cieayer OTMETUTh, 4YTO B
MHOCTPAHHOHN JUTepaType Ha3BaHHME TEpBOH (a3bl cTpecca «TpeBora» WM «alarm»
UCTIONIB3yeTCsl MpUMEHHUTEIhHO U K pacteHusMm (Lichtenthaler, 1998; Kranner et al,
2010), uro He coBHaJaeT C TEPMHHOJOTHEH, HCIOIb3YEMOW B OTEYECTBEHHOMU
autepatype. Ctporo rosops, ¢a3a TpEBOrU y pacTeHUH KaK TaKoBasi OTCYTCTBYET, XOTs
B OTBET Ha HEOJaronmpusATHbIE BO3JIEHCTBUS y HHUX HaOJIoAaeTcs psia OBICTPBIX
HeCHeIM(PUUECKUX HW3MEHEHUH, KOTOpbIe, IMO-BHIANMOMY, KOPPEKTHEE Ha3bIBaTh
«TEepBUYHON MHAYKTUBHOU cTpeccoBor peakuuein» (ITomesoit, 1989; Uupkosa, 2002)
WU «HECMEUHATIM3UPOBAHHOM cTpeccopHOoil peakuueit» (XomogoBa u np., 2001;
Ky3nenos, 2009). K HUM OTHOCST, BO-NIEPBBIX, Takue Hecrnenuduueckue 3aliuTHO-
MIPUCIIOCOOUTENIBHBIE PEAKIIMM KaK M3MEHEHHME B MEMOpaHHBIX CTPYKTypax, CHUHTE3

CTpeccoBbIX OenkoB, akTuBu3anuio hepmentoB AOC u psaa apyrux (Los, Murata, 2004,
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Mansmmes, 2012; Horvath et al., 2012; Mittler et al, 2012; Bahuguna, Jagadish, 2015;

[IapoBa, 2016). Bo-BTOpBIX, K 3TUM HM3MEHEHHUSAM TaKXKE€ MNPUUYUCISIIOT HEKOTOPHIE
CTPYKTYpHO-(DYHKIIMOHAJIbHBIE HApYIICHUs, HaOpUMeEp, HAKOIUIEHHE OCJIKOB ¢
HapylIeHHOW CTpyKTypoH, reHepauuto A®DK, casur pH nuTomiasmMel B KHCIYIO
CTOpOHY, TOBBIIIEHUE MpoHulaemMoctu memOpan u T1.1. (Ilomesodt, 1989, Uupkosna,
2002; Miller et al., 2007; Kopmomt, 2011; Kpecnasckwuit u np., 2012; Wan, Jiang, 2016).
Crnenyer OTMETHTh, YTO B ILI€JIOM OJHOW M3 TJIABHBIX UYEPT MEPBUYHOU pEAKLIMU
ABJIIETCS PE3KOE YCWICHHME IMPOLECCOB KaTaboiu3Ma JMIHIOB M OHOIMOJIMMEPOB
(Tapuesckuii, 2001). B ciyyae ymMepeHHOW WHTEHCHUBHOCTH W MPOJOJKUTEILHOCTH
BBICOKOTEMIIEPATYPHOTO BO3ACHCTBHS PACTCHMs aJalTUPYETCS K HEOJaronpusiTHbIM
YCJIOBUSAM, UYTO XapaKTEPU3YeTCs MOBBIIIEHHUEM HX YCTOWYMBOCTA W MPOUCXOJUT BO
BTOpOii (haze cTpeccoBoro orBera pacteHuit (Yupkosa, 2002; TutoB u ap., 2006;
Ky3znernos, 2009).

Bmecte ¢ TeM OTHOCHTEIBHO HEOOJNBIIME TOBPEKACHUS KIETKH, CBSI3aHHBIC
HaIpuMep, C HaKOIUIGHHEM OENIKOB C HapyIIEHHOW CTpPyKTypod u reHeparueit ADK,
MOTYT TOCIYXXHTh MPHYUHOM CHHTe3a 3amuTHIX OcenkoB (Iwata, Koizumi, 2012; Deng
et al., 2013; Karner et al., 2015; Wan, Jiang, 2016). Hanpumep, A®K BiusioT Ha
YPOBEHb JKCIPECCHHM TE€HOB, KOJIUPYIOIIMX CTpeccoBble Oenku, B yacTHoctu HSP, u
depmenter AOC (Volkov et al., 2006), a Takke peryaupyroT aktuBHOCTh T® (Apel,
Hirt, 2004; Davletova et al., 2005; Miller, Mittler, 2006; Kotak et al., 2007).

CnenyeT OTMETHUTh, YTO COTJIACHO COBPEMEHHBIM MPEICTABICHUSIM, CTPECCOBbBIC
peaKIuu 3aTParuBarOT TAKKE OTAENIbHbIE YACTU PACTUTENIBHOTO OpraHu3Ma, HalpHuMep,
KIETKA U JIaXe OTICIbHBbIC UX KOMIAPTMEHTHL. Tak, HeOJIarompusTHBIE BO3IEHCTBUS
MOT'YT MPUBOAUTH K pa3BuTui0 DP-cTpecca, s KOTOPOrO XapaKTEPHO HAKOIUJICHUE
OEJIKOB ¢ HApYIICHHOW CTPYKTYypo# B mojoctu DP, u psij peakiuil HalpaBiICHHBIX Ha
yctpaneHue takux oenkoB (Deng et al., 2013; Karner et al., 2015). [Toatomy DP-cTpecc
CUMTAETCS BaXXHBIM 3BE€HOM B I1ENHU COOBITHH, NPHUBOASIIMX K TOBBIIIEHUIO
ycrorunBoctu (Liu, Howell, 2010; Deng et al., 2013).

Pa3nbie aBTOpBI OTMEUAIOT, UTO U3MEHEHUS B KJIETKAX PACTEHUU B 3aBUCUMOCTH

OT UHTEHCHUBHOCTH BBICOKOTEMIIEPATYPHOI'0 BO3JIEUCTBUS MOTYT OBITh OOpPAaTUMBIMHU U
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BBI3BIBATH IIOBBINICHUE YCTOMYMBOCTH pPACTCHUNW WU OBITh HEOOPATHMBIMH |
npuBoAUTH K X rudenu (Balogh et al., 2013; Puxsanos u mp., 2014; Giri et al., 2017).
[ToaToMy y cTpecca BwIIEIsAOT pasHble (Gopmbl. Hampumep, syctpecc (M3MEHEHUS,
CIOCOOCTBYIOIIME BBDKMBAHUIO B  HEOJArONPUSTHBIX  YCJIOBUSIX) U JAUCTPECC
(mectpyktuBHble m3MmeHenus) (Lichtenthaler, 1998; Larcher, 2003; Kranner et al.,
2010). Kpome TOro, B paboTrax pa3HbBIX aBTOPOB BCE 4Yallleé HCIOIB3YIOTCS TaKue
HOHSATHS KaK «MSTKHW», «CPEIHUi» U «KecTkuit» crpecc («mild», «moderate»,
«severe» stress). ITogoOHBIN MOAXOM MPEAIONIaraeT, 4To CIOBO CTPECC COOTBETCTBYET
TOHSITHIO HEOIaronpusTHBIN (DaKTOp, KOTOPBIN ACHCTBYET Ha paCTEHUS C Pa3HOW CHUJION
(Boiinukos, 1987; Bolat et al., 2014; Nguyen et al., 2015).

Mbl B cBoel paboTe Tak)Ke HCIOJIB3YeM TEPMHUHBI «MSTKHUH», «CPETHUN» U
(OKECTKHI» cTpecChl. [Ipy 3TOM MO «MATKUM» CTPECCOM Mbl TIOHMMAaeM U3MCHCHHSI, HE
HOCSIIIIHE JIECTPYKTUBHOTO XapakTepa M MPHUBOJISIINE K aKTHUBAIMU TOJBKO 3aIUTHO-
NPUCTIOCOOUTENBHBIX ~pEaKIMi W TMOBBIMIEHUIO YycToWuMBocTH pacteHuid. [loj
«CpEeaHUM» CTPECCOM MBI MOApPa3yMeBaeM W3MEHEHHs, KOTOphIe Hapsiay C 3allUuTHO-
NPUCTIOCOOUTENBHBIMU PEAKIMSIMU MOTYT BKIIIOYaTh B ce0sl KakKue-TMOO HapylIeHUs
W/WIH TIOBPEKIEHUS, HO C KOTOPBIMU PACTEHHUS YCIIEUTHO CIPABIAIOTCS. Y CTOMUNBOCTD
pacTeHUil B TaKWMX YCIOBHUAX OYIET COXPaHSATHCS HAa JOCTATOYHO BHICOKOM YPOBHE B
TE€YCHHE OTHOCUTEIHHO IJIUTEIBHOTO BpeMeHU. HakoHel, Mmoj <GKeCTKHM» CTPECCOM
Mbl TIOHUMAaeM CEphEe3HbIC JECTPYKTUBHBIE HM3MEHEHMS, C KOTOPBIMHU 3alllUTHO-
MIPUCTIOCOOUTENbHBIE MEXaHU3MbI PACTEHUN YK€ HE CIIPABISIOTCS, U KOTOPHIE BEIYT K

rudenu pacTeHus.
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2. OBBEKTbBI U METOAbI UCCJIEJOBAHUSA

O0bexkT wHccaenoBaHus (KpaTkas  Xxapakrepucrtuka). lccnenoBanus
NPOBOJMIIM HAa NPOPOCTKax o3uMor mmreHunpl (Triticum aestivum L.) coprta
MockoBckas 39. OpuruHatropoM u mareHTooOnaaatenem coprta ssisercs HUUCX
Hentpansubix paiionoB Heuepnozemuoit 3oubl (HUMCX IIPH3). [auubiii copt
OTHOCUTCSI K CpeJHecIeNbiM, Beretaimonubii nepuon 305-308 nueit. Ilpennaznauen
JUISL TIOJIy4€HHSI TIPOJIOBOJILCTBEHHOTO 3€pHa (CWibHas miieHuna) B LleHTpaabHOM,
entpansHo—YepHozeMHOM peruoHax Poccum, cyuTaeTcs MEPCIEKTUBHBIM M IS
COMPEICNIbHBIX PETUOHOB.

XapakTepu3yeTcs 3MMOCTONKOCThIO, MOPO30yCTOMUYUBOCTHIO, 3aCYyXOYCTONYUBOCTD, a
TaK)K€ YCTOMYMBOCTBIO K TMAaTOT€HaM — TBEPJOM TOJIOBHE, CHEXHOW IIJISCCHH,
CEeNnTopro3y, Oypoi p)KaBUMHE U MyYHHCTOU poce.

Kpome Toro, mpopocTku 371aKOB SIBJSIOTCA OJHUM M3 HauOoliee yA0OHBIX OOBEKTOB ISt
UCCJIEIOBAHUS MPOrpaMMUpyeMoit kiaetouHou rudenu (Bantomun, 2001).

Cxema s3kcnepumenTa. VccnenoBanusi mpoBOAWIN B 1a0OPATOPHBIX YCIOBHSX C
UCIIOJIb30BAHUEM KaMep HMCKYCCTBEHHOI'O KiMMaTa. PacTeHus B TedeHue 7-U AHEU
BBIpAIIMBAJId B pyJOHAaX (UIBTPOBAIBHOW OymMarn Ha THUTATEIBHOM pacTBOPE,
coaepxkamuMm 3.15 MM NH4NO3, 1.55 MM KH2PO4, 1.55 MM M@SO4, 24 MmxM H3BOs3,
21 MxM 1mutparta xene3a (FeCeHsO7), 10 MkM MnSO4, 3.1 MkM CuSQOg4, 2.55 mxM
(NH4)2M00Qg4, 1.55 MkM ZnSO4, u 5 MM Ca(OH),, pH 6.4, tipu TemmepaType Bo3ayxa
22°C, ero orHOcutenapHoM BaxkHoctu 60 — 70%, oceemennoctu DAP 180
MkMonb/(M%c), ¢doTomepuome 14 u. 3areM NPOPOCTKM MIIEHUIBI MOJBEPIaIH
TEMIIEPATYPHBIM BO3JCHCTBUSIM Pa3HOW MHTEHCUBHOCTH (OMBIT), IPU 3TOM JUAIa30H
TeMmrepaTyp BapbupoBajics OT 29° mo 45°C mnpu CcoXpaHEHUH MPOYUX YCIOBUH
HEU3MEHHbIMU. [IpOJOIKUTENBHOCTh BBICOKOTEMIIEPATYPHOTO BO3JICHCTBUS  TaKXKe
BapbUpoOBajach — OT 15 mMuH 70 96 4. B kauecTBE KOHTPOJS BBICTYNAIM MPOPOCTKH,

BEIpaIieHHbIe Tpr 00BIYHBIX (22°C) TeMIepaTypHBIX YCIOBUSX.
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MeToanbl uccjieI0BaHuA

TemnoycTOWYMBOCTh PACTEHMI OLIEHUBAIM a) MOCIe S5-MHUHYTHOTO IpOrpeBa

BBICEYEK M3 JIMCTa B BOJHOM TEPMOCTAaTe€ MpPU TMOCIEAOBATEILHOM IOBBIIICHUN
Temrepatrypsl ¢ uHTepBajgom B 0,4°C (AnexkcanapoB, 1963). B kauectBe kpurepus
YCTOMYUBOCTH HUCIONB30BaIM TemrmepaTypy rudenu 50% (JITsp) mamucagHbIX KIETOK
JIUCTa, OMpEeAeISIEMYI0 C TMOMOIIBI0 CBETOBOro Mukpockoma Mukmen 2 («JIOMOvy,
Poccust) (06bexTuB 40%) Mo aecTpyKIMHU XJIOPOIUIACTOB U KOATYJISLUNA UTOIUIa3MBI.

6) mocne BozxaeicTBus temmeparyp 33°, 37° u 43°C B Tteuenue 1 — 3 cyt u
OTpacTaHMsi B HOPMaJIbHBIX YyciioBUs npu Temreparype 22°C. Kpurepusimu
YCTOWYMBOCTH SIBJISLITUCH CTENIEHb MOBPEXKIAEHUS JIMCTHEB MPOPOCTKOB M BELKMBAEMOCTh
pacTeHu.

OBOJJHEHHOCTb _ TKaHEM dHAJIM3UpOBaAJIX C IIOMOIIBKO BCCOBOTO MCTOHA,

BBICYIIIMBAsI PAaCTUTENIbHBIE 00pa3Iibl 10 MOCTOSTHHOTO Beca npu temmeparype 105°C
(Apunymkuna, 1970).
PocCT nucTheB MILIEHUIIBI OTIPEEISUIA OOIIETPUHATHIMU METOIAMHU.

CognepxkaHue MaJIOHOBOTO JHUANbJICTHJIA (MI[A) OIICHHUBAJIM IIO0 HAKOIIJICHHIO

NPOJYKTa €ro peakiuud ¢ THOO0apOUTYpOBOM KHUCIOTON CHEKTPO(POTOMETPUUECKUM
metogom (Stewart, Bewley, 1980). [lis 3TOro MCHOIb30BaIM PEAKIHOHHYIO CpPEIy,
conepxamyto 0,5% pactBop THOOApOUTYpOBOil KUCIOTHI B 20% TPUXIOPYKCYCHOMU
kucaore. IlepBbId JUCT KOHTPOJBHBIX PACTEHUHM M PACTEHUW IIOCIE BO3JCUCTBUS
BBICOKOM TeMiieparypbl HaBeckol 0,1 © romMoreHu3uMpoBaiu B PEaKIMOHHOW cpejie
ooveMoM 2 mi. Jlanmee mpoOsl nentpudyrupoBanu 15 mud npu 10000 06./mun. Tlocne
ATOrO0 OTOWpAIM CyNEepHATAHT M BBIICPKUBAIM €ro Ha BOAsHON Oane 30 MuH mpu
temrieparype 95°C. Jlanee mpoObI oXJa)Kaan 10 KOMHATHON TeMIIepaTypbl ¥ TIOBTOPHO
nentpudyrupoBam 5 mud npu 10000 o6./mMun. Ilocne dero m3aMepsan ONTHYECKYIO
MI0THOCTH Ha cnekTpodoTomerpe CD — 2000 (Cnektp, Poccus) npu nnuHe BosiHbI 532
u 600 HM.
Konnenrpamuto MJIA paccunThiBaiu 1Mo clieayroiiei popmyie:

CMJIA=(D532-D600)/s-m,
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rie CMJIA — konnentpauuss MJIA (MxM/r ceiporo Beca), D532 u D600 —

ONTUYECKasl IUIOTHOCTh 0Opa3lia MNpu COOTBETCTBYIOIIMX JJMHAX BOJH, & —
k03 punuent skctuHKIA MIA, pasubni 155 MM™ em, m — macca naBeckn (1).

O06pa3oBaHKe CYIIEPOKCUI PAAMKAIA OLIEHUBAINA KAaUYeCTBEHHBIM METOIOM INn Situ

MyTEM BOCCTAaHOBJICHUS HUTPOCHHErO TETpa3oius ¢ oOpa3oBaHUEM (HUOJIETOBOTO
npenunuraTa GopMasaHa METOAO0M, onucaHHbIM [[»kabcom ¢ coaBropamu (Jabs et al.,
1996). Jlnga 3TOro JNHMCTbs KOHTPOJIBHBIX PACTEHMM M PACTEHUH TOCIEe TEIIOBOTO
BO3JICHCTBUA TOJBEprajiv BakyyMHOM uHpuibTpanuu B 10 MM xkanuii-¢pochaTtHom
oydepe (pH 7,8) ¢ nobasnenuem 10 MM azuaa HaTpusi. 3aTeM JUCThS BBIJECPKUBATIU B
0,1% pacTBOpe HHUTPOCHMHETO TeTpa3zonusa B TeueHne 30 MUH NpU KOMHATHOMU
temneparype. s obOeciBeurBaHUS JMCTa PACTEHUS TMOABEPrajCh KHUIISTYCHUIO B
pacTBOpe, COJEp)KallleM JICNSHYI0 YKCYCHYIO KHUCJIOTY, TIJIMIIEpUH, OTaHOJI B
COOTHOIIIEHUH 110 00beMy 1:1:3 B Teuenue 5-10 muH. 3atem nucThs hoTorpadupoBaiy.

O6D&30BaHI/I€ IMCPCKUCHU BOJOPOZa aHAJIU3HUPOBAJIN KAa4YCCTBCHHBIM MCTOIOM in

situ, xoropeiii ommcan Topman-Kpucrencen ¢ coaBropamu B 1997 r. (Thordal-
Christensen et al., 1997). Merox ocHOBaH Ha MOJMMEpHU3aluU 3,3-THaMUHAOCH3UINHA
(DAB) mpu BCTYIUICHHHM B KOHTaKT C TIEPOKCHIOM BOJOpPOJa B MPUCYTCTBUU
nepokcuaassl. JINCThs pacTeHuit nHGUALTpUpoBanu B pacteope 1 mr/mat DAB-HCL
pH 3.8 u BeIIEpKUBAIIA B 3TOM pacTBOpe B TeueHue 4 4. Jlanee nmucTbs oOecIiBeYnBaIN
KUIISTYCHUEM B pacTBope (JieAsiHas yKCyCHas KUCJIOTa, riauiepuH, staHon (1:1:3) B
Teuerne 5-10 muH. 3atem nucThsa GororpadupoBaim.

Ananu3 ¢otorpaduii, MOTYYECHHBIX MPU UCCICIOBAHUH TE€HEPAIMH CYNEPOKCHT
paauKaia u coaepiKaHus epOKCHUIa BOAOPOIa MMPOBOIUIHN C PUMEHEHUEM MPOTPaMMBbI
ImageJ (Image Processing and Data Analysis in Java), nmpeqnazHaueHHON TSl U3YYCHHS
MEIUKO-OMOoJoTHYecKux u3o0pakeHnit. (OOpa3oBaHWE CYMEPOKCHI paduKaia u
MEPEKHCH BOJIOPOJIa PACCUUTHIBATHM Kak OTHoOIIeHHWe B (%) OKpalIeHHBIX 0OJlacTei K
oOIIel TUToNaau JINCTA.

O6uryro aktuBHOCTh (COJI) ompenensyii CHeKTpOo(HOTOMETPUUECKUM METOJIOM.

s Beigenenusi Oenka HaBecky 0,3 r romoreHusupoBaiu ¢ jgodOasieHueM K/Na-

dochatnoro Oydepa (pH 7.8) mpu temmeparype 4°C, mocie dYero roMoreHar
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uentpuyrupoBaimu 20 mud npu 15 000 g mpu Ttemneparype 4°C; mnoiaydeHHbIN
cynepHaTtaHT wucnonas3oBam g onpenenenus COJ. Meron onpepenenus CO/L
OCHOBaH Ha CHOCOOHOCTU (hepMEHTa MHTMOUPOBATH (DOTOXMMUYECKOE BOCCTAHOBIICHHE
Hutpocunero terpaszonust (Beauchamp, Fridovich, 1971). Jns npoBeaeHus aHanusa
TOTOBWJIM TPU BapHaHTa PEAKIIMOHHOW cMecHu: 1) KOHTPOJb (2 MII peakIMOHHON CpeJibl
c nob6asnenue 100 MK cymepHaTaHTa); 2) CBETOBOM KOHTPOJbL (2 MJI peakIMOHHOU
cpeasl ¢ gobasnenueM 100 mxn K/Na-dhocdatnoro 6ydepa (pH 7.8); 3) omnbITHBIN
obOpazery (2 ™I peakiMoOHHOM cpenapl ¢ jgoOaBineHue 100 Mk cynepHaTaHTa).
Peaknonnas cpena o0bemMom 2 Mma coxaepxana 10 MM L-metnonuna, 54 MxM
HutpocuHero terpaszonus, 0,025% Tpurona X-100. [ns 3amycka ¢pepmMeHTaTUBHOMN
peakuuu BO Bce TpH BapuaHTa BHocuiu 50 Mk pactBopa pubodnaBuna. [locie sToro
KOHTPOJIb IOMEIIAJ B TEMHOTY, @ CBETOBOM KOHTPOJIb M OINBITHBIM 00pa3zel] momMemanm
B ycnoBus ocBeieHus Ha 30 muH. Ilocne 3Toro, onpenensii ONTHYECKYIO TUIOTHOCTh
CBETOBOTO KOHTPOJISI U OMBITHOTO 00pa3lia OTHOCUTEIHHO KOHTPOJISL IPH JIJTUHE BOJHBI
560 um, wucnone3ysa crekrpoporomerp CD-2000 (Cnextp, Poccus). 3a egunuiy
aktuBHOCcTH COJl mpuHUMAaNIM KOJIMYECTBO (PepMEHTA, CIIOCOOHOE MOJABUTh PEAKITUIO
BOCCTAHOBIIGHUS HUTpocuHero Tterpazonus Ha 50%. Pacuer aktuBHOCTH (pepmeHTa
IIPOBOJIUIIN 110 (hopMyIIe
ACO/1= log(Exontp./Eompit.)/(log2-mbenka),

rie ACOJl — aktuBHocts COJI (yca. en. aktuBHOCTH/MT Oenka), ExoHTp. —
ONTHYECKAs] IUIOTHOCTh CBETOBOTO KOHTPOJs, EomeIT. — onTudeckas IUIOTHOCTh
OMBITHOT'O O0Opa3ma, m Oenka — Macca Oenka B mpode (Mr).

Conepxxanme Oenika ompenesuii 1o Mmerony bpaadopma (Bradford, 1976),

OCHOBaHHOMY Ha CABUIE CIIEKTpa MOTJIOUIEHUS B CTOPOHY 3Ha4YeHUH 595 HM KpacuTens
KyMaccu SIPKO-TOJIyOOTO TIPH CBSI3BIBAHHHM €T0 C OEIKOM, TPSIMO TMPOMOPIHOHAIBHO
KOHIIeHTparuu mocneadero. Jlns mpurotoBnenus peaktuBa bpendopaa 100 wmr
Kymaccu spko-romyboro pactBopsiii B 50 mu 96% 3TaHOna, K ATOMY pPacTBOPY
no6amsumm 10 mm 85% docdopHOit KHCIOTHI W JOBOAWIAM JO oObeMa 1 1
oumauctwisgTa. Jyis omnpeneneHus CcolepKaHUsT PACTBOPUMBIX O€JIKOB B Mpooe,

pactenus HaBeckou 0,3 r romorennsupoBaiu B 3 mur 0.1 M K/Na-docdaraom Oydepe,
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MOJIy4eHHbI ToMoreHar ueHtpudyruposanu 20 mun npu 15 000 06./mun. Ilocne yero
orOupanu 100 Mka cynepHaTtaHTa W J00aBIsUIM K HUM 5 M peaktuBa bpandopna.
[Ipo6rl ocTaBisAau pu KOMHATHOW TeMreparype Ha 10 muH. ONTHYECKYIO TIIOTHOCTh
u3Mmepsnu Ha crnektpodotomerpe CO — 2000 (Cnekrp, Poccust) mpu nimHe BOIHBL 595
HM. B KkayecTBe KOHTpOJIA MCIONb30BaIu 5 Mil peaktuBa bpaadopna ¢ nobasinenuem
100 mxn 0,1 M K/Na-docharnoro Oydepa. Coaepkanue Oenka omnpenessyiva 1Mo
KanuOpoBoYHOM KpuBoi. KanmnOpoBOouHYHO KPUBYIO CTpPOMIIM, HCHOJB3YySd ObIUMi
CBIBOPOTOYHBIN albOyMHUH.

Jlns  aHanm3a ypoOBHS TPAHCKPUIITOB TE€HOB HaBeCKy JHUCTbeB (50 wr)

¢ukcupoBanu B xuakoMm azore. ToranbHyto PHK Bwigensiin ¢ momompio Habopa
Extract RNA (EBporen, Poccust). KauectBo u konnuectBo totanbHoil PHK npoBepsin
cnektpooromerpuueckuii Ha mnpubope SmartSpec Plus (Bio-Rad, CIIIA) mno
COOTHOIIEHUIO UMH BoJIH 260:280 u ¢ momomibio anektpodopesa B 1% arapoznom
rene. TotampHyto PHK o6pabareiBasin JIHKazoit (1 emmnuna aktuBHoctH EA). C
noMmolislo Habopa s ooparHoi TpaHckpuniuu (EBporen, Poccus) cuHTe3mpoBaiu
k/IHK, ucnonp3ys ounimennsiii Ha kojgoHkax CleanRNA Standart (EBporen, Poccus)
npenapatr PHK. KommyectBo u kawectBo BbimeneHHow k/IHK — onpenensimu
cnekrpodoromerpuuecku Ha npubope SmartSpec Plus (Bio-Rad, CIIIA). Yposens
SKCIPECCUM TE€HOB PACTCHUM OLEHUBAIM C MOMOUIBIO MOJUMEPA3HON LETHOW peaKuu
(ITLIP) B pexxume peanbHOTO BpemeHU Ha mpubdope iCycler ¢ onTuyeckoi MpuCTaBKOU
IQ5 (Bio-Rad, CIIA), ucnons3yst HaObOp IS aMIUIM(DUKAIIMA ¢ WHTEPKAIHPYIOIIHIM
kpacurenieM SYBR Green (EBporen, Poccus). Ilpaiimepst (EBporen, Poccus) mns
npoBeaeHus [ILP mpeacraBiaensr B Tabmume 1. Cmech mrs [P o6bemom 25 Mk
cogepxkana 100 ur k/IHK, mo 1 nkM mnpsiMoro u oOpaTHOro mnpauMepoB, 5 MK
PEaKIMOHHOM cMecHu W 16 MK JI€MOHW30BAaHHOM BOJABI, CBOOOJHOW OT HYKJIeas.
[Tpotokomn TILP: aenatypamus k/IHK 5 mun npu 95 °C; 40 nukiioB: neHatypauus mnpu
95°C 30 c; orxur nipu 58°C 30 c; snonranus npu 72° 30 ¢. CneuupruyHOCTh TPOTYKTOB

amrudukanuu nposepsiin miasneHueM [P ¢dparmenTos.
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Tabnuua 1

Xapakrepuctuka npanmepos i I[P B pexxume peasbHOTo BpeMeHU

Howmep [TociienoBaTenbHOCTD NpaiMepa
I'en JIOCTyIIa B [Ipanmep A 5 _, 3" P P
6a3e NCBI
_ npavoii | CCAGCGGATGGGGCTACGACT
TaBl-1 1 GUS64292.1 | s atheii | GCGAGCATTGTCAGCATCCCG
npsvoii | AGAGGTTTGGGCTGCTGATGGGT
TaBAX2 | FJ747648.1 | s armmii | CCTGTCACGAGGATACTTGGGTC
npsIMOi TCCTTCCTCAAAGAGACCGTTCG
TaMCAII | GU130248.1 obpatueii | CTCCTCAATGTCATCCTTCCCAG
| npsvoii | GCTATTGCCTATGGTTTGGACCT
TaBIP KC894715.1 00paTHBIN TGCCGTGCTTCTTCT
npsvo GAAGAAGCCAGGAGATAA
TalREL | €X536022.1 | o et AAGCGGTTGATGTGATA
psIMOi TCCGACCTCGTCAACAACC
TaHsP90 | DQ270237.1 | o et | ACACCGAACTGCCCAATCA
npavoii | AGGAGGAGATTGAGAAGATGGTG
TaHSP70 | AF00S993.1 | o wii | C GTCGTCCTTGACCGTGTTGC
HpAMO CCCCGTTCGGTAAGTCCTCG
TaHSP19 | AM422845.1 | s armmii | CCAGCATCTGCCGCATCGTC
HpAMOii TCCTACCTGCGGTCCGATAC
TaHSP16.9 | EUGA%6TO.L | o rhmiii | AGGCGTCTCCTTCCAGTCCA
| npavoii | GGGACCTCACGGATAATCTAATG
Actin ABIBINN | patumii | AACCTCCACTGAGAACAACATTAC

OddextuBrocty TP nama mpaiimepoB pedepeHCHOro M IENEBBIX T'E€HOB

onpenensinn nyreM mnpoBefeHus IIIIP ¢ mociaemoBatenbHBIMU — pa30OBICHUSMHA

uccieayemoro oopasma k JIHK (Puc. 5). YpoBeHb TPaHCKPHUITOB I'€HOB BBIYHCIISUIH 110

dbopmyie:
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VYposens TpanckpunTos = 244t (Livak, Schmittengen, 2001).

B kauecTtBe KOHTpOJIBHBIX 00pa3uoB Obliu BbeIOpanbl kJ{HK, BbineneHHble u3
pacTeHul, HE MOABEPrHYTBHIX BBICOKOTEMIIEPATYPHOMY BO3I€UCTBUIO. B KadecTBe

pedepeHCcHOro reHa UCroib3oBaiy ren actin Triticum aestivum.

36 1 y=-3,64x + 36,87
34 r R2=0,99

32
30
28
26 | ¢
24
22
20
18 ' ' ' ' '

Ct

Log (KoHn)

Puc. 5. I'padux 3aBucumoctu moporoporo iukiaa (Ci) pedepencuoro rera (actin) or
norapudma ncxoanoi koumenrpanun JJHK-marpumns: (l0g kowir.).
Db dexruBrocts ITLP (E) mo dopmye:

E:].Ol/a,
rae a — kod((HUIEHT ypaBHEHHUS 3aBUCUMOCTH moporosoro mukia (Ci) ot Jorapudma
ucxoauoit kounentparuu JJHK — matpun. [MHP nns pedepeHcHOro u 11e1eBbIX TEHOB
mpoTeKana co cXoAHoU 3 (PEeKTUBHOCTHIO, MPUMEPHO PaBHOM 2.

®parmenTanmo JJHK orneHuBaiM ¢ MOMOIIBIO AIEKTPOPOPETHISCKOrO METO/IA.

JIHK Boizensnu cornacHo npotokony. HaBecky naucteeB (50 Mr) pactupanu B KUIKOM
azote ¢ nobasnennem TES-0ydepa, cogepxkamiero 100 MM Tpuc-HCI (pH 8,0), 10 MM
OITA, 2% OJC-Na u 10 MM B-mepkanrtostanoi. [locine nakyOamuu B TeueHue 30
muH mipu 55°C x oOpasmam mobapnsimu 140 mxn SM xmopuga Na u 65-70 mxa 10%
ueruntpuaMmonnit Opomuna. Ilocne umukyOGaumu npu 65°C B Teuenue 10 muH K
oOpa3naM 100aBisiiid cMech xjJopodopma U n3o0amMuioBoro cnupra (24:1 cooTHoueHue

mo ob0wemy). Ilocnme makKyOamum B Tedenwe 30 muH npu -20°C ocaxkmanu OeiakH
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ueHTpudyrupoBanueM. HykjienHOBbIE KUCIOTHI OCaX/1ajy B U30MPOMUIOBOM CIIUPTE C
noOasnenueM S5M anerata Hatpus. Ocamok aBaxabl npoMbiBaiu 70% 3TUIOBBIM
CIIMPTOM, BBICYLIMBAJIN U PAaCTBOPSJIM B CTEPUIIBHON JIEMOHU30BAHHOW Boje. PacTBop
obpabareiBanu PHKa3zoii (Cunton, Poccust) B teuenue 2 4 nipu 37°C. JIHK ouninanu c
MOMOIIBIO 3KCTPAaKIUK XJopopopMoM U mnepeocaxaand. OcaJok pacTBOPsUIM B
CTepUJIbHOIN JlenoHu30BaHHOM Bojne. s anekrpodopernueckoro pazaenenus JHK B
nyHkH 1,5% arapos3Horo reinst BHOCWIM S5 MKT BbiaeneHHor u ouniienHoi JJHK. JTHK
BU3yanau3upoBanu B Y D-cBeTe nocie OKpamnBaHusi OpOMUCTBIM STUIUEM.

MaremaTnueckass 00padoTka pe3y/abTaToB

Kaxnplii onbIT mOBTOpsuICS He MeHee 3 pa3. buosormdeckas HNOBTOPHOCTH B
npeaenax KaxJ0ro BapuaHTa omnbita 3-6 KpaTHas, IPU aHAIM3€ POCTOBBIX MOKAa3aTeyien
— 50-kparnas. HopmallbHOCTh pacnpeneneHusi MpPOBEpsUIM € TOMOIIBI0 KpUTEPUS
[Mamupo-Yunku. B ciiygyae HOpMaabHOTO paclpenesieHus] OOIIeT JTaHHBIX MPOBOIMIIH,
UCIIONIB3YSl NapaMeTpuiyecue KPUTEPHUH, JaHHbIE MNPEICTABISUINCh B BUAE CPEIHHUX
apu(pMETUYECKUX 3HAYEHUM W HMX CTaHIAPTHBIX OLIMOOK, OIEHKY OCTOBEPHOCTH
pasnmuuuii mpoBoauiK ¢ Tomombio kputepus Cterogenta (mpu P < 0,05). Ecmu
pacmnpeiefieHue OTINYaIOCh OT HOPMAJIBHOTO (B ClIydae JIaHHBIX 10 AKCIIPECCUU TE€HOB),
UCIIONB30BAJIM  HemapaMmeTpudyeckue kputepun (Bunkokcona-MaHHa-YUTHH U
Kpackena-Yoinuca).

HccnenoBanusi BRINOTHEHBI HA HAYYHOM 00OpyAoBaHUH LleHTpa KOMIEKTHBHOTO
nonp30BaHus DenepanbHOTO MCCIEA0BATENBCKOrO LieHTpa «KapenbCKuil Hay4HBIN

eHtp PAH».
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3. PE3VJIbTATHI HCCJEJOBAHUMN U UX OBCYKJEHUE

3.1. Hexortopble ¢u3HoJOornyecKkue OCO0EHHOCTH peaKUuil pacTeHui
03UMOIl TIIIEeHUIbI HA BBICOKOTEMIIEPATYPHbIE BO3AEHCTBHS Pa3HOM
HHTEHCHUBHOCTH
3.1.1. TennoycToii4MBOCTb KJIETOK JIMCTHEB

TemoycTonyuBOCTh KIETOK JIMCTHEB, TAKXKE KaK, MUX XOJOHO0-, 3aMOPO3KO- U
MOPO30YCTOMYUBOCTh CYIIECTBEHHBIM OOpa3oM 3aBUCUT OT HMHTEHCHUBHOCTU U
IPOJOJIKUTEIBHOCTH TEMIIEPATYPHOIO BO3JAEHCTBUS HA pacTeHus (Anekcanpos, 1975;
TymanoB, 1979; Ynosenko, 1979; I'enkens, 1982; dpo3nos u ap., 1984; KopoBuH,
1984; Turos, 1989; Tapuenckuii, 2001; TutoB u ap., 2006; Ky3nernos, 2009). a1 ee
U3YUYEHHUs aBTOPBHI MPUMEHSIOT pa3iiMuHble TMOAXO0Abl. B OIHMX ciydasx, pacTeHHs
MOJIBEPTalOT KPATKOBPEMEHHOMY (OT CEKYHJI 0 HECKOJBKHX YacOB) BO3JICUCTBHUIO
OKCTPEMAJIbHO BBICOKMX TEMIIepaTyp — TEIUIOBOMY IIIOKy, B JAPYTHUX CJydasx,
TEIUIOYCTOMYMBOCTh ~ OIICHUBAIOT TMOCJE MPOJOJDKUTENBHBIX (CyTKH U Ooiee)
BBICOKOTEMIIEPATYPHBIX BO3AECHCTBHIA.

B nameit paGore u3yueH XapakTep H3MEHEHUS TEIJIOYCTOMYMBOCTHU JIMCTHEB
NIIEHULBI IPY TTOCTOSTHHOM MPOAOJIKUTEIBHOM BO3JEHCTBUU HA PACTEHUS TEMIIEPATYP
u3 auanaszone 29° — 45°C. Kak nokasaim ucciaeqoBaHus, TEIIOYCTOMYMBOCTb OCTAETCS
HEU3MEHHOW Tpu AeicTBUU Ha pacTeHus temmneparyp 29° — 31°C (puc. 6). Ilpu
nevictun Temmepatyp 33° u 35°C 3adukcupoBaHO HEOONBIIOE, HO CTAaTHUCTHYECKHU
3HAYMMOE TMOBBIIICHHE TEIIOYCTOMYMBOCTU KJIETOK JIMCTbeB uepes 1 cyT ¢
JNOCTH>)KEHUEM MakcuMyMa 4epe3 2 cyT. B panbHeieM 3TOT ypoOBEHb YCTOWYMBOCTHU
COXpAaHsUICS Y paCTEHUN Ha MPOTSKEHUU BCEro dKcrepuMenTa (puc. 7. a, 6). OtmeTum
CXOJICTBO B AMHAMUKE TEINIOYCTOMYMBOCTH MPHU 3TUX ABYX BapHaHTAX TEMIEPATypPHOIO
BO3JICUCTBUS, 3a TEM HCKJIOYEHUEM, 4To Impu Ttemneparype 35°C alcoiioTHBIE
3HAYEeHUS TEMJI0YCTOMYMBOCTH ObLIIM HECKOJIBKO BhIlIe, ueM npu 33°C.

[Tox BnustHueM temmneparypsl 37°C poCT TEMIOYCTONYMBOCTH OBbLT OTMEYEH YXKE
yepe3 30 muH, a e€ MakcuMyM 3adukcupoBaH cnycts 2 cyT (puc. 7, B). IIpu 39°C
TEIUIOYCTOWYHUBOCTh BoO3pactasiia Takxke uepe3 30 muH. [Ipu 3TOM MakcuMaibHOTO

3HAYEHUs] TEIUIOYCTOMYMBOCTH jAocTurana dvepe3 1 cyr. [lampHeimee yBenndeHue
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AKCIO3UIMUA TPOPOCTKOB pacTteHuil npu 37° u 39°C  He BBI3BIBAIO JOMOJHUTEIBHOTO

MPUPOCTA TEIIOYCTOMYUBOCTH (puUcC. 7, I).
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Puc. 6. BiustHue BBICOKHMX TeMmIepaTyp Ha AUHAMUKY TEIUIOYCTOMYMBOCTH PACTEHUM
mmeHunsl ¢. MockoBekas 39: a —29°, 6 — 31°C.

NS — OTCYTCTBUE CTATUCTUYECKH 3HAYMMBIX OTJIMYUNA OT UCXOJHOTO YPOBHS IPH
p<0,05. 3mecp u Janee: HUCXOAHBIM YpPOBEHb — 3TO 3HAYEHHUE MOKa3aTes,
3a(UKCUPOBAHHOE Y HEJEIBHBIX TMPOPOCTKOB IMIIEHUIIbI, BBIPAMICHHBIX IPHU
TeMiieparype Bo3ayxa 22°C.

Tak, U3 MOMYYEHHBIX PE3YJIbTATOB CIEAYET, YTO Temmeparypsl 33°, 35° 37° u
39°C oka3bIBalOT OJHOTUITHOE BIUSIHUE HA TEIJIOYCTOMYMBOCTh PACTEHUM, BbI3bIBAs €€
noBbimieHue. CormacHo «30HaabHON» rumore3e (posmoB u ap., 1977;1984; Twuros,
1989; TutoB u np., 2006) »Tu TeMmepaTypbl CIeAyeT OTHECTH K 30HE TEIJIOBOIO

3akayimBaHus. OJHAKO KOJHWYECTBEHHO XapaKTep PEAKIUMU PACTECHUM CYIIECTBEHHBIM
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o0pa3oM 3aBUCEI OT HWHTEHCUBHOCTH J€WCTBYIOLIEH Ha HHX Temneparypbl. C
YBEJIMYEHHEM TEMIIEpaTyphl BO3/yXa MOBBIIIEHUE TEIJIOYCTOMUYUBOCTU KIETOK JIMCTHEB
MIPOUCXOJIUT OBICTPEE, @ MPUPOCT TEIIOYCTONUYUBOCTH CTAHOBUTCS OOJIBLINM.

XapakTep OTBETHOM peaklUUU pacTeHUWW Ha AedctBue Temnepatyp 41°, 43° u
45°C Obl1 uHBIM. B yacTHOCTH, MOBBIIIEHUE TEIIOYCTOMYMBOCTH KIIETOK JHCTHEB
HaOmonanu npu temneparype 41°C yepe3 30 MuH OT Hauana mporpea. OmgHako
YCTOMYMBOCTh TPH OSTOM YBEJIMYMBAJIACh TOJBKO B TEUEHUE TEPBBIX CYTOK

HKCIIEPUMEHTA, a Ha 2-€ CyT OHa HauMHalla CHUXaThcs (puc. 8, a).
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Puc. 7. BiusitHue BBICOKMX TeMIepaTyp Ha AUHAMUKY TEIUIOYCTOMYMBOCTU PACTEHUM
mmeHusl ¢. MockoBekast 39: a —33°, 6 —35°, B—37°, r— 39°C.

3nech U nanee: * — OTJIMYUS OT UCXOJAHOTO YPOBHSI CTATUCTUYECKH 3HAYUMBI TIPU
p=<0,05.

bonee Bricokue temmnepatypsl — 43° u 45°C — oKka3bIBAIM CXOQHOE JICHCTBHE Ha
TEIJIOYCTOMYMBOCTh MIIEHUIBI: MOJ WX BIHSHUEM 3a(UKCUPOBAH OBICTPBIA POCT

TEIIOYCTOWYUBOCTH JIUCTHEB YK€ B NIEPBBIC MUHYTHI BO3/ICHCTBUS, a 3aTEM - PE3KOE €€
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cHmkenue (puc. 8, 0, B). Habimonaemble B 3TOM cilydyae U3MEHEHUs XapaKTepa peakiuuu
pacTeHuil CBUAETENBCTBYET O TOM, YTO, JEHCTBYIOUIME HA HUX TEMIEPATYPBI OTHOCITCS
K 30HE TEIUIOBOrO MNOBpEkIeHUsA. (OTMETHM, YTO peaklMs PACTEHUH Ha JEHCTBUE
temriepatyp 43° u 45°C, kak u B cimydae ¢ temneparypamu 33°, 35°, 37° m 39°C,
paszinyanachk TOJBKO KOJHWYECTBEHHO. B wyacTtHocTH, npu Temmeparype 43°C
TEIJIOYCTOMYMBOCTh BO3pacTajla M CHWXKajlach MemieHHee, yeM npu 45°C, HoO

MaKCHUMAaJIbHBIN NpUPOCT TernoyctonunBocTH npu 43°C 6w Bhie, yeM mpu 45°C.
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Puc. 8. BnusiHue BBICOKMX TeMIlepaTyp Ha JUHAMUKY TEIUIOYCTOMYMBOCTH PACTCHUHN

mmeHunsl ¢. MockoBekast 39: a—41°, 6 —43°, B —45°C.

Takum 06p330M, IMPOBCACHHBIC HCCICAOBAHHUA IIOKA3dJIM, YTO XadpPaKTCpP
HU3MCHCHMUA TCHHOYCTOﬁqHBOCTH JUCTBCB IMIICHUIIBI BAPbUPYCTCA KaK KOJIMYCCTBCHHO,
TaK U Ka4C€CTBCHHO B 3aBMCHMOCTH KaK OT AHAIla30Ha (BOHBI), K KOTOPOMY OTHOCHUTCA,

HeﬁCTBYIOIHaH Ha paCcTCHHA TEMIICpaTypa, TakK n oT HMHTCHCUBHOCTH
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BBICOKOTEMIIEPATYPHOTO BO3JICUCTBUS (B TOM Cilydae, KOrJa PacTeHUs] HUCTBITHIBAIOT
JEHCTBUE TEMIIEPATYP, OTHOCSAIIUXCS K OJTHOM TEMIIEPATYpPHOU 30HE).

Hcxonst U3 MOMy4EHHBIX IKCIEPUMEHTATBHBIX JAHHBIX MOXHO BBIJICTUTH JBA
pa3IUyHbIX (M0 BIMSHHUIO HA TETUIOYCTOMYMBOCTh PACTEHUI) JAMANa30HA TEMIEpaTyp:
ot 33° no 39°C u ot 41° no 45°C. TemnepaTypsbl, OTHOCAIIMECS K NIEPBOMY U3 HUX,
BBI3BIBAIOT TOCTENICHHOE TMOBBIIIEHUE TEIJIOYCTOMYMBOCTA JIUCTHEB TMIICHUIBI B
TEYEHUE TIEPBBIX CYTOK BO3JICUCTBUS, a 3aT€M IMOCIE JOCTIKECHHS MaKCHUMabHBIX
3HAYCHUN TEIJIOYCTOMYMBOCTh HE M3MEHSETCS JO KOHIIa »JKcmepumeHTta. U3
JUTEpaTypbl HW3BECTHO, YTO TEMIEPaTypbl, OTHOCSIIHECS K DJTOMY JUala3oHy,
OKa3bIBAIOT CYIIECTBEHHOE BIUSHUE HE TOJILKO HA (DOPMUPOBAHKE TETIOYCTONYUBOCTH,
HO W Ha Jpyrue (Qu3MOJOTHMYECKHUE TMpolecchl. Hampumep, OHU TPUBOIAAT K
YMEHBIIICHUI0 MHTEHCUBHOCTH ()OTOCHMHTE3a B JHUCThAX muieHuibl (Pastenes, Horton,
1996; Ugarte et al., 2007; Bella et al., 2013; Begum, Nessa, 2014; Barlow et al., 2015;
Niu, Xiang, 2018). OnHako Ba)kHO, YTO HU3MEHEHHUS B (POTOCHHTECTHYECKOM armapare
NIISHUIIBI TIPY TeMIepaTypax, He mpeBbimarmux 37,5°C, HocaT oOpaTUMBIA XapaKTep
(Lu, Zhang, 2000). ®C II mnpu Takux TemIepaTypax He MOBPEKIACTCS WU
noBpekaaeTcss HesHauutenbHo (Sharkey, 2005). Bomee Toro, kpaTKoBpeMeHHas
0o0paboTKa pacTeHUW TeMmIlepaTypaMu W3 3TOTO JUana3oHa MPHUBOJIUT K TOBBIIICHUIO
ycroiturBocTd DC II k aeiicTBHIO SKCTpeMaIbHO BRICOKUX TeMmepatyp (Havaux, 1993).
Hanpotus, temneparypsl u3 auana3zoHa ot 41° no 45°C nepBoHa4YalabHO BBI3BIBAIOT
OBICTPBIN (B TEUCHHE HECKOJIBKUX MUHYT) POCT TEIJIOYCTOMYMBOCTU C MOCIEAYIOMIUM
pe3kuM ee cHuxkeHueM. CXOJHbIE JaHHBIE MOJYyYEHbl U JIPYTUMHU aBTOPaMHU, KOTOpbIE
MOKa3alid, 4To TeMmIiiepaTypsl, mnpesbimaromue 40°C BbI3BIBAIOT y pacTeHHil Ooiee
sHauntenbHbie Hapymenwms (Lu, Zhang, 2000; Fahad et al, 2017), 3adactyro
sBIsironuecs Heooparumbeivu (Yamane et al., 1998; Sinsawat et al., 2004; Mathur et al.,
2011).

Hamu nanpHeiinivie uccineoBaHus ObLIM HAMPABICHBI HA OLICHKY BBIXKUBAEMOCTHU
pPacTEHUM U CTEMEHM MOBPEKJCHUS JINCTHEB IMOCJE BO3JACHUCTBUS HA HUX TeMIEpaTyp
33°, 37° n 43°C. IlepBad u3 3TUX TEeMHEpaTyp, Kak CICAYET U3 MOJIYYCHHBIX HAMU

JAHHBIX, XapaKTepu3yeTcs ciadbiM 3akanuBaroliuM 3(GQeKkToM, BTOpas — XOPOUIO



63

BBIPDQXKEHHBIM 3aKaMBaroOmUM 3G(PEKToM, a TpPeThbsl SBISIETCS MOBPEKIAIOMICH.
[lonyueHHble pe3ynbTaThl MOKa3ald, YTO BBIKUBAEMOCTh PACTCHHM, MOJBEPTHYTHIX
nerictBuro temnepatyp 33° u 37°C B teuenue 1| — 3 CyT U 3aTeM NEPEHECEHHBIX Ha
oTpactanue B oObryHbIe yciioBus (22°C B Teduenue 7 cyt), coctarisier 100%. [lpu atom
1-# u 2-i1 TMCT HE UMENH BUUMBIX TIPU3HAKOB MOBPEXKIeHUs (Ta0. 2).
Tabnuma 2
Bnusiaue Boicokux temmnepatyp (33° u 37°C) Ha BBDKMBAEMOCTb PACTEHUM U CTENIEHb

MOBPEKJICHUS TUCTHEB MIIEHUIIBI . MockoBckas 39, % OT KOHTpOJIs

Crenenn Crenenn
BrpkuBaemocTb

DKCMO3UIHS, U pacrenuii, % TTOBPEHICHIA IIOBPEXKICHUA
’ ’ 1-ro nucra, % 2-T0 Jucta, %
33° 37° 33° 37° 33° 37°

24 100 100 0 0 0 0

48 100 100 0 0 0 0

12 100 100 0 0 0 0

B otnuume ot aToro, yepe3 7 cyT oTpacTaHHs MPU ONTUMAIBHON TemIepaTrype
nocie BozaeicTBus temnepatypbl 43°C B TedeHue | CyT BBDKMBAEMOCTb PaCcTCHUM
cierka cHkanach (10 95%), a crenens MOBpeXAEHUS JIUCTheB cocTaBisiia 50% y 1-ro
mucta u 25% y 2-ro nucta (tabn. 3, puc. 9). B cinyuae yBenuueHHs SKCHO3UIIUU
pacTeHuil 10 2 CYT BBDKHMBAeMOCTh cHIKanach 10 80%, cTeneHp MOBpeXICHHS 1-TO
nucta nocturana 65%, a 2-ro aucta — 45%. JleiictBue temnepatypsl 43°C B TeueHue 3
CYT TPUBOJUIO K CHI)KCHHIO BBDKMBAEMOCTU pacTeHui Oosee, yem Ha 50% u Kk emie
0oJee 3HAYUTEBHBIM MOBPEXKICHUAM 1-T0 U 2-T0 JIHCTA.

Tabmuna 3
Bnusnaue Boicokoi TeMneparypsl (43°C) Ha BBIKUBAEMOCTh PACTEHUHN U CTEIICHb

MOBPEXKACHUS JTUCThEB NIIeHUIbI ¢. MockoBckas 39, % OoT KOHTpOJIs

Crenenn Crenenn
o BrokuBaemocTb
Okcno3utus nipu 43°C, u . o MTOBPEKICHUS MTOBPEKICHUS
pacrenuii, %
1-ro mucra, % 2-ro jgucTta, %
24 95 50 25
48 80 65 45
72 15 80 75
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Takum oOpazom, Ttemmneparypsl 33° u 37°C He OKa3bIBalOT BIUSHUS Ha
BBDKMBA€MOCTh PACTEHUN MIIEHUIBI cOpTa MOCKOBCKast 39 M HE BBI3BIBAIOT BUIAUMBIX
MPU3HAKOB MX MOBPEXKIEHUS, B TO BpeMs Kak Ttemieparypa 43°C (4 BblIIE) HE TOJIBKO
MPUBOJIUT K CHUXKEHUIO TEIJIOYCTOMYMBOCTH KIIETOK JIMCTHEB, HO U K TMOBPEXKICHUIO

pacTeHuid, a uepe3 3 CyT BO3JEHUCTBUS — K UX THOCIIH.

a 0 B

Puc. 9. BremHuii Buj pacTeHMi NIIEHUIBI CHYCTS HEAENI0 IIOCIE BO3IEHCTBUS

temriepatypsl 43°C: a — kouTpons (22°C), 6 — 1 cyt npu 43°C, B — 3 cyt npu 43°C.

3.1.2. PocT 4 0BOJAHEHHOCTH JHUCThEB

Haubonee akTuBHBI pOCT pacTeHUH NPOUCXOIUT, KaK H3BECTHO, TMpHU
ONTUMAJILHOM 3HAYeHWH TeMIepaTypsl (WM HWHOTO ¢akropa), TOraa Kak TIpH
MUHUMAJBHBIX WM MaKCUMaJIbHBIX €€ 3HAYCHHSIX POCTOBBIC MPOIECCHI 3aMEIISIOTCS
WIN JaXe MONHOCThI0 mpekpamatorcs (['pedunckuii, 1961; Hatfield, Prueger, 2015).
TopmoxkeHre pocTa pacTeHW TNPUHATO  paccMaTpuBaTh KaK  TEPBUYHYIO
HeCTeM()UUECKYI0 CTPECCOBYIO PEaKIMI0 Ha JCHCTBHE HEOJIarompUATHBIX (AaKTOPOB
(Kynosiposa, 2000; Ilakuposa, 2001; Hupkona, 2002).

B xone Hamux wucciaenoBaHMA W3ydeHa IWHAMUKA psifga OMOMETPUYECKUX
MoKasareliel, XapaKTepU3YIIHUX POCT MPOPOCTKOB MIICHUIIHI MPU JACHCTBUNA BBICOKHUX

TEMIEpaTyp pa3HOW HMHTEHCUBHOCTH. OMBITHI MOKA3aJiM, YTO TPU BO3JICUCTBUU Ha



65

pactenus temnepatyp 33°, 35° u 37°C npouCXOIUT TOPMOKEHHUE POCTOBBIX MPOLIECCOB

yKe HauuHas ¢ 1-x cyt (Tabmn. 4).

Tabnuua 4

BinsiHMe BBICOKMX TEMIIEpATyp Ha CYTOYHBIN IIPUPOCT B BBICOTY PACTEHUMN

nueHunsl €. MockoBekas 39, % OT KOHTPOJIBHOTO YPOBHS

o OKCITO3UIMSA, CYT
Temnepartypa, °C 0 1 5 3 4 5
(KOHZTEOJIB) 100 112* 121~* 127* 142* 155*
33 100 107* 113* 114* 116* 117*
35 100 108* 113* 114* 115* 116*
37 100 104* 114* 115* 116* 116*
39 100 102* 103* 103* 103* 103*
41 100 100 100 100 100 100
43 100 100 100 100 - -
45 100 100 - - - -

3a 100% mnpunsta BbicoTa pactenuit (19,1+£1,3 cM) y CEMUIHEBHBIX IPOPOCTKOB,
Haxoasumxcs npu 22°C.

[Tpupoct xKoHTposbHBIX pacTeHuil (22°C) Ha mepBbIE CYTKH dKCIepuMeHTa (8-
JTHEBHBIE TIPOPOCTKH) cocTaBisin 12%, a Ha 5-e — 55%. B ciydae ¢ remneparypamu 33°,
35° u 37°C npupoct pacteHuid uepe3 1 cyT s3kcriepuMeHTa He npesbimain 8%, a uepes 5
cyT — 17%. Cxonnast kapTHa OblJla OTMEYEeHa U B OTHOIICHUH TemrepaTypsl 39°C: mo
CPaBHEHUIO C KOHTPOJIbHBIMU PACTEHUSIMHU, PUPOCT TOJI €€ BIUSHUEM PE3KO CHIIKAJICSA
u coctaBisil Bcero 3% Ha 5-e cyT. O CyleCTBEHHOM BIIUSIHUU CYNEPONTUMAIIBHBIX, HO
HE MOBPEKIAOIINX TEMIEpaTyp Ha POCTOBBIE MOKA3aTENIM MPOPOCTKOB MIICHUIIBI
CBUJICTEIILCTBYIOT W JaHHblEe JuTepaTypbl. Hampumep, BbIpaniuBaHue MIPOPOCTKOB
NIIeHUIBl Ha cTtaguu 3-x JuctheB mnpu 40/35°C (menp/Houb) B TedeHwe 14 gHel
MPUBOAWIO K CHI)KEHHUIO BBICOTHI CTEOJSI mpuMepHO Ha 25% U yMEHBIICHUIO
KOJIMYECTBA JTUCTHEB PACTEHUSI HA TPETh MO CPABHEHHUIO C PACTEHUSAMU, HAXOASIIUMUCS
B ONITUMAJIBHBIX TEMITEpaTypHBIX yciroBusax (25/20°C) (Maulana et al., 2018).

Temnepatypsl ot 41 10 45°C npuBOAMIN K MOJHOM OCTAHOBKE POCTA PACTCHUU

yxe duepe3 1 cyT oT Havasia Bo3aencTBus (Tadi. 4).
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AHaJOrM4HbIEe Pe3yJIbTaThl NOJYYEHBI IPU aHAIU3€ TUHAMHUKH pocTa l-ro mmcra
MIPOPOCTKOB MIIEHUIBI. ¥ KOHTPOJIbHBIX pacTenuit (22°C) npupocT B JJIMHY 1-TO aucTa
coctaBisan 15% u 31% nHa 1-e u 5-e cyT cooTBercTBeHHO. [Ipu Temnieparypax 33°, 35° n
37°C cHUKEHUE TEMIIOB pOocTa 1-ro aucTta OTMEYEHO Yepe3 1 cyT BO3AEUCTBUS, KOTOPOE
MPOJ0JIKATIOCh HA MPOTSKEHUU BCEro AKCIEepUMeHTa (Tadu. 5). DKCHO3ULUs PaCTeHUM
IIpPU 3TUX TEeMIlepaTypax B TeueHue | — 5 cyT BbI3bIBajla HE3HAUUTENIbHOE CHM)KCHUE
npupocTa 1-ro JIMcTa OTHOCUTENBHO KOHTPOJIS, B cpeliHeM Ha 3-7% (MpupocT B AJIUHY
1-ro nucrta coctaBun He meHee 11% yepe3 1 cyT u 24% uyepe3 5 cyt). [lpu aeiictBun
temneparypsl 39°C ymeHblIeHHE mpupocTa 1-ro nmcra ObUI0 00Jiee BBIPAXKEHO.
[Ipupoct B qynHy nepBoro jaucrta coctaBui 4 u 5% 4depe3 1 U 5 cyT COOTBETCTBEHHO.

Temnepatypsl 41 — 45°C BbI3bIBAJIN MOJHYIO OCTAHOBKY pocTa 1-To JucTa.

Tabmnuua 5
BrnusiHre BBICOKHX TEMIIEpAaTyp Ha CYTOYHBIN MPUPOCT B JUTMHY 1-T0 JIUCTa pacTeHUH

nmeHuIbl ¢. MockoBckas 39, % OT KOHTPOJIBHOTO YPOBHS

o OKCHO3UIHUS, C

Temnepatypa, °C 0 1 5 3 a 4 5

22 100 115* 127* 130* 131* 131*
(KOHTpPOJIB)

33 100 118* 122* 124* 126* 126*
35 100 114* 120* 123* 123* 124*
37 100 111* 121* 123* 124* 124*
39 100 104* 104* 105* 105* 105*
41 100 100 100 100 100 100
43 100 100 100 100 - -
45 100 100 - - - -

3a 100 % npunsta nnuHa 1-ro nucrta (14,3+£1,7 cM) y CeMUAHEBHBIX MPOPOCTKOB,
Haxoxsmuxcs mpu 22°C.

Crnengyer OTMETUTB, YTO HAWOOJBITNI MHTUOUpYIOMU 3P hEeKT uccienoBaHHbIC
TEMIEepPaTyphl OKa3bIBaIM HAa POCT 2-T0 JHUCTA. Tak, y KOHTPOJIbHBIX pactenuit (22°C)
Ha 5-€ CYT ONBITa €ro MPUPOCT MO OTHOLIECHUIO K HCXOJHOMY YPOBHIO nocturan 262%,

npu 33 — 92%, npu 35 — 90%, a npu 37°C — Toapko 66%. IIpu 39°C u BbIlIE pOCT 2-TO
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JUCTa MOJHOCThIO Mpekpauiancs (Ttadmu. 6). boiee BbIpakeHHbIM HEraTUBHBIA 3P(HEKT
BBICOKMX TEMIIEpaTyp Ha pOCT 2-r0 JIMCTA MOKHO OOBSICHUTH TEM, YTO y HEIEIbHBIX
MPOPOCTKOB MILEHULIBI 2-H JIUCT HAXOAWUTCA B (pa3e aKTUBHOTO pOCTa, TOIAA Kak
dopmupoBanue 1-ro nucta OJAM3KO K 3aBEPIICHHIO, MMO3TOMY €r0 POCT 3aMeJUIIeTCs
Jake B ONTHUMAJIbHBIX YCIOBUAX. JTO MOJATBEPKAAIOT U JJAHHBIE, TIOJyUYE€HHbIE APYTUMU
aBTOpPaMH, HCCIEIO0BAaBIIMMHU BiausHUE Temrepatypsl 42°C B tedeHue | cyr Ha poct
mmennnsl (Savicka, Skute, 2010). B ugactHOCTH, UMH OTMEYeH Goiee BBIPAKCHHBIN
HeratuBHbIA 3(Q(PEeKT Ha pOCT MEepBOrO JHUCTa y 4-THEBHBIX, MO CPAaBHEHHIO C 7-

AHCBHBIMU, IMTPOPOCTKOB MIIICHUIIBI.

Tabmuma 6
BrnusiHre BBICOKMX TEMIIEPATyp Ha CYTOYHBIN MPUPOCT B JUTMHY 2-TO JIUCTA PACTCHUN

nueHuubl ¢. MockoBekas 39, % OT KOHTPOJIBHOTO YPOBHS

Temneparypa, °C OKCHO3UIHUS, C

0 1 2 3 4 5

22 100 141* 190* 245* 311* 362*
(KOHTPOJIb)

33 100 122* 163* 164* 176* 192*
35 100 118* 141* 160* 177* 190*
37 100 111* 118* 142* 152* 166*
39 100 107* 111* 112* 112* 112*
41 100 100 100 100 - -
43 100 100 - - - -

3a 100 % npunsta mnmuHa 2-ro jucta (7,942,0 cM) y CEMHIHEBHBIX MPOPOCTKOB
MIIEHUIBI, Haxoasmxces npu 22°C.

Hapsny ¢ nuHENHBIM POCTOM y pacTEHHMH MOJ BIWSHUEM BBICOKMX TEMIIEPATYP
M3MEHSIOTCS ChIpas U cyxas OMOMAcChl, YTO CBSI3aHO C W3MEHEHUSIMU B TIPOIECCAX
MOIJIOLIEHUSI BOJBI U €€ MCHApPEHMs, CUHTE3a OPraHWYECKUX BELIECTB M SHEPTUU MPHU
dotocunaTese u apixanuu (I"'omoBko, 1999; Kmumon, 2008; KpecnaBckuii, 2007; 2014;
Kynosiposa, 2013;). Hamu ycranoBieHo, utro mpu Temmeparypax 33° u 37°C
HAKOIUJICHHE ChIPOM M CyXoil OMoMacchl moOera MIEHUIIbI HE MPEKpalaeTcs, OJHAKO

ATOT TIOKAa3aTellb CTAHOBUTCSA HECKONbKOo HIke, dem mnpu 22°C (puc. 10). Ilpm
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temrepatype 43°C u3MEHEHH B HAKOIUIEHMHM CYXOM OMOMAcChl TakXe€ HECKOJbKO
CHIKAJIOCh OTHOCHUTENIBHO pACTE€HMM, BbIpalleHHBIX npu 22°C, B TO BpeMs Kak
COJEpIKaHUE CHIPOM OMOMACChl PE3KO YMEHBIIAJIOCh JaXkKe MO0 CPAaBHEHUIO C UCXOJHBIM

YPOBHEM yike uepe3 1 cyT OT Havaja ee BO3JACHUCTBHSI.

O cyxad dHOMAcca B ceipas Guomacca
a
0.3 B
¥ o 0.3
0.2 T 0.2 * *
5 0..]. B 0‘1 L
< * * *
[ 1 1 1 1 1 1
: " ’
S 0 A 48 72 0 24 48 72
(Al 6 1-
0.3 7 03
* *
0-.2 B (}‘2 -
*
0‘1 | J (}‘1 | j : :
1 M
0 1 1 1 0 1 1 1 Vf-_1
0 24 48 72 0 24 48 72

DKCTOZHIAA, I
Puc. 10. Biusarie BBICOKMX TeMIlepaTyp Ha JHMHAMHUKY HAKOIUICHUS CYXOH U CBHIpOH

Oromacca nmooera niieHMIB ¢. MockoBckast 39: a —22° 60 —33°, B—37°, r—43°C u.

N3BecTHO, YTO NECTBHUE BBICOKUX TEMIIEPATyp OKa3bIBAET CUJIBHOE BIUSHHE Ha
BOJIHBIN cTaTyc pacteHuit (PapxytauHoB u np., 2003; Kynosposa, 2014; Akter, Islam,
2017), u Takoe CHMKCHUE HAKOIIJICHHS CHIPOH OMOMACCHI, BEPOSTHO, CBS3aHO HE TOJIBKO
C TOPMOXEHHEM pOCTa, HO M C HM3MEHEHHEM COJEpKaHUs BOJbI B TKaHSX JHUCTa
nmeHuipl. HaMu ycTaHOBIEHO, 4TO eciau mpu JaeuctBuu Temmeparyp 33° u 37°C
colepKaHMe BOJABI B TKAHSAX JHCTa HE W3MEHsIoch, TO mipu 43°C 3aduKCHUpoBaHO

3HAUYMUTENIbHOE CHIDKEHUE 3Toro mnokasatens (Ha 6, 22 u 30% uepe3 1, 2 u 3 cyr,



69

COOTBETCTBEHHO) (Taba. 7), YTO, OYEBUAHO, YCYIyOJsieT HEraTMBHOE BIIUSHUE

DKCTPEMAJIBHO BBICOKOM TeMIIEpaTyphbl Ha PACTEHHUS.

Tabnuua 7
BrnusiHAE BRICOKHMX TEeMIIEpaTyp Ha COACPIKAHUE BOJIBI B TKAHAX

JIUCTA PACTEHUM MIIEHULBL, B %0

OKCIO3UIMS, CYT

Temnepartypa, °C 0 1 5 3
33 90 | 90 | 89 91
37 90 | 88 | 88 88
43 90 | 84* | 68* | 60*

OTcyTCTBHE 3HAUYNTEIBHBIX U3MEHEHUN B HAKOTUICHUH CHIPOW U CYyXOi OMOMAacChl
U B OBOJTHCHHOCTH JINCThEB pacTeHuit ipu 33° u 37°C MOXKET ObITh CBUJICTEIILCTBOM HX
YCTOMUYMBOCTH K JCHCTBHIO YKa3aHHBIX Temmeparyp. B mauTeparype wumerTcs
aHAJIOTMYHbBIC JaHHbIC, TOJyYEHHbIE TPU HCCIEJOBAHUM YCTOMYMBBIX PACTECHUI,
MOJIBEPTHYTHIX JIEUCTBUIO YMEPEHHO MOBBIIEHHOW TemrepaType (He Bbimie 35°C). B
ATUX YCIOBHUSX ChIpas OMOMacca y pacTeHUU CHIDKAETCS HE3HAYMTENbHO, a cyXas
ouomacca He u3mensercs (Zhou et al., 2017). HeGomnbinoe cHUKEHHE CHIPO OMOMACChI
pacTeHuil U coJep>KaHus BOABI B TKAHSIX MX JIMCTHEB B HAYaJIbHBIN MEPHOJ NEUCTBUS
BBICOKMX TEMIIEpaTyp, MO BCEW BEPOATHOCTH, MPOUCXOAMUT BCIEICTBUE CHIDKCHUS
BOAOYIepKUBaroIie criocooHoctu pactenuit (JKonkesuu u mp., 1989; Kynospora u
np., 2007; Kynosposa u ap., 2014). Cepbe3Hble MOTEpU BOJBI U CHIXKEHUE HAKOTIJICHUS
ChIpOil Omomacchl mmieHuIbl copta MockoBckas 39 mpu temmeparype 43°C moryT
ABJISIThCS MpU3HaKamu ux nospexaeHus (Kynosposa, 2013). 13 nurepaTypsl cieayer,
YTO TMaJIeHue OBOJTHEHHOCTH TKaHEW pACTEHUN U PE3KOE YMEHbIIIEHNE UX OMoMacchl (TIo
OTHOIIEHUIO K KOHTPOJIIO) YaCTO COMPOBOKIAETCS APYTUMU MPU3HAKAMU MTOBPEKICHHUS
pacTeHuil u gaxke aktuBanuei nporecca KT (Ferris et al., 1998; Porter, Gawith, 1999;
Egorova et al., 2011). Hanpumep, y pacTeHWi Mamia Hapsty ¢ YMEHBIICHHUEM CHIPOH
OmomMacchl mpu ecTBuM BhICOKUX Temmepatyp (50° — 55°C) ormeuena dhparmeHTanms

JHK, xotopas sBisieTcs xapaktepHbiM mnpusHakoMm pazButust [IKT' (Egorova et al.,

2011).
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Takum 00pa3oM, ¢ MOBBILIEHUEM TEIIOYCTOMUMBOCTU PACTEHUM, HaOII0JaeMbIM
MOJ BIWAHUEM 3aKanuBaromux Ttemnepatyp 33° — 39°C, Bo3pacTaer CTeneHb
MHTMOMPOBAHUS UX POCTA, YTO, OUYEBHUJIHO, CBSI3aHO C OINpPECICHHBIMU U3MEHEHUSIMU B
MeTaboJIM3Me PacTeHH, U MPEeXkAe BCEro ¢ TOPMOXKEHHEM IPOILIECCOB, HEOOXOIUMBIX
JUISl aKTUBHOTO POCTa M Pa3BUTHS PACTEHU, U C aKTUBALMEH Pa3IMYHBIX 3aLIUTHBIX
MexaHu3MoB. HamoMHuM, 4To ajganTanusi pacCTeHU K JEHCTBUIO BBICOKUX TEMIIEPATYP
sBIIsIeTCs SHeproeMkuM mporeccom (Talanova et al., 1983; Uupkosa, 2002; Hive et al.,
2011). Ycunenue nbIxaHus B HadyaJbHbIA TEpUOJ JEWUCTBUSA BBICOKHUX TEMIIEpaTyp
oOecreynBaeT KJIETKy AomnojaHuTenbHOU 3Hepruen (['apmama, 2016). OngHOBpeMEHHO €
TUM MOXET MPOUCXOAUTh CHUKEHUE CKOPOCTH (POTOCHMHTE3a, YTO MPHU JTOCTATOYHO
MHTEHCUBHOM  BBICOKOTEMIIEPATYPHOM  BO3JEHCTBUM TMPHUBOJAUT K HCUEPHAHUIO
JBIXaTeNbHBIX CyOCTpaToB W/wiu Hapyiienuto cuate3a AT® (Atkin et al., 2005; Sicher,
2015). B cumy otoro oOCTOSATENBCTBA, a TaKXKe U3-3a HaApyHICHUS JPYTrux
(U3HOTOTHYECKUX MPOIECCOB, HATPUMEP, BOJHOTO OOMEHA U MUHEPAILHOTO MUTAHUS
(cm. pazmen 1.1), Gonee Bbicokue Temrepatypbl (41° — 45°C) mpuBOIAT K PEe3KOMY
CHWKEHHUIO yCTOWYMBOCTH  PACTEHUM, YTO SBISETCA  CIEICTBUEM  Pa3BUTHS
JNECTPYKTUBHBIX IIPOLIECCOB.

[IpencraBieHHbIe BBHINIE JaHHBIE 00 YCTOMYMBOCTH U BBIKMBACMOCTH PACTCHHI
NIIEHUIIbI, ”3MEHEHUN POCTOBBIX MOKAa3aTeliei, OBOJHEHHOCTH TKaHEW JIMCTA, a TaKXKe
aHaJu3 JIMTEPaTypHBIX AAHHBIX MO3BOJIMJIM HaM HE TOJBKO PaHXUPOBATh U3YUYEHHbIE
TEMIIEpaTypbl OTHOCHUTEIBHO XapaKTepa WX JEWCTBHS Ha YKAa3aHHbIE IOKa3aTeau
KU3HEACATEIbHOCTH PpAcTeHU, HO W BBIOpaTh TeMIepaTypbl U OSKCIO3UIINH,
HEOOXOAMMBIE JUIsl JaJbHEHIIEro Hu3y4eHHs OHOXMMHMYECKUX U MOJEKYJISpHO-
TEHETUYECKUX 0COOEHHOCTEM peakuuin IIPOPOCTKOB IILIEHULIBI Ha

BBICOKOTEMIIEPATYPHBIE BO3ICHUCTBUS Pa3HOM HHTEHCUBHOCTH.


https://onlinelibrary.wiley.com/action/doSearch?ContribAuthorStored=H%C3%9CVE%2C+KATJA
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3.2. Hexortopble OMOXHMHYECKHE OCOOEHHOCTH peakuuil pacTeHHid 03MMOI
NIIeHUIIbI HA  BBICOKOTEMIEpPATYPHbIE  BO3/eliCTBUS  pa3HOM
HHTEHCHUBHOCTH

IIpenmnonaraercs, YT0 yCTOMYMBOCTh PACTEHUN K Pa3jIMYHBIM CTPECCOpPAM TECHO

cBsi3aHa ¢ akTuBHOCTBHIO (epmeHToB AOC m coxepxannem ADK (Maller, 2001;
[Tonecckas, 2007; Magller et al., 2007; Konynaes, Kapren, 2010; Gill, Tuteja, 2010;
Kpecnasckuii, 2012; Ilaposa, 2016;). B neGonpmux konneHtpanuax ADOK moryt
BBICTYNATh B POJM CUTHAJIBHBIX MOJIEKYJ U aKTUBUPOBATH 3alIUTHBIC Peakiuu (B TOM
gucie axktuBaiuioo ¢epmeHToB AOC), 0oAHAKO B BBICOKUX KOHIEHTpALMSIX OHHU
CIOCOOCTBYIOT PA3BUTHIO JECTPYKTUBHBIX MPOIECCOB U SIBJISIOTCS OCHOBHOW MPUYUHOM
MOBpPEeXACHUST pacTeHuil. B wacTtHOocTH, upesmepHas reHeparus ADK spusercs
npu4YrHON repekucHoro okucacHus junuaoB (Chemielowska-Bak et al., 2015; Kong et
al.,, 2016; Khan et al., 2017). Jlns 3ammTel OT HeratuBHOro Bo3zaecicTBus ADK y
pactenuit pynkimonupyet AOC. Onaum u3 ximoueBblX depMmeHToB AOC sBisieTcs
COJ. ODOror depment oTHocutrcss K (¢depMeHTaM TIEpPBOrO  YPOBHS  3aIUThHI
ounonornueckux cTpykryp ot ADK (Apel, Hirt, 2004; ITpanenosa u ap., 2011), on
KaTaJu3upyeT TUCMYTAIMIO0 CYNEepOKCHIHOTO aHMOH-pajvKajia B MEPOKCHI BOJIOpOIa
(bapanenko, 2006). B menom, kak reHepamus ADK, tak u akTuBu3aIus (GpepMEHTOB
AOC oTHOCUTCS K MEpBOMY OJTally OTBETAa PACTEHUHM Ha CTPECC — «IIEPBUYHOM
WHIYKTUBHOM cTpeccoBor peakunueit» (Ilomesoit, 1989; Uwupxoma, 2002) umu K

«HECTeUAIM3UPOBAaHHON CcTpeccopHOil peakium» (Xomomosa u Ap., 2001; Ky3nenos,

2009).

3.2.1. JlunaMuKa AKTHBHOCTH B JIMCTHAX CYNEPOKCHTUCMYTA3bI
(COL)

B xone Haiiero ucciaegoBaHUsi YCTAHOBIEHO, 4TO akTUBHOCTh COJl B mUCTBSIX
MpopocTKOB mieHuIbl pu 33°C He U3MeHseTCs B TEUEHHUE BCETO IKCIepUMEHTa (puc.
11). Ilox Bausinuem Ttemmnepatypbl 37°C aktuBHOCTh COJl CTAaTUCTUYECKH 3HAYUMO
BO3pacTtana Ha 2-¢ u 3-u cyt. JeicrBue temneparypsl 43°C npuBOAMIO K OYEHB

obicTpoit aktuBu3anuu pepmenta COJl: ero akTUBHOCTH MOBBIIATACH YxKe yepe3 15
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MHH U MpOJAOJDKana Bo3pacTaTh 10 KoHHa onbita. [Ipm atom akruBHOoCTe CO/J] mpum
43°C Obla 3HAYUTENIBHO BbIIIE, YyeM 1pu 37°C.

HecmoTpst Ha TO, uTOo aktuBM3auus (epmeHnroB AOC B Hacrofllee BpeMs
CUMTAETCA OJHHMM H3 OCHOBHBIX MEXAaHU3MOB IIOBBIIIEHUS TEIIOYCTOMYMBOCTH, B
Hamel pabore MakcuManbHass akTUBHOCTH COJ] oTMeueHa mnpu mNOBpexaarouIen
temrepatype 43°C. Jleno B TOM, 4TO aKTUBHOCTh (hepMeHTOB, B ToM umcie u CO/l,
3aBUCUT OT Temmeparypel. B coorBercTBuM ¢ mpaBuiiom Baut-I'odda, noswimeHue
temneparypsl Ha 10°C B nuama3oHe, B KOTOPOM (DEpMEHTHI COXpaHSAIOT HATHUBHYIO
CTPYKTYPY, CIIOCOOCTBYET YBEJIMYEHHUIO CKOPOCTU (PEPMEHTATUBHBIX peakuuii B 2 — 3
pa3za (Xouauka, Comepo, 1988; Cemuoxun, 2001). TemneparypHblii ONTUMYM ISt
MHoOTuX epMeHnToB coctarisieT 30 — 45°C (Xouauka, Comepo, 1988; Hasanuzzaman et
al., 2013). D10 MOXKET SABIATHCA OJHON M3 TpUuUMH Oosiee BhICOKOW akTUBHOCTH COJ]

npu temnepatype 43°C, o cpaBHeHuto ¢ Temneparypoit 37°C.
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Puc. 11. BnusiHue BbicOKMX TemmepaTyp Ha AMHAMUKY akTuBHOCTH COJ[ B JAMCTBAX

pacteHul nmeHuusl ¢. MockoBckas 39.
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Hammm pe3ynbrathl cOrnacyroTcst ¢ JaHHBIMU, TOTYYEHHBIMU JPYTUMHU aBTOpPaMH.
Tak, mokazano, uto B nuamnazode ot 20 go 40°C (Kumar et al., 2012) u ot 25 mo 46°C
(Satbhai et al., 2015) makcumanpsnas aktuBHOCTh COJl HaOmogaetcs npu 40°C u 46°C,
COOTBETCTBEHHO. Takke ¢ YBEJIMYEHUEM TEMIEpaTypbl  IOBBIIIAETCS HE TOJBKO
aKTUBHOCTh (DEPMEHTOB, HO U TPAHCKPUIIMOHHASI AKTUBHOCTh F€HOB, KOJUPYIOMIHUX Y
nieHuipl Mutoxouapuanbayo COJl (Kumar et al., 2013). IToBbiieHre aKTHBHOCTH
CO/J] criocoOCTBYET CHUKEHUIO MHTEHCUBHOCTH OKHCIUTEILHOTO MOBPEXKIEHUS KIIETOK
pacTeHuil Ipu 1eWCTBUM YMEPEHHO BBICOKHX TEMIIEpPATyp, YTO, B CBOIO OUEPEb, MOKET
OBITH OJJHOM W3 MPUYMH CTAOMJIBHOCTU (POTOCMHTETUYECKOTO ammapara, MEMOpPaHHbBIX
ctpykTyp (Almeselmani et al., 2006) u TOBBIIIEHUS YCTOWYMBOCTU MIIEHUII TIPHU
nenctBuu temmeparypsl 37°C.

AxktuBHOCTh COJ] Takke BO MHOTOM 3aBHUCHUT OT coiepkaHusi B kieTtke ADPK
(Badawi et al., 2007; Wang et al., 2010; Ara et al., 2013; Guan et al., 2017). B cBsi3u ¢
ATUM, CIEOYIOIIUM JTallOM HAIIero MCCIECJOBAaHUS CTall0 H3YyYECHUE JIMHAMUKH
oOpazoBanus A®K B JHUCThSIX MPOPOCTKOB MIIEHUIIBI NMPU BBICOKOTEMIIEPATYPHBIX

BO3,II€I>'ICTBI/IHX pa3H01“4 HMHTCHCHUBHOCTH.

3.2.2. Oo0pa3oBaHue B JUCTHAX CYNEPOKCHI AHMOH-PATHKAIA

B pactutenbHON KIETKE MOCTOSHHO Mpoucxonut obOpazoBanus ADK, cpemau
KOTOpPBIX Hauboyiee BaXKHBIMH (OpPMAMU CUYUTAIOTCS CHHIJIETHBIM  KUCJIOPOJ,
CYIIEpOKCH]] aHUOH-PAJIMKAJI, IEPOKCHJT BOJIOPOJIA, TUAPOKCUIBHBIN pagukal. JlercTBre
BBICOKHX TEMIIEpATyp Ha paCTeHHE MPUBOJIUT K U30BITOYHON MPOAYKIMH B UX KIETKAX
ADK (Qu et al., 2013). I'enepanusas ADK nmpoucxoaut B mepoKCHCcOMax, anoriacte u
IIpU  HApYLUICHUH >JIEKTPOH-TPAHCHOPTHOW LENH XJIOPOIJIACTOB W MHUTOXOHIPHUM.
Cynepokcui aHHOH-paJiMKai SIBIASIETCA OJHOM W3 MEPBBIX MOJEKYJ, 00pa3yronuxcs
BCJICJICTBHE HETIOJHOT'O BOCCTAHOBJICHHS Kuciopoaa 1o Bojsl (ITonecckas, 2007).

Hamu ycTaHOBIIEHO, UTO JIEMCTBUE BBHICOKUX TEMIIEpATyp Ha PACTEHHUS MIIECHULIbI
MPUBOJUT K YCUJIICHUIO 00pa30BaHUsl CYNEPOKCU]] aHUOH-PaJNKala B UX JUCTbAX. [Ipu

temneparype 33°C MOBBIIIEHHE YPOBHS TE€HEPALUH CYNEPOKCHI aHUOH-pAJUKAIA
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OTMEYEHO TOJBKO 4epe3 4 u 24 4 DKCHEpPUMEHTa, a 4epe3 72 4 3TOT IMOKA3aTellb

BO3Bpallaics K ypoBHIO KOHTpous (puc. 12 a, 0).
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Puc. 12. Bnusaue temnepatypsl 33°C Ha oOpa3oBaHHE CYNEPOKCH] aHUOH-padKaia B
JUCTBSX PACTeHUM MIIeHUIIbI . MockoBckast 39: a — BHemIHUM Bua, 6 — % OT miomanu
JUCTA.

B otnnuue ot atoro, mox BausiHueM Temnepatypbl 37°C ycunenue o0pa3oBaHUs
CYNEpPOKCHUJ aHUOH-paJuKalia nmpoucxoauio yxe uepe3 15-30 mun. OgHako uvepe3 1 4
ero TeHepalus CHIKajgach, a 4Yepe3 3 CyT cHoBa NoBbImanoch (puc. 13 a, 0).
WuTepecHo, uro nipu aeictBun temmnepatypbl 43°C oOpa3oBaHHUe CYNEPOKCHI aHUOH-
pagukana yepe3 15 m 30 MuUH »KcnepuMeHTa He H3MeHsuiach. DopmMupoBaHUE
CYNEepPOKCHUJ aHUOH-PaJNKalla OTMEUEHO TOJIbKO uepe3 1 u 2 4 s3kcnepuMeHTa, yepes 4 u
ATOT MOKa3aTeNIb CHOBA CHUIKAJICS JI0 YPOBHS KOHTpoJis (puc. 14 a, 6).

JpyrumMu aBTOpaMHU OTMEYEHO, YTO YCUJIEHUE TEeHEepAlMU CYNEPOKCHJ aHUOH-
paanKaa MPOUCXOIUT B JTUCThSIX MIIESHUIIBI Kak Mpu Temneparypax 35°C (Wang et al.,
2014; El-Beltagi et al., 2016), Tak u npu 6osee BrIcOKUX Temmeparypax 40°C — 42°C
(El-Beltagi et al.,, 2016; Nahar et al., 2017; Luo et al., 2018). B xoxme Hammx

HCCIIEIOBAHUNM YCTAaHOBJIEHO, YTO XapakTep AMHAMUKH OOpa30oBaHUsI CYNEPOKCH]
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AHHUOH-paJIUKaJIa HU3MCHACTCA B 3aBUCHUMOCTHU OoT HHTCHCHUBHOCTH

BBICOKOTEMIIEPATYPHOTO BO3ACHCTBHS.
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Puc. 13. Bnusaue temnepatypsl 37°C Ha oOpa3oBaHHE CYNEPOKCH aHHOH-padKaia B
JUCThSIX PACTEHUMN MIIEHUIIBI ¢. MocKoBcKkas 39: a — BHEIIHUIN BUJ, 0 — % oT IIoagn

JIUCTa.

B oObruabIX  ychmoBuax — (temmeparypa  Bozayxa 22°C)  oOpasyercs
HE3HAYUTEIBHOE KOJIMYECTBO CYNEPOKCU] AaHMOH-paJuKaia, U 3TO COOTBETCTBYET
HOpPMaJbHOMY TMPOLECCY KU3HEACATENbHOCTU. [Ipu AEHCTBUM BCEX HCCIEAYEMbIX
temneparyp (33, 37 u 43°C) nabGmioganoch OoJiblliee WM MEHBIIEE YBEIHUCHUE
reHepaluu CYNEpPOKCHU]l aHHOH-pajiuKana B JIUMCThSAX NIeHUIbl. OIHAKO TaHHBIN
MPOLIECC MPOUCXOAUI IIPU PA3HBIX TeMIlepaTypax Mno-pazHoMmy. Tak, mpu TemmnepaTrype
33°C ycunenne o0pa3oBaHusl CYNEPOKCH]T aHHOH-PaINKaia OTMEUEHO Yepe3 HECKOIBKO
yacoB, npu 37°C — yxe B NepBble MUHYTHI 3KcriepuMeHTa. [Ipu caMmoM MHTEHCHBHOM
BBICOKOTEMIEpaTypHOoM  BozneiictBuu  (43°C) HakoruieHME B TKaHSIX  JIMCTa
¢uoneroBoro mpenunurata (popmMazaHa TPOUCXOAWIO TONBKO dYepes 1| mw 2 |
SKCIIEPUMEHTA, YTO, BEPOSTHO, CBSI3aHO C BBICOKOW akTUBHOCTHIO COJ[ B ycioBusX

nerctBusa temieparypst 43°C.
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Puc. 14. Bnusaue temnepatypsl 43°C Ha oOpa3oBaHUe CYNEPOKCH aHHOH-paKaia B
JUCThAX PACTCHUH MIIeHUIIbI ¢. MockoBckas 39: a — BHeITHUN Bu, 0 — % OT IJIOIIaau

JIUCTa.

AHanu3 nuTepaTypHbIX JaHHBIX [MOKA3bIBAET, YTO F'€HEPALHs CYNEPOKCU] AHUOH-
paguKkaiia SBISIETCS HecrnenupuuecKor peakiueld pacTeHUM Ha JACHCTBUE MHOTHX
ctpeccopo (Bai et al., 2009; Konymaes, Kapmen, 2010; Baek, Skinner, 2012;
Demidchik, 2012; Jajic et al., 2015; Ma et al., 2017; Nahar et al., 2017; Prasad et al.,
2017; Mir et al., 2018; Zhao et al., 2018;). OgHako BaKHO, YTO CYIEPOKCH[ aHUOH-
paauKai He TOJBKO MPUBOJIUT K MOBPEKIECHUIO MEMOPAH, HO H SIBJISIETCS KOMIIOHEHTOM
CUTHAJIBHOM CHCTEMBbl PACTEHUI; €ro TreHepalus HUHIYLUUPYET SKCIPECCUI0 psla
CYIIEPOKCH/I-9yBCTBUTEIBHBIX TeHOB, B ToM uuciie WRKY30 (Scarpeci et al., 2008).
[ToaToMy ycuneHnue ero oOpa3OBaHHs TMPU JCHUCTBUHM BBICOKHX TEMIIEPATYp TaKKe
MO>XHO PACIICHHBATh KaK 4acTh 3alIUTHO-TIPUCIIOCOOUTENBHBIX peakuuil pacteHuii. Ho
MOCKOJIBKY BpeMsl TMOJYKM3HU CYNEPOKCHJ AaHUOH-PAJIMKal COCTAaBJSIE€T BCETO
HECKOJIbKO MUKPOCEKYH]I 1 OH HE YCIIEBAeT NMEPEMENIAThCA B APYTHE YACTH KIETKH OT
MecTa cBoero oopaszoBanus (Takahashi, Asada, 1983; Dat et al., 2000), ero ydactue B
peaKkIusiX pacTeHUIl Ha cTpecc M3y4yeHo Noka cinabo. [anee Hamm ucciieqoBaHus ObUIH

HaIpaBJIeHbl HA W3yuYeHHe Apyrou, 6onee ctadbmibHO ADK — nepokcuna Bogopoaa.


https://www.ncbi.nlm.nih.gov/pubmed/?term=Scarpeci%20TE%5BAuthor%5D&cauthor=true&cauthor_uid=18158584
https://www.ncbi.nlm.nih.gov/pubmed/?term=Takahashi%20MA%5BAuthor%5D&cauthor=true&cauthor_uid=6314906
https://www.ncbi.nlm.nih.gov/pubmed/?term=Asada%20K%5BAuthor%5D&cauthor=true&cauthor_uid=6314906
https://www.ncbi.nlm.nih.gov/pubmed/?term=Dat%20J%5BAuthor%5D&cauthor=true&cauthor_uid=10892343
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3.2.3. Oo0pa3oBaHue B JUCThIX NEPOKCUAA BOAOPOAA

[lepoxcun BOJIOpOJIa SBJISIETCS HauOosee JIOJITOKUBYIIIEH u
peakimonHococoonoit monekynoir APK (Yang, Poovaiah, 2002; Quan et al., 2008;
Kpecnasckuii u ap., 2012;), oH cnmocoOeH OKUCIISTh BaXKHEHIITNE COCAMHEHUS B KIIETKE,
TaKWe KakK JIMOUAbI, OCIKH, HYKJICHMHOBBIC KHUCIOTHI U Jp., a4 TAKXKE Yy4acTBYEeT B
Pa3IMYHBIX OMOJIOTMYECKUX TMpoleccax (pocTe, pa3BUTUH, 3aIUTE OT IMATOIC€HOB H
dbopMupoBaHUM CHUTHANA, MPUBOJAIIETO K TMOBBIINICHUIO YCTOMYMBOCTU PACTCHUN K
adbuotnueckuM axropam) (Mullineaux et al., 2006; Mgller et al., 2007; Mullineaux,
Baker, 2010). M3BecTHO, YTO MEPOKCH BOJOPOAA MPUHHUMACT y4acTHUE B PEryJIsIUd
AKCTIPECCUU MHOTUX I'€HOB B OTBET Ha JieHCTBUE BhICOKUX Temmeparyp (KpecnaBckuit u
ap., 2012; Wrzaczek et al., 2013; Suriyasak et al., 2017;), Bkirouast reHbl, KOJUPYIOIIHE
oenxku AOC u HSF (Mullineaux et al., 2000). MuTepecHo, 4TO B OTBET Ha JICHCTBHE
AKCTPEMAJIbHO BBICOKHMX TEMIIEPATYp B KJIETKAaX PACTCHUM HAOIIOJAeTCS YBEIUYCHHUE
ypoBHss MPHK reHoB u 0enkoB ¢ mpookcHAaHTHBIMU (yHKiusmMu. Hampumep, y
pacTeHuil puca BBICOKHE TEMIIEpaTypbl CTUMYIUpoBaiu 3kcrpeccuio rena OSNOx5-9,
komupyromiero HAJI®H-okcuaaszy miazmaruueckoir MmemoOpansl (Wang et al., 2013).
DT1oT (hepMEHT HCIOJB3YeT MepoKcua Bomopoaa mias okucienus HAJIOH mo HAJLY,
4TO, B CBOIO ouepenb, peayuupyer Oz mo O™ (Bolwell et al.,, 1995; Bhattacharjee,
2012). Cynepokcua 3aTeM AUCMYTHUPYET C OOpa3oBaHUEM IMEpPOKCHAA BOJAOpOAA U
kuciopoaa (Bhattacharjee, 2012).

Pe3ynbpTathl MpOBEICHHBIX MCCIIEIOBAHUM MOKa3aIM, 4yTo mpu temnepatype 37°C
gyepe3 15 MHH ypoBeHB 0Opa3oBaHHS IEPOKCHIA Bojopoaa cHuxaics. Yepes 30 muH
NEUCTBHSI 3TOM TeMIepaTypbl €ro COJAEpKaHHE HE OTINYAIOCh OT KOHTPOJS, 3aTeM,
yepes 24 4 cHOBa yMeHbIIanoch (puc. 15 a, 6). Yepes 48 u 72 4 oT Hayasia TETJIOBOTO
BO3JICHCTBHSI HAOMIOAAIM yBENWYEHUE O0Opa3oBaHUS TMepokcuaa Bomopona. Ilpum
temneparype 43°C oTMEeUeHO MOBHIICHUE YPOBHS MEPOKCHIa Bogoposa (puc. 16 a, 0).

Oco0eHHO 3TO ObLIO BbIpakeHo yepe3 48 u 72 4 3KCIEepUMEHTA.


https://www.ncbi.nlm.nih.gov/pubmed/?term=Quan%20LJ%5BAuthor%5D&cauthor=true&cauthor_uid=18666947
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Puc. 15. Bausinue Beicokoii Temnepatrypsl 37°C Ha 00pa3oBaHHe MEPOKCUIA BOJIOPOIA
B JIUCTBhSIX pacTeHUU MieHulbl c. MockoBckas 39: a — BHemHu# BuiI, 6 — % OT

IUTOIIAX JIUCTA.

Takum 00pa3oM, c MOBBIIIEHUEM UHTEHCUBHOCTH TEMIIEPATYpHOTO BO3EHCTBUS
coJiepKaHHe MEPOKCHUAa BOJIOpoaa yBennunuBaeTcs. CHIKEHUE TeHEepalu CYEPOKCU
AHUOH-pA/IMKaja M HAKOIUICHHE MEPOKHAa BOAOpPOAA INMpPHU 3aKaIMBAHUHU IPOPOCTKOB
MIIEHUIIBI B YCIOBHUSAX Temnepatypbl 37°C CBUACTENBCTBYET, IO HAIIEMY MHEHHUIO, 00
sabdextuBHoit pabore COJl. B xome Hamux HCCIeNOBaHHWA JEHCTBUS TEMIEPATYPHI
43°C, takxe oTMedyeHa Bbicokas akTuBHOCTh COJIl (puc. 11) u HaKOIUICHUE MEPEKUCH
Bogopona. OgHaKo, Kak MOKa3aHo B pazjaene 3.1, mpu ATUTENbHBIX SKCIO3UIUAX (24 —
72 4) npu 43°C OposBISIOTCS MPU3HAKU MOBPEXKICHUS PACTEHUM U J1a’Ke HACTYIMAET UX
rubens. OueBuano, B 3ToM ciydae AOC yxke He CHpaBiseTcs ¢ CHIIBHO BO3POCIIAM
ypoBHeM A®K, u nHakonneHne ADPK craHoBUTCS OAHOW M3 MPUYUH CHIBHOTO (U
HEOOpaTUMOTO) TOBPEKIACHUS PA3TUYHBIX CTPYKTYp KIETKH, YTO BEAET K THUOenH

pacTeHui.
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Puc. 16. Bausinue Beicokoii Temnepatypsl 43°C Ha 00pa3oBaHHe MEPOKCUIA BOJIOPOIA
~ . _ ~ 6 _ 0
B JIUCTBhSIX pAacCTeHUW miieHuIbl ¢. MockoBckass 39: a — BHELIHWI BUJ, % OT

IUIOIIAIH JIUCTA.

3.2.4. JluHaMuKa coJep:KaHUsl B JIMCTHAX MAJOHOBOI0 [MAJbAEruaa
(MIA)

[Ipenmonaraercs, YTO CYNEPOKCH] aHUOH-pAIWKal U TEPOKCU] BOJOPOJA
WHUIMUPYIOT KacKaja peakilfii, KOTOPhIe MPUBOIAT K O0OpPa30BaHUIO TUIPOKCHUIHHOTO
panukana (Noctor, Foyer, 1998). Ilepeuncnennoie A®PK, kak yxke OTMEUaJOCh,
Y4acTBYIOT B mepekucHoM okucieHuu JunuaoB (IIOJI). Cuurtaercs, 4yTo MOBBILICHHE
ypoBHs T1OJI cBUETEeIBCTBYET O MOBPEKICHUM MEMOpaH W BICYET 3a co00H Trmbenb
kieTkok U Bcero pactenus (Chmielowska-Bak et al., 2015; Khan et al., 2017). MIA
MPEICTaBIAECT COO0OM BBHICOKOPEAKIIMOHHOCIIOCOOHYIO MOJIEKYJTy, KOTOpas SBISETCS
MOOOYHBIM ~ TPOAYKTOM OKHCJCHHUS TOJWHEHACHIMIEHHBIX JKUPHBIX KHCIOT —
dbochomunuaoB, BXOASIINX B COCTaB KIeTOYHBIX MeMOpaH (Asthir, 2015). [ToBeimenne
ypoBHS MJ/IA B KIIeTKax B IEJIOM SBIISIETCS HeCHEIU(PUIECKON peakIueil pacTeHnid Ha
ne¥cTBre HeOmaronpusITHBIX (pakTopoB cpenbl (Kong et al., 2016).

B xoxe mamero mccienoBaHusi OBIJIO YCTAHOBJICHO, YTO BBICOKOTEMITEPATypPHEIC

BO3JICMCTBUS Pa3HOW WHTEHCUBHOCTH HEOJMHAKOBO BIMSIOT Ha HakoruieHue MJIA B
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mucthsax nmeHunsl (tad. 8). IIpu temmnepatype 33°C copepxkanue MJIA B IucThAX
pacTeHHii HE W3MEHsUIOCb. B TO ke Bpems, npu aeictBuum temmneparypel 37°C
CTaTUCTHUYECKH 3HAUYMMOE MOBBIIIEHHE KOHLEHTpauuu MJIA B TUCTBAX HaOIIOAAIOCh
TOJIBKO 4yepe3 1 u 2 cyT oT Hayana skcnepumenTa. [lpuuem uepes 2 cyt ypoBens M/IA
OB 3HAUYUTENBHO BbIIIE, YyeM uepe3 1 cyt BozgeiicTBusa. Temneparypa 43°C, Tak xe
kak 1 37°C, naaynupoBana HakomieHne M/IA B nHcThAX nueHunsl yepe3 1 u 2 cyr,
OJIHAKO B 3TOM Clly4ae €ro cojepxaHue ObUI0O MHOTO BBIIIE, YeM NpHU ACHCTBUU
temnepatypsl 37°C.

[lony4yeHHble JaHHBIE CBUAETEIBCTBYIOT O TOM, UYTO C TOBBIIICHUEM
MHTEHCUBHOCTH TEMIIEPATYPHOTO BO3ACHCTBUS coAepkaHne M/IA B TUCTBhAX MIIEHUIIBI
BO3pacTaer, a cienoBaresibHo, ycrinBaercs U [1OJI. OTu pe3ynbraTsl COrjaacyrorcs C
JTUTEPAaTypHBIMU JTaHHBIMU. Hampumep, SKCNOHMpPOBAaHWE PACTEHUN MIICHUIBI MPU
35°C B TeueHue CyTOK HE MPUBOAMIO K HakomeHnio MJIA B Tkausx nuctheB (Khan et
al., 2017). Tem He MeHee, IpU YMEPEHHO BBICKMX TEMIEPATypax MOXKET MPOUCXOJIUTH
HeOoJbII0e yBeIUUeHue KOHIeHTpau M/IA naxke y reHOTUIIOB MIIEHUIBI C BBICOKUM
ypoBHeM TeroyctounBocTH (Sanghera, Thind, 2016). bonee BbicOkHe TemIepaTyphbl
(40 u 45°C) cnocoOCTBYIOT pE3KOMY IIOBBIIICHHIO €T0 YPOBHS U TOBPEKICHUIO

pacrenuii (Khan et al., 2017).

Tabmuna 8
BrustHue BRICOKMX TeMIIepaTyp Ha CoAep KaHue MAJIOHOBOTO JTHAJIbICTH A

(MA) B nmucThsiX pacTeHu# nieHuIsl ¢. MockoBckas 39, MKM/T ceiporo Beca

DKCIIO3UIs, 4 33 TeMnepag};pa, °C 13
0 12,7 £1,7 12,7 £1,7 12,7 £1,7
0,25 13,0+2,1 11,6 #1,0 12,9 £0,1
0,5 13,1 42,2 12,9+2,0 13,3 +1,6
1 14,6 £2,2 12,2 #1,2 12,8 +£1,3
6 15,8 £3,4 13,2 +0,1 21,4 +1,3
24 11,5+1,6 19,3 £1,7* 42,3 £1,9*
48 10,3 £0,1 20,5 +0,5* 103,3+8,0*
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O06001mast Bce BBINIECUBIIOKEHHOE, MOXHO 3aKJIIOYUTh, YTO HAIMPABICHHOCTH
OMOXMMHMYECKUX pEaKIUid CYIIECTBEHHBIM O00pa3oM 3aBUCUT OT WHTEHCUBHOCTHU
BBICOKOTEMIIEPATYPHOTO Bo3aeucTBUs. Temneparypa 33°C npakThuuecku HE BIUsIa Ha
M3y4YeHHbIE HaMH TokazaTesin. OCOOEHHO BaXKHO, UTO MPHU JEHCTBUU ITOU TeMIepaTypbl
He u3MeHsack akTuBHOCTh COJl, m He mpoucxonwio HakoruieHne MJIA, omgHako
MOBBIIIAIACH TEIIOYCTOMYUBOCTE (cM. pasneln 3.1). OueBUaHO, TO CBUACTEILCTBYET O
BBICOKOU cTabmimbHOCTH MeMmOpan (Sanghera, Thind, 2016). Tem He MeHee, y pacTeHui
nox BiusHUEM TemriepaTypsl 33°C 3amemnsiics poct (cM. paszzaen 3.1), T. e. AelicTBUE
ATOM TeMIiepaTyphbl IPUBOJAUT K OMPEACIICHHBIM OTKJIOHCHUSIM B OpPTaHU3ME PACTEHUM
OT HOPMBI WJIH K PA3BUTHIO «MSATKOI'0» CTpecca.

Bbonee Bricokas temmeparypa (37°C) uHAyIMpOBaja MOBBIIMICHHE AKTHBHOCTH
CO/I, HO B TO € BpeMsl BbI3bIBaJIa YMEepeHHOE HakoIuieHue MJ[A B TMCThSAX MIIICHUIIBL.
HecMoTpst Ha 3TO pacTeHUs XapaKTepU30BAIUCH BBICOKOW TEIJIOYCTONYHBOCTHIO (CM.
pazgen 3.1). MoXHO TpPEaNoNoXKUTb, YTO TMPU  TAKOM  HMHTEHCUBHOCTH
BBICOKOTEMIIEPATYPHOTO  BO3JCUCTBUS B CTPYKType MeMOpaH H  JpYyrux
BHYTPHUKJIETOYHBIX KOMIIAPTMEHTOB MOSIBIISIOTCSA OINpPENAECICHHbIE HApPYLUICHUS, HO OHU
ABJIIOTCS. OOPAaTUMBIMU — PACTEHUS YCIIEITHO C HUMU CIIPABJISIOTCS 33 CUET aKTUBAIUU
3aIUTHBIX MeXaHW3MOB. (COOTBETCTBEHHO, IEHCTBHE 3TOM TEMIIEpAaTypbl MOXKHO
KJIaccu(UIUPOBATh KaK «CPEAHUIN) CTpeccC.

IIpu 43°C Bbeicokas aktuBHOCTH COJ] yke He cmocoOHa B TIIOJTHOM Mepe
KOMIIGHCUPOBaTh  TOBpekaatonme J3PGeKTsl, BbI3BAHHBIE JCHUCTBHEM  JTOU
temmepatypsl (reHepanuio ADPK, ocobeHHO mepokcuaa BOAOPOIA, W 3HAUUTEIHHOE
Hakomienne MJIA). TToatomy TtemnoyctoitunBocTh pacteHuid npu 43°C Bo3pacraia
TOJILKO B TIEPBBIC Yachl TEMIIEPATypPHOTO BO3JEHCTBUA, a Jajee ObLIO OTMEYECHO e
pE3KOe CHIDKEHHWE, MOBPEXKICHNE U THOeNb pacTeHui (cMm. pazaen 3.1), 9To TOBOPHUT O
Pa3BUTHH <GKECTKOTO» cTpecca. TakuMm oO0pa3oM, C YBEIMYCHHEM HWHTECHCUBHOCTH
BBICOKOTEMIIEPATYPHOI'O0 BO3JECMCTBUS 10 ONPEIEICHHOIO MpEJeNna, C OJHON CTOPOHBI,
BO3pAaCTa€T COMNPOTUBISIEMOCTh PACTEHHH, C JpPYroil CTOPOHBI, MOCTEHNEHHO
Pa3BUBAIOTCS U HAPACTAIOT JECTPYKTUBHBIE MPOIIECCHI, U, KAK CJIEICTBUE, HAOIIOAaeTCs

IMOBPCKIACHUC KIICTOK U TKaHEH pacCcTCHU:.
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3.3. Hekxortopble M0oJIeKYJISAPHO-TeHETUYECKHE 0COOEHHOCTH pPeaKkIuii pacTeHuit
03MMOIl IIIEHUIBbI HA BBICOKOTEMIIEPATYPHbIC BO3JeiiCTBUA Pa3HOM
HHTEHCUBHOCTH

B mnocimenHue roabl mpu U3y4eHUHM YCTOMYMBOCTU PACTEHUM K JEUCTBUIO
BBICOKMX TEMIIEpaTyp 0c000€ BHHMMAaHHE YJEISETCS MOJEKYJIIPHO-TEHETUUYECKUM
MEXaHM3MaM U TIPeXJe BCEro MeXaHW3MaM, 3aTParuBalOIUM (PYHKIIMOHAIBHYIO
aKTUBHOCTb '€HETUYECKOTo amnmapata. B 1enom psiie paboT nokazaHo, YTO MOBBIIICHUE
YCTOMYMBOCTH PACTEHUI, HaOII0aeMOe B OTBET Ha JIEMCTBHE BBICOKOM TEMIIEpaTyphl,
HENOCPEJICTBEHHO CBSA3aHO C U3MEHEHUSIMHU B SKCIIPECCUU JOCTATOYHO OOJIBILIOTO YUCIa
renoB (Rizhsky et al., 2002; Volkov et al., 2003). Tak, B reHome mimeHutst (Triticum
aestivum L.), xotopsiii coctaBiasier okono 107 000 renoB (Brenchley et al., 2012;
Appels et al., 2018), npu Bo3aeticTBru Temneparypsl 40°C B TeueHue 1 4 ycuinmBaercs
akcrpeccust 6onee 5000 renos, a skcipeccust 6oaee 6000 reHoB, HA0OOPOT, CHUIKACTCS
(Liu et al., 2015). ITpu atom 117 reHoB, KcIpeccHss KOTOPBIX MOBBIIIACTCS B OTBET Ha
JICHCTBHE BBICOKUX TeMIiepaTyp, kKoaupyroT pasnuuasie HSP (Qin et al., 2008). Baxho,
YTO OJHOW M3 TJIABHBIX NPHUYMH TOBPEXKICHUS U TUOENIU pacTeHUH MpU JCHCTBUU
BBICOKHX TeMIIepaTyp SBIISICTCS MHAKTHBAIMS M JeHarypaius OoenkoB (Jlapxep, 1978;
Kocakosckas, 2008; Kyznemon, 2009). Ilostomy omHuM wu3 HaumboJiee Ba)KHBIX
MOJIEKYJISIPHO-TEHETUYECKUX MEXAaHU3MOB TOBBIIIEHUSI YCTOWYMBOCTH PACTECHUU B
HACTOsILIIee BPEMsI CUMTAETCSl AKTUBALUS OSKCIPECCHM TEHOB, KOAMPYIOLIUX OEIKu
CUCTeMBI KOHTpOJs kadecTBa Oenka (Qu et al., 2013). K atum GenkaMm mpexae BCETo

OTHOCST IIanepoHsbl, a UMeHHo HSP.

3.3.1. JlunamMuka cojepKaHus B JUCTHIX TPAHCKPUNTOB reHoB HSP
B mocnennne 20-30 jeT MHOTOYHMCIICHHBIE MCCIIEIOBAHMS J0KAa3ajiM, YTO CHUHTE3
HSP sBnsercs o00s3aTENBbHBIM  YCIOBHEM MPHOOPETEHHUS PACTCHHUSIMHU BBICOKOM
TEIJIOYCTOMYMBOCTM W 3aBEpPINAIOIIMM  3TaliOM  KJIETOYHOro  OTBeTa  Ha

BbICOKOTEeMIIepaTrypHblie Bo3aeiicTBus (Usman, 2014).
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Hamu 6but0 mokaszano, yto AuHamuka skcnpeccun rena HSP70, kogupyromiero
nuromnasmatuueckui HSP ¢ monekynspuoit maccoit 70 x/la, mpu nedcTBuuM Ha
pactenuss temneparyp 33, 37 u 43°C B UEJIOM SBISAETCS CXOXKEW: CTATUCTUYECKHU
3HaunMoe yBenunueHue conaepxanuss MPHK storo rena nabmionanu yxe uepe3 15 MuH
OT Hayajia TEIUIOBOTO BO3JECHCTBHUS, HO MOCJIE JOCTHKEHHUS MAKCUMaJIbHOIO YpPOBHS
yepe3 1 4 mpoucxoauino ero cHmwkenue (puc. 17). OTMedeHbl Takke CTaTUCTHYECKU
3HAUMMBIE PA3NIUUUS MEXIY TEeMIEepaTypHbIMU BapuUaHTaMU B TMpeJenax KaxIou
skcno3uiu. B 1nienmom mpu temmneparype 43°C coaepxkanne MPHK renma HSP70 B
KJIETKaX JUCThEB ObLIO 3HAYUTENBHO BbilIE uepe3 30 MuH, 1 U 6 4 U 3HAYUTEIBHO HUXKE

yepes 24 u 72 4, yuem nipu temneparypax 33 u 37°C.
33*C 0O37°C B\E43°C

[ b
L [T
T T T

[
'
I
-
%
¥*
=)

[ S
[ h
T T

t‘}-H-
*
=
N_H-

POBeHb TPAHCKPHITOB, OTH. €71.
]
I

-

Y

*a *a
* #
" | aaa b #. b - ﬂ*b*
0 I I ] ] ] 1 ¢ ] l-_"-_lh ]

0 0.25 0.5 1 6 24 72

DECOOSHITHA, U

Puc. 17. BrnusiHue BBICOKMX TeMMEpaTyp Ha JAMHAMUKY YPOBHS TPAHCKPHUIITOB I'€HOB
HSP70 B nucThsX pacTeHUi MeHUIBI ¢. MockoBckas 39.

3nech u manee: pa3Hble JIATUHCKHE OYKBBI 0003HAYAIOT CTATUCTUYCCKU 3HAYNMBIE
pasnuuus MeXAy TemIeparypHbiIMU Bapuantamu npu p<0,05 B mnpeaenax KaxIou
SKCIO3UIIUU.
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[lonyuyeHHble HaMH JaHHBIE COIMJIACYIOTCA C JIUTEpPaTypHBIMU JIaHHBIMH,
CBUJETENBCTBYIOIIMMH O TOM, 4YTO Yy MiIeHulbl 3kcnpeccus HSP70 wame Bcero
MOBBIIIAETCS B HAYAJIBHBIN NIEPUOJ AEUCTBUSA BBICOKOU TEMIIEPATYPHI, a 3aTEM Yepes S5 u
camwkaetcsa (Xue et al., 2014a). benox HSP70 siBmsiercs oguuM M3 HanOosee BaXKHBIX
OCJIKOB IIANEpPOHOB, YYACTBYIOIIMX B 3alUTE KIETKHM OT BBICOKOTEMIIEPATyPHBIX
BO3AEUCTBUU. II03TOMY y YCTOMYMBBIX COPTOB PACTEHUN 3SKCIPECCUS ITOTO TIE€HA
00bIYHO OoJIee BbICOKasi, ueM y uyBcTBUTENbHBIX (Usman et al., 2015).

B 3aBucuMocTu oT CiioXKUBIIEHCS B KieTkax cutyaruu 6enok HSP70 BemmonHseT
paznuunbie QyHkuuu. B omHux ciaywdasx HSP70 cBsaspiBaetcss ATd-3aBucumbiM
obpazoM ¢ TUAPOGOOHBIMU y4YyacTKaMU 4YaCTUYHO JIEHATYPUPOBAHHBIX OEJIKOB U
npenoTBpamaer ux arperamuio (Mayer and Bukau, 2005). B apyrux ciydasx oH
y4acTBYeT B MEPEHOCE IMOBPEXKICHHBIX OCJIKOB B MPOTEACOMBI U JIM30COMBI JIJIs
pedonaunra wim aerpaganuu (Maneres, 2012).

B nutepaTtype Takke IIMPOKO MPEACTABICHBI JaHHBIE, CBUAECTEIbCTBYIOLIUE O
TOM, 4TO y *HBOTHBIX HSP70 o0magaer antnanontoTHuecKuMu cBoiictBamu (Jaatteld et
al., 1998; Rerole et al., 2011; Vasaikar et al., 2015). CymiecTByeTr npeamnonoxeHue, 4To
u y pacrenuii HSP70 unruoupyetr npouecce IIKIT (Cronjé et al., 2004; I'opObuieBa u
ap., 2013). Hanpumep, y TpopoCTKOB pUca CO CBEPXIKCIPECCUEN MUTOXOHAPHUATBLHOTO
mtHSP70 nponeccet ADOK-3aBucumoit [1IKI' Obisii MeHee BBIpaKEHbBI, YEM Y PacTECHUMN
mukoro tuma (Qi et al.,, 2011). Takum obpa3om, Oojiee HU3KUM YPOBEHb IKCIPECCUU
reHa HSP70 npu temmneparype 43°C, yem mpu temneparype 37°C depes 24 u 72 4
MOXeET 00BICHAThCS akThuBaruei mpoieccon [TKI .

Takxe yCTaHOBJIEHO, YTO Y PACTEHUH MIIEHUIBI B 3aIUTE OT HEOJIArONPUATHOTO
BO3/ICMCTBUSL ~ BBICOKMX  TEMIEpaTyp  MNPUHHUMAET  ydacTHe  HE  TOJBKO
uuroriazmatuyeckuit HSP70, Ho u mutoxonapuansasiii mtHSP70 (Q1 et al., 2011), u
xmoportactHeiii TaHSC70 (Duan et al.,, 2011). Kpome Toro, B (opmupoBanuu
TEIUIOYCTOMYMBOCTH pacTeHWil ydacTByeT Oenok BiP - mpeacrtaButens cemeiicTBa
HSP70, noxkanu3oBaHHbIN B OP.

Kak yxe orMmeuanoch, NeWCTBHE Ha PACTEHHUS BBICOKUX TEMIIEPATYP MOXKET

INIPpUBOAXUTbL K HAKOIIVICHHIO B OP n OUTO30JI€C OOJBIIOTO KOJWYECTBA HCIIPABUJIBHO
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YIaKOBaHHBIX OEJIKOB, YTO BBbI3bIBAET pa3BuTue OP-cTpecca u jgaxe rudenb KIETOK
(Deng et al., 2013; Wan, Jiang, 2016). IlosToMy ycuieHHUE KOHTPOJS 3a KAa4yeCTBOM
YIaKOBKH O€JKa SIBISIETCS] BaXKHOM COCTaBISAIOIIEH (POPMUPOBAHMS TEIIIOYCTOMYUBOCTH
pactenuii. B orBeT Ha DP-cTpecc B pacTUTENbHON KJIETKE aKTUBUPYETCS 3AIUTHBIN
mexann3m — unfolded protein response (UPR) (Wan, Jiang, 2016). OcHoBHbIM
perymnsitopom UPR Beictynaer 6enok BiP (Iwata, Koizumi, 2012; Kerner et al., 2015).

B Hammx skcnepuMeHTax Takke OOHApYyKEHO M3MEHEHHE TPaHCKPUMIIMOHHON
aktuBHOCTH reHa BIP (Puc. 18). B wuactHOCcTH, mpW ACWCTBUM HAa TPOPOCTKH
temnepatypsl 33°C B KJIeTKaxX JUCThEB yXke depe3 15 MUH 3aMKCUPOBAHO CHUKEHUE
cogepxkanuss MPHK »toro renma. Huskuii ypoBenb skcmnpeccun BiP 0bu1 oT™MeueH
BIUIOTh JO OKOHYAHHWS 3aKalWBaHUs pacTeHuil (3 cyT) mpu AaHHOW Temmeparype.
OKcrnoHMpoBaHUE MpopocTKOB mipu  37°C, HAMPOTUB, BBI3BIBAIO MHOTOKPATHOE
NOBBILIEHUE COJEPKAHMUS TPAHCKPUIITOB JTOrO0 TeHa Yxe uyepe3 15 wMuH cC
MaKCUMaJIbHbIM ypoBHeM mocnie 30 muH mporpeBa. [lpu OGosiee mpoaoKUTEIHHOM
BO3eicTBHM TeMmreparypbl 37°C OTMEUeHO CHIDKEHHE YpOBHsS sKcmpeccun BiP, a
3ateM (uepe3 1 cyT) ero moBTopHOe noBeItieHue. [lox BausHueM Temmeparypsl 43°C B
JUCTBSIX TPOPOCTKOB yXe depe3 15 MuH 3apUKCHUPOBAHO YBEIWYEHHUE COJIEPKAHUS
TPAHCKPHUIITOB 3TOTO T€Ha, KOTOpoe yepe3 | 4 cMeHsnoch pe3kuM najaenuemM. OTMeTum
Take, 4yto npu temmneparype 37°C coaepxanne MPHK rena BiP Obuto 3HaUMTENBHO
BhIle, yeM npu 43°C yepes 0,25, 0,5 u 24 4.

Hecmotpst Ha To, yto HSP70 m BIP oTHOCATCS K reHaM OJHOIO CEMEWCTBa,
OUHAMHKAa WX DSKCIPECCHUM TMPU BBICOKOTEMIEPATYPHBIX BO3JCUCTBUSAX pPa3HOU
WHTEHCUBHOCTH pasznuyaetrcs. benok BiP sBnsercs wambonee pacmpocTpaHEHHBIM
maneponom B OP (Iwata, Koizumi, 2012). B goctymHoil Ham JnuTeparype He
COJIEPKUTCS TOCTATOYHO MH(OPMAIMK O HAKOIUIEHWH TPAHCKPUIITOB 3TOrO T'€HA U O
cunte3e Oenka BiP mpu nelicTBum BrICOKMX Temmepatyp. Tem He MeHee, U3BECTHO, YTO
yBeJNIM4YeHUE cojepxkanus BiP koppenupyeT ¢ yctoiumBocThio pactenuid A. thaliana x
OP-ctpeccy (Koizumi, 1996). YcraHOBICHO, YTO OCHOBHBIM HMHIYKTOPOM YCHIICHHS
akcrnipeccun BiP sBisiroTcst Oenku ¢ HapyIICHHOH CTPYKTYpPO#, KOTOPBIC TOSIBIISTFOTCS B

nosioctd DP B pe3ynbTaTe aKkTUBHU3ALMK MPOIECCOB CHHTE3a O€JiKa MpU HACTYIJICHUHU
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HEOJIATONPUATHBIX YCIOBUW WIJIM TIPU TPOXOXKIACHUHM PACTCHHSIMH HEKOTOpPHIX (ha3
passutus (Carolino et al., 2003). Mounekynbl BiP cBs3piBatoTcs ¢ Takumu Oejkamw,
MPEIOTBPAIIAIOT HMX arperanui W TepefaroT Ha Apyrue KOMIIOHEHTH OP s

pedonaunra win nerpaganuu (Wan, Jiang, 2016).
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Puc. 18. BiusHue BBICOKMX TeMmIlepaTyp Ha JWHAMUKY YPOBHS TPAHCKPUIITOB T'€HOB

BiP B mucThsax pacTeHuii mieHUIb ¢. MockoBckas 39.

CymiectByeT MNpEeANONOKEHHE, YTO YBEIWYEHUE COJIEpXKaHUsS OEIKOB C
HapylIeHHOW CTpykTypod B DOP, T. e. pa3zButne DP-cTpecca, MPUBOJUT K TOMY, UTO
CcBOOOJHBIX MOJEKyn BiP cTaHOBUTCS HEMOCTATOYHO M OTO SIBISIETCS CUTHAJIOM IS
CHHTE3a JOIOJHUTEIIBFHOTO KondecTBa TpaHckpunToB (Leborgne-Castel et al., 1999).
Tax, 06paboTka pacTeHmii Tabaka TYHUKAMUIIMHOM — HHTHOUTOPOM TITMKO3UIUPOBAHUS
u aktuBaropom OP-ctpecca — mpuBommna k ysenuueHntro MPHK rema BiP wm
HakorieHuto Oenka BiP (Alvim et al, 2001). M3 sToro cimemyer, 4TO MOBBIIIEHHOE
CoJIep)KaHue TPAHCKPHUITOB reHa BiP M0okHO paccMaTpuBaTh Kak OJIMH W3 ITOKA3aTeNCH,
CBUJICTENILCTBYIOIIUN O HAKOIUJICHUU OENKOB C HApYUIEHHON CTPYKTYpOW U pa3BUTUU

OP-ctpecca (Zhang, Kaufman, 2008). Hamm wucciaemoBaHus IOKa3ajad, 4YTO IIPH
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temneparype 33°C («MSrKom» CTpecce) B JHUCThAX IMIIECHUIIBI HE MPOUCXOIUT
HAKOIUICHWE TpPaHCKpUNTOB TeHa BIP, criemoBaTenbHO, JOTMYHO Tojlarath, 4YTO
pazButue DP-cTpecca mpu 3TOM Takke He MpoucxoauT. [loBbillieHHE UHTEHCUBHOCTH
BBICOKOTEMIIEpaTypHOro Bo3aehcTBus 10 37°C («cpeaHuil» cTpecc), HaIpOTHUB,
MPUBOJIUT K YCUJICHUIO HKCIIPECCUU ATOro reHa. B NaHHOM ciiydae 3TO MOXKET ObITh
CBSI3aHO C OBICTPBHIM MOBBIIICHHUEM YCTOMYMBOCTH PACTEHUN M CHHTE30M CTPECCOBBIX
oenkoB de novo (Tutos, 1989; Turos u ap., 2006), 4T0, B CBOIO OuYepe/ib, MPUBOJUT K
MOBBIINICHUIO HATPY3KU HA OCIIOKCUHTE3UPYIOIIHMM anmapar KJIeTKU U, KaK CJIEICTBUE, K
YBEJIMUEHUIO KOJIMYECTBa OEJIKOB C HapylleHHOW cTpykTypoi. WMHTepecHo, dTO
nevictBue temnepatypbl 43°C  («KECTKHI» CTpecC) TaKKe BBI3BIBAET HAKOIUJICHUE
TpaHCKpunToB reHa BiP, onnako ux yposens yepes 0,25, 0,5 u 24 4 ObLT HIKE, YEM MIPU
temnepatype 37°C. Bo3amokHO, 3TO cBs3aHO ¢ Tem, uto BIP, kak u apyrue Genkw,
otHocsimuecs: k rpynne BT ¢ monekynspaor maccoit 70 kJIA, damie paboTaroT B
KOMIUIEKCE C JIPYTMMHU IIalepoHaMH, KoluarnepoHamMu U (epmentamu (Marnbiiies,
2012), cuHTE3 KOTOpPBIX B YCJIOBUSIX JIEMCTBUSI SKCTPEMAIbHO BBICOKHUX TEMIIEPATYP
MOKET HapyILIaThCsl.

Takum oOpa3oM, TUHAMHUKA SKCIPECCHU TeHOB, kKomupyromux HSP70, moxer
MEHSTBCS B 3aBUCUMOCTH OT TOTO, K KakKoWl TpyIIle OTHOCUTCS HaHHBIA Oenok
(uuTorutazmaruueckuid i OP), a Takke OT MHTEHCUBHOCTU BBICOKOTEMIIEPATYPHOTO
Bo3aeiicTBua. CoBmectHo ¢ HSP70 B dbopmupoBaHnu TEMI0yCTONYMBOCTA pPACTEHUU
MoryT yuactBoBaTh HSP ¢ monexynspuoit maccoit 90 k/la. Ilostomy cienyromum
ATAroOM HalIEro MCCIEIOBAHUS CTA0 U3YYCHUE AMHAMUKU HAKOIUICHUSI TPAHCKPUIITOB
I'CHOB, KOIUPYIOIIUX MUTOIIa3Matnueckuii 6emox HSPIO0.

Hamu ycTaHOBJI€HO, UTO JEWCTBUE BCEX UCCIEAYEMBIX TEMIEPATyp MPUBOJIUT K
CTAaTHCTHYECKH 3HAYMMBIM W3MEHEHHsIM B dkcnpeccun reHa HSP90 otHOcuTenbHO
HCXOAHOTO YPOBHS. YXKe depe3 15 MUH moclie MOMENIEHHUS NPOPOCTKOB B YCIOBHS
temrnepatrypsl 33°C B KJIETKax JHCThEB HAOMIOMaT HEOOJBIIOE TOBBIIMICHHE
colepkaHusl TpaHCKpUNTOB dToro TeHa (puc. 19). Uepes 1 9 ObIT OTMEYEH UX
MAaKCHMAaJIbHbId YPOBEHB, a 3aTeM €ro cHrkeHue. [Ipu remneparype 37°C usmenenus B

coagepkannn MPHK naHHOro rena rtaxke perucrpupoBaiiv 4yepe3 15 MuH OT Havana
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skcriepuMenTa. [IpyueM MakCHUMallbHBI YPOBEHb TPAHCKPUNTOB HAOJIOAANU IOCHE
4acoBOil s3kcno3uiuu npopocTtkoB npu 37°C. [Ipu 6onee mpoaoIKUTENHHOM ACHCTBUM
temnepatypel 37°C  copepxkanue MPHK rema HSP90 B amcThsix mnpopocTkoB
CHUKAJIOCh, JOCTUIas 4epe3 CYTKM HCXOAHBIX 3HaueHundd. IIpu 43°C HakouieHue
TPAHCKPUNITOB T'€HA TaKXK€ MPOUCXOAWIO YK€ B IMEpPBbIe MHHYTHl 3IKCIEPUMEHTA.

MakcumyM skcnipeccun HSP90 B 1uCThsX mpopocTKoB 3adukcupoBan yepe3 30 MUHYT.
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Puc. 19. Bnusane BBICOKMX TeMmIlepaTyp Ha JWHAMUKY YPOBHS TPAHCKPUIITOB T'€HOB

HSP90 B nucThsx pacTeHui mieHUIsI ¢. MockoBcekas 39.

VY cTaHOBIIEHBI TAKXKE ONPEEICHHbIE OTJIMYMS U IIPU CPAaBHEHHUH 3KCIIPECCUU FeHa
HSP90 B ycnoBusix nevictBust temmeparyp 33, 37 um 43°C B mpenemax OJHOU
skcno3unmu. Hanpumep, nipu temnepatype 37°C MakCUMaJbHbII YPOBEHb SKCIIPECCUU
reHa ObUI B 2 pa3a Bhlllle, yeM npu temneparype 33°C, oJHaKo MaKCUMalbHbII YPOBEHb
skcnpeccun reHa mpu 43°C ObUT paBeH MaKCMMAaJbHOMY YPOBHIO TIPH TEMIIEpaType

37°C. OtmeruM Takxke, 4TO mnpu JeWctBuu Temneparypsl 33°C  coaepkaHue
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tpanckpuntoB HSP90 uepe3 24 u 72 4 ObUIO BHIIIE, YEM MPU IEUCTBUU TemmepaTyp 37
n 43°C.

Kak  wu3BectHo, Oenku  HSP90  sBiAOTCS  BBICOKOKOHCEPBAaTMBHBIMU
MOJIEKYJISIPHBIMU IIATIEPOHAMU, B OCHOBHOM YYacTBYIOIIMMH B yrakoBke 0enkoB ATO-
3aBUCUMBIM 00pa3oM, akTUBaLUU U niepenayde curnanos. Cosmectno ¢ HSP70, HSP40 u
JIPYTUMHU KOIIIAIIEpOHAMH OHHM HM3MEHSET KOH(pOpMaluio CUTHAIbHBIX OenkoB (Pratt,
Toft, 2003; Richter et al., 2010). HSP90 wmapsxy ¢ HSP70 o0namaror
antranonTtotuueckor ¢pynkiuei (Wang et al., 2014). HSP90 uHorma oTHOCST K OelikaM
«IOMalIHero xo3sicTtea». OHM ydacTBYIOT B 3MOpuoreHnese pacteHuil. MytaHTsl A.
thaliana no reny HSP90 umetor anomanbsHOe pa3Butue smOpuona (Samakovli et al.,
2007). OgHako 3KCIpeccusi 3TOro reHa B 3HAYUTENILHON CTEMEHHU 3aBUCUT OT COPTOBBIX
0COOEHHOCTEW pacTeHus, HAIPUMEp, Y pa3HbIX COPTOB COPro, MOABEPTHYTHIX JAEHUCTBUIO
temnepatrypsl 47°C B Teuenue 10 — 180 muH, conepxkanue TpanckpuntoB rena HSP90
pasnuuainock B cotHu pas (Pavli et al., 2011).

B menom nuHamMuka HakorieHuss TpaHckpunToB TeHoB HSP90 cxoxka ¢
TUHAMUKON HakoruieHus TpaHckpuntoB reHoB HSP70. Ilpenmonaraercs, yro 3tu aBa
IanepoHa MOTYT 3aJeWCTBOBAThCSA HAa pasHBIX dTamax ynakoBku Oenka (Hahn et al.,
2011; Mine et al., 2012). Tak, HSP70 cBs3biBaroT ruapooOHbIE Y4aCTKH BHOBb
CUHTE3WPOBAHHBIX OEJKOB, MPEJOTBPAIIAIOT arperamuid U CIHOCOOCTBYIOT —HX
NpaBWIbHON ymakoBke. Jlanee, yke Ha MPOMEXKYTOUHBIX CTaJAMSIX yIMaKOBKH Oelka, C
CO3peBAIONIUMHU  MOJIEKyJnamMu  B3aummojerctBytor HSP90. W nHaoGopor, mocie
MOBPEXKICHUSI Oelika C MOBPEXKICHHON MOJIEKyJol cHadaia B3ammojencTByer HSP90
(Picard, 2002). Bnonne BepositHo, uto HSP70 m HSP90 ydacTBYIOT B TEpBHYHBIX
OTBETHBIX PEAKUHUIX PACTEHUM Ha JEHUCTBHUE BBICOKUX TEMIIEPATyp U JIEUCTBYIOT IpHU
TOM KOOIIEPATHBHO, YTO MOMYEPKUBACT. OTBETHAS PEAKIMs MPEACTABIACT COOOM
CJIOHBI MHOTOKOMIIOHEHTHBIN MPOIECC ¢ TOHKOW PETYJISIIIUEH.

B 3amuTHBIX peakuusax pacTeHUW B OTBET HA JICMCTBHE BBICOKHX TEMIIEPATYP
Y4acTBYIOT HE TOJBbKO HSP ¢ BBICOKOW MOJEKYISIPHONH MaccCoi, MPUMEpPhl KOTOPBIX
OBLITM pacCMOTPEHBI BHINIE, HO M HU3KOMOJIEKyIsspHbie HSP. MonekynspHas Macca 3TUX

oenkoB Bapeupyetcs ot 12 mo 42 k/la (Vierling, 1991), npu 3ToM MOJIEKy/IsIpHAs Macca
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oonpmmHcTBa SHSP Haxoautcs B mpenenax ot 15 mo 22 k/la, moaToMy MX HHOTJA
o0o3HavaT Kak cemeiictBo OenxkoB HSP20 (Muthusamy et al., 2017). Dtu Genku
YACPKUBAIOT OEJIOK ¢ HapylIeHHOU cTpyKTypoit ATd-He3aBucuMbIM 00pa3om, a 3aTeMm
nepenator ero HSP70/HSP40 nnsa nanpHelmero pedoiauHra Wid Aerpajalii yKe ¢
ucnoabs3zoBanuem sHepruu AT® (Haslbeck, Virling, 2015). Kpome toro, HSP20 MoryT
00pa3oBbIBaTh OOJbIINE OETKOBBIE KOMIUIEKCHI, TaK Ha3bIBAEMbIE I'PaHYJIbl TEIJIOBOTO
I0Ka, TOSBJISIONIMECS B I[MTOIJIa3ME TI0J BJIMSIHUEM BBICOKMX TEMIIEpaTyp
(Kocakosckasi, 2008; Chen et al., 2014).

B Hacrosiiiee BpeMs yCTaHOBJIEHO, YTO B I€HOME MIIICHUIIBI UMEETCS HE MEHee
163 renoB, kogupytonux oenku HSP20. Ux pazgenstor Ha 17 moacemeiictB u 75%
sHSP otHocsatcss k moacemeiictsy Cl (Muthusamy et al.,, 2017). Ognum wu3
npeacTaBuTene »toro mnojacemeictBa sBuasercss HSP16,9, koropwiit cuutaetcs
HEO0OXOAUMBIM KOMIIOHEHTOM TEIIJIOYCTOMYHNBOCTH PACTCHHIM.

Hamu Ob110 moxazano, uro temmeparypa 33°C mpuBOAUT K HE3HAYUTEIHHBIM
U3MEHEHMSIM B COJIepaHUM TpaHCKpUNTOB reHa HSP16,9 B nucThsax miieHuIsl (puc.
20). Tem He meHee, yepe3 15 MHH OT Hayaja HKCIEPUMEHTAa OTMEYEHO HEOOJbIIOE
CTAaTHUCTHUYECKH 3HAYMMOE TOBBIIIEHUE JKCIPECCUU 3TOro reHa. Yepes 6 4 ypoBeHb
TpaHckpuntoB reHa HSP16,9 omyckancs make HUXKE KOHTPOJIBHOTO YPOBHS, OJHAKO
3aT€M OH CHOBA IMOBBIIAICS M 4epe3 24 OCTUTrajl MakCUMyMa. ODKCIIOHUPOBAaHHE
pactenuit ipu 37°C Takke CrocoOCTBOBAIO TMOBBIIIEHUIO TPAHCKPHUITOB ATOTO I'eHa
y)Ke€ B TIEpBbIE MUHYTHI ombiTa. MakcumanbHoe coaepkanne MPHK HSP16,9 6s110
3a(UKCUPOBAHO Yepe3 Yac MOCie MEPEHOCa PACTEHUH U3 OOBIYHBIX YCIOBHUI B yCIOBUSA
nevctust temnepatypel 37°C. Ilpu 3TOM ypOBEHb 3KCIPECCHM [TaHHOTO TI'€Ha MpH
temmeparype 37°C Obu1 HamMHOTO BhINIE, yeM mpu temmeparype 33°C. YV pactenuid,
UCIIBITHIBAOIMX JAeicTBUE Temmeparypsl 43°C, Taxke HAOMIOMamy 3HAYUTEIHHOE
MOBBINIIEHNE cofiepkanus TpanckpuntoB HSP16,9 ¢ makcumymoMm depes 2 4 oT Havdana
TeruioBoro BozaeictBus. [Ipu temmnepatype 43°C ypoBens skcnpeccuu reHa HSP16,9 B
JUCTHAX MPOPOCTKOB 3HAUUTENILHO MPEBBIIIAJICS MO CPABHEHUIO C HAOIIOJAaeMbIi MpH
JOpYTUX TEIUIOBBIX Bo3aeucTBUAX 4epe3 0,5, 1 m 6 u. [leiicTBre 3TOM TeMmepaTypsl B

TedeHue 24 u 72 4, HalpOTUB, MPUBOAIIO K MaJICHUIO YpoBHs 3kctipeccnu HSP16,9.
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MO>XXHO 3aKIHOYHUTh, YTO C YBEJIMYEHUEM NHTEHCUBHOCTU BBICOKOTEMIIEPATYPHBIX
Bo3neiicTBuii  skcmpeccus HSP16,9  ycunmBaercs. OpHako 3TO  3aKJIIOYEHUE
CIOPABEMJIMBO TOJIBKO JUIsl HAYaJIbHOI'O MEpHUOa TEIJIOBOIO BO3IEHCTBUA, MpU Oosee
JUIUTENBHBIX SKCHO3UIUAX (24 u 72 4) B yCIOBUSAX ACHCTBUS SKCTPEMAJIbHO BBICOKOM
temrepatypsl (43°C) ypoBeHb SKCIpEecCHs I'eéHa CTAaHOBHUTCS HM)KE KOHTPOJBHOTO.
OTtmeTuM, B UCCIENOBAHUSX JAPYTUX aBTOPOB IMOKA3aHO, YTO JIMHAMUKA SKCIPECCHU
HSP16,9 3aBuCHUT HE TOIBKO OT MHTEHCUBHOCTH BBICOKOTEMIIEPATYpPHOTO BO3/ICHCTBUS,

HO W OT COPTOBBIX OCOOEHHOCTEW pacTeHui, B yacTHocTH, mmeHuipl (Nguyen et al.,

1994), puca (Chandel et al., 2013), daconu (Simdes-Araujo et al., 2003).

33°C O37°C BE43°C

H

Y205

m

- £

° 155 . a

& H|

-‘l -

= 105 |

= 55 *

5 a2 L H|

T 30 r

=20 f

] ko

E 10 r aaa b * #:ﬂ:#ﬂ #*

=]

=] 0 —r— | 1 1 C == C

(=

P ) ) ) _
0 0,25 0.5 1 6 24 72

SECIOSHITHA,

Puc. 20. BiusHre BBICOKMX TeMmIlepaTyp Ha JWHAMUKY YPOBHS TPAHCKPUIITOB T'€HOB

HSP16,9 B mucThsix pacTeHmi mimeHUIs ¢. MockoBckas 39.

Kpome TtOro, B Xxoae HammMx UCCIACIOBAHUN YCTAHOBIIEHA ClEAYHOIIAs
O0COOCHHOCTh JMHAMHUKH J3Kcrpeccnu TeHa HSP16,9:0 B oriamume oT AWHAMHKH
TPAHCKPUNTOB T'€HOB, KOJAUPYIOIIUX BbICOKOMONEKyJsipHbie bBTIL, w3MeHeHue
conepkanusi MPHK »Toro rena B ycnoBusix TerioBoro 3akainuBanus (33, 37°C) Hocut

nByx(da3ubiii xapakrep. [lepBoe ycuieHne TpaHCKpUNIIMOHHOHN akTtuBHOocTH HSP16,9
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HaOJII0/1alii B HaYaJbHBINA MEPUO] ACHUCTBUS STUX TEMIIEpATyp, BTOPOE — YEPE3 CYTKH.
CornacHo TUTEpAaTYpPHBIM JTaHHBIM, IMHaAMUKa cuHTe3a paznuuHbix bTII HeoguHakoBa.
Cunre3 omuux bBTII nponcxoguT Ha MPOTSHKEHUM BCEro IEPUOAA TEILUIOBOTO
BO3JICHCTBUS, IPYTUX — TOJIBKO B HaYaIbHBIN Meproj| TerioBoro 3akaauBanus (Necchi
et al., 1987, TuroB um nap., 2006). Bo3aMokHO, TakoW XapakTep HW3MCHCHUS
TPAaHCKPUMIIIMOHHON akTUBHOCTH reHa HSP16,9 mo3BosisieT eMy y4yacTBOBaTh HE TOIBKO
B OBICTpO (IEPBUYHOI) 3alIUTE BHYTPUKIETOUHBIX CTPYKTYP U JPYTrUX OEJIKOB, HO U B
BOCCTAHOBJICHUM U TOJJEPKAaHUU HOPMAJIbHOTO MeTa0oyM3Ma KJIETOK B YCIOBHSIX
IPOJIOHTUPOBAHHOTO  cTpecca. He wuckimoueHo, dYro JBYX(a3HOCTh CHHTE3a
TPAHCKPUINTOB YKAa3aHHOTO T'€HA CBs3aHA TaKXKe M C HEOOJIBIIMM BPEMEHEM >KU3HU
Kogupyemoro uMm Oenka. [lo wmMerormuMcs JaHHBIM, BpeMsl TOJYXKHU3HU PpPa3HbIX
Hu3KoMONIeKYIsipHbIX BTII MokeT 3HauuTeNnbHO BapbUpoOBaTh. Hampumep, Bpems
nonyxusau BTI17,8 y A. thaliana coctasnsier npumepno 6 4, BTI22 y kykypy3sl — 4
g (Lund et al., 1998; Kim et al., 2011), y ropoxa BTIII18,1 - 40 4, a XJIOpOIJIACTHOTO
BTII21 — 6onee 52 u (Chen et al., 1990; DeRocher et al., 1991). BepositHo, ms
OCYIIECTBJICHHS 3aIIUThl KJIETOK PACTEHUU MIIEHUII B XOJE MPOJOHTUPOBAHHOIO
BBICOKOTEMIIEpAaTypHOTrO cTpecca TpeOyercss momoiHuTenbHbii cunte3 bTIHI16,9,
nockoinbky HSP16,9 sBnsercs He0OXOIUMBIM KOMIIOHEHTOM YCTOMYMBOCTH PacTCHUM
(Yeh et al., 2002; Basha et al., 2004).

Kpome TOro, MOXHO MPEANOIOKUTh, YTO HAKOIUICHHE TPAHCKPUIITOB TEHA
HSP16,9 saBnsercss ogHuM U3  00s3aTENbHBIX 3BEHBEB IIPOIECCa Pa3BUTHUA
TEIJIOYCTOWYMBOCTH TMIIEHULBl npu aAeiictBun Temmneparyp 37 u 43°C. Ilpu
temrieparype 33°C 6emox HSP16,9, mo-BuauMoMy, BHOCUT HE3HAYUTEIBHBIM BKIIAJ B
dbopMupoBaHUE TEIUIOYCTOMYMBOCTH M, COOTBETCTBEHHO, HakoruieHne MPHK HSP16,9
MIPOUCXOJIUT B MEHBIIIEH 00beMe, UeM MpH 0osiee BRICOKHX TEMIIEpaTypax.

[Tomumo »skcmpeccun rena HSP16,9 mamu wm3ydeHa auHaMuKa HaKOILICHUS
TparnckpunToB reHa HSP19, koTopsiit KogupyeT emle oJuH HU3KOMOJIEKYIISIPHBINA OeIoK
HSP19, otrocsmmiics k moacemeiictBy ClII (Muthusamy et al., 2017).

Hamu Obimo ycTaHoBieHO paznuyHoe BiausHue Temmepatyp 33, 37 u 43°C nHa

ypoBeHb TpaHcKkpunToB reHa HSP19 (puc. 21). B mepseie wacel (0,25 — 6 u)
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DKCHO3ULMHA NPOpPOCTKOB Ipu 33°C B KX JHUCTBIX PETHUCTPUPOBAIN YMEHBIICHUE
conepxkanusi MPHK rena HSP19. Yepe3 cyTku HaOmonanu yBEIMYEHHE YPOBHS €ro
JKCIIPECCHUH, & YEPE3 TPOE CYTOK — CHUIKEHUE J0 UCXOAHOro 3HaueHus. [Ipu percteum
temneparypsl 37°C yepe3 15 MUH OT Hayajia OMbITA B JIUCTHAX MPOPOCTKOB OTMEYEH
MOCTENEHHBIA POCT YPOBHSA JKCIPECCHMU 3TOTO TI'eHa, a HauOoJblIee COAepKaHUE
TPaHCKPUNTOB oOTMeueHo uyepe3 72 4. Temmneparypa 43°C BbI3bIBaJIa ObICTpOE
HakoruieHue TpaHckpuntoB reHa HSP19 ¢ makcumymom yxke depes 0,5 — 1 4 ot Havasa
AKCIepuMeHTa. TpaHCKPUIIIMOHHAS aKTUBHOCTh I'eHa ObL1a BHICOKOW Ha MPOTSKEHUHU 6

Y TEIJIOBOI'O BO3JICHCTBUS, a 3aTeM 4epe3 24 u 72 4 CHUXKAJACh.
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DKCHOZHITHA, 1

Puc. 21. BiusHre BBICOKMX TeMIIEpaTyp Ha JWHAMUKY YPOBHS TPAHCKPUIITOB T'€HOB

HSP19 B nmucthsax pacTteHuit meHuIlsl ¢. MockoBckas 39.

[lonyueHHble HaMHM pe3yJbTaThl, XapaKTEPU3YIOIINE OCOOEHHOCTU SKCHPECCUU
HSP19 mpu nelcTBUM BBICOKMX TEMIIEpaTyp, B IIEJIOM COTJIACYIOTCS C JIaHHBIMHU
auteparypsl 0 ToM, uto HSP19 yuacTByeT B OTBETHOM peakuuy pacTeHU B HaYaIbHbBIN
MIEPHOJI BBICKOTEMIIEpaTypHOro BosueiicTBusi (Zhao et al., 2003; Muthusamy et al.,

2017). Kak ormeuanock Beime, HSP19 otHocurcs x moacemeiictBy ClI (Akashi et al.,
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2011; Muthusamy et al., 2017), Oenku 3TOro MOJACEMEICTBA B OCHOBHOM JIOKAJIU30BaHbI
B IIUTOILIA3ME U SAJIpEe U MPEIoIaraeTcs, 4To OHU 00pa3yroT IpaHyJibl TEIIOBOTO II0KA,
KOTOPBIE MOTYT CIIY)KUTh B KQ4eCTBE «MECT XPaHCHHS» TEPMOUYYBCTBUTEIHHBIX OCITKOB
B TIEPHOJ] BBICOKOTEMIICPATYPHBIX BO3JCHCTBHI, TEM CaMbIM MpEAOTBpaIIas HuX
HeoOparuMyto aerpamanuto (Siddique et al., 2008). Kpome Toro, 0Obu10 moka3zaHo, 4TO
HSP19 cBs3an ¢ memOpanamu xsoporuiactoB (Restivo et al., 1986) u MuToxoHapwHii
(Koporaena, 2007). IloaToMy J0OTMYHO mpeanoaaraTh, 4To B ycioBusx crpecca HSP19,
Kak u apyrue SHSP, yuacTByroT B nmogaepxanuu cradmibHocTH MeMOpan (Nakamoto,
Vigh, 2007; Nautiyal, Shono, 2010).

MoOXHO 3aKJIFOUUTh, YTO JUISI «MSITKOTO», «CPEIHETO» M <GKECTKOTO» CTpecca
XapakTepHo HakoryieHue TpaHckpuntoB reHoB HSP70 m HSP90. Kpome Ttoro, mpwu
«CpeTHEM» M <(OGKECTKOM» CTpecce TakKe IPOUCXOIUT HAKOIUICHHE TPAaHCKPUIITOB
reroB BiP, HSP16,9 u HSP19, a mpu «MsArkom» cTpecce M3MEHCHHs B COACPIKaHHUH
TPAHCKPUNTOB 3TUX T'€HOB HaWMeEHee BbIpakeHbl. ClelyeT OTMETHTb, YTO OTBETHAs
peakuus pacTEeHUM TaKkKe 3aBUCUT OT MPOJOKUTEIBHOCTH BBICOKOTEMIIEPATYPHOTO
BO3/ICHCTBUS. Tax, HAKOIUICHHE TPAHCKPHUITOB T'€HOB, KOJUPYIOIIHUX
BBICOKOMOJICKYJISIpHBIE  1uToruiazMatudeckue HSP70 u  HSP90 npoucxoautr B
OCHOBHOM B HauYaJIbHBIN MEPUOJ JIEHUCTBUS BBICOKMX TeMmIepaTyp (1o 6 dacoB), Toraa
KaK HaKOIJICHHE TPaHCKPUINTOB reHa BIP, komupyromero 0ei1ok, KOTOPhIi pacioyioxkeH
B OP, a Taxke reHoB, KOJUPYIOMUX HU3KoMoJekysipabie HSP16,9 u HSP19, ormeueno
pu 0oJiee MPOJOIDKUTEIHHBIX BEICOKOTEMITEPATYPHBIX BO3IEUCTBHAX (OT 24 1o 48 ).
DTO B LEJIOM coryiacyercs ¢ AaHHbIMU jureparypbl (Huerta et al, 2013; Kumar et al,
2013; Guo et al, 2014). Ha ocHOBaHHMH 3TOr0 MOYXHO IPEATOIOXKUTh, YTO pPAHHHUM
(mepBUYHBIN) OTBET pACTEHW TMIIEHHUIBI HA JEHCTBUE BBICOKUX TEMIEPATYD,
MPOSIBJIIONINIICS B TIOBBIIIICHUW YCTOMYMBOCTH JHCTHEB K TIPOTPEBY, CBsI3aH C
YBEJIMYCHUEM TPAHCKPUIIIIMOHHOW AKTHMBHOCTH  ONPENEICHHOW TPyNIbl TEHOB W,
COOTBETCTBEHHO, C YCHJICHHEM CHHTE3a KOAMUPYEeMbIX MMM OenkoB. TeM He MeHee,
TOJIBKO WX HAKOTUICHHSI HEIOCTATOYHO, JJISl COXPAaHCHHUsI KU3HECTIOCOOHOCTH PACTCHUI

MpA  TOPOJIOHTMPOBAHHOM  JACHUCTBMUA NOBPEKIAOLIEH TEMIIEPATYypbl, O YEM
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CBUACTCIBCTBYCT PC3KOC CHWIKCHHC TCHJ’IOYCTOﬁ‘-IHBOCTH IIPOPOCTKOB YIKC IIOCJIC

gacoBoro nporpesa pactenuil npu 43°C, a 3ateM U ux rudenb.

3.3.2. /InHaMuUKa coep:KaHUsl B JIUCTbAX TPAHCKPHUITOB I'€HOB CHCTEMbI
KOHTPOJIs1 KayecTBa 0enka (IREL, Bl-1)

Kak yxe oTmedasnoch, mpu JEUCTBUU HEOMAronmpusiTHbIX (akTopoB B OP
HaKaruiMBaeTCs OOJBIIOE KOJIMYECTBO OENKOB ¢ HapylieHHOH cTpykTypoi (Deng et al.,
2013; Karner et al., 2015). B otset Ha 370 akTHBHpyercs Mexanusm UPR (Rothman,
Schekman, 2011; 3sepeB, bproxanor, 2012). Bemme (rmaBa 3.3.1, puc. 18) Obuta
paccMOTpeHa JAMHAaMHUKa OHKCIPECCUU TeHa, Koaupymmero Oenok BiP, kortopseiit
SIBJISIETCS TJIABHBIM PEryJsTOpoM 3Toro mpoiecca. Eme omuum yuactHukom UPR
aBigercst ceHcopHo-curHalibHbIN epmeHT IRE1 (Chen, Brandizzi, 2013). On cBsi3aH ¢
BiP 1 00bIYHO HAXOAUTCS B HCAKTHBHOM COCTOSIHHH, HO, Koraa BiP npucoenunsercs
Oenky ¢ HapymeHHON cTpykTypol, IREl mepexoauT B akTMBHOE COCTOSHHE MyTEeM
roMoJIUMepH3aluu 1 TpaHcaytodochopmirnpoBanus (3sepes, bproxanos, 2012). Ilocne
yero IRE]l ywactByeT B akTuBanuu pasziuuHbiXx T®, KOTOphIE, B CBOIO OYEpEIb,
YCUIUBAIOT IKCIPECCUIO T€HOB, Koaupyromnmx Oenku trameponsl (Liu, Howell, 2010;
Zhang et al., 2015).

B noctynHo# HaMm nuTepaType CBEACHHUS O HAKOIUICHUH TpaHCKpunToB reHa IRE1
wmm Oenka IRE1 y pacrenuit mpu BBICOKOTEMIEpPATypHBIX BO3JACHCTBHUIX pPa3HOU
WHTEHCUBHOCTH OTCYTCTBYIOT. Hamu BmepBble OBUIO MOKa3aHO, YTO BO3JECHCTBHE
temiiepatypsl 33°C BBI3BIBAET CHHXKEHUE YPOBHS TpaHCKpunToB reHoB |IREL B mucthsix
MIIEHULIBl Y>K€ B TIEPBbIE MUHYThI BRICOKOTEMIIEPATYPHOTO BO3JICUCTBUSA, 3aTEM, YEPE3
24 4 HTOT TMOKa3aTesdb BO3BpallaeTcs Ha YypoBeHb KoHTponsa (puc. 22). Ilpm
temnepatype 37°C coaepkaHWe TPAHCKPUIITOB OSTOr0 TI'€Ha B KIETKaX JIMCTHEB,
HanpoOTHUB, MOBBIIAJIOCH 4Yepe3 15 MuH, nocTturajio Makcumyma depe3 | 4, a 3arem
CHIDKAQJIOCh U 4epe3 72 4 BO3JICUCTBUS HE UMENO CTATUCTUYECKHU 3HAYMMBIX PA3JIUYUN C
YPOBHEM JKCIPECCHU T€HOB KOHTPOJBHBIX pacteHui. JlerictBue temnepartypsl 43°C,

aHasiornyHo temneparype 33°C, npuBOoAWIO K PE3KOMY CHUKEHUIO TPAHCKPUNITOB T'€HA
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IRE1 yepe3 15 muH, a uepe3 72 4 copep:kaHue TPAHCKPUIITOB ATOTO I'€Ha BO3PAIIAIOCh
K YPOBHIO, XapaKT€pHOMY Il KOHTPOJIbHBIX PACTEHHIA.

NHTepecHO OTMETHTb, YTO MaKCUMalbHBIH ypoBeHb dkchnpeccun |REL
HaOmoalics MpU TEMIIEpaType, BBI3BIBAIOIIMNA «CPEIHMI» CTpecC, T.e. B YCIOBHUAX
HauOosbIIero npupocta TernoycroiuuBoctu (37°C). [1o Beelt BUIUMOCTH, 3TO CBSI3aHO
c teM, uto IRE1 u BiP sBast0TCS BaXkKHOM COCTaBISIONICH CUCTEMbI KOHTPOJIS KauecTBa
oenka B DOP. bbulo mokaszaHo, uyto anbTepHaTuBHBIN ciiaiicuur MPHK bZIP60 u
nHakoruienrne MPHK bZIP60s npoucxoaut uepe3 0,5 — 2 4 nelicTBUg HEOIArONpUsITHBIX
daktopoB (Parra-Rojas et al., 2015), B pe3ynpTate uero obpasyercsi akTUBHBIM T,
KOTOpPBIH cTuMynupyetr skcrpeccuto BiP (Iwata, Koizumi, 2005; Deng, et al., 2013).
Takum o0OpazoM, HakorsieHue TpaHckpuntoB reHa IRE1 wa ¢one nHakorienus
TpanckpunToB rera BIP (puc. 18) mpu «cpegHem» cTpecce MOKHO paccMaTpUBaTh Kak
BKJIIOUEHHE W AaKTHUBU3AIMIO €Il€ OJHOI0 3alllMTHOTO MEXaHU3Ma, MPHUBOJSIIETO K

ITOBBIICHHU IO TGHJIOYCTOﬁ‘IHBOCTPI paCTeHI/Iﬁ.
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Puc. 22. BnusiHue BBICOKMX TeMIepaTyp Ha JUHAMHUKY YPOBHS TPaHCKPHIITOB I'€HOB

IRE1 B nucThsiX pacTeHudt neHunbl ¢. MockoBckas 39.
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OtmeTum, uto npu «Msrkom» crpecce (npu 33°C), Kak U MpHU <«GKECTKOM» (IIpH
43°C), skcmpeccusi reHa IRE1 pesko cHmxkaerca. Ilpu «Mmsrkom» cTpecce Takxke
OTMEYEH HU3KHI ypOBeHb dKcrmpeccuu rera BIP (puc. 18), aTo emie pa3 moaTBepkaacT
MPEANOJIOKEHNEe, YTO NpHU JACHUCTBUU OSTOM TEMIEpaTypbl HAKOIIEHHE OEJIKOB C
HapYUIEHHOW CTPYKTYpOil B OOJIBIIOM KOJMYECTBE HE MPOUCXOAUT, U DP-cTpecc He
pa3BHUBaeTCsl.

Hcxons u3 Ttoro, uro temmneparypa 43°C sBISE€TCS NOBPEXKIAIOLIEH, a TaKkKe
YUUTBIBAsA, YTO MPHU 3TOM Temreparype MPOUCXOJUT HAKOIUIEHHWE TPAHCKPHUMNTOB IeHa
BiP u apyrux maneponoB (puc. 17 - 21), JTOrMYHO MPEANOIOKUTH, UYTO B KIIETKAX
niieHunbl npu 43°C HakamIMBaeTCs 3HAYUTEILHOE KOJIMYECTBA OCIKOB ¢ HApYIICHHOM
cTpyktypoii. OJIHaKO CHUCTEeMa KOHTpOJIS KadecTBa Oelika HE MOXKET B ATOM Ciyuae
paboTaTh MOJIHOIEHHO, TaK KaK OTMEYEHO CHIDKEHHE YpPOBHSA SKCIPECCUU TIEHa,
koaupytomiero ¢epment IRE1. 3to Moxer OBbITH CBSI3aHO € HEOOPATUMBIMU
NOBPEKACHUSIMH  KJIETKH, BBI3BAHHBIMU  JIECTBUEM  DKCTPEMAJIBHO  BBICOKOM
Temreparypsl. Kpome TOro, M3BeCTHO, YTO Yy >KMBOTHBIX OofHOW W3 QyHkumii IRE1
apigercs nerpanauus MPHK reHoB HekoTopbix cekpetopHbix OenkoB, T. €. IRE1L
perynupyeT |IRE1-3aBucumsiii pacnag MPHK (RIDD), Tem cambiMm, ocitabiisisi Harpy3Ky
Ha OP u chepxkuBas passutue [IKI'. Eciam ke cuma DP-ctpecca Obina mocTaToyHO
Benuka, To akTUBHOCTh IREl cHmxkamach, 4TO MPUBOAWIO K HApYIICHUIO OajaHca
MEXITy aHTHANONTOTHYECKOM M TPOAMONTOTHYECKOM CHUCTEMON M K THOCIH KIIETOK
(Hollien et al., 2009). V pactenuit Takxe obOHapyxkeHa IREI-3aBucumast gerpagarus
Hekotopeix MPHK (RIDD). Takum o6pasom, IREl, mommmo ambTepHaTUBHOTO
crutaiicuara bZIP60, ydactByeT B cHmkeHun Harpyskm Ha DP (Mishiba et al., 2013).
YcraHoBIeHO, 4TO y MyTaHTHBIX pacteHuii A. thaliana c¢ medexrom IREI1 rubGens
KJIETOK BBINIE, YEM Y MYTaHTHBIX pacTeHui ¢ aedexkrom bZIP60 u y pacteHuit nukoro
tuma (Mishiba et al., 2013). Dto cayXuT I0Ka3aTeIbCTBOM aHTHAIIONTOTHYCCKUX
ceoiictB IRE1 u, cnepoBaTenbHO, CHUXKEHUE KOIUYecTBa TpaHcKpunToB reda |IREL npu
«GKECTKOM» CTPECCE MOXKET ObITh OJJHUM U3 TPUITEPOB, 3anmyckaromux mexanusm [1KT .

CymectByer MHeHHME O TOM, uTro Yy KuUBOTHBIX |RE1 sBmserca Ttaxxke

MPOANONTOTUYECKUM OEJIKOM, U MPH KecTKkoM DP-cTpecce oH crnocoOeH aKTUBUPOBATH
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npouecchl anonto3a (Chen, Brandizzi, 2013). V pactenuit 9P-ctpecc Toxe NpuBOAHT K
[TKT (Zuppini et al., 2004), onnaxo Bkiaa IRE1 B aToT mpomecc emie He uzydeH. bonee
TOT0, HeCMOTpsI Ha To, uTo IIKI' y pacTeHuit u *)UBOTHBIX 00JialaeT OOIIUMH YepTaMH,
OHAa BCE-TaKu MPOTEKAET MO-pa3HOMY M He uckitoueHo, uro IRE1 y pactenuit obnagaet
TOJIbKO @aHTHUAIMIONTOTUYECKUMU CBOMCTBAMH.

Takum oOpazoM, NpuU «MATKOM» CTpecce HakoIuieHue TpaHckpuntoB reHa |IRE1L
HE MPOUCXOJUT, TaK KakK KJIETKa, BEPOATHO, HE HyxJaercsi B 3ToM Oenke. Ilpu
«cpennem» crpecce akcnpeccust IRE1 pesko yBenuwumBaercsi, 4TO, MO-BUIAMMOMY,
0JIaronpuATCTBYET TMPOIECCY TMOBBIIIEHUS TEIIOYCTOWYUBOCTU. IIpu <« KecTKOM»
cTpecce cojepkanue TpanckpuntoB reHa IRE1 cHmkaercs, 4To MOXKeT OBITh OJTHOM U3
npuyuH aktuBauuu npoueccos KT .

B DP pacnonaraercs emte oaun 6eok BI-1 (Watanabe, Lam, 2008), ogHako 310
HE €IMHCTBEHHOE €ro MECTO JOKAJIM3AI[MU, OH MOXKET TaKXKe HAaXOJIUTHCA Ha SACPHOMN
ob6osouke U B MeMOpaHax mutoxoHapuit (Xu, Reed, 1998). [lepBoHauanbHO JTaHHHBIN
Oeslok ObUT ONpesAeNieH y UBOTHBIX W paccMarpuBajics Kak uHruoutop BAX-
3aBUCUMOTO arforTo3a, XOTs MOKa3aHo, 4TO HemocpeacTBeHHO ¢ BAX OenkoMm oH He
B3aumoeiictByeT (Xu, Reed, 1998). Bl-1 obGuapyxen u y pactenwmii (Sanchez et al.,
2000). Hecmotps Ha To, uTo BAX y pacTeHHil OTCYTCTBYET, B TPAHCTE€HHBIX PACTEHUSIX
Bl-1 6iokupyer passutue BAX-3aBucumoii ITKI™ (Kawai-Yamada et al., 2004). Bl-1 ue
Tonbko monasisier pazputue IIKI, HO W ydyacTByeT B nojaBieHuu rerepanuu ADK,
pPETYIHpPOBAaHUM YpPOBHSA Kalbllug B KJIETKE W Tmepefade curHaia ob OP-ctpecce
(Robinson et al., 2011). Onnako moka Gynkmuu Bl-1 B KiIeTkax pacTeHHiA M JUHAMHKA
skcnpeccun reHa Bl-1  npu  BeIcOKOTEMIIEpaTypHBIX  BO3JCHCTBUAX  pa3HOU
MHTEHCUBHOCTHU HE U3yYECHBI.

Hamu mnoka3zaHo, 4TO BO3ACHCTBHE BBICOKUX TEMIIEpATyp Ha MPOPOCTKHU
MIIEHULIBI PUBOJUT K YBEIUUYEHUIO COJIepKaHus TpaHcKpuntoB Bl-1 B nucThsax (puc.
23). Ilpu temmeparypax 33 u 37°C yxe dyepe3 15 MHUH OTMEUEHO TMOBHIIICHUE
coJiep>KaHus TPAaHCKPUITOB rena Bl-1 1o MakcumanbHOTO YpoBHS (IIPUMEPHO B 3 pasa),
KOTOPBIM B JaJbHEHIIEM COXPAaHSJICA MPAKTHUYECKH HEU3MEHHBIM B TEUEHHE BCETO

nepuoaa TermioBoro Bo3aecteud. [loa Biusauem temmepatypsl 43°C takxke yepes 15
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MUH MPOUCXOANIO TPEXKPATHOE MOBBILIEHUE YPOBHS TpaHCKpUnToB reHa Bl-1, uepes 1
Y COAEp)KaHWE TPAHCKPHUITOB YBEIWYUBAIOCH MOYTH B 25 pa3, 3aTe€M OHO pE3KO
CHI)KAJIOCh M cIycTs 6 4 BO3BpalaioCh K MCXOJAHOMY YpPOBHIO, a uepe3 72 4 jaxe
OITYCKaJIOCh HHMXKE €TO0.

N3BectHO, yTo BI-1 HEoOxoauM pacTeHUsIM [Jisl MOBBIIMIEHUS YCTOMYMBOCTH K
JEHUCTBUIO HeOmaronpuaTHeiX (akTopoB cpeibl. Tak, cBepxakcnpeccus rena AtBl-1 y
TPAaHCT€HHBIX PAacTeHUH caxapHOro TPOCTHMKA NPHUBOJAMUIA K  IOBBILIECHUIO
YCTOMYMBOCTH K 3aCyXe, YTO, BEPOSITHO, CBSI3AHO C IMOBBIIIEHUEM ycTOH4YMBOCTH JP K
OP-ctpeccy (Ramiro et al.,, 2016). [lelicTBue BBICOKOW TeMIeEpaTyphl BbI3BIBAJIO
HaKOIUICHUE TpaHCKpunToB reHa Bl-1 y pacrenwmii A. thaliana, mpu 3tom MyTaHTHBIE
pactenuss ¢ naedektom reHa Bl-1 mokazaiu TOBBINIEHHYIO YYBCTBUTEIBHOCTH K
JEHUCTBUIO BBICOKOM TEMIEpaTyphl, YTO BBIPAKAIOCH B MX CHJIBHOM MOBPEKICHUU T10

CpPaBHEHMIO ¢ KOHTPOJIbHBIMU pacTeHusamu (Watanabe, Lam, 2006).

033°C O37°C BE43°C

25
E
H ES
o a
3 L
= 20
o
[
E 15
= %
ﬁ a
T 10
L]
= ok }#'EI
0 % k% * %
fas) - 4 4aa ¥ %
g A bb bb aaa S g ozk
= aqa H?I*
B Ly
P?:' G | | | | | |

SECIOSHITHA, '

Puc. 23. BriiusiHrE BRICOKMX TEMIIEpATyp HA THHAMHUKY YPOBHS TPAHCKPHUIITOB T'€HOB

Bl-1 B nucThsix pacTeHuid nieHuilbl ¢. MockoBckas 39.
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Hamu 6but0 MOKa3aHo, 4TO MpHU <«KecTkom» cTtpecce (mpu 43°C) mocturaercs
MaKCHUMAJIbHBI YPOBEHb SKCIPECCUU I'eHa, koaupytoiero 6enok Bl-1, Torna xak mpu
«Msrkom» u «cpeanem» crpecce (mpu 33°C u 37°C, COOTBETCTBEHHO) €ro 3KCIpPeccus
MOBBIIIAETCA HE3HAUUTENbHO. OOBICHUTH ATO MOXHO cleayromuM odpazoM. Ilpu
YBEJIUYCHUU  MHTEHCHUBHOCTH  BBICOKOTEMIIEPATYpHOT'O  BO3JICUCTBUS  CTEICHb
MOBPEKJEHUsI pacTeHui Bo3pactaeT. Korjga moBpexeHHs OKa3bIBAIOTCSA JTOCTATOYHO
CUJIBHBIMH, B KJIETKaX OJHOBPEMEHHO MOTYT pa3BOpavYMBATLCS JBa ClieHapus. B oqHoM
Cllyyae TOJIaBJISIIOTCS 3alllUTHBIE MEXaHW3Mbl M aKTUBUpYIOTCS Mexanu3Mbl [IKT.
[IpumepoM peanu3aly TaKOro CIEHapHus MOXET CTaTh PACCMOTPEHHOE BBIIIE
cumkenue ypoBHs skcnpeccuu IREL u Bl-1 (mpu Gonee miuTenbHBIX BO3JIEUCTBUSX,
nociie 6 1) pu temmneparype 43°C. JIpyrumu aBTopaMu Ha pacTEHUAX KYKYpPY3bl TaKKe
OBLJIO MOKa3aHO, YTO Ha Oojee mo3gHUX craausx DP-ctpecca m Ha ¢onHe pactymiei
BOJIHBI THOenn KieToK akTUBHOCTH IRE1 cHukanace, kKak M CHUXalach JKCIPECCUS
rena Bl-1 (Srivastava et al., 2018).

[Ipu pa3BuTUM Jpyroro cleHapus, HaoOOpPOT, aKTHUBHOCTh 3alIUTHBIX
MEXaHM3MOB B KJIETKE YCUIIMBAETCA. DTO KacaeTcsl, HalpuMep, MOBBIIIEHUS! aKTUBHOCTH
CO/l, a Takxe, BEpOSITHO, M HAKOIUICHHWS TpaHCKpunToB reHa Bl-1 (B HavanbHBIN
nepuon, 1o 1 4, neiictBus temnepatrypsl 43°C).

CTOUT OTMETHTh, UTO CYIIECTBYET Jpyroe OOBACHEHHE 3HAYUTENIbHO Ooliee
BBICOKOTO ypOBHS 3Kcnpeccuu Bl-1 B HauanpHBIM mepuoja ACHCTBHUS MOBPEXKAAIOIICH
temnepatypsl (43°C) no cpaBHeHuto ¢ Ttemneparypamu 33 u 37°C. Ilpennonaraercs,
yto BI-1 MOXeT y4acTBOBaTh HE TOJBKO B 3AIIMTHBIX MEXaHMW3MaxX, HO M B Ipoleccax
ayrodarun. IlokazaHo, 4ro cHmkeHHe 3kcrnpeccuu Bl-1 B pacrenmsx Nicotiana
benthamiana topmo3uno y Hux pa3Butue ayrodaruu. HampotwB, CBepX3KCHpeccus
AtBI-1 B Tpancrennbix pacteHusx N. benthamiana ycunusana ayrodaruro u BeI3bIBaia
rubenp kinetok (Xu et al., 2017). ABropsl 3TOi pa®OTHl MpeANoiararmT, 4YTO B
3aBUCUMOCTU OT ycnoBuid Bl-1 yyacTByeT kak B MexaHU3MaX, MOMOTalOIUX PACTECHUIO
BBKUTH «prosurvival effect», Tak U B MexaHu3Max, NPUBOMASIIMX K ayTodaruu u

cmeptu  kietku «prodeath effecty» (Xu et al., 2017). Bo3MoXHO, TOBBIIIICHHE
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skcnpeccun Bl-1 B HauvanpHbI mepuoxa aeiictBus Temnepatypsl 43°C OpHUBOIUT K

akxtuBarmu [IKT'.

3.3.3. /lnHaMuKa co/Jep:KaHMS B JIUCTHAX TPAHCKPUNTOB reHop BAX.2,
MCAII, xonnpywmux 6eaku, yaacrsyromux B IIKI'

VY KUBOTHBIX OJHUM M3 HambOoiee uzydeHHbIX TUNOB IIKI' sBngercs amomntos,
00s3aTeNIbHBIMU YYaCTHUKAMHU 3TOr0 mpolecca cuutarorces 6enok BAX u depmeHTh
Kacmasbl. Y pacTeHUH STH KOMIIOHEHTHI OTCYTCTBYIOT. OmHako y A. thaliana naiinen
oenok cell growth defect factor 1 (Cdfl), obnanaromuii cxoxxkumu pynkiusmu ¢ BAX
(Kawai-Yamada et al., 2005). ¥ mnmenunsl Ttakxke oOHapyxen romosior Cdfl —
TpancMeMOpaHHbli BAX.2, KOTOpBIA NPEANoiIoKUTENBHO YYacTBYIOT B Ipolieccax
[IKT" y pacteHuii, OJHAKO CBEIACHUM, KACAIOIIUXCS 3TOrO BOIPOCA, B JAHHBIM MOMEHT
KpaiHe MaJIo.

Hamu Oputo mokazaHo, 4to yke uepe3 15 MHH OT Havana JEHCTBUS BceX
UCCJIEAYEMBIX TEMIEpPATyp B KJIETKaX JUCTHEB MIIEHUIbI MPOUCXOINUT CTATUCTHUUYECKU
JIOCTOBEPHBIM POCT coaepKaHusi TpaHckpuntoB reHa BAX.2 (puc. 24). Ilpwm
npojokuTeNbHOM AeiictBum Temreparyp 33 u 37°C conepxanne MPHK rena BAX.2
cHmxkainock. [Ipu remneparype 43°C ypoBeHb SKCIPECCUHU ITOTO I'eHa OB BBICOKHM JI0
KoHLa »KcnepuMmeHTa. Crenyetr otMetuth, uyto npu 33 u 37°C copepxkaHue
TpaHCKpUNTOB reHa BAX.2 ObIJI0O MPUMEPHO OJMHAKOBO M 3HAYUTEIHHO MEHBIIE, YeM
ipu 43°C.

BAX.2 saBnsercs BAX-mogoOHBIM MeMOpaHOCBS3aHHBIM OEIKOM, TOMOJIOTOM
Cdfl A. thaliana (URL: https://www.ncbi.nlm.nih.gov/nuccore/225193977), Ho cBexe-
HUl 00 oskcmpeccun reHa BAX.2, cuHTe3e Oenka M €ro ydacTUH B KaKUX-JTHOO
rpoueccax B JOCTYIHOM HaM JIMTEPATYpE COAECPKUTCA KpallHEe Mayno. Tem He MeHee,
W3BECTHO, 4YTO Yy Jpoxoker Ceepxakcrnpeccus AtCdfl Be3bIBaza ruOENb KIETOK.
NuTtepecHo, yTO BO BapuaHTax, rae Apoxiku skcrpeccupoBanu AtBl-1, ypoens rudenu
KJIETOK ObLT 3HaUMTENbHO HUKE. KpoMe Toro, mokazano, uro Cdfl, Tak xe, kak BAX,
JIOKaJU30BaH B MUTOXOHJPHUSX M TMPUBOJUT K TMOTEPE MHUTOXOHIPUATIBLHOIO

MeMOpanHoro noteHnuana (Kawai-Yamada et al., 2005).
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DECIOSHIHA, |
Puc. 24. BrnusiHue BBICOKMX TeMIepaTyp Ha JNMHAMUKY YPOBHS TPaHCKPHUIITOB TI'€HOB

BAX.2 B nuCTBAX pacTeHU MIIEHUIBI ¢. MockoBckas 39.

HemanoBaxxHo, 4T0, MOJ0OHO HEKOTOPBIM JIPYTUM OelKaMm, SKCIPECCHUI0 T'E€HOB,
KOTOpBIX MBI yke paccmarpuBaiu, Cdfl Moxker ydacTBOBaTh HE TOJBKO B IpOIIECCE
[IKT', HO 1 B paboTe 3aIUTHBIX MEXaHU3MOB KJeTkH. B nutepatype 6enok Cdfl unorma
BCTpevaeTcs moxa Apyrum HasBanuem — chaperone-like protein of protochlorophyllide
oxidoreductase 1 (CPP1). bsuo mnoxazano, uyto CPP1 wmoxer perynupoBath
cTabWIbHOCTH  (epMeHTa, HEOOXOAUMOro  JuIsi  CUHTe3a  xymopodwmia  —
MPOTOXIOPOGUIUTHI-PEAYKTa3bl B XJIOPOIUIACTAX, MPEAOTBpaIias JACHATYpAIHi0 |
arperaiuio 3Toro (pepMeHTa npu IelCTBUM BBICOKOW TEMIIepaTyphl WK IIpu 00paboTKe
pacrernii N. benthamiana u A. thaliana mepokcumom Bomopona (Lee et al.,, 2013;
Reinbothe et al., 2015).

Hcxonst W3 BBIIEU3NIOAKEHHOIO, MOXHO MPEANoioxuth, uro BAX.2 mnpu
«MSITKOM» U «CPETHEM» CTPECCE MOMKET BBITIOJNHATH 3alIUTHBIE (YHKIIMH, OJHAKO MPHU
JTEeUCTBUU Oo0Jiee BBICOKOM, IMOBPEKIAIONICH TEMIIEpaTypbl M Pa3BUTHE <(GKECTKOTO»
cTpecca OH Takke crocobeH ydacTBoBaTh M B mpoiieccax IIKI'. OgHako B 11€10M 3TOT

BOIIPOC TpeOyeT JalbHEHIIIEro U3yUYeHHUS.
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VY JKMBOTHBIX JIPYrUMU HEOTHEMJIEMBIMU YYAaCTHUKAMM aloNTo3a CUHUTAIOTCS
(bepMeHThl Kacmasbl, KOTOpble Tak ke, kak U BAX oTcyrcTByroT y pacteHuil. Y
pactenuii B IIKI' Moryr ywacTBOBaTh JApyrue MHNpPOTEOJUTUYECKHE (EPMEHTHl —
Metakacmasbl. CBefienus o0 yyactuu metakacnas B [IKIT nemHorouncienasl. B cBsizu ¢
STUM HaMu ObUIO M3y4eHO M3MeHeHue ypoBHs skcnpeccun rena MCAII, koaupyromiero
dbepmenT metakacnasy Il Tuma.

bbu1o oOHapykeHo, YTO B OTBET Ha JCHCTBHE BBICOKMX TEMIEpaTyp B KJIETKax
JUCTHEB MIIEHUIIBI MPOUCXOIUT U3MeHeHue ypoBHs TpaHckpuntoB rena MCAII (puc.
25). Tlpu temnepatype 33° u 37°C B HayallbHBIA TEPUOJ HMX JEHCTBHS OTMEYCHO
CTaTUCTHUYECKH 3HAUMMOE CHIKeHue ypoBHs TpaHckpuntoB rena MCAIL, nanee, yepes
CYyTKHM, TIPOMCXOJWJIO TMOBBIIIEHUE OJKcmpeccud dtoro reHa. [lpm  geiictBum
temneparypel 43°C conepxanue TtpanckpuntoB reHa MCAIl moBeimanoce yxe B

teueHue 1-ro 4, Ho ciycts 6 4, MPHK 3T0oro rena craHoBujiaoCh MEHBIIIE.
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DKCHO3HIHA, 1
Puc. 25. BrnusitHue BBICOKMX TeMMEpaTyp Ha AMHAMUKY YPOBHS TPAHCKPHUIITOB I'€HOB

MCAIIl B nucThsx pacTeHmii mmeHuIsl ¢. MockoBckas 39.
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N3 mureparypsl uzBectHo, uto MCAIIl yuactByet B npouecce [TKI™ (Dudkiewicz,

Piszczek 2011; Zhang et al., 2017). Pacrenusm mmenunbl ans aktuBaiuu MCAII
TpeOyeTcsi BBICOKMM YpOBEHb HOHOB KajbllMs, 4YTO €IIe pa3 MOAYEPKUBAET €ro
BOBJIeUeHHOCTh B Tiporiecchl [IKI, Tak Kak M3BECTHO, YTO JJIsl Pa3IMYHBIX OpTraHesul
KJIETKA MOHBI KaJblUsl B BBICOKOM KOHIIEHTPALUU MOTYT ObITh TOKCHYHBI (Xiong et al.,
2006).

NHTepecHO, 4YTO TIpU  «MSTKOM» M <KECTKOM» CTpecce, HEeCMOTps Ha
nepBoHavyanbHOe noHmwkeHue ’kcrpeccun MCAIL, k KOHIly 2KCIieprMeHTa HaKOIJICHUE
TPAHCKPUIITOB ATOTO I'€éHa BCE K€ YBEIMYMBAIOCh. B 1iemom pacuiernieHue saepHou
JIHK Ha onuronykiaeocoMHbie (parMEHThl — <JIECTHHUIAY), NPOSBISIONMIAICS Ha
anektpodoperpamme JIHK — sBmsiercs yactpio mexanusma I1KIT', koTopeiit 3amyckaeTcs
Ipu ecTecTBEHHOM cTtapeHus JucTheB (Yen, Yang et al.,, 1998). Crapenue mepBoro
JIUCTa PACTEHUN MIIEHUITBI POUCXOAUT Ha 7 — 14 CyT, KOTOpOE TAKKe COMPOBOKIACTCS
aktuBanue [IKDT (Banmtommn, 2001; 3amstauna u ap., 2003). Ilockonbky, mpu
NENCTBUM BBICOKUX TEMIIEPATYp MPOLIECCHl CTAPEHMS Y PACTEHUHM ycKopsroTca (Sung,
Jeng, 1994), akrtuBamms HekoTopbix mnpu3HakoB [IKIT mpu 3akanuBaromux
TEMIIEpaTypax MOXET ObITh CBUIETEIHCTBOM 3aITyCKa MPOrPAMMBI CTAPEHUS JIMCTA.

BeBsizm ¢ HEOOXOIMMOCTBIO TOATBEPAUTH BO3MOXKHOCTH ydacTusi BAX.2 u
MCAII B IIKI' crnemyromuMm »TarmoM HAIIMX HCCICIOBAHUN CTal0 HW3Yy4YEHHE

nposiBieHus npuzHakoB KT

3.3.4. ®parmentanus JHK B kieTkax jucrbeB

N3BecTHO, YTO NpU BBICOKOMHTEHCHBHOM WM MPOAOJLKUTEIBHOM TEIJIOBOM
Bo3zeiicTBuM akTuBupytorcs npoueccel [IKI'. Onquum u3 nokazarenscts pazsutus [TKT
cyxuT ¢pparmenrtanus saepHoit JJHK.

B namem ciydyae Bo Bapuante ¢ temreparypoi 33°C npu3HAKu HYKJIEOCOMHOM
nerpamganuu JIHK (Hanmmume Tak Ha3pIBaeMOM «JISCTHHIIBI) Ha 3JIEKTpodoperpamme) y
MIPOPOCTKOB TIIEHUIIBI OTCYTCTBYIOT (puc. 26). VX mosBneHue 3apUKCHPOBAHO B
obpasnax JIHK, BbigeneHHOM U3 JHCTHEB MNPOPOCTKOB, 3KCIOHUPOBAHHBIX IMPHU

temneparype 37°C B reuenue 24 u 72 4 v ipu 43°C B Teuenue 6, 24 u 72 u.
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Takum o0pa3om, yBenuueHue ypoBHs TpaHckpunToB reHa BAX.2 mpu 37°C u
43°C, a TakXke COXpaHEHHME €ro Ha MOBBIIIEHHOM YpOBHE (0COOEHHO MpHU
noBpexpaatomen temneparype 43°C) 110 KOHIA DJKCIEpUMEHTa MOXKET OBbITh
cBugeTenbcTBoM Toro, 4yro BAX.2 yuactByer B IIKI. Cnegyer oTMeTUTBH, UTO
noBbIlIeHUE J3Kcnpeccur BAX.2 3HAUMTENBbHO OINEpekano TMOSBICHUE IPU3HAKOB
nerpaganuu JIHK B TkaHax nuctheB. DTO MOXET OBITh cBsizaHo ¢ TeM, uto IIKT y
pacTeHuil — mpolecc, TPeOYIOIUA OTHOCUTEIBHO MHOIO BPEMEHHU [Jisi aKTHUBAlUU
nykinea3 u nperpagauuu JJHK. Hampumep, B mpoTtoriactax MOPKOBH, MOABEPTHYTHIX
terioBoMy moky (55°C), ¢pparmenrauusa JJHK obnapyxuBanace Tosibko mocie 3-5 4

TeroBoit oopadotku (McCabe, 1997).

100

SKCIIO3HLIHA, U

Puc. 26. Dnekrpodoperpamma JIHK, BbIZIeTICHHONW M3 JTUCTHEB MPOPOCTKOB IIICHHUIIBI,
MMOABEPTHYTHIX JEHCTBHIO BBICOKOM Temmeparypsl: a — 33°C, 6 — 37°C, B — 43°C, r —

Mapkep Mmonaekysiproro Beca JIHK, 1000 — 100 m.1.
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Cy1iecTBeHO BaXKHO, YTO MOsiBJIeHUE npu3HakoB aerpanauuu JIHK B kietkax npu
nericteun temnepatyp 37 u 43°C mpakTUYECKH COBIAAANO C TMOBBIILICHUEM YPOBHS
tpanckpuntoB rena MCAIl. bonee Toro, apyrumu aBTOpaMu OBUIO IMOKa3aHO, 4YTO
skcnpeccuss MCAII B mpopocTkax MIIeHUIIB MOBBIIAETCs TOJIbKO yepe3 48 u nmocne 20-
MUHYTHOTO BO3JICUCTBUS 3KCTPEeMalbHO BBICOKOH Temmepatypsl S0°C (Piszczek et al.,
2011). ABTOpHI CUMTAIOT, YTO 3TO CIYXKHUT AokazaTenbcTBoM ydactusi MCAIIl na Gonee

IMIO3AHUX JdTallax IIKI'. Hammu JAaHHBIC TAKKC IMOATBCPKAAOT 3TO IMMPCAIIOJIOKCHHUC.
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3AKIIFOYEHUE

[ToBbilieHME TemmepaTypbl BO3AyXa, HaOMOJaeMoe B TMOCJIEAHUE TOJbl BO
MHOTHX pEeruoHax MHpa BCIEJCTBHUE TIJIO0ATBLHOIO W3MEHEHHUs KJIMMaTa, CUUTACTCS
OJTHOM W3 BaXHBIX MPHYUH CHWXKEHUs ypoxanHoctu pactenuit (Ortiz et al., 2008;
Brisson et al., 2010; Olesen et al., 2011; Gouach et al., 2012; Teixeira et al., 2013,
Morgounov et al., 2018). Kak cunTaroT crenuainucTbl, eciad HaOIromaeMast TeHICHIUS
noTeruieHus: coxpanurcsi, K 2100 rogy gaxe B psijie CEBEPHBIX PETHOHOB MOTPEOYIOTCS
YCTOMYUBBIE K JICMCTBUIO BBICOKHMX TEMIIEPATyp M 3aCyXH COpTa MIICHUIBI U APYTUX
KyJabTypHbIX 37aK0oB (Tao et al., 2015). IloaToMy BIONHE 3aKOHOMEPHO, UYTO HHTEPEC
UCCJIeI0BATENICH K M3YUEHUIO MEXaHU3MOB TEIUIOYCTOWYMBOCTH PACTEHUN K JIEUCTBUIO
BBICOKHX TEMIIEPATYpP B MOCJICIHHUE TOIbI YCUIMBACTCSI.

Panee mnpoBeneHHble B Halled J1a00OpaTOpUU  MCCIEAOBAHUS  IMO3BOJIMIIN
PEATNONI0KUTh, YTO MEXaHU3MBI, JIeXKAI[Me B OCHOBE TMOBBIIICHUS TEIJIOYCTONYUBOCTH
pacTeHuil Mo/l BIMSAHUEM BBICOKMX 3aKaJMBAIOMIMX (CyOMOBpEXKAAIONINX) TEMIIEpaTyp,
OTIUYAIOTCS OT MEXaHU3MOB TEIIOYCTOMYMUBOCTH, aKTUBU3UPYIOIIUXCSA MPU JEHCTBUU
noBpexxaatonux remneparyp (Kpurenko, 1987; Tutos, 1989; Tomuuesa, 1994; Tutos
u ap., 2006). 1, cremoBareyibHO, OAWHAKOBBIA MPUPOCT TEIUIOYCTOMUYUBOCTU MPHU
JEHCTBUY BBICOKUX 3aKAJIMBAIOIIMX U MOBPEKAAOMINX TEMIIEPATYP MOXKET TOCTUTAThCS
3a cueT pasHbix MexaHu3moB (Tutos u ap., 1988; 2006; Tonuuesa, 1994). 3T0T BBIBOI
0a3upoBalics TJIABHBIM 00pa3oM Ha JaHHBIX, TMOJYYCHHBIX Ha OCHOBE MHTHMOUTOPHOTO
aHanm3a U DIEKTPOPOPETUYECKOTO H3yueHHus OenkoB U (pepmeHTOB. COBpEeMEHHBIC
METOJIbl UCCIIEJOBAHUS, MPEXKIIEC BCETO MOJICKYJISIPHO-OMOIOTHYECKUE, TTOSBUBIIAECS B
MOCJIEAHUE TOAbl, TMO3BOJISIIOT  OoJiee  JETalbHO  HU3YyYUTh  HU3MEHEHUS B
OCIIOKCUHTE3UPYIOIIEM arapare.

Kak crnenyer u3 nienu u 3aa4 Haiuieil paboThl, MPOBEICHHbIE HAMH MCCJIEI0BaHUS
OBLTM COCPENOTOUYEHBl HA W3YyYCHWH JUHAMUKHA TETUIOYCTOWYHUBOCTH TPOPOCTKOB
O3WMOM MIIEHUIBl MPU JCUCTBUHM BBICOKHX TEMIIEPATYP PA3HOW WHTEHCHUBHOCTH, a
TaKke Ha psae GU3N0JIOro-OMOXUMUYECKUX (POCT, OBOJJHEHHOCTh JINCTA, aKTUBHU3ALIMS

CO/l, renepamuss ADK, nakorienue MJIA) U MOJEKYISIPHO-TEHETUUECKUX PEAKIUM
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(HaKoIUJIEHWE TPAHCKPUNTOB psJia TEHOB, KOAUPYIOIIMX OCIKU, Yy4acTBYIOIIUME B
MexaHu3Max (POpMHUPOBAHUS TEIIOYCTOMYMBOCTH, a TaKXKE KOJIUPYIONIUX O€KH,
npegorepamatoniue pazsutue [IKI" unu ygacteyrommue B [1KT).

Hamu mokazano, 4To Ha (pU3HM0I0Tr0-OMOXMMHUYECKOM YPOBHE PEaKIlusl pacTeHUMU
Ha JIEWCTBUE BBICOKMX 3aKaJIMBAIONIMX U MOBPEKIAOIINX TeMIepaTyp paziuyaetcs. B
YaCTHOCTH, JIEUCTBUE BBICOKMX 3aKaJIMBAIOIIUX TEMIIEPATyp MPUBOIUT K MOBBIIICHUIO
TEMJIOYCTOWYMBOCTH PACTCHUN, TOPMOKCHHUIO POCTA, HE3HAYUTEIHLHOMY CHUKEHHIO
OBOJIHCHHOCTH TKaHeu nucta, aktuBuzanuu COJl u ymepennomy HakoruieHuto ADK u
MJIA. HanpotuB, AeHCTBHE Ha PACTCHHS MOBPEXKIAIOIIUX TEMIEPATyp MNPUBOIUT
TOJIbKO K KPaTKOBPEMEHHOMY MOBBIIIEHUIO X TETIOYCTOMYMBOCTH, BBI3BIBAET MOJTHYIO
OCTAaHOBKY pOCTa U pEe3KOoe TMaJcHUE OBOJHEHHOCTH TKaHEW JHCTa, a TaKke K
aktuBu3aruu COJl, HO Hapsay ¢ 3TUM BBI3BIBACT 3HaYUTENbHOE HakoryieHue ADK wu
MJIA.

N3 anann3a MOJIyYEHHBIX NAaHHBIX TAKXKE CIEAYET, YTO NMPUMEPHO OJWHAKOBBIN
[0 BEJIMYMHE MPUPOCT TEMIOYCTOMYMBOCTH MPU BBICOKOTEMIIEPATYPHBIX BO3AEHCTBUSAX
Pa3HOM MHTEHCHUBHOCTH MOYKET JIOCTUTAThCS 3a CUET U3MEHEHHS MPOAOJIKUTEIbHOCTU
WX BO3JEHCTBHUA, HaNpUMep, yepe3 6 4 npu temmeparype 37°C, wim 3a 1 9 nipu 43°C
(Tabn. 9). OnHako, HECMOTPSI Ha CXOAHBIN MO BEIMYMHE MPUPOCT TEIIIOYCTONUYMBOCTU
pacTeHuil, aKTUBHOCTH OOECIEYMBAIOIINX €r0 MEXaHW3MOB OKa3ajach 3HAYUTEIILHO
Beimie mpu temmeparype 43°C, yem npu 37°C. OueBUIHO, HU3YYEHHBIE HAMHU
MEXaHU3Mbl MPUBHOCSAT HEOJWHAKOBBIM BKJIAJ B TMOBBIILIEHHE TEIIOYCTONYUBOCTH
pacTeHuii, HaOltogaeMOe NpH JACHCTBUM HA HUX 3aKAJIMBAIOLUIUX TEMIIEpAaTyp U B
HAYaJIbHBIM TIEPUO/T ICHCTBHUS MTOBPEKIAOIINX TEMIIEPATYP.

CrnenoBaTenbHO, TpU  OOCYKIEHHUU OKCIIEPUMEHTANBHBIX JIaHHBIX BaXXKHO
YUYUTHIBaTh, YTO AaKTUBHU3ALMS 3alIUTHBIX MEXaHU3MOB 3aBUCUT HE TOJBKO OT
MHTEHCUBHOCTH, HO U OT MPOAOJIKUTEIBHOCTH BBICOKOTEMIIEPATYPHOTO BO3JEHCTBUSI.
Tak, B HameM ciydae psjJ MEXaHU3MOB TEIUIOYCTOMYMBOCTU PAaCTEHUW, HAIPUMED,
CBSI3aHHBIX C HakorieHWeM TpaHckpunToB reHoB HSP70 u HSP90, aktuBusupyertcs B
HavanbHbIN nepuoa (15 Mua — 1 4) meicTBUS BBICOKMX TemmepaTyp (cM. paszmen 3.3.1,

puc. 17, 19). IToaTOMy MOXHO MPEIIOI0KUTh, YTO MOBBIIICHUE TEIIIOYCTOMYNBOCTH
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pactennii Ha 1,9°C K KpaTKOCPOYHOMY HarpeBy, 3apEerMCTPUPOBAHHOE B HayaJlbHBIN
MOMEHT JAeicTBUs noBpexjaromeid remnepatypsl 43°C (1 4), B 3HaUUTENBHOU Mepe
obOecrnieunBaeTcs 3a CUET akTuBU3aluu cunre3a HSP, 1. e ycunenue sxkcnpeccun HSP70,
HSP90, HSP16,9, HSP19, a Takxe 3a cuet Bo3pactanus aktuBHocTH CO/I.
Tabnuua 9
Bnusinue 3akanuBatonieit (37°C) u nospexaatomieit (43°C) teMnepatypsl
Ha (QU3HOJIOr0-OMOXUMHUYECKUE U MOJIEKYISIPHO-TEHETUUECKUE PEAKIIUU

pacteHuii nieHunb ¢. MockoBckas 39

Temneparypa v POI0JKUTEIBHOCTD BO3CHCTBUS
Ilokazarens 37°C. 6 4 43°C, 1 u
HpI:IpOCT . 16 1.9
TEIUIOYCTOWYUBOCTH, °C
AxtuHocts CO/I, 1,81 45
yCII. e1./Mr Oerka
OO6pazoBaHue CynepoOKCU
— YBEITNYUBACTCS
aHUOH-paJINKaja
Conepxanue MJIA, 13,2 12,8
MKM/T CBIp. Beca
DKCrpeccus TeHOB, OTH. €.
HSP70 15 34,4
BiP 14,6 101,1
HSP90 0,7 9,3
HSP16,9 3,9 110,7
HSP19 1,6 29,6
IRE1 4 0,1
Bl-1 2,4 18,4
BAX.2 2,3 28,8
MCAII 0,54 5,8

3nech u B Tabnuie 10: ns — cTaTUCTUYECKU 3HAYMMBbIE OTIUYHUS OT UCXOIHOTO
YPOBHS OTCYTCTBYIOT Iipu p=<0,05.

B 1o xe Bpemss HSP (B wactHoctn, HSP70, HSP90), mo-BummMomy, BHOCST

3HA4YUTCIBbHO MEHBIITHUH BKJIaJg B COITIOCTaBUMbIN 10 BCINYHNHC IpUupocCT
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teroyctoiunBocTH (1,6°C), ormeuennslit npu 37°C, Tak Kak sl €ro JOCTUKEHUS MIPU
JaHHOM Temneparype TpeOyeTcss HaMHOro 0oJiee IpOAOJKUTENbHOE ee AeiicTBue (6 ).
MO0>XHO TIPEANON0KUTh, YTO MPHU ACHUCTBUU ITOU TeMIlepaTyphl O0jee BECOMBIN BKIaa B
dbopMupoBaHuEe TETUIOYCTOMYMBOCTA TMPUBHOCUT TOBBIIMICHUE AaKTUBHOCTH TEHOB,
Koaupyromux oenku P, koTopsie yuacTBytoT B DP-cTpecce, B uactHoctH, IREL u BiP.
Nmenno npu Ttemmneparype 37°C B HalIMX ONbITaX OTMEYEH HAMOONBIIMA YPOBEHb
tpanckpuntoB reda IRE1l, B 1o Bpems kak npu 43°C nHaOmoganoch €ro peskoe
cHmkeHue. MHTepecHo W TO, yTo B HadaibHbld mepuon (15 — 30 MuH) nelcTBus
temmneparypsl 37°C skcnpeccus rera BiP Obuia Bbitie, yem mpu 43°C (cm. pasaen 3.3.1,
puc. 18). Camo HaKOIUICHHE TPAHCKPUIITOB reHa BiP sBisieTcss MapkepoM HaKOIJICHHS B
DOP OenkoB ¢ HapymenHon crpykrypoir (Leborgne-Castel et al., 1999) — mapsay ¢
MOBBINICHUEM YpOBHS TpaHCKpunToB reHa IRE1 oHo cBumerenbcTByeT 00 akTHBU3AIMU
3aIIUTHBIX MEXaHW3MOB, OOCCIEYMBAIOIINX YMEHBIICHUE KOJIUYECTBA TAKUX OCJIKOB
(Liu, Howell, 2010), u4ro, HECOMHEHHO, CIOCOOCTBYET IPOLECCY IMOBBIIICHUS
TerioycTonunBocTu 1ipu 37°C.

3aciyKMBaeT BHUMAHHUS U TO, YTO BKJIQJ PA3IMYHBIX MEXAHU3MOB B TOBBILICHUE
TEIJIOYCTOMYMBOCTH PACTEHU NpPHU ACHCTBUHM TEMIEPATyp OJHOTO Juara3zoHa TOXKE
MOKET OBITh pa3HbIM. Tak, HAMH OBUIO TTOKa3aHO, YTO INPH JCHCTBUU 3aKaIUBAIOIIEH
temrieparypsl 33°C TemioycToMunBoCTh pactenuil noseimaetcs Ha 0,8°C TonbKo yepes
3 nHdA, a npu aedctBuu TemmepaTtypbl 37°C  CXOAHBIM MO BEIWYHUHE MPUPOCT
teruioyctoiuuBoctu  (0,9°C) nHabGmomaetcss yxe dvepes 1 u (tabn. 10). Bmomne
BEPOSITHO, YTO NPUPOCT YCTOMUYUBOCTH B HAYAJIbHBII MOMEHT JEHCTBHUS 3aKaTIMBAIOIIEH
temmepatypsl 37°C, Tak jke, Kak B HAYaJbHBIM TEPHOJ JCHCTBUS IOBPEXKIAIOIICH
temmepatypsl 43°C, obecnieunBaeTcsi B 3HAUMTEIBHOW Mepe 3a cder cuHTe3a HSP.
COOTBETCTBEHHO, Ha0II01aeMoe pu TEMIEpaType 33°C MTOBBIILICHUE
TEMJI0YCTOMYMBOCTH PACTEHUN MPOUCXOJUT 3a CUET aKTUBU3AIMU MHBIX MEXaHU3MOB.
OtMeruMm, 4YTO mpUPOCT TeminoycTouuBoctn npu  33°C  He compoBOXKAAICS
noBbIlicHHeM 3Kcnpeccun reHoB BiP u IREL1 — 3to cBHaeTenbecTBYeT 00 OTCYTCTBHUM

MIpU IaHHOM TeMIIepaType B KJIETKaX TKaHEW JucTa OEJIKOB ¢ HApYIIEHHON CTPYKTYpOn
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B OP, a crnemoBarenbHO, 00 OTCYTCTBUM HEOOXOJUMOCTH B aKTUBU3ALIUU
JOTIOJTHUTENIbHBIX 3aIIUTHBIX MEXaHU3MOB.

Haxkonen, cienyer eumie pa3 NOOYEPKHYTh, YTO B HAYAJIbHBIM NEPUON JECHCTBUS
noBpexaatomein temnepatypsl (43°C) akTUBHOCTH OOJBIIMHCTBA W3YyYEHHBIX HaMU
3alIUTHBIX MEXaHU3MOB BHIIIE, YeM MPU JACHCTBUM 3aKaiduBarouux temmeparyp (33 u
37°C), a ipu 37°C Boiie, ueM npu 33°C.

Tabmuma 10
Bnusinue Boicokux 3akanuBaromux (33 u 37°C) temneparyp
Ha (GU3HOJIOTr0-OMOXUMHYECKUE U MOJIEKYISIPHO-TEHETUUECKUE

pEeaKUM pacTEHUM NIeHuIlsl c. MockoBckas 39

- Temneparypa v MPOIOKUTEIBHOCTD €€ BO3ICHCTBUS
ORAsATEID 33°C, 72 u 37°C, lu
Hpupoer 08 0,9

TEIUIOYCTOWYUBOCTH, °C
AxTtuBHocTh CO/I, 2 4ns o 7ns
yCII. €1./Mr Oerka ’ ’
OO6pazoBaHue CyNepoOKCUs B yBeNUHBAETCS
aHUOH-paJNKaia
Conepxanue MJIA, ns
12,2
MKM/T CBIp. Beca
DKcIpeccusi TeHOB, OTH. €.
HSP70 1,9 13,9
BiP 0,2 60,5
HSP90 1,7 10,4
HSP16,9 1,9 57,1
HSP19 0,9 1,6
IRE1 1" 8
BI-1 2,2 3,3
BAX.2 2,3 9,4
MCAII 1,9 0,8™

OueBHUAHO, YE€M BBIIIIE TEMIIEpaTypa, TeM O00JbIINE TOBPEIKICHHS OHA BI3BIBACT,

HO BaYKHO W YCUJICHHM MPOTUBOAECHUCTBUSA CO CTOPOHBI PACTEHUN, KOTOPOE 3aKIF0YAETCS
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B TOM, YTO B NMOJOOHON CUTYyallMl OPraHU3M MOOMJIM3YET BCE 3aIUTHBIE MEXAHHU3MBI,
KOTOPBIMU OH pacnonaraer. Tem He MeHee, C NOBBILIEHUEM TeMIepaTypbl (WU
MPOJOJKUTENBHOCTH €€ BO3JIEUCTBHSI) BO3HUKAET BCE OOJbBILEE «HAMPSIKEHUE» WIIH,
MHaye TOBOps, YyBEIMYMBAETCS cuia crpecca. [Ipy »ToM 1mo Mepe NOBBILIEHUS
TEMIIepaTyphl cTpecc u3 «msrkou» (mpu 33°) u «cpenneit» (mpu 37°C) nepexoauTt B
«wKecTKyo» popmy (mpu 43°C), xapaKTepHU3yIOUIYIOCS 3HAUYUTEIbHBIMU HAPYIICHUIMU
W/WIM TIOBPEXKICHUSAMM KIETOK M TKAaHEH pacTeHUil, MHOTME W3 KOTOPBIX HOCST
HeoOpaTUMBI XapakTep M BeayT K rudenu pacteHuil. bonee Toro, mpu <«KecTKoOM»
CTpecce 4YacThb 3alIMTHBIX MEXaHM3MOB, Cyls MO BCEMY, MOXKET HMHAKTUBUPOBATHCS
(manpumep, skcnpeccus rea IRE1), yTo ciay>XKuT curHaiaoM JJisi aKTUBAIMH [IPOLIECCOB
[IKT. B uactHoctu, Bo3pactaeT skcnpeccus reHoB BAX.2 u MCAIIl, na ¢done yero
paszBuBatorca mnpusHaku [IKI. Takum oOpa3om, ¢ MOBBIIIEHMEM HWHTEHCUBHOCTH
BBICOKOTEMIIEPATYPHOT'O BO3ICUCTBUS U €r0 MPOJIOKUTEILHOCTH M, COOTBETCTBEHHO, C
YBEJIIMYEHUEM CHJIBI CTpecca BKIIOYAIOTCS W/MIM AKTUBHU3UPYIOTCS pa3/IndHbIe
MEXaHU3Mbl YCTOMYHMBOCTH PACTEHHUM, a C JTOCTHKEHHUEM KPUTHUYECKOM TeMIlepaTyphbl

3amyckarorces nporeccst [IKT'.
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BBIBO/IbI

1. BosgeiictBue Ha mnpopocTku o3umoir mmenunsr (Triticum aestivum L., c.
MockoBckas 39) temreparyp u3 auamnazona 33° — 39°C uHAYLUPYET Y HUX MOBBIIICHUE
TETIOYCTOMYMBOCTH, TIPU 3TOM IO MEPE YBEINYCHHS TEIJIOYCTOWYMBOCTH YCHINBACTCS
TOPMOKEHUE MX POCTa M CHUKACTCS OBOJAHEHHOCTH JUCThEB. Temmeparypsl oT 41° mo
45°C B HAYaNBHBI MOMEHT CBOETO JICUCTBHUS TAK)KE BHI3BIBAIOT HEKOTOPOE MOBBINICHUE
TETNIOYCTOMYMBOCTH MPOPOCTKOB, OJHAKO MpH 0oJiee MPOJAOIKUTEITHFHOM BO3ACHCTBHH
(1 ¥ u Gomee) mpoucxoauT €€ OBICTpoe CHWXKeHHe, a Temmeparypbl 43°C u BbIle

IMPUBOJAT B J]&HBHGIZIIIGM K IMMOBPCIKACHUIO U rubenu IMPOPOCTKOB.

2. BoznelictBue Ha MPOpPOCTKU 03UMOM mieHulsl Temneparyp 37° u 43°C BbI3bIBaeT
yBenuueHue aktuBHocth COJl u nHakomenue MJIA. Temneparypwl 33°, 37° u 43°C
npuBOJAT K ycwieHnto oopazoBanusi ADK. C noBeilieHHeM TeMIiepaTyphl CTpecC U3
«vsitkoi» (mpu 33°) m «cpenneit» (pu 37°) GopM mepexoIUuT B <«KECTKYro» (Tpu
43°C), xoTopas XapaKTepU3yeTCs 3HAYMTEIBHBIMH M HEOOPAaTUMBIMH CTPYKTYpPHO-

(GYHKIIMOHAIBHBIMU HAPYIIEHUSAMH W/UIIN TOBPEKICHUSIMH.

3. B HauanpHBIN TIEpHOa JACHCTBUS HA MPOPOCTKH O3UMOM MIIEHMIIBI Temrmepatyp 33°,
37° m 43°C (BBI3BIBAIOIIUX «MSTKUW», «CPENHHUI» U «KECTKHW» CTpecc,
COOTBETCTBEHHO) B UX JIUCTHAX MPOUCXOJUT HAKOIUICHUE TpaHCKpUNTOB renoB HSP70
u HSP90, xomupyromux Oenku manepoHbl. Bo3aeiicTBue Ha TPOPOCTKU TEMIEpaTyp

37° m 43°C Takke BBI3BIBACT HAKOIUICHUE B MX JHUCTHSIX TPAHCKPHUNTOB reHoB BiP,

HSP16,9, HSP19.

4. BosaelicTBMEe Ha NPOPOCTKH O3UMOM mMieHUIbI TemnepaTtypbl 33°C («MsArKuii»
CTpecC) MPHUBOJMT K HEOONBIIMM H3MEHEHUsM B 3kcnpeccun reHoB IRE1 u BI-1.
Temnepatypa 37°C («cpemHuii» cTpecc), IpH KOTOPOM OTMEYEH MaKCUMAIbHBIN

MPUPOCT TEIIOYCTOMYMBOCTU MPOPOCTKOB, HHIAYIUPYET HAMOOJIbllIee HAKOIJICHUE
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TpanckpunToB reHa |IRE1l. Temmnepatypa 43°C («wkecTKuil» cTpecc) B HadaJbHbIN
nepuoa gAevctBus (10 6 u) B HaWOONBIIEH CTENEHU BIMSIET Ha COJIEPKAHUE

TpaHCKpuNTOB TeHa Bl-1, BbI3bIBas 3HAUUTENHHOE YBEIIMUCHHUE UX COJIECPKAHUS.

5. Bo3aeiicTBue Ha MPOPOCTKH 03UMOM MIIEHULBI TemnepaTyp 37° («cpelHui» cTpecc)
u 43°C («oKecTkuil» cTpecc) BbI3bIBaeT B WX JUCThAX ¢parmenrauuto JHK, uto

ABysieTcss ogHuM u3 npu3HakoB [TKT .

6. Bo3nelicTBre Ha MPOPOCTKH O3MMOM MMIIIEHUITBI TeMriepaTyp 33° («MSITKU» cTpecc) U
37° («cpemHuil» cTpecc) HE OKas3bIBaeT CYIIECTBEHHOTO BJIMSIHUS Ha HKCIPECCHUIO IeHa
BAX.2, ognako mpu 43°C («KECTKHUH» CTPECC) B UX JIUCThAX MPOUCXOAUT PE3KOE
yCWICHUE HAKOIJICHUS TPAHCKPHUIITOB 3TOTO I'eHa, a Takke TpanckpuntoB rena MCAII,

YTO yKa3bIBAECT HA akTUBalnto mexanu3mon [IKT'.

7. VI3 COBOKYNHOCTM TOJYYEHHBIX JAHHBIX CJEIYET, YTO MPHU CYONOBPEKIAIOIIUX
TeMIieparypax («MATKUHA» U «CPEOHUID» CTpecChl) 3alllUTHBIE MEXaHU3Mbl PACTEHUU
CIIOCOOHBI B TIOJIHOM OOBEME CIPABISATHCA C TMOSABIAIOIMIMMUCS B HX KIETKax
CTPYKTYPHO-(DYHKIIMOHATIbHBIMU HApYIIEHUSAMH, PACTEHUS B JTOM CiIy4ae YCIEIIHO
aJanTUPYIOTCA, a WX TEIJIOYCTOMYMBOCTh Bo3pactaeT. I[lpu moBpexaarommx
TeMIieparypax («WKECTKHUI» CTpecC) 3allUTHbIE MEXAHU3Mbl YK€ HE CHPABISIIOTCA C
BO3ZHUKAIOIUMU TIPU 3TOM MHOTOYHUCIICHHBIMH HAPYIICHUSIMH W/WIH TTOBPEKICHUSIMHU,

YCTOMYUBOCTh PACTCHHI PE3KO MaJaeT U OHU B KOHEYHOM UTOTE IMOTHOAFOT.
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