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BBEJAEHUE

AKTyaJbHOCTh TeMbl. [lOBbIIEHHE CcoOAep)KaHUs AaKTUBHBIX (opM
kuciopona (ADK) siBrsercs yHUBEpCAIbHON peakiuel opraHu3Ma MpaKTHUYECKU
Ha Jr00oe cTpeccoBoe BozneicTBue. Ycuienue reneparun  ADK 1o
OTPEJICTICHHOTO0 YPOBHSI 3allyCKaeT CHUHTE3 CTPECCOBBIX OEJIKOB, KOTOpPbIE
3alMIIAIOT KJIETKY OT TMOeIH, a MPEBBIIICHUE 3TOr0 YPOBHS, HA00OPOT, BBI3HIBAET
ee rudens [Rhoads et al., 2006; Komnymaes, Kapnern, 2009; KpecnaBckuit u np.,
2012]. B pacTtutenbHbIX KiIeTKax ycuieHnue renepannu ADOK MoxkeT mpoucxoauTh
3a cuer aktuBaiuun A®DK-renepupyromux depmentoB, takux kak HAJIDH-
OKCHJa3a, MEepoKcuaaza M JAp., a TaKkKe B pe3ysbrare (PYHKIMOHUPOBAHMS
XJIOPOILJIACTOB M TiepokcucoM [Munubaesa, ['opmon, 2003; KpecnaBckuit u ap.,
2012; Konmymae, Kapmen, 2009; Komymaee wu ap., 2012]. B
HE(OTOCUHTEIUPYIOLTNX WIH ATUOJIMPOBAHHBIX opraHax pacTeHUi,
reTepoTpoHOM KyIbType KJIETOK, a TaKkXke y JApoxokerd Saccharomyces cerevisiae
OIHUM M3 UCTOYHUKOB ADK B OTCYyTCTBHE CcTpecca SBISIIOTCS MHUTOXOHIPUU
[Meller et al., 2001; Rhoads et al., 2006; Rigoulet et al., 2011].

VYcunenue renepauun A®K B KkieTkax pacTeHWid HaOdoAaeTcss MpH
noBbllIeHUH Temreparypbl. AD®K MOryT akTUBUPOBATH SKCIPECCHIO OENKOB
tertoBoro moka (BTII) win ungymuposats rudens [Miller, Mittler, 2006; Volkov
et al., 2006; Konigshofer et al., 2008; Locato et al., 2008; Konymnaes, Kaprrerr,
2009]. VYcraHOBJEHO, YTO MPH TEIJIOBOM BO31cicTBUUM B oOpasoBanuun ADK
NPUHUMAIOT ydyacThue MutoxoHapuu [Zhang et al., 2009; Schwirzlander et al.,
2012; PuxBanoB u ap., 2014]. Ognako BKJIag MUTOXOHApPHUH B poaykiuio ADK, a
TaKK€ MEXaHW3M MUTOXOHJApUANbHOW mnpoaykuuun ADK nmnpu TemioBoM
BO3JIEUCTBUM OCTAETCS BO MHOTOM HEU3BECTHBIM.

B u3onmpoBaHHBIX MUTOXOHApUSX caiiTamu oOpaszoBanus ADK sBistorcs
xomruiekesl | u Il geixarenshoit nenu [Meller et al., 2001; Rhoads et al., 2006;
['puBennnkoBa, Bunorpanos, 2013]. B To jxe Bpems OTCYTCTBYIOT CBEICHUS,
renepupytot 1u ADOK komrutekcsl I u Il B kieTkax sykapuot in situ [Adam-Vizi,

Chinopoulos, 2006; 3opoB u ap., 2007]. OaHako H3BECTHO, YTO HapyIICHUE
8



GyHKIIMOHUPOBAHUS MHUTOXOHAPHATBHON aJbTEPHATUBHOMN HAJI(®)H-
neruaporenassl (Ndb4) [Smith et al., 2011] u xomrmutekca Il [Gleason et al., 2011]
MOAABIISIET MUTOXOHApHaNbHYIO0 reHepannio APK y pactenuil.

Ilokazano, 4rto ckopocth reHepaunn A®K B H30JIMpPOBAHHBIX
MUTOXOHAPUSIX MJIEKONHUTAKOMIMX B OTCYTCTBHE CTpecca BO3pAacTaeT ¢
MOBBIIIICHHEM MHUTOXOHIpHalbHOro moteHnuana [Korshunov et al.,, 1997].
AHanornyHasi cuTyauusi HaOJII0JaeTCs U B KJIETKaX MIIEKOIHUTAIOIINX, & CHHKEHHE
MUTOXOHJPHUAIILHOTO MOTEHI[MANA, KaK MpaBuiio, UHrHoupyeT npoaykiuio ADK
[Suski et al., 2012]. Ha ocHOBaHWU pe3yNbTaTOB, MOTYYSHHBIX HA U30JIMPOBAHHBIX
mutoxoHapusix, B.I1. CkynadeB copmyiupoBai TUIIOTE3Y, COIVIACHO KOTOPOMH
redepanusi A®DK MUTOXOHAPUSIMH TPU PaA3TUYHBIX MAaTO(OU3UOIOTUYECKUX
CUTYyalUAX MPOUCXOAUT MPHU MOBBIIMICHUH MUTOXOHApHaIbHOTO noteHimana (MII)
Ha BHYTpPEHHEH MeMOpaHe MUTOXOHJIPUM (TUTIEPIIOIAPU3ALINHL), B PE3YJIbTATE YETO
KOMIIOHEHTBI JBIXaTEIIbHOU eI, HarpuMmep, yOMCEeMUXUHOH,
nepeBoccranaBimBatorcst [Skulachev, 1998]. Ilockonbky MOBBIIICHUE TeHEpAIHH
A®DK MUTOXOHApPUSIMHU OTMEYAETCA B KIETKAaX pACTEHUH M JPOXOKEH MpH
termioBoM Bosaercteum [Zhang et al., 2009; Schwirzlander et al., 2012], To
JIOTUYHO TPEANON0XKUTh, YTO NpUYUHOW ycuieHus reHepauuun ADK mnpu
MOBBIIIEHUHA  TEMIIEpaTypbl  SIBIISIETCS ~ TUIEPIOJSpU3AIUS ~ BHYTPEHHEH
MUTOXOHAPHUATIEHONH MEMOPAHBI.

B rerepoTpodHOil KynbType pacTeHHMl OTCYTCTBYIOT XJIOPOIUIACTHI,
ocHoBHOM wuctounnk A®DK B dorocunTesupyromeiri kiaetke [Asada, 2006],
MO3TOMY CYCIEH3MOHHAsl KyJIbTypa SIBJIETCS yIOOHOM MOJENBIO JJIA MU3YHYECHUS
posu MuToxXOoHApU B oOpazoBanun ADK. MneanbHbIM 00BEKTOM IJIsi pEIICHUS
9TOM MPOOJIEMBI SBIISIOTCS JAPOXOKH S. Cerevisiae. MuToxoHapualibHbie (QyHKIHH
KJIETOK JAPOAOKEH MOXHO MOIYJIMPOBATh, BHIpAIIMBas UX Ha COpaKMBaeMbIX U
HECOPaKUBACMBIX MCTOYHUKAX YTIEPOJ]a, a TAKKE B PE3yJIbTaTe WCIIOJIH30BAHUS
MyTaHTOB petite, y kotopsix orcyrcTByeT MuToXoHapuansHas JHK. B cBszu ¢
3THUM B HACTOsIIEed paboTe M3ydalud B3auMOCBI3b Mexay npoaykuuein ADK u

MUTOXOHAPUAJIBHBIM IIOTCHIHAJIOM IIpU TCIIJIOBOM BOS)IGI\/’ICTBI/II/I, HCIIOJIb3Yys
9



CYCIIEH3UOHHBIE KYJBTYpPbl O3UMOM MIIEHULBI WIIM CAaXapHOr0 TPOCTHUKA, & TAKKE
KJIETKH JIpoxoKed. JlJIg 3TOro aHajau3WpoBalld M3MEHEHHUE COJEpX aHUs OENKOB
terioBoro moka (BTIH), ypoBenr A®K, MUTOXOHIpHAIBLHBIH MEMOpPaHHBIM
NOTEHIMAJI, a TakKe IKU3HECIOCOOHOCTh KIETOK IpU  TEeMIEpaTypHBIX
BO3JEUCTBUSIX.

Hear um 3amaum ucciaegoBaHus. Llenbi0 NPOBEAEHHOTO HCCIEAOBAHUA
ABJSUIOCH M3YYEHHE B3aUMOCBSI3M MEXAY HW3MEHEHHEM MUTOXOHJIPUAIBHOIO
MeMOpaHHOTO TMoTeHIuana, npoaykiuein AdK, KanblUUEeBbIM T'OMEOCTa30M,
KU3HECIIOCOOHOCTBIO KJIETOK PACTEHHA M JPOXOKEH MpU TEMIIEpaTypHOM
BO3JICHCTBHH.

JI1st JOCTUIKEHUSA ITOCTABICHHOW LIEJIA pellai CICAYIOIUE 3a1a4un:

1. U3yuuts uzMenenue coaepxkanuss ADPK B kjieTkax O3UMOHN MIIECHUIIBI,
CaxapHOro TPOCTHUKA U APOIKEU IPU TEMIIEPATYPHOM BO3ACHCTBUM PA3IUYHON
UHTEHCUBHOCTH.

2. U3yuutp posib MHUTOXOHIpHil B reHepauuun ADK B rerepoTpodHbIX
KJIETKaX PAaCTCHUM U APOMKIKEU IIPU TEMIIEPATYPHOM BO3IECUCTBUM.

3. Ouenutsb 3HaueHne APK B 3amycke rudenu KJIeTOK PACTEHUM U IPOXIKen
IIPU TEIJIOBOM BO3JIEHCTBUMU.

4. HccnenoBaTh B3aUMOCBS3b MEXAY HW3MEHEHUEM MHUTOXOHIPUAIBHOIO
MeMOpaHHOro noteHurana u ypoeuem A@K B KileTkax pacTeHH U JpOXKKEN MpU
TEMIIEPATYPHOM BO3IECUCTBUM.

5. OueHuTh poOJb KIETOYHOTO KAJIBLIMEBOIO TI'OMEOCTa3a B H3MEHEHUU
MeMmOpaHHoro mnoteHiuana u npoaykiuun ADK mpu TermmoBoM BO3AEHCTBUHM B
KYJIBTYpPE KJIETOK 03UMOM MILIEHULIBI.

Hayynasi HoBH3Ha. BnepBeie MOKa3aHO, YTO MMTOXOHIPHUM SIBISFOTCSA
OJIHUM M3 OCHOBHBIX HMCTOUYHMKOB A®K mnpu NOBBIIIEHUH TeMIEpaTypbl B
reTepoTpodHON KyJIbType KIETOK pacTeHU! U Apoxckeil. [loBbIeHne mpoayKiuuu
A®K npu ymMepeHHOM TEIUIOBOM BO3JEHCTBUU ONpenensieT THOelb KIETOK,
KOTOpasi MMEeT MPU3HAKU TPOrpaMMHUpPyeMOi KieTouHoW rubenu. Ha pannei

CTaJMM TEIUIOBOIO BO3ACHCTBUS HAOMIONAETCS TUIEPHOJIAPU3ALMS BHYTPEHHEH
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MUTOXOHJPHAIBHONH  MeMOpaHbl,  KOTOpas  3aBUCHT  OT  TrOMeocTas3a
BHYTPUKIIETOUHOTO Kanbliusg. Ha Gonee mo3aHel cTaauy TEIJIOBOTO BO3JEHCTBUS
MPOUCXOIUT JIECTIONSpU3ALMs  MHUTOXOHJpUAIbHOM MeMOpanbl. (OOHapyx eHa
IIPUYMHHO-CJIEACTBEHHAS CBA3b MeXAy ycuieHunem nponykiunun ADK Ha paHHen
CTaJuU TEIUIOBOIO BO3JCUCTBUA M THUNEPHOJSIPU3ALUEH MUTOXOHIPUAIBHON
MeMOpaHBI.

Teopernueckass M mnpakTudeckass 3HA4YUMOCTh. ADK omimmuarorcs
BBICOKOM PpEaKIIMOHHOM CIOCOOHOCTBIO M SIBJISIOTCS MPUYMHOW CTapeHus
OpraHu3Ma U ero ruOeiu B CTPECCOBBIX yCNOBHUSAX. V3yueH MexaHU3M TeHepaluu
A®K npu TEmIoBOM BO3JACUCTBHM B KIIETKAaX PACTEHUM M JIPOXIKEW M IOKA3aHa
3aBUCUMOCTbH 3TOTO MPOIIECca OT MUTOXOHAPHUATEHOTO MEMOPAHHOIO MOTEHIHAA.

[lonumaHue mnOpuUYMH, B pe3yJbTare KOTOpeIX oOpasytorcs ADK B
MUTOXOHJPUSX, U (HAKTOPOB, BIUSIONIMX HA ATOT MPOLIECC, MOXKET MOMOYb HAUTU
7 deKTUBHBIE MEpHI IS 3alIUThl PACTEHUM W >KMBOTHBIX OT HEOJIArompusiTHOTO
s dekra upesmepHoro odbpazoBanusi ADOK.

Marepuanbl auccepTalid MOTYT OBITh BKIJIIOUEHBI B KYpPChI JICKIIMHA IO
I€HETUKE, SKOJIOTUM U (PU3UOJIOTUU PACTEHUM, MCIOJIB30BATHCS B MPODUIBHBIX
Hay4YHO-HCCJIEI0BATENbCKUX HHCTUTYTax PAH.

IToJ10:xeHHE, BLIHOCMMOE HA 3aIIUTY:

[ToBblillIeHNHE TEeHEpAIMK aKTUBHBIX (DOPM KHUCIOPOJia B KJIETKaX pacTEHUU U
JIPOAOKEN HA PAaHHEW CTaJUU TEIIOBOIO BO3ACHUCTBHUS OIPEAECIISECTCS NOBBIIICHUEM
MUTOXOHAPUAIIBHOTO MEMOpaHHOTO TIOTEHIIMajla M 3aBUCUT OT HapyLICHUM
BHYTPHUKJIETOYHOTO KaJIbIIMEBOTO TOMEOCTA3a.

AnpobGauus padoTbl. Marepuanbl auccepTanud ObUTH TPEACTaBICHBI Ha
MexayHapoiHON Hay4dHO-TIpakTUuecko koHpepeHuuu "Kietounas Ouosorus u
ouorexHomorusi pactenuit" (Munck, benapycs, 2013), Beepoccuiickoit HaydHOM
koH(pepenuu "DaKTOPbl YCTOMYMBOCTH PACTEHUN B AKCTPEMATBHBIX MPHUPOIHBIX
ycnosusx" (Mpkyrck, 2013), 38-om FEBS konrpecce (Petersburg, Russia, 2013),
[leppoM MeEXKIyHAPOJAHOM CHUMIIO3UYyME '"MOJEKyIsIpHbIE AaCHEKThl PEIOKC-

Metabonusma pacteHuit" (Kazanwb, 2013), MexayHapoaHoit KoH(pepeHIuu
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«buonoruss kietok pacreHuid InN Vitro w OworexHonorus» (Kazaws, 2013),
MextyHapoIHOM HaydHO-TIpakTHYecKoil koH(epenmu «Hayka u obpa3oBanue B
XXI Beke» (TamboB, 2013), Becepocceuiickoit HaydHO#M KoH(DepeHIn "MexaHu3MbI
perymsauuu  GyHknuid  pacturenbHbix  opra”en”  (Mpkyrck,  2014),
Mexaynapoanoit koHdpepenimu «Oxidative stressy (Parador de Oropesa, Spain,
2014).

Iyoaukamuu. [lo marepuanam aucceprauuu omyonukoBaHo 19 pabor, us
HUX 5 cTarell B pelieH3UPYEMbIX M3/IaHUAX, B TOM 4HCIEe 4 CTaTbU B >KypHaiax,
pekomeHoBaHHbIX BAK PO.

Crpykrypa u o0bem auccepramum. Jluccepramus wuznoxkeHa Ha 158
CTpaHMIIAX MAaIIMHOMUCHOTO TekcTa. COCTOMT M3 CIUCKA COKpallleHuH U
OCHOBHBIX 0003HAauYEHUI, BBEICHHUs, 0030pa IUTEPaTyphl, MAaTEPUAJIOB U METOJIOB,
pe3ynbTaTOB, OOCYXKICHHUS, 3aKIIOUEHHUSI U CIIMCKA UCIOJIb30BAHHOM JIUTEPATYypPHI.
Huccepranmss wuoctpupoBaHa 35 pucyHkamu. CHHCOK  HMCHOJIB30BAHHOU

muteparypsl BEmrodaeT 201 nctouHmK.
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1. OB30P JIUTEPATYPbI
1.1. TemmnepaTypHoe BO31elCTBHE U OTBETHbIE PEAKIIHN KJIETOK
pacreHui

OmHUM W3 OCHOBHBIX JACHCTBYIOIIMX HAa KJICTKH PACTCHUNH aOMOTHYECKUX
BO3JICHCTBUI SBJSICTCS TEIJIOBOE Bo3JeHcTBUE. [loBBINICHHE TeMIiepaTypbl
OKpY)KafoIel Cpelbl MPEACTaBIsIeT COOOM CEephe3HYIO YIpO3y IJsi MHPOBOTO
pacrenueBoactea [Wahid et al., 2007]. Ilpu neiicTBUM BBICOKHX TEMIIEpATyp
MIPOUCXOAUT TOPMOKCHHE POCTa W PAa3BUTHS, TIOBPEXKICHUE CTEONCH U JHMCTHEB
pacrenuii [Bita, Gerats, 2013], 4To conpoBoXKaaeTCs CHUKCHHEM ITPOTyKTUBHOCTH
CEIBCKOXO3SMCTBEHHBIX KyJnbTyp. Ha KiIeToOYHOM ypOBHE TIpU JEHCTBUU
HEOJIaronpusiTHOM TeMIlepaTyphbl OBPEKIAIOTCS MEMOPAHbI, OIIKH, HYKJIIEUHOBbBIE
KHCIIOTBI, Hapymaerci (QyHKOUMOHMpOBaHHE opraHeml. OTKIOHEHHE  OT
ONTUMAJIbHON TEeMIEpaTyphl OKa3bIBaCT 3HAUYUTEIHHOE BIIMSHHUE HA aKTUBHOCTh
depmenToB [Ruan et al., 2010], ypoBeHb MeTa0OIMTOB, (PUTOrOPMOHOB H JIp.
[Wahid et al., 2007]. TemrepaTypHbIii CTpecc, Kak IPaBHIIO, COMPOBOKIACTCS
noBbIieHueM ypoBHs ADK, 4To MPUBOIUT K OKHCIUTEILHOMY cTpeccy [Suzuki,
Mittler, 2006].

UTtoObl HE MAOMYCTUTh MOBPEKICHUS B KIETKE AaKTUBUPYETCS OTBETHAs
peakuus. BriepBble H3ydeHHE OTBETHOW peEaklUU OpraHu3Ma Ha TEIJIOBOE
BO3JICHCTBHE HA YPOBHE TPAHCKPUIIIMOHHOW AaKTUBHOCTH HAYaJIOCh C
uccinenoBanus Ritossa B 1962 romy, KOTOpBIH TOKas3al OBICTPOE H3MEHCHHE
TCHETUYCCKOW aKTUBHOCTH B OTBET Ha TOBBIIICHHE TeMITepaTyphl (LIUTHPOBAHO TI0
[Park et al., 2005]). Ilpu TerioBOM BO3ACHCTBHM HAOJIONACTCS IOJABJICHHE
CUHTE3UPYEMBIX B HOPMAJIBHBIX YCJIOBHSIX OCIKOB W, HA00OPOT, WHIYIHPYETCS
aKcmpeccust crpeccoBbix OenkoB [Wahid et al., 2007].

B 3aBUCMMOCTH OT WHTEHCHBHOCTH TEIUIOBOTO BO3JCHCTBUS M OTBETHBIX
peakinuii KJIETOK, WCIOJB3YIOTCSI pa3IMYHbIe TMOHSTHS, TNPUMEHHUMBIE K
Temmeparype Bo3zecicTBus. Hanpumep, B pabote [Park et al., 2005] aBropsr
WCIOJIB3YIOT TOHSTHUS MSATKUM M KECTKUM TEIUIOBOW CTPECC B 3aBUCUMOCTH OT

TeMmreparypbl BO3AEHUCTBUS. (OCHOBHBIM KPUTEPUEM, OTJIUYAKOIIUM KECTKUM
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TEIJIOBOM CTPECC OT MATKOTO TEIJIOBOTO CTpecca, SBISAETCS TO, YTO B TEPBOM
cilydae MPOUCXOAUT THOENb KIETKH, a BO BTOPOM CIIydae, Pa3BUBACTCS MPOIECC
amanraiuu [Park et al., 2005]. Ognako, Kak HM3BECTHO, IMO€Ib KIETKH MOKET
MIPOUCXOUTh AKTUBHBIM O0pa3oM B PE3yJbTaTe Pa3BUTHS IPOTPAMMHUPYEMOU
kiaetounon rubemn (ITKI) mim maccuBHBIM — B pe3ynbrare Hekposa [Reape et al.,
2008]. ITosToMy B HacTosIel paboTe JuIsl TEIIOBOTO BO3JEHUCTBUS, KOTOPOE HE
NPUBOAUT K THOETM KIETOK W TPH OTOM KIETKH amanTUPYIOTCsS, Oyner
UCIIOJIb30BAThCS OIPEACIICHUE «MSTKOE TETIOBOE BO3AEUCTBUE». ISl TEIIOBOTO
BO3JCICTBUS, Mpu KoTopoMm mpoucxoaut passutue [IKI, Oymer ynmorpednsThcs
OTIpEJICIICHNE «YMEPEHHOE TEIIOBOE BO3JICUCTBHEY. J[JIs TEIIIOBOTO BO3ACHCTBUA,
Ipyd  KOTOPOM HaOJoJaeTCs IacCHBHAsg TuOeIb KIEeTOK (HEKpo3), Oymer
MPUMEHSATHCS OIpPENeNIeHNEe <OKECTKOE TEIUIOBOE Bo3aeicTBUE». JIIa pasmuyHbIX
BUJIOB pacTeHum XapaKTePHbI CBOU TEeMIIepaTypHBbIC ONITUMYMBbI
KU3BHENIEATeIbHOCTU. Hampumep, BEpXHHUM TeMIEpaTypHbIM IOPOTOM  JJIs
HOPMAaJIbHOTO Pa3BUTHUS PACTEHHM NMIIEHULBI SBIsSETCS Temneparypa 26 °C, a mid
pactenuii xmonka Ttemmeparypa 45 °C [Wahid, 2007]. CooTBeTCTBEHHO,
TEMITepaTypHBIE YCIIOBHSI, XapaKTEPU3YIOIINE «MSITKOE TEIIOBOE BO3IACHCTBHUEY,
«YMEpPEHHOE TEIUIOBOE BO3JCHCTBUE» M «KECTKOE TEIUIOBOE BO3JIEHCTBUE» OYIyT
pa3nuYaThCs B 3aBUCUMOCTH OT BUJIA PACTCHUIA.
1.2. Cunre3 BTII kak oTBeTHasi peaknys KJeTOK HA H3MEeHeHHe
TeMnepaTypbl
1.2.1. Cunmes BTIII npu mennoeom eo3zoeiicmeuu

[ToBbIICHWE WM TOHWKEHUE TEMIEPATyphl TPHBOAUT K HW3MEHEHUIO
MeTabomM3Ma KIETKA U Pa3BUTHIO KJIETOYHOTO oTBeTa. OJHUM U3 TaKUX OTBETOB
KJICTKHM Ha TEIJIOBOE BO3JICHCTBUE SBJISCTCS MHIYKIIUS CUHTE3a O0CITKOB TETLIOBOTO
moka (BTIL; Hsp, heat shock proteins) [Wahid et al., 2007]. BTII 3ammuriaror
Apyrue OeIKU OT Pa3pyIIUTEILHOTO JICHCTBYSI MOBBIICHHON Temieparypsl [Qin et
al.,, 2008; Wang et al., 2014]. Ognako BTII npomyuupyroTcss B KIETKE U B
HOpManbHbIX ycinoBusiX. BTII BeIMOMHSAIOT yHKIIMH MOJEKYJISIPHBIX MIATIEPOHOB.

[TaniepoHbl — 3TO O€NKM, rIaBHas (PYHKIMS KOTOPHIX COCTOUT B BOCCTAHOBJIEHUU
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NPAaBWJIbHOM HATUBHOW TPETUYHOW MM YETBEPTUUYHOM CTPYKTYpbl OENKOB, a
Takke oOpa3oBaHWE M AWCCOIMAIMS OENKOBBIX KOMIUlekcoB. IllamepoHsr
Y4acTBYIOT B OMOreHe3e NPYrux KIETOYHbIX OENKOB, HaYMHAsl C UX CHUHTE3a Ha
pubocoMax W 3aKkaH4YMBas COOPKOW MyJiIbTHMEpHBIX kKomiuiekcoB [Kubota et al.,
2009; Mayer, 2010; MensuukoB, Poranosa, 2010].

BTII Obuin oTkpeiTel B 1974 romy [Tissieres et al.,, 1974], ¢ tex mop
BbIABJIEHBI pasnuuHble kinaccel BTI y xmBoTHBIX, pacremmit m np. BTII
MOJIPA3JIETISIOTCSl HA OCHOBAHMM WX MOJIEKYJIApHON Macchl. OZHUM M3 XOPOIIO
U3y4eHHBIX BbICOKOMOJIEKYIsIpHBIX BTIII siBnsierca Hsp101, koTopslii oTHOCUTCS K
cemeiictBy OenmkoB AAA+ (ATPases associated with various cellular activities).
[Ipu TemoBoM BO3JEHCTBUU B KIIeTKe oOpasyrorcs OenkoBbie arperarbi, HSp101
y4acTBYeT B Je3arperanuu JaHHbIX komiuiekcoB [Lee et al., 2005]. M3BectHO
TaKke 00 ero y4acTuu B Pa3BUTUU TEPMOTOJICPAHTHOCTH Yy pacteHuid [Hong,
Vierling, 2000]. [TogoOubIi Oenok oOHapykeH y aposxokeit (Hspl04) u GakTepwmit
(ClpB) [Miot et al., 2011].

Jpyrum ceMelcTBOM OEJKOB TEIJIOBOTO IIoKa sBisitorcss Oenku Hsp90,
KOTOpbIE OOHApyXEHbl y Pa3IU4HbIX OpraHu3mMoB. HSPY0 ABISAIOTCS BBICOKO
KOHCEpBATUBHBIMU  O€JIKAMM, KOTOpPbIE€ YYacTBYIOT B PEryJUpOBaHUU U
NOJICpKaHUHM TPaBUWIIBHONM KOH(OpPMAlMM PA3IUYHBIX OEJIKOB B HOPMAJIbHBIX
YCIIOBUSIX, a TaK)Ke MpU JEUCTBUHU cTpeccoBbIX (pakTopoB. benkn HSP90 urpator
pOJIb B Mepeaayue CUrHaja mpu cTpecce, BKIYas pojib B (POJAUHIE TPOTEMHKUHAS
Y TPAHCKPUIIMOHHBIX (DaKTOPOB, a TAKXKE aKTUBALMU CyOCTPATOB JJIs1 MHULIMALIUN
nepeayn CTPeccCoBOro curHaina. [y pa3auyHbIX BUJOB PACTEHH OOHAPYKEHO
pa3zHoe konmdectBo reHoB HSp90. Hampumep, 7 TeHOB HIeHTU(DUIIMPOBAHO IS
apabugorncuca, 15 nus pacrenuit cou, 9 u 12 ans pacteHuid puca U KyKypys3bl,
cootBercTBeHHO [Xu et al., 2013].

B HOpManbHBIX yCIOBHUSIX OJHOW M3 OCHOBHBIX (DYHKIIHI OEIKOB ceMelCcTBa
Hsp/70 sBnsiercs uMx ywyacTue B TpaHCHOpPTE OEJIKOB BHYTPh MHUTOXOHIPHUA H
XJIOPOIIJIACTOB, a TaK)Ke B SHAOIUIa3Matuueckuid petukyaym [Su et al., 2010].

OI[HaKO HNX CHUHTC3 YBCIIMYUBACTCA IIPpU TCIIJIOBOM BOSHCﬁCTBHH. Tak HaIIpuMcEp,
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U3BECTHO, 4TO jABa npeacraButens cemeiictBa HSP70 (Ssa3 u Ssad) y S. cerevisiae
WHIYIHPYIOTCS B OTBET Ha cTpecc [Kumar et al., 2014].

[Tomumo BeicokoMonekysgpHbix BTII cyiecTByeT rereporeHHasi rpyia
Hu3koMOoJeKyJsipHbiXx BTII (amMbTIII), oOmuM CBOMCTBOM KOTOPBIX SBIISIETCS
HAJIMYMe KOHCEepBaTHMBHOTO C-TepMHHAIBHOTO JIOMEHa (0-KPHCTaUTMHOBBIM
nomen) [Siddique et al., 2008].

Cnegyer OTMETHUTh, YTO Y TpUOOB M pacTeHUd (PYHKIHOHUPYIOT CXOJIHBIE
BBICOKOMOJIEKYJISIpHbIE W Huzkomodekyspasle BTII, koropbie ywacTByIOT B
3aIUTe KJIETKH OT THOETH IIPH TETJIOBOM BO3/CHCTBUU.

Wunykuun BTII npeamectByer akTtuBaiusi (pakTOPOB TEIJIOBOrO IIOKA
(®TUI; Hsf, heat shock factors). Hsf kontponupyrot skcnpeccuto reHo BTI u
(GYHKIIMOHHPYIOT KakK TpaHCKpHIIMOHHBIC akTmBartopbl [Kotak et al., 2004].
KonudectBo (hakTOpOB TEIIIOBOTO IIOKA PA3IMYAETCA y PA3HBIX BUIOB PACTECHUH.
Tak, B reHoMe apabumoncuca Obi1 onpenenen 21 Hsf [Nover et al., 2001], B
reHoMe puca — 23 Hsf [Kotak et al., 2004], B renome Tomara — 18 Hsf, B renome
cou — 34 Hsf [Nishizawa et al., 2006], B reaome mmenunsl —56 HsF [Xue et al.,
2014]. ¥V S. cerevisiae umeercs enunctBennbii OTII — Hsflp [Morano et al.,
2012]. Pacturenbubie DTII moapasgensiorcs Ha Heckoibko kimaccoB (A-C),
KJaccu(ukaiys KOTOphIX OCHOBaHA Ha HAJIMYWMK y HUX KoHcepBatuBHOro JIHK-
CBSI3BIBAIOIIETO JIOMEHA M COCEIHHUX OJMromMepu3anroHHbIXx aomeHoB (HR-A/B
peruon) [Nover et al., 2001]. Koporkue mnenTtuaHble MOTHBBI 0OOTalICHBI
apOMaTUYECKUMH TUAPO(POOHBIMU M KUCIOTHBIMA aMHUHOKHCIIOTHBIMH OCTaTKaMH
(AHA wmotuBbl). AHA MOTHBBI HEOOXOAMMBI ISl CBS3BIBAHUS C MPOMOTOpPaMHU
redoB bTIII. ®akTops! TeroBoro moka kinacca B u C ve umetor AHA MoTHBOB 1
HE 00J1a/Iaf0T CIIOCOOHOCTBIO CAMOCTOSITEIbHO aKTHBHPOBATh SKCIPECCHIO TCHOB
[Nover et al., 2001]. AxruBupoBauusie Hsf B simpe B3aumopeticteyror ¢ HSE (Heat
shock element), koTopbie COCTOST U3 HECKOJIBKHX IOBTOPOB IOCICAOBATEILHOCTH
NGAAN u npecTaBiIsioT co00# MPOMOTOPHBIC PErMOHBI TeHOB — MutiieHel (BTLL)

[Sakurai et al., 2010].
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Okcnpeccust OTII akTuBHpyeTrcss B OTBET Ha JAEHCTBUE OMOTUYECKHX M
abnotnyecknx QaktopoB. Hampumep, Lohmann ¢ coaBropamMu yCTaHOBWIH, YTO
HsfAla u HsfAlb sBisioTcss KIIOYEBBIMH PEryJIsATOPaMH B HHAYIHPOBAHHOM
TEIUIOBBIM IIIOKOM aKTUBalMM TeHHOW TpaHckpunuuu Hsp83.1 u Hspl7.6
[Lohmann et al., 2004]. B padote Nishizawa-Yokoi ¢ coast. (2010) [Nishizawa-
Yokoi et al., 2010] onpenenunu, uro sxcupeccus OTII HsFA2 y apabumorncuca
MPOUCXOJUT B OTBET HAa COBMECTHOE JICMCTBUE TMOBBIIIEHHOW WHTEHCUBHOCTH
CBETa U TEIUIOBOTO IIoKa. Takum o0pa3zoM, (hakTopkl TEMIOBOTO IIOKA MIPUBOJAT K
aKTHUBALIMK 3KCIPECCUH I'€HOB OEJIKOB TEIUIOBOTO IIOKA.

1.2.2. Ponv akmuenvix hopm kucnopooa ¢ akmueayuu sxkcnpeccuu bTII

A®K aKkTUBHO YYacTBYIOT B PETYJSIIMU POCTAa M Pa3BUTUS PACTCHUN H
paccMaTpUBAIOTCS KaK BaXXHBIE MOJEKYJbl, aKTHUBUPYIOIIHUE HKCIPECCUIO
crpeccoBbix TeHOB [KpecnmaBckuit u  mp., 2012]. Ilpu MSIrkom TeIuioBOM
Bo3nericTBuM, korjga mpoucxoaut cuHte3d BTI, omHoBpemeHHO HaOmOMaeTCS
noseiieHre ypoBHss ADK [Volkov et al.,, 2006; Konigshofer et al., 2008]. B
pabote [Volkov et al., 2006] nmokazano, uro oopadoTka H,O, B 0OBIYHBIX YCIOBHSIX
MHKYyOaluu U Msrkoe TeroBoe BozzeiicTBue (37 °C) npuBOAWIM K MOBBIIICHUIO
skcnpeccun renoB HSP17.6, HSP18.2 y apabupomncuca. 3to nano aBTOpam
OCHOBAaHME MO0JIAaraTh, YTO B Ipouecce aktuBauuu skcnpeccun bTHI yudacTByer
H,0,. [lanHoe mpenmnoyioxkeHne ObLI0 MoATBepkacHO B padote [Nishizawa et al.,
2006]. Tlokazano, uTO ypoBeHb TpaHckpunToB HsfA2 y apabumorncuca
noBeImaercs npu oodpadbotke H,0O,. JlobGaBieHMe areHTOB, CIIOCOOHBIX CHIIKATH
reHepauuio ADK, nmogasiser skcnpeccuro BTIHI mpu TenmoBom crpecce, 4To
nokaszpiBaeT poiib AD®K B akTHBAIMM DJKCIPECCHH TEHOB TMPU TEIIOBOM
Bo3nelicTBuM. J[0OaBieHUE aHTHOKCHJIAHTA — aCKOpPOMHOBOM KHCIJIOTHI, a TaKKe
uHTHONTOpa (hIaBUH-coAepKanmx (EepMEHTOB — MU(DEHUICHUOAOHUS XJIOPHUIIA
uHrHOMpoBano renepannio ADPK mpu TenmiaoBoM BO3IEHCTBUM W 3HAYUTEIHHO
cHKaao ypoBeHb dkcrpeccun BTI B kinerkax apaoumoncuca [Volkov et al.,
2006; Miller et al., 2009; Suzuki et al., 2013], Tabaka [Konigshofer et al., 2008] u

B KJIeTKax aposoker [Moraitis, Curran, 2004]. MnaktuBaius GepMEHTOB, KOTOPbIC
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y4acTBYIOT B netokcukanuu A®K, noseimana conep:xanue ADK u yBennuupana
skcipeccuto BTIHI B orcyrcrBue crtpecca. Tak, moka3zaHO, 4TO B KJETKax
apabugornicuca W Tabaka TIOJABJICHHE OSKCIPECCHMM TEHOB, KOJIUPYIOIIMX
ackopOaTmepoKkcuaasy, B OTCYTCTBHE CTpecca MoBhImano dkcrnpeccuro BTII, B
tom unciae HSP70 u HSP101 [Pnueli et al., 2003; Davletova et al., 2005; Ishikawa
et al., 2005].

Yuyactne OTII B pa3BuTUM 3aIIUTHOM MPOTPaMMbl Ha TEIUIOBOE
BO3JICIICTBUE HE OIPAHUYMBACTCS AKTHUBALMEN DKCIPECCUU T'E€HOB, KOJIHMPYIOIINX
BTII. OwueBuano, uro Hsf wMoxer akTHBHpPOBaTh SKCIPECCHIO T'CHOB,
KOJIUPYIOIIUX aHTUOKCUIAHTHBIE (epMmeHThl. [lenmenusi reHa, KOIUPYIOIIETO
HSFA2, noBeimana yposenb oOpazoBanus ADK B mporomiactax apabujoricuca
[Zhang et al., 2009].

s aktuBaruu skcrpeccun reHoB BTII neo6xomumo cBs3eiBanne OTII ¢
anemenToM HSE, Haxomsmumcs B npomortopax reHoB BTHI. OueBuano, 4To
noBbilieHue reaepanuu AD@K npu TErmmoBOM BO3AEHCTBUNA UTPAET BAXKHYIO POJIb B
ces3piBannu OTII u HSE. [loka3ano, 4o B KieTkax »KMBOTHBIX oOpabdoTka H,0,
Be3biBaeT cBs3biBanue Hsf ¢ HSE [Becker et al., 1990; Jacquier-Sarlin, Polla,
1996; Zhong et al., 1998]. Anamoru4yHoe COOBITHE MPOUCXOJUT B KJICTKaX
pactenuii. TerioBoe BoznelicTBue u o6padotka H,O, npuBoamin K CBI3bIBAHUIO
OEITKOBBIX BBICOKOMOJICKYJIIPHBIX KoMILiekcoB Arabidopsis thaliana ¢ sanemenTom
HSE. [loGaBnenue areHToB, CHrpKaromux oOpazoBaHne ADK — ackopOmHOBOI
KUCJIOTHl W JAU(EHWICHUOJOHUS XJIOpHUAA, TMOJABIsUI0O OOpa3oBaHME TaKUX
xomiutekcoB [Volkov et al., 2006]. B pa6ore Ahn u Thiele [2003] moka3ano, uTo
st aktuarun OTIHI B kiaeTkax MICKOMUTAIOMAX HEOOXOJUMO HaU4He JABYX
OCTAaTKOB IIMCTEHHA, KOTOPbIE MPHU TEIUIOBOM BO3JIEUCTBUM U TTpu 00padotke H,0,
o0pa3yoT AWCYIbQUIHYIO CBS3b, B pe3yiabTaTe dero HSf omuromepmsyercs,
TPaHCTIOPTUPYETCS B SAPO, THe CBs3biBaeTcs ¢ HSE u akTUBHpYET 3KCIPECCHUIO
renoB BTIL [Ahn, Thiele, 2003].

Ha aKTHUBaLUIO OTII 3HAUUTEIbHOC BJIMSIHHE OKa3bIBacT

bochopunupoBanue u aedochopusiupoBaHre ONPEICTESHHBIX aMHUHOKHCIOTHBIX
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octaTkoB. BeposatHo, APK MOryT akTMBHO BIIMATH Ha 3TOT HPOLIECC, OKMUCIISA
IIUCTENHOBBIC OCTATKH NpPOTEeMHKWHA3 U npoTtemHbpocdaras [Komynaes, Kapmer,
2009]. ITokazaHo, YTO MOHMKEHHE SKCIIPECCUU aCKOPOATIEPOKCHJIa3bl B KIETKAX
Tabaka NOPUBOIWIO K TMOBbIIEeHHI0O reHepaunn A®PK ©u  KOHCTUTYTHBHOU
aKTUBAIIMM MUTOTE€H aKTUBUPYEMOW MPOTEMHKHHA3bl C MOJEKYJSPHBIM BecoM 46
k/la [Ishikawa et al., 2005].

Pesynbrarel, mosydennsie B pabotax [Miller et al., 2009; Suzuki et al.,
2013], ykaspiBaror, uyto A®K wHrparoT BaXHYIO pOJb B pPaclpOCTPaHCHHH
CHUCTEMHOTO CHTHaJla MO0 BCEMY PACTEHHIO WM B CHUCTEMHOM NPHUOOPETEHHOM
ycToiunBOCTH (systemic acquired resistance, SAR) npu TemioBomM Bo3aeicTBuu. B
ATUX paboTax ObLIO TOKa3aHo, uTo cuHTe3 BT HabmtoaeTCss HE TOMBKO B JIUCTE,
HETMOCPEAICTBEHHO TMOABEPTHYTOM TEIJIOBOMY BO3JCUCTBUIO, HO U B JPYTHX
JUCTBSAX PpACTEHHS, KOTOpbIE TEIUIOBOMY BO3JICHCTBUIO HE IOJBEPraJvCh.
HcTtoyHnkoM curHamga, KOTOPBIA MOXET TMepeaaBaThCs IO BCEMY PACTEHHIO,
apistoTcss ADK, nockonbky go0aBieHue areHToB, HelTpanusyrommux APK, takux
KaK Karajaza U JudEHUJICHUONOHUN XJopuj, nonaasisuio skcnpeccuto BTI B
ynajaeHHbIX dacTsax pactenus [Miller et al., 2009; Suzuki et al., 2013; Baxter et al.,
2014].

1.3. A®K kak npu4yuHAa rudesiu KjIeTKH

1.3.1. Ilpoueccot, npusodawiue K cubenu Kiemku

IToBeimienne koHueHTpanun A®K 10 ompeneseHHOTO YpPOBHS 3allyCKaeT
CHHTE3 OEJIKOB CTpecca, KOTOPhIE 3alIUIIAIOT KJIETKY OT THOeNH, a MPEeBBIIICHUE
3TOr0 ypOBHS, Ha00OpOT, BhI3bIBacT ee rudenb [Rhoads et al., 2006; Konymaes,
Kaprerr, 2009; Kpecnasckuit u ap., 2012]. MsBectHo, uto ADK sBastoTcs
BBICOKOPEAKTUBHBIMU ~ COCJIMHCHUSMH,  KOTOPBIE  IIOMHMO  BBITIOJHEHUS
CUTHAJIbHBIX (DYHKIIMA CIIOCOOHBI HAHOCHUTH BpEJ] OMOJIOTMYECKUM CTPYKTypaM H
HapymaTh (Qu3nonoro-onoxumMmuueckue mporecchl kietku. ADPK moBpexmgaror
oenku (oxucnenue — SH-rpymm, FeS-uentpoB ¢epmeHToB, GdparmeHTaus
MENTUAHBIX [IETIEeH, MOBBIIICHUE YyBCTBUTEILHOCTH OCIIKOB K JICUCTBHUIO MPOTEA3),

HYKJIEMHOBBIE KHCIIOTHI (TIOBPEKIEHUE A30THCTBIX OCHOBAHUM, 1€30KCUPHUOO3HI,
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pu0OO03bI, TOSIBJICHNE HOBBIX KOBAJICHTHBIX CBs3ei). JIMMUIBI Takke SBISIOTCS
mumeHpt0 A@K. Ilpu neldictBun AP®K Ha nunuabl HAOMIOJAETCs MEPEKHCHOE
OKHUCJICHHE JIMMHUIOB, YTO IPUBOJUT K HAPYLIEHUIO (YHKIIMOHUPOBAHUS MeMOpaH,
MOBBIMICHUIO WX TMPOHHUIIAEMOCTA JUIsI HMOHOB U OPraHUYECKHUX BEIICCTB
[Munubaesa, I'opmon, 2003; Tapud3ssuor u ap., 2011]. ITokazano, 4TO TEIUIOBOE
BO3JICCTBHE Ha KJIETKM Tabaka BBI3bIBAET YBEJIMYECHHE COJIEPKAHUS MPOTYKTOB
NEPEKUCHOIO  OKHUCIICHHMS  JUOUAOB, 4-THIPOKCHAIKEHANEH, MaJOHOBOIO
JMaJIbICTHIa U JIp., TOBBIIICHUE COJCPIKaHUs OKUCICHHBIX OenkoB [Locato et al.,
2008].

CymiecTByeT MHOTO palOT, YKa3bIBAIOIIMX HA TO, YTO MOBBIIMICHUE YPOBHS
A®K B KkieTke mpu TEIIOBOM BO3JIEUCTBUM SIBIISIETCS OJHOM W3 MPUYUH €€
rudenn. B pabore [Vacca et al., 2004] temneparypHoe BosueiictBue 55 °C
MPUBOIMIIO K «OTCPOUCHHON Y, MJIM PAa3BUBAIOIIEHCS BO BPEMEHH, THOEIH KIETKHU C
onHoBpemeHHOHN cBepxmpoaykiueidn A®DK. IlogoOHbIe mgaHHBIE TOJYYEHBI U B
padote [Locato et al., 2008]. Msrkoe TemioBoe Bo3aeicTBre (35 °C) mpHBOIUIO K
noBeimieHnt0  ypoBHss A®K B kierkax Tabaka. [opazmo Oonee cuibHOE
noBellieHne ypoBHI ADK Habmomanoch Npu TEmioBoM Bo3aecTBuu 55 °C,
KOTOPOE BBI3bIBAJIO OTCPOUCHHYIO THOEIh KIETOK.

Ha Baxnyio poar ADK B pa3Butun THOETM KIETKU TPH TEIIOBOM
BO3JICMCTBUM YKa3bIBAlOT pPabOThI, B KOTOPBHIX MCIOJIB30BAIIUCH HOKAYTHBIC
MyTaHTBl TI0 AHTUOKCHUJIAHTHBIM (epmeHTam. [lokazaHo, 4TO Mpu BO3JAEHCTBUU
3aCyxd M TemwIoBoro 1Imoka y wMytantoB A. thaliana, nedunurHex 10
ackopOatnepokcuaaze (APX1), moseimanock coaepxanne Hp,O,, m Bo3pacTana
rubens [Koussevitzky et al., 2008]. Herokcukamuss ADPK mnpu o06paboTke
karaiasoi [Doyle, McCabe, 2010] u ackopounoBoit kucnotoii [Zhang et al., 2009;
Zhou et al., 2012] nmoxaBnsuta rudeIb KIETOK apaOHIONCHCa BO BPeMs JICHCTBHS
TEIJIOBOTO II0KA.

B To e Bpems cileayeT OTMETHTh, YTO B JIUTEpAType HMEIOTCS
MIPOTUBOPEYMBHIC JIaHHBIE O CBsI3M Mexny ypoBHeM ADK u pasButuem rubenu B

KJIETKaX pPACTeHUH NpH TEIJIOBOM BO3MeWCTBHMU. Kak OBUIO OTMEYEHO BBIIIIE,
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WHAKTUBAlLMsl acKopOaTIepoKCcHIa3bl yCHiMBala THOenb KIETOK apalujoricuca
npu TerioBoM Bo3xaekictBun [Koussevitzky et al.,, 2008]. B To ke Bpems
MOJIABJICHUE JKCIPECCHHM T€HOB, KOJUPYIOIIHUX acKopOaTHEepoKCcHaa3y B KIETKax
tabaka, HaoOOpoT, 3amumiano pacteHus ot rudemu [Ishikawa et al., 2005].
O4eBUIHO, TaKUE MPOTHUBOPEUYHUS MOXKHO OOBIACHUTH TEM, YTO B OAHOM Cllydae
A®K neicTBylOT Kak HHIAYKTOpbl 3kcnpeccun BTHI m mosToMy 3amuiiaroT
pactenust ot rudenu. B npyrom ciydae ADK sBistores GpakTopoM MOBPEKICHUS
PacTUTENBHOTO OPTaHU3Ma U TIO3TOMY YCUITUBAIOT THOEIb.
1.3.2. Tunw cubenu knemox u poab AOK

[Ipu cuIBLHOM CTPECCOBOM BO3JICUCTBUM KJIETKA, KaK MPAaBHIIO, MOTHOAET.
['nbenb KJIETKH MPOMCXOIUT PA3NUYHBIMU MyTSIMH. Psii aBTOpOB Ha OCHOBAaHUU
HaOJII0aeMBbIX COOBITHI, MPUBOASIIMX K THOEIH, MO-pa3HOMY KIACCU(DHUIMPYIOT
tunbl ruOenu kietkd. Hanpumep, Reape B cBoeit padore [Reape et al., 2008]
BBIJIEJISIET CJIEYIOIINE OCHOBHBIEC IyTH KJIETOYHOW TMOENM Y pacTeHMii: amlornTo3
(mogoOHbIE TEepMUHBI — mporpammupyemas rudenb kietok, IIKI'; amomrozo-
nojio0Has nporpammupyemast kiaetounas rubensb, AII-IIKTY), Hekpos u ayrodarus.
Hpyrue aBropsl (Van Doorn ¢ coaBropamu), OCHOBBIBasICh Ha MOP(OJOTUYECKHUX U
OMOXMMHMYECKUX MPU3HAKaX FMOEN KIETOK PaCTeHM, M0JIaratoT, YTO CYIIECTBYET
BCEro JBa TuIa T'MOETM KJIETOK: BaKyoJsipHass M HEKPOTHUYECKass KIIETOYHBIE
rubenu [van Doorn et al., 2011].

Tem He MeHee, OOJIBIIMHCTBO HCCIIEOBATENCH OAHUM W3 OCHOBHBIX IyTEH
rudesy CYUTAIOT THOEeIb, MPOXOASANIYIO 1o MyTH anonrto3a. Anonto3 wiu [IKIT', mo
MHeHHIO psiia aBTopoB [Reape et al., 2008], xapakrtepusyercs onpeneIcHHBIMU
npusHakaMu. B KMBOTHBIX KJETKax MJIs aromnTo3a XapaKTepHBI CIEIYyIOIIne
Mopdosiornueckie MpHU3HAKU: KOHACHCAIUS XpOMaTHHA, CXXUMaHHE KIETKH,
U3MEHEeHHuEe MOP(OJOTUU MUTOXOHIPHH, pacmaj sapa, pparMeHTalus KJISCTKH Ha
JUCKPETHBIE AamloONTOTHYECKUE TeJblla M, B KOHEYHOM HTOre, THUOeNb KIETKH
[Kroemer et al., 2009]. Kpome Mop¢osiornueckux u sAepHbIX U3MEHEHHH, arloITo3
MOJKET XapaKTepHU30BaATbCA OMOXMMHUYECKMMH U MOJEKYJISIPHBIMU U3MEHEHUSMU:

YBCIIMYCHUEM KOHIOCHTpAINUH CBO6OJ]HOFO MUTO30JbHOTO KaJblMs, Pa3BUTHEM
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OKHUCJIMTEIBHOTO B3pbIBA, MMOBBIIIEHHEM ITyJla BOCCTAHOBJIEHHOI'O TJyTaTHOHA,
CHM)KEHHEM MHUTOXOHJIPUAJILHOTO MEMOpaHHOro mnoteHiuana. llpu stom
MPOUCXOJUT BBIXOJ, MUTOXOHJPUANBbHBIX OEJIKOB (HANMpUMEp, LUTOXpOMa C) B
LIATO30J1b, YTO MPUBOJUT K aKTUBALIMHU KACKAala IPOTEa3, B TOM YUCIIE U CEMEUCTBA
IIMCTEMHOBBIX IPOTEa3-Kacla3, ydacTBYIOIIMX B Jerpajanuu kietku [Reape,
2008].

VY KIJIETOK >KMBOTHBIX W PAaCTEHUN CYLIECTBYIOT pa3jinyus B CTPOCHUH U
dbyukiumonupoBanuu, modtomy IIKI" y pacrenuit otimmuaercs ot IIKI y )KMBOTHBIX.
Hanuuue y pacTUTENbHBIX KJIETOK CTPYKTYp, OOE€CHEeUMBAIOUIUX TYpProp KIETKU
(kecTKasi KJETOYHAas CTEHKa W BaKyoJlb), HE TO3BOJISIET (POPMHUPOBATH
anonrorudyeckue tenpua B nporecce [IKI. Taxxke y pacTeHuii HE NMPOUCXOAUT
¢arommro3a [Logan, 2008]. Amonto3 y pacTeHHWl B OCHOBHOM IIPUBOJIHUT K
KOHJICHCAIlMM IPOTOIUIACTA C OTCTAaBaHWEM €ro OT KJIETOYHOM CTEHKH. Bakyoub
TaK)KE CIYKUT MECTOM JIOKAIHM3allMd MHOTUX TPOTCOJUTUYECKUX (PEPMEHTOB,
NPUHUMAIOIIMX YYacTUE NPH pa3BUTUU amnonTo3a. Takxke OTIMYUTEIbHON
O0COOECHHOCTBIO PACTUTEIBHBIX KJIETOK SIBJISIETCS HAJIMYME IUIACTH U O0bEIMHEHUE
IIPOTOIUIACTOB BCEX KIETOK C IMOMOIIBIO IJIA3MaJgeCcM B E€IWHYIO CUCTEMY —
cuMiuiact. Kpome TOro, y pacTteHuid HET «KIJIACCUMYECKHUX» JKUBOTHBIX Kaclias,
OJTHAKO €CTh Kacma3o-1mojo0Hbie TpoTeasbl [Tsiatsiani et al.,, 2011]. JlanHbie
IPU3HAKA OTJIMYAKOT aroINTO3 PAacTeHHM OT TakoBoro y KuBOTHBIX. [IKI 'y
pactennii 4acto HaszpiBalOT AII-IIKI, koTopas MOXET MNpPOUCXOAHUTh NpPH
HOPMAJIBHBIX YCJIOBHSX (HAalpuMep, Ha ONPEAENICHHBIX 3Talax OHTOTEHEe3a) WIIU
WHIYLIMPOBATHCA MPU AEUCTBUU aOMOTUYECKUX I OMOTHYECKUX CTPECCOPOB.

YBennuenue npoaykiun ADK nabmromaercs npu paszsutum [IKT y kmetox
KHUBOTHBIX, Jpoxokedt u  pacrenuit [Circu, Aw, 2010]. B pabGorax c
UCIIOJIb30BaHUEM KYJBTYPHI KJIETOK Tabaka IMOKa3aHo, YTO TEIUIOBOE BO3JECHCTBHE
npuBOAMIIO K moBeImeHu0 ypoHs ADK [Vacca et al., 2004, 2006; Locato et al.,
2008]. IMapamrenbHo ¢ yBenuueHueM reHepanuu ADK mpoucxomuT pa3BUTHE
npusnakoB [IKI', a uMeHHO: KOHJEHcAIMs MpoToIUIacTa M XpomaruHa [Vacca et

al., 2004], «recruuna» JIHK [Vacca et al., 2004; Locato et al., 2008], Bbixon
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muToxpoma ¢ u3 muroxoHapuii [Vacca et al., 2006], okucieHue IMNHUIOB H
OENKOB, YBEIMYEHUE COJACPKAHUS OKUCICHHBIX (OPM acCKOPOWHOBOM KUCIOTHI U
rnyratnoHa [Locato et al., 2008]. JobaBicHre aHTHOKCUAAHTHBIX (DEPMEHTOB BO
BpeMsI TEIJIOBOTO BO3JCHCTBUS MOAABIISIIO BBIXOJ LIUTOXPOMA € U3 MUTOXOHIPHIA
tabaka [Vacca et al.,, 2006]. Omnako >pdext ADPK nHa paspurue I[IKI mpwu
TEIUIOBOM BO3JICHCTBUM SIBISIETCS HEOMHO3HAYHBIM. [lokazaHo, 4To AoOaBieHHE
KaTaja3pl MOAaBIsUI0 TuOenb kinerok npu pa3sutum [IKIT B KynbType KIIeTOK
apabujorncuca, TMOABEPTHYTHIX TEIJIOBOMY BO3JACUCTBHIO. A  mo0OaBiieHHE
aCKOpOMHOBOM  KHCIIOTBI M  BOCCTAHOBJEHHOTO TJyTaTHOHA, HAa00OPOT,
ctumysrpoBaio rudens [Doyle, McCabe, 2010].

JlpyruMm THIIOM THUOENH KIETKU SBISETCS HEKpo3. Hekpo3 OmMchIBaIOT Kak
Xa0THYHYIO, HEKOHTPOJIMPYEeMyIo KiIeTouHyto cMmepTh [Reape et al., 2008]. Ipu
CWIBHBIX CTPECCOBBIX BO3JICHCTBHUSAX KJETKa MOrudaer myreM Hekposa. ['mbenb
IPOMCXOIUT MIHOBEHHO, TPU 3TOM MpHU3HAKOB, XapakTepHbx s AII-TIKI, He
HaOmomaeTcs. Y pacTUTENBHBIX KJIETOK MPH HEKpO3€ HHOT/AAa MPOUCXOIHT
ObICTpO€ OTCTaBaHWE TMPOTOIUIACTA M PaHHHWH pa3pblB LUTOIIA3MATUYECKON
meMmOpanbl [Van Doorn et al., 2011]. B kieTkax pacTeHH MPH MaTOrEHHOM aTake
OJHUM W3 paHHUX KJIETOYHBIX COOBITUH SIBIISICTCSI OKHUCIUTEIBHBIA B3PHIB,
KOTOPBII MOXKET MPUBOIUTH K Hekpo3y [Desikan et al., 1998].

Kpome Brimeykazanubix Gopm rudenu (AII-IIKT u Hekpo3), ans pacteHuii
omucana ayrodarusi. TepMuH «ayrodarusy» WIM «CaMOIOETaHUE» KIETKU
UCTIONB3YETCs B CIy4yae, KOTJa MUTOIIa3MaTUYECKUe MaTepuaibl IeTpagupyoTcs
IpU YY4aCTHHM JU30COM (KUBOTHBIE KJIEeTKH). ['mOenp kieTku myreM aytodaruu
MOJKET MPOUCXOMIUTH B MIPOIlEcCCe HOPMAIBLHOTO PAa3BUTHS, a TAKXKE MPHU JIEHCTBUA
crpeccoBbix (pakropoB [Klionsky, 2005]. Takoii Tum rubenu xapakTepuU3yeTcs,
rJIaBHBIM 00pa3oM, (opmupoBanreM ayTodaru4ecKux BaKyoJied, a TakkKe
U3MEHeHHEeM (OPMbI MUTOXOHIPHNA M JHAOIUIA3MATUYECKON CEeTH W HEeOOINbIINM
yBennueHueMm anmapata [onasmku [Reape et al., 2008]. Ilokaszano, uro A®K

y4acTBYIOT B akTuBaiuu ayrodaruu [Xie et al., 2012].
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1.4. Twunsl u caiitel npoaykuuu APK B kiierke
1.4.1. Tunvet ADK ¢ knemke

Bo BCCX ZKHNBBIX OpraHusmax IMPOTCKAr0T OKHUCIIUTCIIBbHO-

BOCCTAHOBUTEJIbHBIE PEAKIMH, MOOOYHBIM MPOAYKTOM KOTOPBIX sBIstOTCS ADK

[Apel, Hirt, 2004].

Cpenu obpasyromuxcs ADK B KiIeTKe BBIACISAIOT CICAYIONINE: CHHTJICTHBIN

kuciopon (‘0’,) cymepoxcua-pagukan (O,), rumpomepokcri-pagukan (HO,),

nepokcu Bogopona (H,0,), ruapokcun-pagukan (OH') [Asada, 2006]. Taxxe mpu

Y4acTUU MOJIEKYJISIPHOTO KHCIIOpOAa MOTYT OOpa30BBIBATHCSA TaK Ha3bIBaeMbIe

aktuBHBIC Gopmbl azota: okcua azora (NO), mepokcuauTpur (ONOQO ) [Turrens,

2003].

o 1~* 1~
cuHTIeTHeIH  kucaopon — (CO ). O, ofOpasyercs B  mporecce

¢doronnrnOupoBanust [Hasanuzzaman et al, 2013] u ¢ yuactuem
dorocuctemsl Il B mpomuecce ¢porocunresa [Apel, Hirt, 2004; Asada, 2006;
Hasanuzzaman et al., 2013].

cynepokcun-pamukan (O, ). O,” MoxeT 00pa30BBIBATECS B IPOIECCE

doTocunTe3a B Xyoporactax (peakiust Muiepa). O, Takke oOpasyeTcs B
mutoxoHapusx [Navrot et al., 2007] u sBnsercs riaaBHBIM HEXeIaTCIbHBIM
nOoOOYHBIM TIPOAYKTOM, OOpa3ymolMMCs B MPOLECCE OKUCIUTEIHLHOTO
dochopunupoBanus. Taxke renepanust O,  NPOMCXOAUT B MATPHUKCE
nepokcrucoM U Ha ux memoOpane [del Rio et al., 2006] u sBaseTCs ciieacTBUEM
HOpPMaJIbHOTO MeTaboinu3ma mnepokcucoM. Kpome Ttoro, B mpomykmmu Op
yuactByror HAJIDH-okcnmasel 1ma3mManieMMbl M KCaHTMHOKCHAA3a

[Hasanuzzaman et al., 2013].

ruaponepokcuna-paaukan  (HO,). Tlpu wHm3kux 3Hadenuwsx pH O,
IPaKTHIECKH HE TPOSBIISIET AKTHBHOCTH caM MO cebe, HO HHAaKTHBHPYET
OelKH WM BBI3BIBACT IIEPEKUCHOE OKUCIICHHWE JIMIHIOB B  CBOEH
nporonupoBannoii popme HO,'. O6pazosanme HO, mHpoHMCXOAUT 3a CUET
nporonupoBanus O, [Mensenes, 2013]:

H'+ 0, — HO,"
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e mepokcun Bomopoxa (H,0,). H,O, moxer oOpaszoBeiBatbest u3 O, B
xyoporutactax ¢ ydactueM ¢orocuctembl | (PCl) m MUTOXOHIPHSIX C
OMOIIbIO cymnepokcuaaucmyTassl [Asada et al., 2006; Navrot et al., 2007].
Taxxe H,0, MmoxeT oOpa3zoBbiBaThCs B epokcucomax [del Rio et al., 2006]: B
nporecce (oroapixaHus (peakius OKHUCICHUS TJIMKOIATa), [-OKUCICHUS
KUPHBIX  KHCJIOT,  (PEpMEHTATHBHOW  peaknuud  (hIaBHH-OKCHA3,
muctporiopionrposanus O, [del Rio et al., 2006].

e  rmapokcuia-pagukan (OH) wm ruapokcmn won (OHY). 'OH o6pasyercs B

peakuun Xabepa-Batica, koTopas mpoTeKaeT B MPUCYTCTBUM MOHOB JKelie3a
(Fe) wru memu (Cu™):
Fe®*, Cu*
H,O, + O,” —'OH+ OH + O,
Peakuus Xabepa-Baiica MmoxkeT ObITh pa3/iesicHa Ha JiBa dTarna:

1. Peakyus ®enmona, B xotopoii OH o6pasyercs uz H,O, ¢ ydactuem

METaIOB C IEpPEeXOMHON BAICHTHOCTHIO B XenaTHpoBaHHOH dopme (Fe”*

uu Cu®):

H,0, + Fe**-kommexc —» ‘OH + OH™ + Fe**-kommekc.
2. Fe*"-xommiexc moxer sddextnBHO BoccTaHaBmBath O, , obecreunBas
TaKUM 00pa3oM HUKJINYHOCTE peakiuu dentona [Measenes, 2013]:
Fe**-kommiekc+ O, — O, + Fe* -komruiexkc.

Takum 00pa3zom, B KIETKEe MNPOAYUUPYIOTCS paznuuHbie Gopmbl ADPK wu
CYIIIECTBYIOT MHOTOUMCIICHHBIE KOMIIOHEHTHI aHTHOKCUAHTHOM 3aIUThI, KOTOPHIE
ux oOe3BpexkuBaroT. B padote [[Ipagemosa u ap., 2011] npemiokeHO HECKOJIBKO
MPUHITUIIOB KJIACCH(UKAIIMK CUCTEM aHTHOKCUAAHTHOW 3amuThl. OauH H3
MPUHITUIIOB TIPEJIIoIaraeT CylmecTBOBaHUE TPEX TPYII aHTHOKCHUIAHTOB. [lepBas
rpynna aHTHOKCHIAHTOB, BKIIOYawomias (GeppuTuH, TpaHcheppHH, anbOyMUH,
npensTcTByeT oOpazoBannio ADK B pesynpTaTe XelaTHUpPOBaHUS METAUIOB C
NEePEeMEHHON BaJieHTHOCTH. BTopasi rpymnmna BkiIro4aeT B ceOst (hepMEeHTATUBHBIE
(cynmepokcuaaucMyTasa, karajiasa, ackopoarnepokcuaasa, TyTaTUOHPEAYKTa3a) U

He(epMeHTAaTUBHbIE  (acCKOpOWMHOBAsT  KHUCJIOTa,  TAYTaTHOH,  TOKO(depo,
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(1aBOHOMTBI ) AHTHOKCHIAHTBHI, KOTOpBIC MOJIABJISIOT pa3BUTHE
CBOOOHOPAIMKAIBHON peaknuu. TpeThsi Tpymia aHTHOKCHIAHTOB YYacTBYET B
UCTIPABJICHUHU TIOBPEXK/ICHHIA, HATIpUMED, TIIyTaTHOH-S-TpaHcdepasa [[Ipagenosa u
ap., 2011].

1.4.2. Caiimul npodyxkuyuu ADPK

OcHoBHbIMU caiiTamu TeHepaiuu ADK B pacTUTENbHON KIIETKE SBISIOTCS
HAJI®H-okcuaaspl, XJIOPOIJIACThI, MUTOXOHAPUH, EPOKCUCOMBI U CBA3aHHBIE C
KJIETOYHOW CTEHKOW mepokcuaasbl. [lomumo ykazanabix cuctem ADK wmoryr
00pa3oBBIBaTECS B pe3yibTare (DYHKIIMOHUPOBAHUS TaKuX (EPMEHTOB Kak
TIIMKOJIATOKCHIA3a,  OKCallaTOKCHa3a,  aMHHOKCHIa3a,  KCAaHTWHOKCH[A3a,
muToxpoM P450-3aBucuMasi OKCHIeHasa, a TakKe IpH [-OKUCICHHUU KUPHBIX
xucioT [Mittler, 2002; Mittler et al., 2004].

1.4.2.1. HAJI®H-oxcuoaza (Rboh) (EC 1.6.3.1)

Onnum n3 uctounnkoB ADK y pacrennit seisercs HAJIPH-3aBucumas
OKCHJa3Hasl CUCTEMa, SIBIISIONIASCS OJHOM W3 PEIOKC-CHCTEM IUIa3MalieMMbl. B
remome A. thaliana nacumteiBaeTcsi nmecsath rexoB (AtRboh, respiratory burst
oxidase homolog), kotopsie koaupyroT pazimuHbie n3ohopmbl HAJIOH-okcuaassl
[Sagi, Fluhr, 2006; Suzuki et al.,, 2011]. AxtuBnoctr HAJJDH-okcuaassl
BO3pacTaeT MPH CaMbIX Pa3IMYHBIX BO3JACUCTBHSIX, B TOM YHUCIIC U TIPH TTOBBIIIICHAN
temneparypbl [Suzuki et al., 2011], ommako skcmpeccus renoB A. thaliana,
KOJUPYIOUIMX 3TOT (epMeHT, Hu3MeHsiercs cnabo. MckiroueHueM u3 TMpaBull
sprsiercsi reH RBOHD. DOkcmpeccusi sToro reHa B KJIETKax apabuiaorcuca
BO3PACTAET B OTBET HA XOJIOAOBOM, COJIEBOM, TEILUIOBOM, OKUCIUTEIBHBIE CTPECCHI,
a Takke 3acyxy u nopanenue [Suzuki et al., 2011]. B reHome puca oOHapyKEHO
nesatb reHoB HAJI®H-okcupasel. B oramume ot A. thaliana, npodwuam
OKCIIPECCHH TSHOB pHCa 3HAYUTEILHO pa3IMJaliiCh B 3aBUCUMOCTH OT THIIA
crpeccoBoro BoszaeicTeus [Wang et al., 2013].

Bce 6enku Rboh pactenuii UMeOT OJIMHAKOBYIO CTPYKTYPY: IIUTO30JIbHBIHN
DA/l - u HAJZI®H - cBsa3biBaromue Jo0MeHbI 1 6 TpaHCMEeMOpaHHBIX CITHpaJieh ¢ 2

reMamu. KpOMC TOro, B OJHOM H3 MNIUTO30JbHBIX JOMCHOB pacrojaracTcs
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KaJbIIUH-CBS3BIBAIOIIMKA  MOTUB, MoTuB JneBod pykum (EF-hand), w
dbochopmmpyromuii  JJOMEH, KOTOpbIe HWMEIOT  OOJbIIOe 3HAYCHHE IS
dbyukuonupoanns HAJI®H-okcumaszer [Suzuki et al., 2011; Sagi, Fluhr, 2006;
['msaubko, Mmenko, 2010].

HAJI®H-okcumaszel yyactBytoT B mpoaykiunu APK mipyu HOpMaabHOM pOCTe
U Pa3BUTHU PACTEHUH, a Takke MpHu OMoTHYecKoM cTpecce. Kpome Toro, Genku
Rboh ygactBytor B perymsnuu oTBeTa pacTUTECIBHON KJICTKH Ha aOMOTHYECKOE
Bo3zaericteue [Suzuki et al., 2011]. OO6paszoBanne ADK B pesynbrare
¢bynkmonupoBanus HA JIOH-okcuiassl IpouCXOAUT MPH Mepeaayde IeKTpoHa OT
nuromiazmatnueckoro HAJI®H na @A/l u rem. Jlanee 3JIeKTpOH NEPEHOCUTCS HA
Hapy)XHYI0O CTOPOHY IUIa3MaTHYeCKOW MeMOpaHbl, TIJIe B3aUMOJCHUCTBYET C
MOJICKYJIIPHBIM KHUCJIOPOJIOM C O0Opa30BaHHEM CYIEPOKCHUA-paauKaia. 3aTeM
CYIIEPOKCHI-pAaIUKal B pe3ylbTaTe (PYHKIIMOHUPOBAHUS CYNEPOKCHIINCMYTa3bl
npeBpaiaercs B nepokcua Bogopoaa [Sagi, Fluhr, 2006; I'nsusko, Minenko, 2010;
Suzuki et al., 2011].

N3-3a nHamuuus EF-moTuBa akTuBHOCTH OenkoB RbOh Bospacraer mpu
TOBBIIIICHUHM YPOBHS IMTO30JIbHOTO Kayblims [Ogasawara et al., 2008]. B cBoro
ouepe/b, MOBbIMICHUE MPOoAyKIuu A®DK TpHBOIUT K aKTUBAUW KaJTbIIHEBBIX
KaHaJOB Ha IUTa3MaTHYECKOH MeMOpaHe pacTeHHd H eme OoJbIIeMy
MOCTYIUICHHIO Kalblius B muro3onb [Sagi, Fluhr, 2006]. Kpome toro, HAJI®H-
OKCHJIa3a MOXET aKTHBUPOBATHCS B pe3ysbTaTe (HoCHOPHIMPOBAHUS KaTbIIHIA-
3aBHCHMBIX NpoTenHknHa3 [Ogasawara et al., 2008; Suzuki et al., 2011].

VYyacteyer 1u HAJI®H-okcunassl pacrenuii B oOpa3zoBanuu ADK npu
TEIJI0BOM BO3AeHCTBHU? XOTSA H3BECTHO, uTO akTUBHOCTH HAJ[DH-okcumassr
BO3pacTaeT MpH MoBbIIcHHH TemmepaTypsl [Dat et al., 2000; Konynaes u ap.,
2012], nmaHHBIE MO A3TOMY TOBOJIY JOBOJBHO HPOTUBOPEUYUBHI. MHruOHUTOpOM
HAJI®H-oxcumas pactenuii sBasieTcs qudenumnennononus xiaopua [Mittler et al.,
2004]. Tlokazano, uTo A00aBJICHHWE 3TOTO WHIHOMTOpa IMOAABISAIO TEHEPAIIHIO
ADK B kietkax apadbugorncuca [Volkov et al., 2006] u Tabaka [Konigshofer et al.,

2008] mpu TeruioBoM Bo3aciicTBHM. Ha 3TOM OCHOBaHWM OBLIO MPEAIOJIOKEHO,
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9TO UCTOYHUKOM oOpazoBanuss ADK B rereporpodHOil KynbType KIETOK MpH
noBeIIeHuN Temmepatypsl sBisitores HAJIOH-okennaser pacrenuii [Konigshofer
et al., 2008]. Crnenyer oTMeTuTh, YTO AUGEHUICHUOMOHUS XJOPHU SIBIIICTCS
uaruouropom He TOoabko HAJID®H-okcuaasbl, HO u Bcex (IaBHH-COAEPKAIIIX
depmenToB [Meller, 2001], moaTomy, BEpOSTHO, HEIb3sl CTPOTO YTBEPXKAATh, UTO
HAJI®H-okcuaaspl pacTeHU SBISIOTCS OCHOBHBIM HCTOYHUKOM IPOAYKIIAU
A®K mnpu temnoBoM Bo3zaeiicTBuu. B To ke Bpems, oueBuaHo, uro HAJIDH-
OKCHJa3bl Y4YacTBYIOT B TMepelaye CUTHAJla y pPACTEHUM TMpU TOBBIIICHUH
TEeMIEPaTypbl. DKCIpPeccus OTACTbHBIX T€HOB, Koaupyoomux uzopopmsel HA JIOH-
OKCHJIa3bl, BO3pacTaeT NpU TEIUIOBOM BO3ACHCTBHM Yy apalOuaoIicuca M puca
[Suzuki et al., 2011; Wang et al., 2013]. A neneuus reroB RBOHB u RBOHD A.
thaliana momaBmsima crOCOOHOCTH pacTEeHW pa3BUBaTh HMHIYIUPOBAHHYIO
tepmoTtosiepanTHocTh [Larkindale et al., 2005].

HenaBno  Obuto  mpopemoHcTpupoBano, uro  HAJI®H-oxcumasbl
apabujorncuca ydJacTBYIOT B TMepefadye CHCTEMHOTO CHTHajda O TeIJIOBOM
BO3JICUCTBUM TIO0 BCEMY PACTEHHIO B CUCTEMHOM MPUOOPETEHHOW YCTOMYMBOCTU
[Miller et al., 2009; Suzuki et al., 2013; Baxter et al., 2014]. Oxka3anoch, 4TO
nenenms rera RBOHD A. thaliana nme Bamsna wa cumares BTIHI B imcre,
HETMOCPE/ICTBEHHO MOJABEPTHYTOM TEIUIOBOMY BO3JCHCTBUIO, HO TMOAABIsIA ATOT
polecc B JIUCTBAX PACTEHHUS, KOTOPBbIC TEIUIOBOMY BO3JCHCTBHIO HE
noasepranuck [Miller et al., 2009]. Ha stom ocHOBaHMH aBTOPBI MPEATIOIOKHIIH,
yTt0o obpazoBanue ADK B pesymprare pynkunonupoBanusi RBOHD neobxomumo
Il Tepejayd CUCTEMHOr0 CHUTHaJIa IO BceMy pacteHutro. Bomna AO®K,
oOpa3zyemasi B OJHOW YaCTHU pPACTEHHUs, MOXET IepefaBaThCs depe3 amorviacT K
JIPYTHM YacTsSM PAacTECHHUS U BBI3BIBATH TaM akThBanuio skcrpeccun BT [Suzuki
et al., 2013]. K coxaneHuro, 0CTaIoCh HEM3BECTHBIM, Kak Aeneius rera RBOHD
BausieT Ha oOpaszoBanue A®K B JUCTBAX, TMOABEPTHYTHIX TEIJIOBOMY
BO31CHCTBHIO.

Takum o00pa3oMm, B HaydyHOW JUTEpaType OTCYTCTBYIOT TBEpJbIC

nokazarenberBa 00 yyactun HAJI®H-okcuaasel B npoaykuun A®K y pacrenuit
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Ha HAYaJbHBIX JTamax TeIJIOBOTO BO3ACHCTBUA. XOTsS, OYEBHAHO, YTO ITOT
(dbepMEeHT UTpaeT BAKHYIO POJIb B TIEpeIade CHCTEMHOTO CUTHAIA.

1.4.2.2. Ilepoxcuoasw (EC 1.11.1.7)

[Tepokcuaaspl, reMcoaep X aIriiue TIHKOTIPOTEHHBI, W3BECTHHI YK€ OYCHD
JaBHO, nopsiaka 70 JeT, U Ha MPOTSHKEHUU ITOTO MEePUOo/ia BPEMEHU OHU aKTUBHO
uzyvatorcs. llepokcumaspl BBITOJHSAIOT AHTUOKCUJAHTHBIE (DYHKIIMH, 3allyiias
KJIETKH OT Pa3pyIIUTEIHLHOTO NEUCTBUS MEepoKcuaa Bogopoaa. OMHaKO OHM MOTYT
paboTaTh M KaK OKCHAA3bl, IIyTeM OKHCIICHHs xkenesa (u3 Fe?* B Fe®* BanentHOCTS)
U mepegaun d3JeKTpoHOB OT BoccraHoButeneit (HAJIH) nHa MonexkynsipHbIif
kuciopo. IlonoOHas akKTUBHOCTH NMEPOKCHAA3 MPUBOAMUT K oOpazoBaHuio ADK
(cymepokcua-paauKana, nepokcuaa BOJIOPOJIA, THJIPOKCUJI-paJIUKaIIa)
[Munubaesa, ['opaon, 2003].

B pacTteHusix HEKOTOpbIE MEPOKCHUJIA3bl JIOKAJIMW30BaHbl B AaMOIJIACTHOM
MIPOCTPAHCTBE KJIETOK, TJI€ OHU CBSI3aHbl MOHHBIMH WJIM KOBAJICHTHBIMU CBSI3SIMU C
NOJINMEpPaMHU KJIETOYHOU cTeHKH [MunubaeBa, ['opaon, 2003]. Otu nepokcuaassl
MOJIy4rJId Ha3BaHue nepokcuaassl kiacca |1, Tlepokcuaaser kinacca lll sBisirores
KaJblUi-3aBUCUCMBIME epmerTamu [Komymaes u np., 2012]. U3BectHo okoio 73
renoB A. thaliana, komupyromux 3tu dpepmentsr [Cosio, Dunand, 2009].

Bo MHoOrux cnyuasx ObIBa€T CIOXXHO Pa3rpaHUUYUTh MPOOKCUIAHTHYIO H
aHTHOKCHIAHTHYI0 (yHKIuKM nepokcuaassl [Komymaes u jp., 2012]. Tem He
MEHee, MHOTHE aBTOPBI OTBOJST MEPOKCHAAa3aM KIFOUEBYIO POJb B 00pa3oBaHUU
A®K y pacrenmii [MwunubaeBa, ['opgon, 2003; Komymaes, Kaprmer, 2009].
[Ipeamonaraercsi, 9To CHadaja MPH JCUCTBUHM CTpecca MPOWCXOAMT MOBBIIIICHUE
aKTUBHOCTHU TEPOKCHA3bl (B TOM UHMCIE W anoruiacTHon). Ha cinemyromem stame
ycumBaeTcst oopazoBanue ADK, 4To IpUBOIUT K TOBBIIICHUIO YPOBHS KaJIbIIUS B
uuro3ofie. 3ateM aktuBupyrorcss HAJ[OH-okcunasel, u nponykuuss ADK eme
oostee Bo3pactaet [Koaymnaes, Kapnerr, 2009].

[Toxa3aHo, YTO aKTHBAIMS TMEPOKCHAA3 MOXKET HAOIIOAAThCS TPH CaMbIX
pa3IMYHBIX CTPECCOBBIX BO3acicTBUAX [Munubaea, I'opmon, 2003; Cosio,

Dunand, 2009; Koaymaes, Kapmern, 2009]. Cormacho paboram [MwunuOacsa,
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I'opmon, 2003; Cosio, Dunand, 2009], nepokcunaser kimacca Il mpoxymupyror
A®K B oTBeT Ha OMOTHYECKHMI M MeXaHWUYECKHH cTpecchl. [lokazaHo, 4TO BO
BHEKJICTOYHOM pAacTBOPE, MOJYYEHHOM IOCJI€ MHKYOallMM OTCEYEHHBIX KOpHEH
NIICHULBI, HaOII0NaI0Ch TOBBIIICHHE COAEPKAHUA CYNEPOKCUI-paJHKaa.
OAHOBpEMEHHO BO3pacTaia MEepPOKCUIa3Hass aKTUBHOCThb, a TAkKXKe MOBBINIATIOCH
KOJIMYECTBO PACTBOPUMBIX IEPOKCHUJIa3 ¢ MoOjeKyasipHoit maccoit 37, 40 u 136
k/la. O6pazoBanne ADPK mogaBnsinoch npu 100ABICHUH HAHUAA KAIHS M a3uja
HaTpusi, UHrHOMTOPOB nepokcuaas [Minibayeva et al., 2009]. Oxnako Bkam 3THUX
dbepmenToB B o0myro mnpoaykiuio ADK B KIeTKe JOCTaTOYHO TPYIHO
yCTaHOBUTH. [[naHu kamvs u a3uj HATPUs, HHTHOUTOPHI MMEPOKCUIA3, SBISIFOTCS
WHTHOUTOpaMU BCEX TeM-cojepkamux QepMeHToB. B pacTtutensHOM KieTke
GYHKIIMOHUPYET MHOXKECTBO T€HOB MEPOKCHAA3, U MHAKTUBAIIUS OJHOTO U3 ITHX
IeHOB, KaK MpaBWJIO, HUKAK He BiuseT Ha npoaykiuio ADK mockonbky yTpara
OJIHOTO U3 TE€HOB KOMIIEHCUPYETCsI (DYHKIIMOHUPOBAHUEM JIPYTHUX TOMOJIOTHYHBIX
reroB [Cosio, Dunand, 2009].

Pons mepoxcupaz kmacca III B oOpazoBanuu A®K mpu TersoBom
BO3JICHCTBHM Majio n3ydyeHa. [loka3aHo, 4TO MOBBIIICHUE TEMIIEPATYPhI BHI3HIBACT
B KOPHSX TMIICHUIBI MOBBIINICHUE COJAEPXKAHUS TMEPOKCHAA BOJOPOJAA, YCHIICHUE
aAKTUBHOCTHU TIEPOKCHUJIa3bl M U3MEHEHHE N30(DEpPMEHTHOTO CIEKTpa Mepokcuaas. B
TO e BpeMs ycujeHue reHepauun ADK mnojaBisyioch Kak HMHTUOUTOpaMu
HAJI®H-okcuaasel, Tak 1 uHruOuTopamu nepokcuaas [Komymaes, Kapnerr, 2009;
Kosymaes u nip., 2012].

1.4.2.3. Xnoponnacmei

Onnum w3 ocHOBHBIX caiiToB reHepamun ADK B doTocuHTE3MpyROMIIX
KJIETKaX PacTeHUH ABISAIOTCS XJoporuiacTel. Hampumep, 06paboTka mpoTOIIacToB
apabumorncuca ynbTpadronaeToBeiM cBeToM mpuBoguia k reHepamuun ADK. Ho
nponykius ADK mopaBmsuiach, €Clid MPOTOIJIACTHI MHKYOUPOBAIM B TEMHOTE
[Gao et al., 2008]. Cneunduunbie 11 pacTeHUH OpraHe/UIbl — XJIOPOTUIACTHI
Y4acTBYIOT B CJIO)KHOM MEXaHH3ME YyJIaBJIMBAHHS CBETa U MPEOoOpa30BaHHUH €TO B

XUMHUYECKYIO0 d3Hepruto. OHAKO B JAHHOM Ipoliecce MOryT oOpa3oBbiBaThest ADK
30



[Asada, 2006]. OGpazoBanme A®DPK m0pOUCXOMUT TMPH MEPEBOCCTAHOBICHUH
anekTpoH-TpaHcnoptHo uenu (DTL[) xyopomnacToB, Takxke NPU CO3JAHUU
YCIIOBUH, KOT/a TOCTYyMaeT MHOTO CBETOBOHM sHepruu; mpu Hemoctatke COg,
HAJI®". @oronponykius A®K B 3HAUMTENLHON Mepe  3aBHCHUT  OT
¢dusnonornueckux (pakTopoB U (HaKTOpOB OKpyKaromed cpeapl. | TaBHBIMU
neHTpaMu mpou3BoacTBa ADPK B TWIIakoWgax XJIOPOIUIACTOB B IpoIlecce
dorocuntesa cayxar O@Cl u OCII [Asada, 2006]. O cocTosT M3 OONIBIIOTO
qrciia KOMIIOHGHTOB, KOTOpBIE BOBJICUEHBI B TMpolecc MpeoOpa3oBaHuUs
IIOTJIONICHHOM 3HEepPIuH cBeTa B XuMudeckyto [Asada, 2006].

B mpomecce ¢dorocuHTe3a POTOCHCTEMBI YYacCTBYIOT B Te€HEpaluu
cienyromux A®K: CHHIICTHBIH KHCIOPOJ, CYNEPOKCHI-PaauKaj, IEepPOKCH
Bojiopoza [Asada, 2006].

OobpazoBanue cuHrIeTHOro Kucioponaa npoucxomut B @CIl B pesymnbrare
KOHTaKTa MOJICKYJSIPHOTO  KHCIOpoja (B  TPHUIUICTHOM  COCTOSIHUH)  C
XJIOpOPHIUIOM, KOTOPBIM MOTJIOTHI (OTOH ¥ HAXOAUTCS B  TPHILICTHOM
BO30Y)KJICHHOM COCTOSIHMM. Takasi CHTyalHsi BO3HHMKAeT TIPpU  BBICOKOH
WHTCHCUBHOCTH CBETa, KOTJa KOJMYECTBO (POTOHOB CIMIIKOM BEIHKO H
NPEBBIIIACT YPOBCHB, HEOOXOAUMBIH 11 HackIimeHus poTocunTe3a [Asada, 2006].

OO6pazoBanue cymnepokcua-paaukana npoucxoaut B DCIl. Cymepoxcun-
panukan oOpa3yercs IMyTeM Mepenadd AJIEKTPOHOB C HKENIe30-CEePHBIX KJIacTepPOB
Ha MOJICKYJISIpHBINA Kucinopod. BoccraHoBiIeHHBIN (DEPPOIOKCUH TaKKe MOMKET
OTJaBaTh JJCKTPOH HA MOJICKYJSIpHBIA Kuciaopoa. Kpome Toro, reHepamus
cynepokcua-paaukaia BosmoxkHa B @CIl B Qa m Qp caiirax [Asada, 2006].
['eHepanusi MIEPOKCUI BOJOPOIa MMPOUCXOIUT M3 CYIEPOKCHI-paJUKalia, KOTOPBIN
obpazoBascs panee B @Cl, B peakuusix, onucaHHbiX B riase 1.4.1.

AbGuoTtnueckue U OuoTMdeckue (GakTopbl MPUBOIAT K mpomykiuun ADK
xmoporiactamu [Torres, 2010; Suzuki et al., 2012]. YVyacTte XJI0pOIIacToB B
npoaykuun A®K mnpu  MOBBIIIGHHH TeMIIepaTyphl HEMOCPEICTBEHHO HE
uccienopaioch. OjHaKo TMoOKa3aHO, YTO KyiubTypa kierok A. thaliana,

BBIpaIlleHHAsi Ha CBETYy, COJIep)Kajla XOpOIIO pa3BUTHIE, (PYHKIIMOHAJIBLHbBIC
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XJIOpoIutacTel M Oblna 6osee ycroitunBa k pa3sutuio AII-IIKI mocne temmoBoro
Bo3eiicTBus. [IpuueM noGaBieHMe aHTHOKCHUIAHTOB, TaKMX KaK acKOpOMHOBas
KHMCJIOTa U BOCCTAHOBJIEHHBIN TIIyTaTHOH, ycuiauBaio pa3putue AII-1TIKT'. Ha atom
ocHoBanuu aBtopel [Doyle et al., 2010] cumemamu mpenanonoxkenue, yro ADK,
oOpa3yeMble B XJIOPOIUIACTAX, UTPAIOT BasKHYIO potib B pa3suTuu [1IKI" y pactenuii.

14.2.4. Ilepoxcucomoi

Hpyroi opraHemion, ydactByromer B mnpoaykumu ADK, saBisercs
nepokcucoma. B mepokcucomax ecThb JABa caiTa 0Opa3oBaHUS CYNEpPOKCHU-
paavkana:

1. B wmarpukce opraHemnsl. B peakuum OKUCIEHHST KCaHTMHA U
TUIIOKCAHTUHA,  KaTaJu3UpyeMOW  KCAHTUHIETHUAPOTEHA30i,  MPOUCXOJHUT
o0pa30BaHUE MOYEBOU KUCIIOTHI U CYIIEPOKCUI-paIuKaIa.

2. B mnepokcucomanbHOW MeMOpaHe OpraHesulbl, TJI€ COJCPKUTCS Majas
3JIeKTpOH-TpaHcnopTHast memnsb [del Rio et al., 2006].

IIpn  crTpeccoBoM BoO3aeWcTBUM  yBenuuuBaercss reHepamus ADK
nepokcucomamu. Tak, npu OHOTMYECKOM U a0MOTHYECKOM BO3JECHCTBUAX
(IeWicTBUE TSKENBIX METAIOB, COJIEBOM CTpecC) pa3BUBAETCA OKHUCIUTEIbHBIN
CTpecc, B KOTOpOM IPUHUMAIOT yuacTre nmepokcucoMsl [del Rio et al., 2006].

1.4.2.5. Mumoxonopuu

MuUrtoxoHApus paccMaTpUBAETCS KaK OJWH M3 OCHOBHBIX HCTOYHHKOB
obpazoannss ADK B kierkax xuBotHbix [Adam-Vizi, Chinopoulos, 2006;
Murphy, 2009] u npoxokeit [Rigoulet et al., 2011]. B rereporpodHBIX TKaHSIX
pacTeHU MUTOXOHJIPUU TAKKE€ BHOCSIT 3HAUUTEJIbHBIN BKJIa]l B oOpazoBanue ADK
[Mealler, 2001]. O6pazoBanne ADK mMuTOXOHIpPHSIMHU HAOIIOAAETCA B IMPOIECCE
OOBIYHOTO (DYHKIIMOHUPOBAHUSI OKUCIUTEIBLHOTO (PochopriinpoBaHus, OJIHAKO
CKOPOCTh 00Opa3oBaHUs MUTOXOHIpHAIbHBIX A®DK 3HaunTeNnbHO yCHIMBAETCS B
CTPECCOBBIX HWIJIM Tarosiorndeckux ycioBusx [Adam-Vizi, Chinopoulos, 2006].
TenmoBoe BO3AENCTBHE NPUBOAMT K ycwieHUIO npoaykunn APK B kierkax

pacTEeHUI U IPOXOKEH, MUTOXOHAPHH aKTHBHO YYacCTBYIOT B 3TOM mporecce [QI et
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al., 2011; Zhang et al., 2009; Schwarzlander et al., 2012]. Ognako aeramu 3TOTO
Ipolecca OCTalTCs BO MHOTOM HEM3BECTHBIMH.

bonpmas gacte ADOK B MEUTOXOHAPHUSAX 00pa3yeTcst B pe3yibTaTe MmepeHoca
9JIGKTPOHOB M0 jabIxarenbHoi mern [Adam-Vizi, Chinopoulos, 2006; Murphy,
2009; Marchi et al., 2012]. Oo6pa3zoBanne ADPK B MUTOXOHIPHUSIX KIETOK
KUBOTHBIX MOXKET TMPOWCXOJUTh TaKKe B pe3ynbTrare (QYHKIIMOHUPOBAHUS
IIUTOXPOM bs peayKTa3bl, MOHOAMHWHOKCH[IA3bI, JUTHIAPOOPOTATACTUIPOTEHASHI,
rutepuH-3-gochaTaernaporenassl, 0-KeTOTIyTapaTaAeruaIporeHasbl, aKOHUTA3bI
U mupyBataeruaporeHassl [Auapees u np., 2005; Marchi et al., 2012]. B to xe
BpeMs npoaykuus ADPK >3tumMu GepMEHTHBIMH CUCTEMAMU MPSIMO WM KOCBEHHO
3aBUCHUT OT (DYHKIIMOHUPOBAHUS JbIXATEIHHON LIETIH.

1) Huroxpom bs pemykraza pacmnonokeHa BO BHEIIHEH MHTOXOHIPHATHLHON
MeMOpaHe. OIt1or QepmeHT okuciager unuroruiazmaruyeckuii HAJI(@)H wu
BOCCTaHABJIMBACT IIUTOXPOM Ds Ha BHelHeld MeMOpaHe. MexaHu3M 00Opa3oBaHUs
A®K >TM pepMeHTOM He U3BecTeH [Anapees u np., 2005, Marchi et al., 2012].

2) Monoamunokcuaaza (EC 1.4.3.4 MAO-A u MAO-B) taxxe HaxoauTcs
Ha BHEIIHEW memOpaHe. DTOT (pepMEeHT KaTadu3upyeT OKHCIEHHWE aMHUHOB, YTO
COIPOBOXKIAETCs 00pa3oBaHHMEM IMepokcuaa Bojopoda [AHapeeB u mp., 2005;
Marchi et al., 2012].

3) Huruapooporarneruaporenaza (DHOH, EC1.3.3.1 wiu EC 1.3.99.11)
JIOKAJIN30BaHa Ha BHEIIHEW CTOPOHE BHYTPEHHEH MHUTOXOHJIPUATBLHOM MEMOpaHBI.
Karamus3upyeT mpeBpaiieHue AUTHAPOOPOTATa B MUPHUMHIAMHOBOEC OCHOBAHHE —
oporar. JlaHHas peakuus SBJSIETCS OTarmoM cuHTe3a de Novo  ypuauH
MoHOdochaTa. B oTCyTCTBHE CBOEro akienTopa dJIEKTPOHOB — YOWXWHOHA,
BoccraHoBiacHHass DHOH Moxker oOpa3oBbIBaTh MEPOKCHA BOAOpoja INn Vitro
[Auapees u gp., 2005; Marchi et al., 2012].

4) ['munepun-3-dhocdaTtaeruaporeHasa (mGPDH, EC1.1.99.5)
JOKAIM30BaHA HA HApPY)KHOM CTOPOHE BHYTPEHHEW MUTOXOHIAPHUAJIBHOU
meMOpanbl. Ona sBusiercs DAJl-comepkamuM  (epMEHTOM, KaTaIU3UpPyeT

OKHCIIeHHE rhulepuH-3-pocdara [0 JUTHAPOKCHUAIIETOHA M HUCIOJIB3YET
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yOUXWHOH, KakK akIenTop JJIEKTPOHOB. B pesympraTe 3TOr0 mporecca MOXET
00pa30BBIBATbCA MEpOKCU Bojopona. PdepMeHT ydacTByeT B MeTabonmu3me
JUNUAOB U ThHulepuH-GochaTHOM IIATIe, KOTOPhIA pereHepupyeT UTO30IbHBIN
HAJI" u3 nomydyensoro B pesynbrate riukomuza HAJIH [Augpees u ap., 2005;
Marchi et al., 2012].

5) O-KeTorayTapaTriaeruiporesasa (KGDHC 1581051 o-
OKCOTIIyTapaTJAeruAporeHasa) mpeacTaBisieT coO0M HMHTErpajbHbI OEJIOK, TECHO
CBSI3aHHBIN C BHYTPEHHEW MUTOXOHAPUATILHON MEMOpPAHON CO CTOPOHBI MaTPUKCA.
Karanusupyer peakuuio NpeBpalieHHsl O-KeTorinyrapara A0 CyKUUMHWI-KoA B
LIUKJIE TPUKAPOOHOBBIX KHCIOT, mcnonb3ys HAJL', kak akientop 31eKTPOHOB.
Cocroutr u3 3 QepmeHToB: o-Kerormyraparaeruaporenassl (E1 cyObenunuia),
JTUATUIPOIIATIOAMU]T CYKIMHUITpaHCc(epasbl (E2 cyObeIuHuIA) 17§
munoamuaeruaporenassl (E3 cyobenunuia). BepostaeiM unctounukom ADK
apigercst depment E3, QunaBun-comepxkamuii pepMeHT, KOTOPBIH CIOCOOEH
TCHEPUPOBATh CYNEPOKCUA-paJMKaN U Imepokcua Bogopoaa [Marchi et al., 2012].
[IponzBoactBo A®DK  o-keroriyrapaTAECrMAPOre€HA30M  yCUJIMBAETCS  IpHU
noseimeHnn cootHomenus HAJIH/HAJT® [Adam-Vizi, Chinopoulos, 2006;
Anppees u ap., 2005].

6) Axonutaza (EC 4.2.1.3) HaxoauTcs B MUTOXOHIPHAIILHOM MaTpHUKCE,
KaTaIM3UPYET MPEBPAIICHUE [IUTpaTa B U30IUTPAT B XOJ€ LIMKJIA TPUKAPOOHOBBIX
KHUCIIOT. DTOT (PEepMEHT HWHAKTUBHUPYETCS MPU OKHUCICHHUU >KEJIe30-CEPHUCTHIX
LEHTPOB CYINEPOKCUA-PATUKAIOM, YTO HPUBOAUT K OOpPa30BaHUIO THUIPOKCHII-
panukana [Argpees u ap., 2005; Marchi et al., 2012].

7) [IupyBaTaeruiporeHa3HbIn KOMIUIEKC JIOKAIU30BaH B
MUTOXOHJAPUATIBHOM MaTpHKce, COJIEPKUT bnaBonpoTenH
JTUTHIPOJIUTIONIIIETUIPOTEHA3HYIO CYOBEIUHUILY, KOTOpas SBISETCS BaKHBIM
ucrounnkom ADK [Marchi et al., 2012].

1.5. Oopa3zoBanune AD®K koMnoHeHTAMH JbIXaTeAbHON eNnu

Oo6pazoBanue ADK nprxaTenbHON IETBI0 MUTOXOHAPUIA TECHO CBSI3aHO C

OCHOBHOM (DyHKITMEH ATUX OpraHeill, ¢ MPou3BoACTBOM AT® npu OKUCIUTETHHOM
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docopmiupoBanun.  OxuciutenbHoe  (pochopuIMpoBaHUE HAYMHACTCA C
OKHUCJICHUSI META0OJUTOB B ITUKIC TPUKAPOOHOBBIX KHUCJIOT, YTO MPUBOAUT K
obpazoanuo HAJIH u ®AJIH,. DT BocCcTaHOBJIEHHBIE SKBUBAJICHTHI SBIISIOTCS
WCTOYHUKOM JJICKTPOHOB IS JBIXATEIIBHON IETH, KOTOpas COCTOUT M3 YETHIPEX
dbepMeHTHBIX KoMILiekcoB (komruiekcol |, I, 1ll, V), a Ttakxke yOuxuHOHa,
uToxpoma ¢ u FoFi-ATP-cunTasbl, kotopyio HaswiBaroT komiuieke V [Millar et
al., 2011]. JIpwxkymeil cuiaoi TpaHCIOpTa SJICKTPOHOB MO JBIXATEIBHOHN IIETH
SBJISIETCS] Pa3HUIIA PEIOKC-TIOTEHIIMala ee KOMIIOHEHTOB. B mporiecce Tpancnopra
AJICKTPOHOB Ha BHENIHIOI CTOPOHY BHYTPEHHEH MHUTOXOHAPHUATHLHON MEMOpaHBI
BBEIOPACHIBAIOTCS TPOTOHBI B TPEX MYHKTAX COMPSDKEHUS JbIXaHUA U
okucnutenbHoro dochopuupoBanus (komruiekcs |, 1, 1V). Camxkenue penokc-
MOTEHIIMajda BO BpeMsl TPAHCIOPTa 3JIEKTPOHOB 00pa3yeT MPOTOH-ABIKYIIYIO
cuity wid Ap, BeIpaXXaeMyr0 B MUJUIMBOJBTAX, KOTOpas UHAYIUpyeT cuHTe3 ATD
¢ mnomompbio FoF-ATP-cunrtazel.  IlpoToH-IBHXKyIIass cujia HUMEET JBa
KOMITOHEHTAa: MUTOXOHAPHUAIIbHBII MeMOpaHHbIi noteHunan (Ay) u pH rpaauent
no o6e croponsl MeMOpanbl (ApPH). OgHako B OONBIIMHCTBE CIIy4aeB 3HAYCHHUE
MPOTOH-ABWXKYIIEH CHIIBL omnpenensiercs Ay. DTOT NOTEHIHWAT HAXOIUTCS B
npenenax 150-180 mB (oTpunatenbHbli BHYTPU), ONPEACISICT MPAKTUUECKU BCE
MUTOXOHJpHANIbHbIE ~ (YHKIIMA W SIBISETCA  KJIIOYEBBIM  [apaMETPOM,
omnpeneNsIomuM  GyHKIHOHAIEHOCT MuTOXoHApui [Adam-Vizi, Chinopoulos,
2006].

B okucCIMTEeTsHO-BOCCTAHOBHUTEIBHBIX PEAKIUAX DJICKTPOHBI MEPEHOCITCS
M0 JBIXaTeNbHOM IENMM Ha MOJEKYJAPHBIA Kuciaopon uepe3 kommiaekc V. B
pe3ysbTaTe MOCIEI0BAaTEIbHOTO MEPEHOCa YEThIPEX 3JIEKTPOHOB 00paszyeTcs JBe
MOJIEKYJBI BOJbI. OJHAKO YacTh KUCIOPOAa B MUTOXOHJIPUSIX BOCCTaHABIIMBACTCS
TOJIBKO YaCTUYHO, a OJJHORJICKTPOHHOE BOCCTAHOBJICHUE MPUBOJIUT K 0OPa30BaAHUIO
cynepokcua-paaukana. CynepoKCua-paanKai miIoxXo TPOHUKAET Yepe3 KICTOYHbIC
MeMOpanbel. OpHakKO B MHUTOXOHAPHUATBLHOM MATPUKCE CYNEPOKCHI-paTuKall

tpauchopmupyercst Mn®*  CymepoKCHIAHCMyTa30if [0 IMEPOKCHAA BOZOPOJIA,
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KOTOPBII JIeTKO TpoHuKaeT uepe3 MemOpansl [Adam-Vizi, Chinopoulos, 2006;
Marchi et al., 2012].

I'ne o6pazyrorcs ADK? HccnenoBanust ¢ UCMOJIB30BAHUEM M30JMPOBAHHBIX
MUTOXOHJIPUM  TIO3BOJIMJIM  yCTAaHOBUTH HECKOJBKO CalTOB  00pa3oBaHUsA
CYIIEPOKCHJIHOTO-paJiKana. TeopeTHYeCKH OJHO3JIEKTPOHHOE BOCCTAHOBIICHUE
KHCII0opoJia ¢ 00pa30BaHUEM CYNEPOKCHUI-PAIMKaa MOKET MPOUCXOAUTh HAa BCEX
KOMIIOHEHTaX JbIXaTelbHOM 1enu. OJHAaKO HUCCIENOBaHMUS C HUCHOJIb30BAaHUEM
U30JIMPOBAHHBIX ~ MHUTOXOHJpPUN  TO3BOJIMJM  IIOKa3aTh, 4YTO 0Opa3oBaHuE
CYNIEpPOKCH/I-paiuKalia MPOUCXOTUT, TIaBHBIM oOOpa3oM, B KoMmiuiekce | u
xomiuiekce |1 [Adam-Vizi, Chinopoulos, 2006].

1.5.1. Komnaexc |

Kommneke | (HAAH-nermaporenaza wmm  HAJIH:  yOuxuHOH-
okcunopenykraza; EC 1.6.5.3), karanusupyer okucienue marpukcHoro HAJIH,
BoccTaHaBiuBas youxuHoH (Q) no youxunona (QH,). [Ipu aToM nepeHocsarcs nBa
AJIEKTPOHA, @ Ha BHEIIHIOIO CTOPOHY BHYTPEHHENW MUTOXOHIPHAIBHOW MEMOpaHbI
TIEPEHOCSITCSL YEeThIPE MPOTOHA, YTO MPHUBOAUT K reHepaiuu Ay [AHapeeB u Ip.,
2005]. Peakius OTHOCTBIO 0OpaTHMa, €CITM YOMXUHOH BOCCTAHOBJICH KaKOW-THOO
Ipyrou JNETUAPOTEHA30U JIBIXaTeIIbHOM LCNH, HAIpUMep
CYKIIMHATJACTUIPOT€Ha30i, B  YCIOBHUSX  BBICOKOIO  MHUTOXOHJIPHAJIBHOTO
norennuana [[‘puBeHHukoBa, BuHorpanos, 2013]. YV pacrenuii xomruiekc |
coctout u3 49 cyowseaununr [Millar et al., 2011]. B MUTOXOHApPHUAX APOKKEH
JTaHHBIA KOMILTIEKC oTcyTcTBYeT [Traba et al., 2009].

Kommekc | cumTaeTcss OgHMM M3 OCHOBHBIX HCTOYHHUKOB TeHEpaIluu
CYNEpPOKCHI-pauKaia Npu (PyHKIMOHUPOBAHUM JbIXaTEIbHOW LENHU, OJHAKO
JaHHBIE, JOKA3BIBAIOIINE ATO MOJOKEHHE, MOJTYICHBI UCKIIOYUTEIHHO C IIOMOIIBIO
U30JIMPOBaHHBIX MHUTOXOHIApui [AnapeeB u ap., 2005; Marchi et al., 2012]. B
KayecTBE HWCTOYHUKA DOJEKTPOHOB JUIsi KOMIUIeKca | B HM30JIMPOBAaHHBIX
MUTOXOHJIpHSIX Hctonb3ytotrcs HAJ[-3aBucumMblie CyOCTpaThl, Takue Kak MAPYBaT U
riayramar/manar, a cyknuHatr, DAJ[-3aBUCHMBI CyOCTpaT, HCHONb3yeTCs B

KauyeCcTBE MOCTaBIIUKA AJIEKTPOHOB i kKoMiuiekca |l. Onucanbl Tpu MexaHu3Ma
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oOpa3oBaHMsI  CYNEPOKCHUI-paJudKaiia B  KOMIUIEKce |  HM30IMpOBaHHBIX
mutoxoHapuii [Adam-Vizi, Chinopoulos, 2006; I'puBeHHHMKOBa, BuHOTpamoB,
2013]. Bo-nepBbIxX, IpH UCHOIb30BaHUHU B KadecTBe HA JI-3aBUCHUMBIX CyOCTpaToOB
(mupyBaTa WK TIyTaMat/mMaliata) CKOpoCTh 00pa30BaHUsI CYyIIEPOKCHI-PAANKaja B
KoMIuiekce | moBosibHO HuU3Kasi, HO reHepanus ADK 3HauuTenbHO ycuiaMBaeTcs
IpU BBICOKOM MHUTOXOHJPHUAIBLHOM MOTeHIuane. Bo-Bropeix, oopazoBanue ADK
BO3pACTAaET MPU KCIOIB30BAHUM POTEHOHA, UHTHOUTOpa KoMiuiekca |. B-tpeThux,
obOpazoBanue ADK B xomruiekce | MOXET MPOUCXOIUTH MPU HCIOIH30BAHUU B
KauecTBe CyOCTpara CyKOuHAaTa. B 3TOM cioydae »dJIEKTPOHBI TOMANal0T B
JbIXaTeNbHYIO 1enb uepe3 komiuieke |l. BoJbIIMHCTBO 37EKTPOHOB MEPEHOCATCS
no JepixareiabHoM menu kK komruiekcy Il u IV, ogHako 4dacTh HJIEKTPOHOB B
pe3yabpTare 00paTHOTO TPAHCIIOPTA JIEKTPOHOB BO3BpAIllaeTCs HA KOMIUIEKC |, 4To
CONPOBOXK/JIAETCSI YCUJIIEHUEM TEHEpaluu Cylnepokcua-paaukana. [lpu stom
no0aBiieHHE POTEHOHA, HA00OPOT, OAABIISIET 00pa30BaHUE CYTIEPOKCHI-PaUKaIA.
Bo Bcex Tpex ciywasx BospacTtaeT cootHomenne HAJIH/HAJL. Ilostomy
npoaykiua APK B kommiiekce | 3aBucut ot ypoBHs BoccraHoBieHHoro HAJIH.
CremyeT OTMETHTb, YTO ToBbImeHHe cooTHomenuss HAJIH/HAJL™ B pesynbTare
WHAKTHBAIlMU KOMIUIEKca | TIpUBEIET K MEepEeBOCCTAHOBJICHHIO OOJBITMHCTBA
HAJ1"-3aBHCHMBIX MAaTPUKCHBIX dbepMeHTOB, HanpuMmep,
JTUTUAPOIUTIONIACTUAPOTEeHA3BI, SIBJISTIOILICCST KOMITOHEHTOM o-
KEeTOIIyTapaTaeruAporeHasbl. IToT (DEepMEHT, B CBOIO OYEpe/b, TAKKE SIBISETCS
MCTOYHMKOM oOpasoBanus A®K npu nosbimeHnu cooTHomeHus HAJTH/HAJL
[Anapees u np., 2005; Adam-Vizi, Chinopoulos, 2006].

I'ne umenno B komiuiekce | HaOmromaercs renepammst ADPK TouHo He
u3BecTtHO. [lockonbky renepauuss ADPK B pesynbraTe 00paTHOro TpaHCHOpTA
AJIEKTPOHOB TOJABISIETCS POTEHOHOM, U, HA00OPOT, POTEHOH CTUMYJIUPYET
oOpa3oBaHHE CYINEPOKCUI-paJvKaiia mpu wucnoidb3oBanuu  HAJ[-3aBuCHUMBIX
cyOCTpaToB, MPEANOJaraeTcs, 4To CyNnepoOKCU I-pauKal MOKET 00pa30BbIBATHCS B
xene30-cepHucThix nentpax N1a u N2 u B ¢asune [Auapees u ap., 2005; Adam-

Vizi, Chinopoulos, 2006]. Ilosbimenue cootnomenus HAJIH/HAJI® Gyner
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NPUBOJUTh K IEPEBOCCTAHOBJIICHUIO 3TUX KOMIIOHCHTOB U, COOTBETCTBCHHO,
YCHJINBATh BEPOSATHOCTH 00pa30BaHUs CYIEPOKCH I-PaIuKaIa.

JlaHHBIE, TTONyYEeHHBIC Ha W30JMPOBAHHBIX MUTOXOHIPHSIX, YKa3bIBAIOIINUE,
yT0 KOMIUIEKC | $BISE€TCS OCHOBHBIM MCTOYHMKOM TeHeparuu ADK, He
HOJITBEPXKIAIOTCSA B IKCIEPUMEHTax IN Situ ¢ MCIOJB30BaHUEM IIEJIBIX KIETOK.
[ToaTomMy Henb3sl yTBepKIaTh, 4To Komruiekc | sBisercs uctounukom ADK B
WHTAKTHBIX MUTOXOHApusx In vivo [Marchi et al., 2012]. U3yuenue sddexra
porenoHa, umHaykTopa A®K B uszonupoBaHHBIX MuHTOXOHApUsAx [Adam-Vizi,
Chinopoulos, 2006; Murphy, 2009], moka3ajio, Yro 3TOT areHT YCHJIUBAET
npoayknuio AD®K B kietkax skuBoTHBIX [Sipos et al., 2003], Ho »TOrO HeE
NpOUCXOIUT B KynbType kietok A. thaliana [Garmier et al., 2008]. Boxaee Toro,
0Ka3aJI0Ch, YTO MHIHOMPOBAHHE KOMILIEKCca | pOTCHOHOM, a TakKe WHAKTHBAIUS
KOMILIEKca B pe3ysbraTe myTanuu B rene FRO, konupyromem Fe-S-coxepikaryro
cyobeauauy komruiekca I, momamiser mpoaykuuio ADK [Tapacenko u ap.,
2010]. B wu3onMpoBaHHBIX MHUTOXOHAPHUSX POTEHOH IIOJABIICT O0pa3OBaHUE
CYIIEPOKCHJI-paiiKajia B pe3yJbTaTe OOpaTHOTO TPAHCIOPTAa 3JEKTPOHOB, €CIU
UCIIOJIb30BaTh B KadecTBe cyOcTpara cykimHat [Adam-Vizi, Chinopoulos, 2006].
Henb3s UCKIIIOUNTDH, YTO CITOCOOHOCTH POTEHOHA MOJABIATH Npoaykiuio ADPK B
IENIBIX pacTeHusx apaduzoncuca [Tapacenko u ap., 2010] oObsiCHIETCS TEMH ke
caMbIMA TpuyuHamMu. OJHAKO 5TO MaJIOBEPOSATHO, IOCKOJIBKY B OOBIYHBIX
YCIIOBUSIX OCHOBHBIM HMCTOYHHKOM BOCCTAHOBJICHHBIX JKBHBAJICHTOB B KIIETKE
ssisgercs HAJIH [Adam-Vizi, Chinopoulos, 2006].

[ToueMy ke pe3ynbTaThl, MOJYYCHHBIC HA W30JMPOBAHHBIX MUTOXOHIPHSX,
HE MOATBEP)KAAIOTCS B 3KcmepuMenTax in situ? CormacHo pabore [Garmier et al.,
2008], obOpabotka poTeHOHOM KyiabTyphl kieTok A. thaliana npusommna x
aKTUBAIlMU TIIMKOJIHM3a. OJTO YKa3bIBae€T, YTO B IEIBIX KIETKAaX pPaCcTCHUM
00paboTKa POTCHOHOM MOXET HE MPHBOJIUTh K TOBBIIICHHIO COOTHOIICHHS
HAJIH/HAJ", pematomero ¢akropa aus renepauun ADK xommiexcom | [Adam-
Vizi, Chinopoulos, 2006], B pe3ynbTate akTHBalUU TIHMKOIK3a. Takum o0Opaszom,

€CTh OCHOBAHUA CUHUTAThb, 4YTO B ICJIBIX KJICTKax paCTeHHﬁ, B OTIIMYHE OT
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W30JMPOBAHHBIX MUTOXOHJIPUH, KOMIUIEKC | HE MpUHUMAET yd4acTHsi B TeHEpaIuu
ADK.

1.5.2. Komnaexc 11

Kommieke I (CyKLMHaTAEruaIporeHasa, CYKIIMHAT-yYOMXUHOH-
okcugopeaykraza, SDH EC  1.3.5)) HaxoguTcsi  Ha  BHyTpEHHEH
MUTOXOHJPHUAILHOH MeMOpaHe U COCTOUT U3  4YeTbIpeX CYOBEAMHMUIIL:
dbnaBonporenna SDH1, sxeme3o-cepructoit cyobemuanmbsl SDH2 u  aByx
CcyObenuHuIl, 3aiKopeHHbIX B MemOpane (SDH3 u SDH4) [Millar et al., 2011].
Kommekc |l okucmser ®DAJl-3aBucuMmbie CcyOCTpaThl, Takue Kak CYKIMHAT,
nepeaaeT IJICKTPOHBI B ABIXATEIBHYIO II€Th, BOCCTAHABIMBAS yOWXWHOH. XOTS
OKHCJICHHE CyKIuHaTa B KomIiuiekce |l MoxkeT TeopeTudecku SIBISATHCS
ucrounnkoM  A®K, Ha  H30IMpPOBAHHBIX  MUTOXOHAPUAX  OTO  HE
npoaeMoHcTpupoBaHo [AHapees u ap., 2005; Marchi et al., 2012]. B To xe Bpems
OKHUCJICHHE CYKIIMHATa siBJIsieTCS BaKHbIM nMcTtouHnkoM ADK mpu uccrnenoBanuu
M30JJMPOBAHHBIX MUTOXOHJPUN B pe3yibTaTe 0OpaTHOTO TPAHCIIOPTA JIEKTPOHOB
(cM. BbIIIIE).

HenocpencreenHoe goka3aTeabCcTBO ydacTus komiuiekca |l B oOpasoBaHuu
A®K ObUT0 POJAEMOHCTPUPOBAHO Ha pacTeHusx apabumoncuca [Gleason et al.,
2011]. Beuio moka3aHO, YTO B KJIETKAaX IUKOTO THMAa 00pabOTKa CaUIMIOBOM
KHCIIOTOW TMPUBOAMIA K akTuBanuu Jkcrnpeccun reHa GSTF8, xomupyromero
rIIyTaTHOH-S-TpaHcdepasy, Ho y myTaHTa no reHy SDH1 Ttakoro sddexra He
HaOmonanock. JlanpHelime MCCleIOBaHUS TOKa3aiu, YTO B KJIETKaX MyTaHTa
nogasisiercss npoaykuus APK B oTBET Ha JEHUCTBUE CAIMIMIOBOM KHUCIIOTHI.
[Tomy4yeHHsie maHHBIC YKa3bIBaloT, uTo Komruiekc Il sBmsercs omuum U3
nctouHnkoB ADPK B pacTtuTenpbHOW KIIETKe, a TakKe Ha TO, YTO TIOBBIIICHUE
conepxxaausi ADK npu neiicTBUM CTPECCOBBIX (PAKTOPOB SBISETCS HEMPEMEHHBIM
yCJIOBHEM JIJIs aKTHBAIIMK HEKOTOPBIX cTpeccoBbix reHoB [Gleason et al., 2011].

1.5.3. Komnaexc 111

Kommieke Il (bc; xommutekc, yOMXMHOH-IIUTOXPOM ¢ OKCHIOPEAyKTa3a)

NpeacTaBisgeT co0or (PEepMEHTHBIN KOMIUIEKC, KOTOPBIM Y PacTeHHIl COCTOUT W3
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necsatu cyobenuuui [Millar et al., 2011]. Kommekc Il oxucnser youxunom,
UCITOJIb3YsI B KAYECTBE AaKLENTOPA 3JIEKTPOHOB LIUTOXPOM C.

OxkuclieHn0 yOMXHWHOMIA TPEAIIeCTBYET Pl PeaklMii, M3BECTHBIX Kak Q-
LUKJI, KOTOPbIE COMNPSKEHbI C TPAHCIOPTOM MPOTOHOB HAa BHEIIHIOK CTOPOHY
BHYTPEHHEN MHUTOXOHJIpUATIBLHOW MeMOpaHbl U TreHepanueil MUTOXOHAPUATILHOTO
noteniuana [Auapee u ap., 2005]. YV mpokapHoT 3Ty peakiuio KaTalu3HpyeT
muToxpoM Db, 1mmTOXpomM c¢; W kene3o-cepHbli Oenok Pucke. Kommrekc 11
HYKapHOT JOMOJHUTEIBHO COAEPKUT N0 8 CYOBEAMHMII, BBIMOIHSIONIUX, TMO-
BUJIMMOMY, CTPYKTYpHYIO poiib. B MmemOpane (pepMeHT (QyHKIIMOHHpPYET B BHUIE
nuMmepa. Kaxaplii MOHOMEp COCTOUT U3 TUAPO(POOHOT0 NOIUIIENTHIA, B CTPYKTYPY
KOTOPOTO  BXOIAT JiBa IMToXpoMa b:  HuskonmoreHmmanmbubii (D)
BBICOKOMOTeHIIMANBHbIH (DY), KoTopwle pacnonararoTcss BOJHM3M HapyXKHOH W
BHYTPEHHEHl MOBEPXHOCTEH MEMOpaHbl, COOTBETCTBEHHO. LluTtoxpoM ¢; u
xene3o-cepubiit  knactep [2Fe-2S] (6enok Pucke) 3akperieHbl ¢ MOMOIIBIO
TpaHCMEMOpPAHHBIX CHUpaled, a mnepudepruyeckue JIOMEHbl IJTHUX OEJIKOB
JOKaJIM30BaHbl B MEXMEMOpaHHOM mpocTpaHcTBe. benok Pucke obecrneunBaer
MEPEKPECTHYIO CBSA3b MEXKy MOHOMepamu. Ero TpancMeMOpaHHas 4acTh CBsI3aHa
C OAHMM MOHOMEpPOM, a mepudepuyeckas 4acTb — ¢ ApyruMm [[pHBEHHUKOBa,
Bunorpanos, 2013].

Ha mepBoit cramuu Q-nimkma youxuaon (UQH,) oTmaer oawH 3JEKTPOH B
neHrpe Q, (Out), KOTOpBI HAXOAWUTCS HA BHEMIHEH CTOPOHE BHYTpPEHHEH
MUTOXOHIPHAILHOW MEeMOpaHbl U okucisercs no youcemuxunona (UQ™). Dror
AJNIEKTPOH BOCCTAHABIMBAET KEJIE€30-CepHbI Kiactep Oenka Pucke u npanee
MEPEHOCUTCS Ha IUTOXPOMBI ¢1 U ¢. 3aTem youcemuxuHoHn (UQ™") oTmaer BTOpoi
AJIEKTPOH U npeBpamaercs B youxuHoH (UQ). BTopoii 351eKTpoH BOCCTaHABIMBAET
muroxpoMm b u nmanmee mepeHocutcss Ha TMTOXpoM Dy, pacronoxeHHBIH Ha
BHYTPEHHEH CTOpPOHE BHYTPEHHEW MUTOXOHIPHAIBHOW MEMOpaHbl BOJIM3U
BTOPOT0 YOMXHMHOH-CBsI3bIBatoriero meurpa Q;j (in). 3meck mutoxpom by mepemaer
IEKTPOH yxke gapyroi mojekyne youxmHoHa (UQ) ¢  oOpasoBanuem

youcemuxunona (UQ™"). Hanee youcemuxunon (UQ""), Haxoasmuiicsa B caiite Q;,
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IPUHUMAET BTOPOH 3JIEKTPOH OT Apyroro youcemuxunona (UQ'"), Haxoaserocs
B caiite Q,, u BoccraHaBiauBaercs 10 youxunona (UQH,). PesynbraTom 3TOrO
LUKJIa SBJIAETCA TO, YTO YOMCEMHUXUHOH oOpa3yeTcs Kak Ha caiite Qj, Tak U Ha
caiite Q,. YOHUCEMUXMHOH SBJISETCS KpaiiHe HECTaOMIbHBIM COCIMHEHUEM,
[O3TOMY OH JIETKO B3aWMOJEWUCTBYET C MOJEKYJSPHBIM KHCIOPOAOM C
oOpa3oBaHMEM CyINEpOKCHA-paaukaia. Takum o00pa3oM, CyNepoKCHA-paJuKall
MOKET O00pa30BBIBAThCS Ha OOEUX CTOpPOHAX BHYTPEHHEH MHTOXOHIpUAIHLHOU
MeMOpansbl. [lockonbky calit Q, Gosee AOCTYNEH JUIsl KUCIOPOJa, OH SIBISIETCS
0oJiee 3HAYMTENIbHBIM MCTOYHHKOM CyNEpoKcuA-paaukaia. OaHaKo CyHIECTBYIOT
JI0KA3aTelIbCTBa, YTO CYNEPOKCUA-PaTUKall MOXET 00pa3oBbIBaThCs B caite Q;.
O¢dPexT MHUTOXOHIPUATBHBIX HHTUOUTOPOB JOKA3bIBAET, YTO YOHUCEMUXMHOH
(UQ™) sBnsieTcss HICTOYHUKOM CYIEPOKCHI-parKkana. MUKCOTHA30]1 HHTHOHPYET
nepegady aJIEKTpOHa K Keje3o-cepHoMy Oenky Pucke, u, COOTBETCTBEHHO,
nojaBisieT oOpa3oBaHMe yOuceMuxuHoHa B caiite Q. OJgHOBpEeMEHHO
MUKCOTHA30J1 TOAaBIseT oOpa3oBaHUE CymHepokcua-paaukaia B komruiekce III.
AHTUMUIIMH A, KOTOPbII HHIMOUPYET TPAHCHIOPT EKTPOHA OT caiita Q, K calTy
Qi, Ha00OPOT, MPUBOJUT K HAKOIUICHUIO yOMceMuXWHOHA B caiite Q,. [Ipu aTom
HaOJIr0/1aeTCcs yeuiieHHe o0pa3oBaHus cynepokcua-paaukana [Kowaltowski et al.,
2009].

Xots mexanusMm oOpazoBanusi ADOK B kommiekce |l ¢ ucnons3oBanuem
W30JMPOBAHHBIX MUTOXOHAPHUIA JOCTaTOYHO XOPOIIO M3Yy4YEH, HEKOTOPBIE aBTOPBI
BBIPQKAIOT COMHEHHMS, UMEET JIM 3TO KaKoe-TMOOo (PU3MOJIOrMUECKOE 3HAUYCHHUE.
Cormacao [Adam-Vizi, Chinopoulos, 2006] ycunenue mnponykimu ADK B
komiuiekce |l HaGmromaercs TOMBKO B MCKYCCTBEHHBIX YCIOBHUSIX, IPHU €ro
WHTUOMPOBAHUN aHTUMULKUHOM A. CXOIHOrO MHEHHUS NPUAECPKUBAIOTCA IAPyrue
aBTOpbI [30poB u ap., 2007], cuuTas, 4TO HET JOKA3aTEIbCTB, YTO Komiuiekce III
reaepupyer ADK B kimeTkax MiekonuTaromux Iin Situ. JlelcTBUTENbHO, yTpaTa
HUTOXpOMa ¢, KOTOpash TEOPETHYECKH MOJKHA MPUBOAUTH K BOCCTAHOBJICHHUIO
koMmiiekca |l u ycunennto nponykumun APK B KieTKax MIIEKONUTANOIIMX, HA

camoM Jene Kk odtomy He mnpuBogutr [Adam-Vizi, Chinopoulos, 2006].
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AHaNOTUYHBIE TPOTUBOPEUYHMBBIC PE3YJIbTATHI MTOJYYCHBI U JJISI KJIETOK PACTCHUN U
npoxcokeil. C OJIHOM CTOpPOHBI, TOKa3aHO, 4YTO OOpabOTKa AHTUMHUIIMHOM A
nosbImnaia npoaykiuo ADK B kinetkax S. cerevisiae [Rasmussen et al., 2003]. C
JIpYyrol CTOpPOHBI, HHKyOalus KJIETOK JpPOAOKEH B CpelAe C  BBICOKOM
KOHIIEHTpaIMel ToKo3bl yernnuBana reuepanuio AOK, Ho aHTUMHUIIMH A B 3TUX
YCJIOBHSX HE TOBBIMIAN, a, HaoOopoT, moHmwxkan coaepkanne ADK [Lee et al.,
2011]. Hapymenue QYHKIMOHHPOBAHUS YOUXWHOHA TEOPETHYECKH JIOJDKHO
camkath npoaykuuio ADK B kommuiekce |ll. Ho B aeiicTBUTEIbHOCTH 0Ka3aIOCH,
gto nenenus reda CATS S. cerevisiae, KOTOpbIi KOAMPYET YOMXHUHOH, HE CHIDKAIA
oOpazoBanue A®K mnpu TemaoBoM BO3ACUCTBUM, a, HAOOOPOT, yBEIMYUBAJIA
[Davidson, Schiestl, 2001]. Oddexr anTuMuIHA A Ha KJICTKH PACTCHHUN TaKKe
JOCTaTOYHO TMpOoTHBOpeuYnB. OIHU aBTOPHI TIOKAa3ajld, YTO AaAHTUMHUIMH A
ycunuBaet renepannio ADK B pacrenusx A. thaliana [Tapacenko u mp., 2010;
Umbach et al., 2012], npyrue mony4uian OpsMo MPOTHBOIOJIOXKHBIC PE3YJIbTAThI
[Schwarzlander et al., 2009]. Takum 00pa3oM, UMEIOIIHECS B JIUTEPATYpPE JaHHBIC
HE TIO3BOJISIIOT OJTHO3HAYHO YTBEPKAaTh, 4To KoMiuiekc Il mpuHuMaer yyactue B
oOpa3zoBaHUU MUTOXOHIpHaIbHBIX ADK B KileTKax IpOXKkKed U paCTEHUH.

1.5.4. Komnaexc IV

JlaHHBI KOMILICKC (IIMTOXPOM ¢ OKCHa3a) SBISIETCA TEPMHUHAIBHOM
okcupason kiaccudueckon OTL[ muToxoHmpui. Y pacteHuid komiuieke [V
cogepxut 14 Genkos [Millar et al., 2011], mecTpr W3 KOTOPBIX CHEIU(PUUHBI
TOJIBKO JJIA pacTeHuid. Y npoxcoked oOHapyxkeHo mnopsanka 40 daxropos,
00€eCIeynBaOIINX Pa3IMYHbIEC ATallbl COOPKUA JTaHHOTO KOMILUIEKCA, UX TOMOJIOT —
COX19 naitnen u u3ydeH y pacrenuit. COX19 urpaer BaxHyIO poJib B 3aMEHE
HOBPEXKJICHHON pacTHTENbHON muToxpoMm ¢ okcumasel [Millar et al., 2011]. B
pabdote [Tapacenko u mp., 2010] mokas3ano, 4TO IpH MHTHOMPOBAHHHM KOMILIEKCA
IV mmanuaom npoucxoaut oopazoBanue ADK B kiieTkax pacTeHUH.

1.5.5. Anomepnamuenvie HA/[(®@)H-0ezuopozenasot

B knerkax pactenmii W Apoxoked (PYHKIIMOHHPYIOT ajJbTEpPHATHUBHBIC

CITOCOOBI MOCTYIINICHUSA BOCCTAHOBUTCIIbHBIX DKBUBAJICHTOB B ABIXATCJIbHYIO LCIIb,
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KOTOpble MUHYIOT KomIuiekc |. Buemnue mnu nuroszonsueie HAJIH u HAJIOH
MoryT okucisaTees AByMsa HAJI(®)H-nerunporenazamu (HAJ(D)H:yOuxunon
OKCUpPENyKTa3aMH), pacloJIO)KCHHbIMA Ha BHEIIHEW CTOPOHE BHYTPEHHEH
MUTOXOHAPHAIBHOM  MeMOpaHbl. Ha  BHyTpeHHel CTOpOHE BHYTpPEHHEH
MUTOXOHApHUAIbHOM  MeMOpanbl  BHyTpeHHue  HAJI(®)H-nmeruaporenass
OKHCJISIOT BHYTPUMUTOXOHIPUATIbHBIN ITyJ1 HAJIH 151 HAJI®H.
OyHKIMOHUPOBAHUE ATHX (PEPMEHTOB HE MPUBOAUT K TPAHCIIOPTY MPOTOHOB B
KoMIUiekce |, 1 OHM He MHTHOUPYIOTCS POTEHOHOM, MO3TOMY OHHU HAa3bIBAIOTCA
POTEHOH-HEYYBCTBUTEIbHBIMU 158105 aJbTEPHATUBHBIMU HAJI(®)H-
neruaporeHazamu tuna |Il. B wimerkax A. thaliana dyakmmonupyer cemb
HAJ(®)H-neruaporenas tuma Il. benku NDB1-NDB4 sBistorcs BHEUIHHUMHU,
oOpalieHbl Ha BHEIIHIOIO CTOPOHY BHYTPEHHEH MHUTOXOHJIPUAIBHOM MEMOpAHBI.
benku NDA1, NDA2 u NDCI1 oO6Opamensl Ha BHYTPEHHIOIO CTOPOHY
MUTOXOHApHanbHON MemOpanbl [Millar et al., 2011].

[IpunsiTo cunrarh, yto BHemHUe U BHyTpeHHUe HAJI(P)H-neruaporenasbl
pacTeHUl BBIMIOIHSAIOT AHTUOKCUAAHTHYIO pOJib, TOCKOJBKY noctyruienne HAJIH
u HAJI®H B npixarenpHyto Lenb B 00X0J KOMIUIEKCa |, BEpOSTHOTO MCTOYHHMKA
reHepaiun  ADK, TeopeTHyecku JOJDKHO CHIDKaTh oOpasoBanne ADPK B
mutoxouapusx [Meller, 2001; Amirsadeghi et al., 2007]. Tem He MeHee, He
UCKJTFOUAETCsI, YTO OHU MOTYT y4acTtBoBaTh B mpoaykiuu ADK [Amirsadeghi et
al.,, 2007]. Ilokaszano, uro nenciuss rena NDB4, xomupyromiero ¢aBuH-
colepxxaluii  pepMEeHT — MUTOXOHJApHUAIbHYI0 anbTepHatuBHyr0 HAJ(D)H-
neruaporeHasy, noaasiset npoaykuuto ADK B knerkax apabumoricuca [Smith et
al., 2011].

VYyactue BHemHux U BHyTpeHHUX HAJI(D)H-nermaporenas B mpoaykuuu
A®K nokazano u mis aposxokert. Tak, aenerus renoB NDE1 u NDE2 npuBoaumna k
cHmkeHnto reiepann ADK u noBeIana BeIKUBAEMOCTh KJIETOK IPOAOKEN MpHU
TerioBoM Bo3aerictBuu [Davidson, Schiestl, 2001]. IToka3aHo, 4To reHepanus
A®K B kierkax S. Cerevisiaeé B OTCYTCTBHE CTpecca 3HAYHUTEIILHO YCHIIUBACTCS

npu cynepakcnpeccun reHa NDI1, xonupyromero BuyTpenHioro HAJIH-
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JETHAPOTeHAa3y, M, HA00OPOT, JENeIrs ITOro TeHa MmoaaBisuia npoaykiuoo ADK
[Li et al., 2006]. C momoIipi0 H30JMPOBAHHBIX MHTOXOHApPUH S. Cerevisiae
nokazaHo, u4to BHemHue HAJIH-neruaporenassl SBJISIOTCS  OCHOBHBIMU
uctounukamu oOpa3zoBanud A®K npu wucnons3oBanun HAJIH B kauectBe
cyoctpara [Fang, Beattie, 2003; Gomes et al., 2013]. Cornacuo padote [Davidson,
Schiestl, 2001], BepositHo# mpuunHOl oOpa3zoBanus ADK B kieTkax Aposkikei
SBIISIETCS. ~ MIEPEBOCCTAHOBICHUE  (DIAaBUHAJACHUHIUHYKICOTHA,  KO(akTopa
BHemHuX HAJIH-nerunporenas.

1.6. Ilpoaykuusi A®K n MUTOXOHAPHAJIBLHBIH MeMOpPaHHBII
MOTeHNAJ

N3noxeHHbIe BBIIE JIMTEPATYPHBIC JTaHHBIC, YKA3bIBAIOT, YTO IOBBIIICHHUE
reHepaunn APK B M30IMPOBAaHHBIX MUTOXOHAPHUIX NPOUCXOAUT, KaK MHPABUIIO,
Py WHTUOMPOBAHUU POTEHOHOM KoMILIekca |, a Takke Ipu WHTHOMPOBAHUU
aaTumunHOM A kominiekca Il [Adam-Vizi, Chinopoulos, 2006; I'puBeHHUKOBA,
Bunorpamos, 2013]. 3To 00CTOATEIBCTBO AaJI0 OCHOBaHKE Py aBTopoB [Gourlay
et al., 2004; Zhang et al., 2007; Navrot et al., 2007] momarath, 4To B IIEJIbIX
KJIETKaX pacTeHWH W JPOXOKeHW HapylieHue (YHKIIMOHWPOBAHHUS KOMIUICKCOB | n
Il mpuBOAMT K MEPEBOCCTAHOBJICHUIO KOMIIOHEHTOB JTHUX KOMIUIEKCOB, YTO W
apisgercss npuunHOM reHeparmu A®K npu  nmelcTBUM  OMOTHYECKUX U
abnotnyeckux crpeccoB. OOpabOTKa pOTEHOHOM M aHTUMHUIIMHOM A, CTUMYJIUPYS
MUTOXOHpHANIbHYI0 TeHepalruio ADK, BbI3bIBaeT CHUKEHNE MUTOXOHIPHUATIBHOTO
noternuana (MII) [Adam-Vizi, Chinopoulos, 2006; Suski et al.,, 2012].
CreroBaTenbHO, €CIIM 3TO MOJIOKEHHE BEpHO, TO nponykunus APK y pacreHuil u
JIPOAOKEH JOJDKHA ycuiuBaTbesl npu cHwxkeHun MII. JledcTBUTENnbHO, €CTh
pe3yibTaThl, YKa3bIBaIONIME, YTO CHIKeHHEe MII MOKeT MpUBOIUTH K TCHEPAIHH
A®K B knerkax nposxokei. [lokazano, uro genenus renoB ATG1, ATG6, ATG8 u
ATG12, ybu MPOAYKTHI PETYIUPYIOT Tpoliecc ayTodaruud B KIETKaX JPOXIKEH,
NPUBOAWIIA K CHIDKCHHMIO YPOBHS JIbIXaHus, mojaBimsia MII, m mpu sToM
HaOsromanock moseimieHue reHepaiun ADOK [Zhang et al., 2007]. Hapymenue

GbyHKUMOHUpPOBaHUS akTHHA cHkano MII u ycunuBano mnpoaykuuio ADK
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[Gourlay et al., 2004]. AmnanormunsiM o00pa3oM 00pabOTKa MPOTOILIACTOB
apabuorncuca yiabTpapuoiieToM, TPOTONOPGUPHUHOM, IEPAMUIOM M IKCIPECCHS
avrRpt2, snucuTopa peakuuu CBEpXUyBCTBUTEIBHOCTH, MPUBOAMIA K CHIXKCHHIO
MIT u ycmrenuto npoaykiuun ADK [Yao et al., 2004; Gao et al., 2008].

O6paboTka ynbTpaduoseToM, MPOTONMOPOUPUHOM, ILIEPAMHIOM, a TaKKe
skcnpeccusi avrRpt2, kpome renepannu ADK, npuBoauiu Takke K pa3BUTHUIO
ITKT B kierkax pacrenuii [Yao et al., 2004; Gao et al., 2008]. OnauM U3 >Tanos
pazButus [IKI" sBasieTcss BbIxoA nuroxpoma ¢ u3 Mutoxonjapuit. IlokazaHno, yTo
TEIJIOBOE BO3CHCTBHE MHIYITUPYET BBIXOJ IIUTOXPOMA ¢ U3 MHUTOXOHIpUI Tabaka
[Vacca et al., 2006] u apadumoncuca [Rikhvanov et al., 2007]. Cuuraercs, 4to
BBIXOJ] I[HUTOXpOMa ¢ U3 MUTOXOHIPUA TPUBOJAUT K  HAPYIICHUIO
(YHKIIMOHUPOBAHUS IIXaTEIBHON IIenu U noBsiieHnto reHepanun ADK [Reape,
McCabe, 2008; De Pinto et al., 2012]. IIpuuuHOii BBIX01a IUTOXPOMA C SIBJISCTCS
OTKPBITUE MUTOXOHIPUATBHOM MOPBI, 4TO MPUBOIUT K cHIkeHuto MIT [Vianello et
al., 2007]. [eiictBuTenbHO, J10OaBICHHWE  IUKIOCIIOPHHA, HWHTHOHMTOpA
MUTOXOHJPHUAIIBHON MOPHKI, OAABIISIIO cHIbKeHre MII u 3amuinano mpoTomniacTsl
tabaka oT ruOenm npu Bo3jaekcTBuU yibTpaduoiera [Gao et al., 2008]. Takum
obpa3om, mpuHiATO cuuTarth, uto pazButue I[IKI' 3aBucuT or cHmwkenus MII,
BbIXO/a HuToXpoma ¢ u ycuienus npoaykiuu ADK [Vianello et al., 2007; Reape,
McCabe, 2008; De Pinto et al., 2012].

B 10 xe Bpems 3aBucumocts Mexay MII u npoaykuueit AOK He sBisieTcs
onHO3HaYHOHM. C HCIOIB30BaHUEM H30JIMPOBAHHBIX MUTOXOHJPHUH MOKa3aHO, YTO
B HEKOTOpBbIX ciydasx nponykuus ADK ycunusaercs npu noseiienun MII. B
W30JJUPOBAHHBIX MUTOXOHAPUSIX B COCTOSHUM 3, B TPUCYTCTBUU CyOcTpara
JBIXaHUS TPAHCTIOPT 3JICKTPOHOB IO JIBIXaTEIBHOM IIEMH COMPSIKEH C BBIOPOCOM
MIPOTOHOB Ha BHENTHIOI CTOPOHY BHYTPEHHEH MHUTOXOHJApHAIHLHOW MeMmOpaHbl. B
pe3ysibTaTe Ha BHEIIHEH CTOPOHE TEHEPUPYETCS H30BITOYHO MOJIOKUTEITHHBIN
3apsa. B npucyrctBun AJI® npoToHBI BO3BpAIAKOTCS B MAaTPUKC yepe3 cekTop F,
komruiekca FoFi-AT®-cuHTa3pl, YTO NPUBOAUT K CHHKEHHIO MEMOPaHHOTO

noteHuana u cuaresy AT®. Ilpu ucromenun AJl® cunre3 ATD unrubupyercs,
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U MHUTOXOHJpPUU TNEPexXonsIT B cocTosHue 4. B 3Tom ciydae, BO3BpaleHuE
IPOTOHOB B MAaTPHUKC HE MPOMCXOAUT, YTO MPUBOAUT K moBbiieHWto MII u
ycunennto npoaykuun  A®K. CHwxkenue MII B pesynprare JeWCTBUS
IPOTOHO(GOPOB B U30JIUPOBAHHBIX MUTOXOHIPUAX MHrHOUpyeT reHepannio ADOK
[Korshunov et al., 1997; Braidot et al., 1999; Casolo et al., 2000]. DTo nano
OCHOBAaHME CJieNlaTh BBIBOJ, UYTO BbicOkoe 3HaueHue MII B meTtabonmueckom
cocrossHuM 4 crumyimpyer obOpasoBanne A®DPK B muroxomapusx [Skulachev,
1998]. /laHHOE MOJIO’KEHUE MOTYUHIIO TIOJATBEPKICHUE ITPH UCIIOIb30BAHUH TICITBIX
KJIETOK Jpoxoked. 3HauuTenbHoe moBbimieHne MII B kietkax S. cerevisiae
HaOJII0/1aI0Ch TPHU AKCIIPECCUU MPO-aonTO3HOTO Oenka yenoBeka BAX [Gross et
al., 2000], obpaboTke ammuomaponom [Pozniakovsky et al., 2005], nzonpenongom
dapue3onom [Machida, Tanaka, 1999], ykcychoit kucnoroi [Ludovico et al.,
2002], kaqmuem [Nargund et al., 2008]. Bo Bcex omucaHHBIX ClydasX MOBBIIICHAE
MII conpoBoxaanocs ycuiieHneM npoaykuuu ADK. AHanornysasi 3aBUCUMOCTD B
psie cllydaeB BBINOJHSAETCA W JJd pacTeHud. JloOaBieHwe KaMIOTEIMHA K
MPOTOIUIACTAM CaxapHOM CBEKJIbI BBI3bIBAJIO MOBbINIEHUE TeHepanuun ADK, dro
cornpoBoxaanochk mnoseiieaneM MIT [Weir et al., 2003]. Tlpu B3aumonericTBUn
¢utonarorennoro rpuba Phytophthora infestans ¢ kyabTypo#t KaeToK meTpymiku
HaOmoaock yBenuueHue npoaykimn A®K u moBbillIeHWE TOTEHIMAla Ha
BHYTPCHHEH MHTOXOHIpHadbHONH MemOpane [Naton et al., 1996]. OGpabotka
IPOTOIIACTOB KOPHS apabuaoIcuca MNpuBoIniIa K YCUICHUI0 MUTOXOHAPUAIbHON
npoaykiuun A®K. OpgHoBpeMeHHO HaOMOAANIOCh ycuieHue (iyopecieHuu
CMXRos (MUTOTpEKEp KpacHBIl), YTO yKa3blBa€T HA MOBBIIICHHE IMOTEHIMAja
[Yao, Greenberg, 2006]. OGpabotka BHekinerouHOH AT® KyabTypbl KICTOK
Tonojs Bbi3biBAIa noBeiieHne MIT u ycunenue npoaykiun ADK. [lonaBnenue
MII B pesynbrare neiictust CCCP camkano npoaykiuio ADPK [Sun et al., 2012].
AHali3 BBIIENPUBEICHHBIX JIMTEPATYPHBIX JAaHHBIX YKa3bIBa€T, UYTO B
onHux ciydasx noseimenue MII conpoBoxnaerca ycunennem npoaykuuun ADK,
B JIpYruX clydasix, HaoOopoT, reHepauus ADPK MOXeT NPOUCXOAUTH NpU

noHwxkenun MII. Yrto ke mpouCXOIWUT NPU TEIUIOBOM BO3JECHMCTBUU B KIIETKAX
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apoxokell u  pacteHud?  [laHHble 1O 3TOMY MOBOAY TaKXe KpaiHe
IpOTUBOpEeUMBBIE. [I0Ka3aHO, YTO TEIIOBOE BO3AEHCTBUE IPUBOAUIIO K CHHKEHUIO
MII B nporomnactax apadbumorcuca u puca [Zhang et al., 2009; Qi et al., 2011],
YTO CONpoBOXAAIOCh ycwieHueM mnpoaykuuu A®K. C  gpyroil CTOpOHBI,
MMOKA3aHO, YTO MSTKO€ TEIJIOBOE BO3ACHCTBHUE, BBI3BIBAIOIICE AKTHUBALUIO
skcripeccur  reHoB  BTII, mnpuBommio k mnoBblmeHuro MII B KieTkax
miekonmraromux [Balogh et al., 2005], mpoxokeir [DemoceeBa u np., 2012] u
apadbunoncuca [[Iatpukac u ap., 2014]. K cokaneHuio, B MOCIEIHUX CIIydasx
npoaykiuo A@K npu TemioBoM BO3JAEHCTBUN HE aHAJIU3UPOBAJIN.

1.7. BbiBoAbI N3 0030pa JTUTEPATYPbI

IloBblllIeHHE TeMIEpaTyphbl, a TaKXKe IpPYyIHMe CTPECCOBBIE BO3IECUCTBUSA
WHAYLHUPYIOT B KJIETKAX PACTEHUH U KMBOTHBIX CHHTE3 OEJKOB TEIUIOBOIO IIOKA
(FTLH), xoTOpble B3aNIMINAIOT KIETKY OT TuOeau. MexaHu3M BOCHPHUSITHI |
TPaHCAYKIMHU CUTHAJIA, IPUBOAAIIETO K akTuBauuu 3xcnpeccu bTII y pacrenni,
OCTAaETCS BO MHOTOM HEN3BECTHBIM. CyIIECTBYIOT PE3YyJIbTAThI, YKA3BIBAOLIUE, YTO
npoaykius ADK urpaet kitoueByro poJib B 3TOM MPOLIECCE.

TennmoBoe BO3AEHCTBUE BBI3BIBAET B KIETKAX PACTEHUM YCUICHHUE
reepaiun A®K, 1 ecTb OCHOBaHUS MojaraTh, YTO B T€TEPOTPOPHBIX TKAHAX
pacTeHUN MHUTOXOHJIPUHU Yy4acTBYIOT B oOpazoBanuu ADK. C ucnonbp3zoBaHuem
M30JINPOBAHHBIX MUTOXOHJIPUU MOKAa3aHO, 4To ycuieHue renepaunn ADK moxer
HAOMIOJAThCSl KaKk TMpPU  CHIKEHUM  MUTOXOHJPHAIBHOTO  MEMOpPAaHHOTO
ITOTEHIUAJIA, TAK U TIPU €TO MOBBILIEHUN.

Mexann3M MUTOXOHApUANbHOW TeHepaiuu APK kieTtkamu pacTeHHd U
JPOJOKEH MPH CTPECCOBOM BO3aeiicTBHM IN Situ crmabo w3yden. B nmrtepatype
CYLIECTBYIOT MPOTUBOPEUYMBBIE JAHHBIE O CBS3M MeExAy moBblieHnemM MII u
ycunenueM npoaykuuun A®K npu TteroBom BozaeiicTBuM. Takum o6paszom,
IIPEICTABIIIET UHTEPEC BBIACHUTH, KaK NoBbllieHne MII nmoBiuser Ha NpoAyKIUIO

A®K npu TEMI0BOM BO3ICMCTBUU B KJIETKaX PACTEHUIN U JPOXOKEH.
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2. MATEPUAJIBI U METO/IbI

2.1. OO0BeKT HcCIeA0BAHNS U YCJIOBHA KYJIbTHBUPOBAHUS

B pabote ucnonb3oBanu rerepoTpodHbie CyCIIEH3UOHHBIE KYJIbTYPhI KJIETOK
pacTeHUi: CYCHEH3MOHHYIO KYJIbTYpY O3UMOW NIIEHUIIbl, IOJYYECHHYIO B
CHUDUBP CO PAH wu3 3pensix 3apojsiiiei o3uMoi mirenursl (Triticum aestivum
L., copta Upkyrtckas), u caxapuoro tpoctHuka (Saccharum officinarum L., copra
POJ2878, nuHus, ycToilunBas K aHOKcUM), noiaydeHHyto B UDOP PAH u mobe3Ho
MpeI0CTaBIeHHYIO K.0.H. 1aboparopun reHeruueckoir nmxenepuu CUOUBP CO
PAH B.H. [lImakoBsiMm.

Kynbrypel BelpamuBasim B TemMHOTE npu 26 °C B TepMOCTaTHpyeMOU
KOMHAaTe Ha Kadajgke Ha cpeae Mypacure-Ckyra [Murashige, Scoog, 1962],
coaepxkapmieit 3,6%-nyro caxaposy, 0,6 MI/1 HUKOTMHOBOW KHCIOTHI, 0,6 MI/i
nupuaokcuHa, 1,2 mr/nm thmamuna, 3 mr/n 2,4-J1, 120 Mr/n wHO3MTONA, 6 MI/I
nutuokapbamara Harpusa. KynbTypbl pacTHTENBHBIX KJIETOK TMEpecakrBaIH
Kaxaple 14 THeW ¢ pa3BeleHHEM KYJIbTYPbl O3UMOM IIIEHUIIBI CBEXKEU CPEAOU B 3
pasa, a KyJabTyphbl KJIETOK CaxapHOIO0 TPOCTHUKA B 6 pa3. [lns sKcnepuMeHTOB
MCITOJIB30BAJIM KJIETKH CYCIIEH3MOHHBIX KYJIbTYpP B SKCIMOHEHIMAIbHOU (aze pocra
Ha 7-€ CYTKH I10CJI€ MEPECATKH.

B pabote Taxke UCMONIB30BaIM IIITAMM POAUTEILCKOTO THIIAa Saccharomyces
cerevisiae W303-1B (MATa ade2—1 his3-11,15 trp1-1 leu2—3112 ura3-1 [rho™]),
aro0e3no  mpenocraBieHHbii L. Sabova (Muctutyr wMcciemoBaHus — paka,
CnoBakusi), W W3OTCHHBIA eMy MyTaHT petite (MyTaHT 1O JBIXaTEIbHOU
HezocTaTrouHocTh ), nofydyeHHbl B CUDOUBP CO PAH k.0.H. 1.B. ®enoceeBoi.

[Itamm W303-1B comepxkutr wMyrtanuio ade2, KkoTopas BbI3bIBACT
ayKCcOTpO(HOCTH 1O aJCHUHY ¥ HAKOIJICHHE KpPAaCHOTO MUTMeHTa. MyTaHThI petite
oOpa3yrorT Menkue Oeibie KOJOHHMH. Jlyisi moiydeHuss MyTaHToB petite wieTku
POIUTENHCKOTO TUIAa WHKyOupoBanu B cpene YEPD B mpucyrctBum 20 MKr/mu
OpomucTOro THIUSA, MHIyKTOpa MyTanuu petite. [Tocie 16 4 makyOanuu npu 30
°C CyCNmeH3WI0 KJIETOK BbIceBaiM Ha TBepayto cpexy YEPD. Myranter petite

oTOupanu mo Oenoi okpacke KOJOHUH. DEHOTHUI MYTAHTOB MOATBEPKIAANH IO
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OTCYTCTBHIO: a) POCTa Ha Cpele C ITAHOJOM; O) TOTJIOMIEHUS KHUCIOPOIa; B)
okpammuBanus MT/IHK xpacurenem DAPI (4',6-diamidino-2-phenylindole) (Sigma,
CHIA) [Denoceesa u ap., 2014].

Jpoxoku BelpammBanu Ha cperae YEPD (apoxokeBoit skcTpakt — 5 1/1;
nentod —10 r/m; rmokoza — 20 r/n) B Teuenue 14-16 1 mpu 30 °C Ha
TEPMOCTATUPYEMOM Kauajke B Kojibax eMKocTbhio 100 mit ¢ 25 M1 KUJIKON Cpebl.
3aremM ompeeneHHbIi 00BEeM «HOYHOM KYyJIbTYphl» BHOCHIM B CBEXYIO
NUTATEIbHYIO  Cpely, U  JPOXKM  UHKYOMpOBAJIM  JI0  JOCTHIKEHUS
norapudmudeckor (asel pocra. sl TPUTOTOBICHHS TBEPABIX CPel T00aBIISIIH
arap (15 r/m).

2.2. TemmnepaTypHoe Bo3JeiicTBUe

Jlist onipenenenus coaep:kanus OEKOB TEIJIOBOrO IMIOKA KYJIbTYPhl KIETOK
O3UMOI1 MIIEHUIIBI U CAaXapHOTO TPOCTHUKA MOABEPTall BO3JACUCTBUIO PA3THMUHbIX
MOJIOKUTENBbHBIX TemriepaTyp: 37 °C — 120 mun, 39 °C — 120 mun, 43 °C — 60
muH, 46 °C — 40 muH, 50 °C — 10 MuH, ucnons3ys BoasHoi Tepmoitneiikep («Elpan
357», [lonpiia).

Jlnis onpeneneHus] U3MEHEHHS TPOIECCOB, MPOUCXOA[IINX B KJIETKaX, MpPHU
TEIJIOBBIX BO3JCHCTBUAX, TAKUX KaK >KU3HECIMOCOOHOCTh KIIETOK, MPOIYKIUS
A®K, n3MeHeHne >JIeKTPOXUMHYECKOTO TOTEHI[MAIa Ha BHYTPEHHEW MemOpaHe
MUTOXOHJIPHH, HM3MEHEHUS  BHYTPHUKJIETOUYHOTO KaJIbIMEBOTO TOMEOCTa3a
KOHTPOJIbHBIE KYJIBTYPHl KJIETOK pacTeHUW u Jpoxcokend oobemom 100 Mk
MOJIBEPTAINCh BO3JCHCTBUIO PA3IMYHBIMU TIOBBIICHHBIMU Temmeparypamu: 37,
42, 45, 50, 55, 60 °C B reuenune 0—90 MuH pu HHKYOAIIMN HA MUHATEPMOIIEHKEpE
TS-100 («BioSan», JlatBus). B kauecTBe KOHTpOJISI HMCHOJIB30BAINA KIIETKH,
uHKyoupyemsble ipu 26 °C (pactenusi) u 30 °C (IpoxxKn).

B paborte Obima wucnonp3oBaHa 00paOOTKa HU3KUMH OTPHUIATEIHHBIMU
TEeMIIepaTypaMu KyJbTypbl KJIETOK 03uMoM mieHuIsl (—8 °C B Teuenue 1 4) u
caxapHoro TpoctHuka (—8 °C B TeueHue 2 4) B IKCIIEPUMEHTAX JIJIsI OTPEACIICHUS

n3MmeHeHuit ypoBus ADK u noreHumana Ha BHyTpeHHE MeEMOpaHe MUTOXOHIPUH.
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Temnepatypuyio o06paboTky mpoBogwiu B uHkybatopax MIR-153 u MIR-154
(“SANYO”, SImonus).

2.3. KoHueHTpanuu UCIO0JIb3yeMbIX areHTOB
Jna u3yuenus s3¢pdexkra XuMUIecKuX areHToB Ha cojepkanne ADK, n3meHenue
AIIEKTPOXUMHUYECKOTO TIOTEHI[MANa Ha BHYTPEHHEH MeMOpaHe MHUTOXOHIPHUH,
’KU3HECTIOCOOHOCTh KJIETOK W BHYTPUKJICTOYHOTO KaJbI[MEBOTO TOMEOCTa3a
WCIIOJIb30BAJIM CIICYIOIINE areHThl B KOHEUHBIX KoHIleHTpanusx: CCCP (carbonyl
cyanide m-chlorophenylhydrazone, xapOonmnmuanug M-Xa10p(EHUITHIPA30H)
(«Sigmay», CILA) 0,04; 0,1; 0,2; 0,5; 1; 4; 2; 8 u 20 MxM; omuromunua 30, 50
MkM; JIH® (2,4-nuautpodenon) («XumpeakruBcHad», Poccus) 0,1; 0,5; 1 MM;
OI'TA ((3THICHIUOKCH)AMATHIICHAMHUTPUIIOTETpayKCyCHass KucioTa) («Sigmay,
CIIA) 5, 7, 10 mM; LaCl; («Sigmay, CILA) 5, 10, 15 MM; H,0, («IlenTpcHad-
M», Poccust) 50 MmxM; ackopOuHoBas kucioTa («Sigmax, CIIIA) 10, 100 mM.

2.4. ®ayopecueHTHAsi MUKPOCKOIUS

[Ipn U3y4ECHUU BIIUSIHASL ~ TEMIIEPAaTypPHBIX BO3JICVCTBHAN Ha
AKHU3HECIIOCOOHOCTh KIETOK, npoaykuuio ADK, uzmeHneHne 3neKTpoXuMU4eCcKOro
NOTEHIIMala Ha BHYTPEHHEH MeMOpaHe MUTOXOHAPHUI, M3MEHEHHE KaIbIIHEBOTO
rOMEOCTa3a WCIOJIb30BAJIM HMHBEPTUPOBAHHBIM  (DIIyOpPECLIEHTHBI MUKPOCKOI
AxioObserver Z1 («Carl Zeiss», 'epmanus) ¢ 1udpoBoil MOHOXPOMHOM Kamepon
AxioCam MRm3 wu mnaketoM mOporpaMMHOro oOecrnedeHusl J[Uisi aHajau3a
nzoopakennii «AxioVision Rel.4.6». B paboTe ObutM MCTIOIB30BaHbI CIEYIONTUE
¢weTper: Filter set 15 (EX BP 546/12, BS FT 580, EM LP 590), Filter set 10 (EX
BP 450-490, BS FT 510, EM BP 565) u Filter set 20 (EX BP 546/12, BS FT 560,
EM BP 575-640).

Hcnonb30BaHne MOTOPHU30BAHHOTO HWHBEPTHPOBAHHOTO (DIIyOpPECIIEHTHOTO
mukpockorma AXioObserver Z1 mo3BoJsieT OLEHHUTh W3MEHCHHE MHTEHCHBHOCTH
¢dyopecuenmu kpacutenei. Mcnonb3oBaHue naHHOTO MpuOOpa COBMECTHO C
nporpaMMmHbIM Moayiem AxioVision Rel.4.6 mospomsier nenare ¢ororpaduu c
OJMHAKOBBIMM TapaMeTpaMH MHUKpPOCKONa M, TakuM oOpa3oM, TO3BOJISET

ONPEIENNUTh Pa3INuue MHTEHCUBHOCTU (IYyOPECLEHIIMM KpacuTeled B oOpas3nax
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MOCPEJICTBOM ~ M3MEPEHUS MHTCHCHBHOCTH  XapaKTePHBIX  THUKCENeHd  Ha
OllCHMBAaeMbIX (oTorpadusx ¢ TOMOIIBI0 MPOTPAMMHOTO HHCTPYMEHTA.
HNuTeHcuBHOCTD (hIIyopecleHIIMU KpacuTene oleHuBanu He MeHee yem B 300
KJIETKAaX W BBIPAKAJIU B TIPOIIEHTAX OT KOHTPOJIS WM OTHOCUTEBHBIX CIMHHIIAX.

2.5. OmnpeneneHue ;KU3HECTIOCOOHOCTH

Ku3HecnocoOHOCTh Yy KJIETOK KYJIbTYp pAacT€HUH TIOCie TEeIIOBOro
BO3JICHCTBHSI OTPEACISIIA METOJIOM JABOWHOTO OKpAaITUBaHUS (IIyOpECIICHTHBIMU
KpacUTEIsIMU, a y JPOXOKEH IO TMOJACYETY KOJIMYECTBAa KOJIOHHUEOOpPa3yHOIIMX
equnuil (KOE).

2.5.1. Onpeoenenue sncuznecnocoOHocmu ¢ UCHOIBL306AHUEM MEMOOA
0801IH020 OKPAWIUBAHUA (PJIyOpeCcUeHMHBIMU KPACUMENAMU

XKu3HecrmocoOHOCTh KJIETOK KYyJbTYp O3UMOW TIICHUIBI U CaxapHOTO
TPOCTHHUKA TIOCJE TEIJIOBOTO BO3JCHCTBUSI OLIEHUBAIA METOJOM JBOMHOIO
OKpalllMBaHUsI B TEUEHUE JBYX MHUHYT C HCIOJIb30BaHUEM (IIyOpPECIIEHTHBIX
kpacuteneii: duayopectienn auanerata (fluorescein diacetate, FDA) B koHeuHOM
KoHIeHTpanuu 50 MkM («Sigmay, I'epmanus) u nponuauid Homuaa (propidium
iodide, Pl) B koneuHo# koHmentparuu 7,5 MkM («Biotiumy, CILIA).

Jlnst aToro 100 MKII CycrieH3UH KJIETOK KOHTPOJIBHOUM KYJIBTYpPbl i KYJIbTYPbI
Cpa3y Mmocjie TEMIEPaTypHOro BO3JEHCTBUS MHKYOWPOBAIH C BBINICYKa3aHHBIMU
KpAaCHUTENSIMU B TeueHne 2 MuH npu 26 °C.

FDA sgaBnsiercs BUTAIbHBIM (TIPUKU3HEHHBIM) KpPACUTEIEM W HCXOIHO
npeAcTaBisieT coboil Hedyopecuupytoiiee coenuuenre. FDA mpoHukaer uepes
KJICTOYHBIE MEMOpAHBI JKMBOW KIETKH, TJC 3a CUET AKTHUBHOCTH DHIAOTECHHBIX
ACTEpa3, OTIIEIUISIONIMX JUAIICTATHBIA OCTaTOK, MPEBpAIIaeTCs BO (IIyOpECIerH,
mocje 4ero mpuoOperaeT CHOCOOHOCTh K (hIyOpEeCLEHIIMU B 3€JICHOM KaHale,
KOTOPYIO olieHMBaiu ¢ ucrnonb3oBanuem Filter set 10 (EX BP 450490, BS FT
510, EM BP 565). B MepTBBIX KIETKax OTCYTCTBYET ICTEpa3Has aKTUBHOCTH,
MIOATOMY OKpalmuBaHus He nmpoucxoaut [Yamori et al., 2005].

PI mponukaer B MepTBbIE M TOTHUOAIONMINE KJIETKH, Y KOTOPHIX HapyIIeHa

MPOHUIIAEMOCTh IJIa3MaTHYecKo MemOpanbl, coeaunsiercs ¢ JJHK u oGpazyer
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CBSI3U MEXIYy OCHOBaHHAMHU (OZHA MOJIEKYyJia KpacuTelsl Ha 4—5 map OCHOBaHWUIA).
[Ipu »TOM cmocobnocts PI  ¢dmyopectiupoBaTh B KpacHOM KaHalle, C
ucnois3oBanuem Filter set 15 (EX BP 546/12, BS FT 580, EM LP 590)
YBEIMYHMBAETCS B HECKOJIBKO pa3. Kpacurens Takke MOKET B3aUMOJIEHCTBOBATH C
Monekyinamu PHK.

JIns KOJWYECTBEHHOrO TOJIcUeTa >KUBBIX (OKpaileHHbIXx FDA B 3eneHslit
LIBET) U MEPTBBIX (OKpalIeHHbIX Pl B KpacHBII LIBET MJIM HEOKPALIEHHBIX ) KJIETOK B
KQXXJIOM 3KCIIEpUMEHTE OLeHUBAIN 10 ciaydaillHBIX MOJEH 3pEHUS, MOJTYYEHHBIX C
UCIIONIb30BaHUEM (ITyOpPECIEHTHOTO MUKPOCKOTIA.

2.5.2. Onpeoenenue HCUZHECNOCOOHOCMU no noocuenty
KO1OHUEeo0pazyouux eOuHuy

Jlns moacuéra xononueoOpasyromux eaunull (KOE) cycneH3uio KIeTok
JPOXOKeH S. Cerevisiae mociae cepuM JIECATHKPATHBIX pa3BeJCHHUN BBICEBAIU Ha
tBepayo cpeny YEPD. KomuuectBo kononueodbpasyromux enunuil (KOE)
peructpupoBanu, cmyctsd 24-48 41 wmukyOanmmu mpu 30 °C. BwpkuBaeMocCTh
ornpenesnsuiM Kak nporeHT oopaszoBasmuxcs KOE nocne onpenenenHoro nepuoaa
TEIUIOBOTO Bo3AercTBUSA K KonnuecTBy KOE 10 Bo3nencTBus.

2.6. Omnpenenenue coaep:xxanus ADK

N3menenue YPOBHS ADK OIPEAEIISIIN C KCIIOJIb30BAHUEM
dbayopecuieHTHOTO Kpacutens 2',7'-muxaopoauruapoduiyopeciien auareTara,
2°,7’-dichlorodihydrofluorescein diacetate — H,DCF*DA («Flukay», IlIBeuus).
JIaHHBI KpacuTeNb MCHOJB3YETCA s onpenesieHus ypoBHsS ADK B KHBBIX
kietkax. H,DCF*DA mnpu neanerunupoBaHMM 3CTepa3aMH IpEBpallaeTcs B
H,DCF. B mnpucyrctBun A®K H,DCF okucnserca no DCF, koropslii B
JnanbHeieM ¢uayopecuupyeT B 3€lIeHOM KaHane. [[ns perucrpaiuu curHaia
ucnons3oBanu Filter set 10 (EX BP 450-490, BS FT 510, EM BP 565) [Suski et
al., 2012]. Jns onpenencuust ypoBusi ADK kierku pactenuit mHKyOupoBamu ¢ 1
MKM H,DCF+*DA B Teuenne 10 muH, a kinetku apoxckeit — ¢ 50 MmxM B Teuenue 30

MHH.

52



Jliis ipoBepku crieu(pUIHOCTH IEUCTBUS KPACUTENS OLCHUBAIN N3MEHEHNE
ero duayopecteHuu B oTBeT Ha goOaBieHue H,O, (50 MxM; oTpumarenbHbIN
KOHTPOJIb) U ackopOruHOBOU KUCIOTHI (10, 100 MM; MOJOKUTEIBHBIM KOHTPOJIB).
HNutencuBHocTh (uyopecuenuun kpacurens H,DCFeDA B 3eneHoM KaHaie
olleHMBaIK He MeHee YeM B 300 KJeTKax M BhIpa)kajiu B MPOIEHTaX OT KOHTPOJISA
WM OTHOCUTENIbHBIX €IMHUIIAX.

2.7. OmnpeneneHue 3JeKTPOXMMHYECKOT0 MUTOXOHAPHAIBLHOTO
MeMOPAHHOTI0 MOTEHIINAJIA

H3MeHeHrne MUTOXOHIPHATILHOTO MEMOPaHHOTO MOTEHIIMAaIa ONpPEIesuid C
TIOMOIIBIO (TyopeciieHTHOro Mukpockorna AxioObzerver Z1 ¢ wucroyib30BaHHEM
palMOMETPUUECKOTO  KaTHUOHHOTO  (piyopecieHTHOro  Kpacurtens  9,5,6,6'-
TeTpaxiiopo-1,1',3,3'-rerpastundeH3umMu030IuIKapoonmanne  Hoaua, 5,5',6,6'-
tetrachloro-1,1',3,3'-tetraethylbenzimidazolylcarbocyanine  iodide -  JC-1
[Simeonova et al., 2004] («Biotiumy, CIIIA) B kierkax pactenuid, «MitoTracker
Orange CMTMRos» («Invitrogeny, CIIIA) — MO B kietkax apoxokeid. Kpacurenb
JC-1 ¢unyopecuupyet B AByX kaHaiax. MoHOMeEpHI KpacuTess (QIyopeciupyroT B
3e11eHOM KaHase (514/529 um), 4To perucTpupyroT ¢ ucrnosnb3oanuem Filter set 10
(EX BP 450-490, BS FT 510, EM BP 565) [Suski et al., 2012]. IToBsimicHue
MOTEHIIMAJIa HAa MeMOpaHe MPHUBOAUT K 0Opa3oBaHHIO J-arperaTtoB, KOTOPHIC
bayopecuupyroT B KpacHOM KaHaiie (590 HM), peructpamuio MPOU3BOIAT C
ucnonb3oBanuem Filter set 15 (EX BP 546/12, BS FT 580, EM LP 590).
Kpacutens MO ¢iyopeciiupyet B opaHkeBoM kaHajie (576 HM), (IyopecleHIINIo
Kpacurens oleHuBaiu npu ucnoib3oBanuu Filter set 20 (EX BP 546/12, BS FT
560, EM BP 575-640).

OxpammBanue kieTok kpacurenem JC-1 (10 MxM) npoBoauiu B Teuenue 10
mMuH, a MO (50 BM) B teuenne 30 mMuH. B KauecTBe MOJOKUTEIBHOTO U
OTPULIATENILHOTO KOHTPOJSI MPU OKpallMBaHUM MCIOJIB30BAIA OMUTOMHIMH (30
MkM), CCCP (4 mxM) u 2,4 - munutpodenon — JHD (0,1; 0,5; 1 mM).

N3MeHeHne MHTEHCUBHOCTU (bnyopecueHuHH KpaCHTeHeﬁ OLCHUBAaJIM HEC MCHCC
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yeM B 300 kieTkax B KpaCHOM KaHaJ€ M BBIPAKAIU B MPOLEHTaX OT KOHTPOJIA WK
B OTHOCHUTENIbHBIX €IMHULIAX.

2.8. BblaejieHHe CyMMAapHOIo 0ejika

Jlng  BbAeneHUss CyMMapHOro Oeilka  KJIETKH  pacTeHHl  1mocie
COOTBETCTBYIOIIUX OOpabOTOK (PHIBTPOBAIM, MPOMBIBAIM JIUCTUIUTUPOBAHHON
BoZoM. Jlyisi BeIENeHus: cymmapHoro Oenka ucmoib3oBaiu 0,5 T ChIpoil Macchl.
Knetku 3amopaxuBanu B XuakoM a3oTe W xpanwid mpu —/0 °C 1o mMoMeHTa
BbiiesieHuss  Oenka. Jlnsg  BeimeneHuss  Oenka  pa3MOpPOXKEHHBIE — KJIIETKU
pecycnienaupoBaii B Oydepe s Beineiacaus oenka (0,1 M Tpuc-HCI; 0,003 M
JJIC-Na; 0,001 M B-mepkanrostanon, pH 7,4-7,6) B coorHomeHuu 1:4,
nobamsmmm 0,5 — 1 MM denunmeruncynsonundmoopuna (OMCO) s
UHTUOMPOBAHUS CEPUHOBBIX IMPOTEa3, 3aMOPAKMBAIU JKUJKAM a30TOM U
TIIATEIBHO PACTUPAIA C KBAPIEBBIM IMECKOM. ['pyObie KJIETOYHBIE KOMITOHEHTHI
ynansanu - neHTpudyrupopanuemM npu 15000 g B Tedenwe 15 MHMH C
ucnonb3oBanueM nentpudyru Allegra 64 R («Beckman Coulter», CIIIA). benok
U3 CyIlepHaTaHTa OCAXKJAIM TPEXKPATHBIM OOBEMOM OXJIAXKJICHHOTO alleTOHA.
Ocanok Oenka pactBopsid B Oydepe mis oopasma (0,625 M Tpuc-HCI, 0,008 M
JJC-Na, 0,1 M B-mepkanrostanon, 10% rnunepun, pH 6,8), nuakyoupoBanu 5
muH nipu 100 °C, nentpudyrupoBanu 15 mun npu 5000 g, orbupanu (pakiuio
pactBopeHHOoro Oenka. KonuenTtpammio Oenka ompenensiiu mo meroay Jloypu
[Lowry et al.,, 1951]. Bemok pasBoaunu B Oydepe mist obpasima ¢ 0,001 %
OpoM(pEHONIOBBIM CHHMM U HMCIOJIB30BAIM JIs 3JEKTpodope3a B KOHLEHTpALUU

okoJi0 10 MKr Oenika Ha TpeK.

2.9. IlIposeaenmue diekrpodopesa B [IAATe ¢ JJJIC-Na
DnekTpodope3 MPOBOAWIMA B OJOKaX MOJUAKPUIAMHUJHOTO Telisl pa3MepoM
70*¥80*1 MM B MommduumpoBaHHoi cucteme Jlammim [Laemmli, 1970],
ucnonb3ys npudop s aekrpodopesa Mini-PROTEAN 111 Electrophoretic Cell
(«BIO-RAD», CIIIA).
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CrexysiHHBIC TUIACTUHBI, OJHA M3 KOTOPBIX HECKOJIBKO JJIMHHEE IpYyroun
(83*102 u 73*102 mMMm), BCTaBIISIIN B YCTPOMCTBO JIJIsl 3aJIUBKU TS, pUIaraeMoe
K npubopy mns saekrpodopesa Mini-PROTEAN 11l. B mpocser Mexay
CTCKIISTHHBIMU MJIaCTUHAMU 3aJIMBaJIU pacTBop MEJIKOMOPHUCTOTO
MOJIMAKPUIIAMUJTHOTO TeJsl, a 3aTeéM IIoclie €ro MOJIMMEpPHU3ali  3aJIUBaIU
KPYITHOIIOPUCTBIM Telb. B mocinenHuii morpykaiw 3y0daThli IMa0JIOH s
dbopMHupOBaHUS KapMaHOB JJIsi HAaHECEHUS OCNKOBBIX Mpo0. benkoBwbie mpoOBI
HaHOCUJIY Ha renb He 6osiee 10—70 MKr Geka Ha Tpek.

BepxHuM ¥ HIDKHHM 3JIEKTPOAHBIMH OydepamMu CIy>XKw1 Tpuc-rimnuH, pH
8,3 (25 MM Tpuc-HCI u 192 MM riumun, coaepxkammii 0,1% J1JIC-Na). Pabounit
rens nonuMepusoBanu B 0,0375 M Tpuc-HCI 6ydepe, pH 8,8, conepskamem 0,1%
JJIC-Na, a dopmupyromuii reas B 0,0625 M Tpuc-HCI oydepe, pH 6.8,
conepxkamem 0,1% JJIC-Na. Paznensrommii renb uMen KoHmeHTparmoo 12,5%
win 15% nonuakpuiamuaa [[To6exxumosa u mip., 2004].

[lepBbie mosyaca, koraa oOpa3lbl BXOAAT B TIellb, YCTaHABIMBAIU
Harnpsbkenue 50 B Ha Gnok. [anee snextpodope3 NMpoBOAUIN MPU HAMPSIKEHUU
180 B no tex mop, noka OpoM¢peHOJIOBbI CHHUI HE JOXOAMI 10 KOHIA IeJIeBOTO
omoka. Ilocne oxonHwyaHusi a3yekTpodope3a Telb MOMENlad B Kamepy Ui
OKpalllMBaHWsl WJIM WCIOJIb30BAIM JUIsI TEepeHOca Ha HUTPOLEIUTIOIO3HYIO
MeMOpaHy U ToCIeAyIomero uMmmMmyHooorTunra [[Tooexumona u aip., 2004].

2.10. Oxpacka u odecuBeduBaHue reJiei

[Tocne oxoHuaHus 3neKTpodopesa reaum OKpalIMBaid B BOJHOM pPacTBOPE,
conepxkarmtem 0,1% Kymaccu R-250, 25% w3onponanosn, 10% yKCyCHYIO KHUCIOTY.
Jlnst obecuBeunBanusi (oHA TENM TIEPEHOCHIIM B PACTBOp, coaepxKamuit 7%
YKCYCHYIO KucioTy u 12,5% wuzonpornanosn, U OTMbIBAINM B TEUCHUE HECKOJIbKHUX
4acoB.

2.11. BecTepH-0,10TTHUHT

[lepenoc OeKOB Ha HUTPOLEIUIIOIO3HYI0O MEMOpaHy MPOBOJAWIN B IpUOOpe

Trans-Blot Semi-Dry Electrophoretic Transfer Cell («BIO-RADy», CIIIA) B

Towbin-6ydepe (25 MM Tpuc-HCI, 192 MM rnunmn, 10% mertanon, pH 9,2).
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[Tocne mepeHoca OenkoB memOpany okpammBanu B 0,5% pactBope Ilosnco,
OTMeyYasi HampaBJIeHHE Mpolera U Macchl MOJIEKYJISIpHBIX MapkepoB. [locne 3toro
MeMOpaHy TMoMelmal B OJOKHPYIOUUMH pacTBOp, coaepxammii 2% cyxoe
obeszxupennoe Monoko, 10 MM Tpuc-HCI (pH 7,4) u 150 MM NaCl (tpuc-
cosieBoit Oydep, TCB), u octaBnsiu Ha Houb nipu 0—4 °C. 3atem oTMbIBaNu 2 pasza
no 20 muH B TCh 1 3anuBanu pacTBOPOM MEPBUYHBIX aHTUTEN.

B pabore Obutn mcrmosib3oBaHbl aHTHTeNda NmpotuB HsplO1 («Agrisera» AS
07253, IlIBenus), Hsp70 («Enzo Life Sciences SPA 820», CIIIA), Hsp60 («US
Biologicaly H1830-77B, CIIIA), Hspl7.6C-1 («Agrisera» AS 07254, IIsemus),
Hspl7.6C-2 («Agrisera» AS 07255, IlIBerws).

MeMmOpanbl OTMBIBaIM OT HenpopearupoBaBiux antuten TCh, cogepkanmm
0,05% TBuu-20 (TCb-TBuH), 3 pa3a mo 5 MuH, 3aTeM HHKYOHUPOBAIH CO
BTOPUYHBIMU aHTUTENaMu. B pabore HCMOIb30BaTd BTOPUYHBIC AHTHUTEIA,
KOHBIOTMPOBaHHbIE CO LIENOYHON (hocdaTazoil. Bpemsa nHkyOanuu u pasBeneHue
No0MpaIl SKCIEPUMEHTAIbHO B 3aBHUCHUMOCTH OT HCIOJB3YyEMbBIX MEPBHUYHBIX
antuten. llocne wuHkyOamuum memOpany BHOBb OTMbIBaiM B TCh-TBun ot
HEMpOpPEarupoBaBIIMX aHTUTEN 2 pa3za no 10 MuH, momemanu B PacTBOp,
conepxkamuii 100 MM Tpuc-HCI (pH 9,5), 100 MM NaCl, 5 mM MgCl,, 0,17
Mr/Mia  5-6pomo-4-xmopo-3-ungomun  docdara, 0,33 Mr/mMa HHUTPOTETpa30IUs
CHMHET0, W WHKYOMpPOBaJ M IO TOSBICHUS OKpacku. [[is coxpaHeHHMS OKpacKH
MeMOpaHy nomeranu B pactBop, coaepxamuii 20 MM Tpuc-HCI (pH 2,9), 1 MM
OJITA, BeICyIIMBaIH, CKAHUPOBAJIA U XPAHUJIU B TEMHOM MECTE.

2.12. CratucTuyeckasi 00padoTKa JaHHBIX

JlanHbple ObUIM 00pabOTaHBI CTATHCTHYECKU. B paboTe mpuBEeACHBI CpeIHHE
apu(pMeTHYecKue M HUX CTaHaapTHbhle omuOku. B pabore Obul HCMONIB30BaH
kodhdumment  koppensiuu  [lupcona,  KOTOpBIA  pacCUMTHIBAICA  C

UCTIOIb30BaHKEM mporpaMmbl SigmaPlot12.5.
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3. PE3YJIBTATDBI

3.1. OrBerHasi peakuys HA CTPeCcCOBOE BO3/IeCTBHE Y KIETOK
pacreHui

YMEpPEHHOE TEIIOBOE BO3IAEHCTBUE NMPUBOJIUT K IOBBILIEHUIO COAEPKaHUS
BTII, koTophle y4acTBYIOT B 3allUTE KJIETKU OT rudenu. OIHUM U3 CUTHAJIOB,
IpUBOAIINX K MHAYKIMK cuHTe3a BT, asmsercs noseiuenne reaepannn ADK.
MuTtoxoHapuu SBISAIOTCA OAHUM U3 caiiToB mpoaykiuu ADK B kietke. UToOs
VCKJIFOYNTB BKJIaJl XJIOPOIUIACTOB KAK OCHOBHOT'O MCTOYHMKA B nponykuuo ADK B
paboTe HCMONb30BAIM TETEPOTPOPHYIO KYJIbTYPY KIETOK DPACTEHUH, a TakKe
npoxoku. M3ywanm wmsmMeHenue copepxkaHus ADK, 3IEKTPOXHMHYECKOTO
NOTEHLMaJda Ha BHYTpPEHHEH MeMOpaHe MUTOXOHIPHUM, BHYTPUKIECTOYHOTO
romMeocrasa KajlblUusg M KU3HECIOCOOHOCTh KIETOK MpU TEMIIEPaTypHOM

BO3JIEUCTBUMU.

3.1.1. Cooeprcanue BTII npu Oeiicmeuu paoa NOGLIUEHHBIX
memnepamyp y CYCHEH3UOHHBIX KYAbMYyp KIAemOK O03UMOl NUIEHUUbl U
caxapnozo mpocmHuKa

N3BectHo, urto akcmpeccuss renos HSP101, HSP70, HSP60, sHSP
MOBBIIIACTCS] TPU TEIJIOBOM Bo3zekicTBuM B pacteHusx A. thaliana [Vierling,
1991; Wang et al., 2004; Rikhvanov et al., 2007]. BTII BbIMOAHSIOT (YHKIUH
MOJIEKYJISIpHBIX — manepoHoB. Ilocime  TemmepaTypHOro BO3AEWCTBUS — OHHU
BOCCTAHABIIMBAIOT MOBPEKIeHHbIC Npu HarpeBanuu Oenku [Kubota et al., 2009].
Tak, Hanpumep, HSp101 urpaer HeHTpaabHyIO poJib B BBDKMBAHUM apabuaorcuca
npy BO3JEHCTBMM TOBBIIIeHHON Temnepatypsl [Hong, Vierling, 2000; Queitsch et
al., 2000]. ITogoOubIe maHHbIe MOdy4YeHBI Ha o3umor mmenune [Campbell et al.,
2001; Gulli et al., 2007]. Kak npaBuio, sxcnpeccuto renoB BTII y pactenwmii
U3YyYaroT Mmpu Temmeparype TerioBoro BozaeicTBus 37-39 °C. Ilokaszano, 4yTo B
pacTeHusx muieHuibl npu temneparype 37 °C noseimaercs skcnpeccust HSP101,
HSP26 u HSP70 [Liu et al., 2003; Gulli et al., 2007]. Hapsiay ¢ sxcmpeccuii reHOB
bTLI, yBennuuBaercsa yposeHb ADK. V psana npyrux pacrenui renepanuo AOK
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HaOJFOAAJIA TIPU JOBOJBHO MIUPOKOM TEMIEpaTypHOM auanasone: ot 37 mo 55 °C
[Volkov et al., 2006; Locato et al., 2008]. YroOb1 00HapY)UTH CBsI3b MexTy ADK
u cunte3oM BTII y nccnegyembix 00BbEKTOB, B Halllel paboTe N3ydaid U3MEHEHUE
conep>kanust BTII B quanazone 37-50 °C. KynbTypbl KJIETOK O3UMOU MIICHUIIBI U
TPOCTHHKA, BhIpanieHHble npu 26 °C, mojBepraid BO3JEUCTBHIO MOBBIIIEHHBIX
temrepatyp 37 °C (120 mun), 39 °C (120 mun), 43 °C (60 mun), 46 °C (40 mun),
50 °C (10 mwmn). Conepxanme BTI omenwBanmm Mmociae BOCCTAHOBHUTEIHLHOTO
nepuoja (26 °C, 120 mun).

Conepxanue otaenbHbix BT oneHHBaIOCH METOJOM BECTEPH-OJOTTUHIA
C HCIIONb30BaHWEM aHTHTeN, monydeHHbIXx Ha bBTII apabumoncuca (Hspl01l,
Hspl17.61, Hspl7.611) u uenoBeka (Hsp70, Hsp60) .Kak Buano u3 puc. 1 A, b, Bce
UCIIOJIb3yEMbIE AHTHUTENIA PEarupoBalid ¢ O€JIKaMHU CYCIIEH3MOHHBIX KIIETOK
MIIEHUIBI U TPOCTHHUKA. BBIIO 3aperucTprupoBaHO YBEIMUYCHHE KOJIMUECTBA OEITKOB
¢ MoiekymsapHeiMu Maccamu 101, 70, 60, 17,6 k/la. CrocoOHOCTH aHTHUTEN,
nosyyeHHbIx Ha BTI apabunoncuca, pearupoBarb ¢ O€JIKaMu 03UMOM MILIEHUIIBI
M CaxapHOrO TPOCTHHKA IOJTBEPKIAET BBICOKYIHO KOHcepBatuBHOCTH BTII y
Pa3JIMYHBIX BUJIOB.

CornacHo TONYYEHHBIM pe3yJbTaTaM, MPEICTAaBICHHbIM Ha puc. 1 A, B
KJICTKaX KyJIbTYPbl O3UMOM TIICHWIIBI B KOHTPOJBbHBIX yCiI0BUsAX (26 °C) Oenku
Hspl0l wu Hspl7.6 mnpaktuuecku He peructpupoBanuchk. [loBblieHue
temriepaTypsl 10 37-39 °C npuBOAUIIO K YBETUYCHHUIO COJIEPKAHUS ITUX OEJIKOB.
[Tpu Gosee Bbicokux Temiieparypax (46 u 50 °C) coaepxanue ynomsayTeix BTII
HE M3MEHSIOCHh, M0 cpaBHeHHIO ¢ KoHTposieM (26 °C) (puc. 1 A). Coxepxanue
oenka HSp70 B KOHTPOJBHBIX YCIOBHUSX B KJeTKaxX MiieHUIsl (puc. 1 A) Obuio
JOCTAaTOYHO 3HAYUTEIbHBIM, HO TMpH TemioBoM BosaeictBuu (37-39 °C)
HaOJIOIAJIOCh JIOMIOJIHUTENILHOE €ro TMOoBbIieHUe. Bo3zeiicTBue 0ojee BBICOKHX
TeMIEepaTyp HE MPUBOJIMUIIO K MOBbINICHHIO conaepxanus Hsp70. B ornuuume ot
BBIIIIEYKa3aHHBIX OEJIKOB H3MeHeHue coiepkanuss HSPO60 mpoucxoausno HHBIM
obpazom. Bozpeiicteue mpu 37 °C He yBenuuuBano konmuectBo Hsp60 mo

CpPaBHEHUIO C KOHTpojeM. B To ke Bpemsi MHKyOalus KJIETOK KyJIbTYphl O3UMOM
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nmenutbl npu 39 °C u Bbllle MHAYIIMPOBAIA YBEITUUYCHUE COACPKAHUS JAHHOTO
oenka (puc. 1 A).

AHanoOruYHble SKCHEPUMEHTBl C HCIOJIb30BAHUEM KYJIBTYpPbl KJIETOK
CaxapHOTO TPOCTHHKA TOKAa3alik, YTO B KOHTPOJBHBIX ycioBuUsX (26 °C) Oenku
Hspl01 u Hspl7.6 npakrtudyeckum He nperektupoBaymch (puc. 1 B). Onmnako
uHKyOauss npu Temneparypax ot 37 no 43 °C mnoBblana coaepkaHUE ITHX
oenkoB. Ilpu neiictBum Oosiee BBHICOKMX TEMIEpPATyp TMOBBIIICHUS COJEPKaHUS
JMaHHBIX OenkoB He Habmonanoch. Coxepxanue HSPO60 He M3MEHSIIOCHh MpU BCEX
UCTIOJIb30BaHHBIX TEMIEpaTypHbIX 00padoTkax (puc. 1 B).

[Ipy wW3yyeHHH BIUSHUSA TEIUIOBOIO BO3JEWCTBUS HAa U3MEHEHHE
conepkanust BT B KyapTypax 03UMOM MNIIEHULBI U CAXapHOI'O TPOCTHUKA ObLIN
BBISIBJICHBI DPa3iuyMsl B JUana3oHe, MPU KOTOPOM IPOUCXOJIUT THOBBILIEHUE
conepkanusi BTII. ¥V mnmenunsr — Makcumym wuHAyknuu cuHTe3a HsSpl01,
Hsp17.6 nadbmonancsa npu 37 u 39 °C (puc. 1 A). YV TpocTHHKAa MaKCHMaJbHOE
MOBBIIICHUE COACPKAHUS BBIIIEYKa3aHHBIX OEJIKOB MPOUCXOAWIO B AMANA30HE OT
37 no 43 °C (puc. 1 b). Takum o0pa3zomM, y caxapHoro tpoctHuka cunte3 BTII
MPOUCXOIUT TpU OoJiee Boicokou Temmepatype (43 °C). OaHako, B OTJIMYHE OT
nueHunsl, coxepxkanue HSP60 y TpoCTHMKAa HE HM3MEHSUIOCH C YBEJIMYEHUEM
MHTEHCUBHOCTH TEIUIOBOTO Bo3aeucTBUs. [lo-BuaumMomy, 1ramna3oHsl TEMIEpPATyp,
npu KOTOpbIX HaOmomaercs coxaepxkanue BT, ompenenstorcs pazauyHbIMUA
TEMIEPATYPHBIMU YCIOBUSMU, HEOOXOAUMBIMU JIi PAa3BUTHS U POCTa O3UMOM
MIIEHUIBI U CaXapHOTO TPOCTHHKA.

Takum 00pazom, MmakcuMalibHOE HakorieHue uzydaembix BT npoucxoaut
B OINPEIECICHHOM TEMIIEPATypHOM JIMalla30HE, IPEBBIINICHHE W TOHHKEHHE

KOTOPOIr0 HE NPUBOJUT K YBCIMUCHNIO COACPIKAHUSA JaHHBIX OCJIKOB.
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Kynerypaknerox 7. aestiviim

26 37 39 43 46 50 °C
o——‘w==- 5 a0
T Ay e Hsp70
B U Hsp60
arlann: EERMED
S ) ~Hsp17.6 (I)
T Hsp17.6 (IT)
(b)
Kynerypa xnerok S. officinarum
26 37 39 43 46 S0 °C
2 ' Hsp101
. — — Hsp60
— TR TR T Hspl7.6(D)

Puc. 1. Conepxxanne OenkoB TeruioBoro moka HsplO1, Hsp70, Hsp60, Hspl7.6 B
KJIETKaX CYCIEH3HOHHBIX KyNbTyp 1. aestivum (A) u S. officinarum (b) B KOHTPOIBHBIX
ycioBusax (26 °C) u mpH TEIIOBOM BO3JEHCTBUN paznuyHoi uHTeHcuBHocTH (37 °C —
120 mun, 39 °C — 120 mun, 43 °C — 60 mun, 46 °C — 40 mun, 50 °C — 10 mun).

[IpuBeneHbI JaHHBIE XapaKTEPHOTO IKCIIEPUMEHTA. N=3.
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3.1.2. H3menenue ypoena ADK npu Oeiicmeuu  nOGbIUIEHHBIX
memnepamyp y CYCHEH3UOHHBIX KYAbmyp KI1emoK O03UMOU NUIeHUusbl U
CaxapHozo mpocmHuKka

3.1.2.1. Tennosoe o30eticmaue gvi3vieaem ycunerue npooykyuu A DK

OpHUM U3 CUTHAJIOB 3alycka CUHTE3a OEJIKOB CTpecca SBIISIETCS OBBIICHUE
oo ompeaenennoro ypoBHs coiepxkanus ADK [Komymaes u gp., 2013;
[apud3ssHOB U 1p., 2011; Kpecnasckwuii u ap., 2012; Miller, Mittler, 2006; Baxter
et al., 2014]. ITosTroMy He0OX0AUMO OBLIO OLEHUTH H3MEHEHHE coaepxkanus ADPK
B M3yyaeMbIX KyibTypax. CHadasia HeOOXOJIUMO OBLUIO YCTAHOBUTH, MPOUCXOJIUT
JW JTaHHBIA TMPOIECC MPU TEIJIOBOM BO3ACHCTBHU B CYCIEH3MOHHBIX KYJIbTypax
O3UMOI TIIEHMUIIBI W CaxapHOro TPOCTHHWKA. JIJis pelieHuss JaHHOW 3aj1auu
ucronb3oBainu ¢GayopecueHTHsld kpacutenb H,DCFeDA (puc. 2) B KieTkax,
WHKYOUPYEMBIX B KOHTPOJIBHBIX YCJIOBHUSIX U TIPU TEIUIOBOM BO3JICHCTBUHU.
H,DCF*DA mpu neaunerunupoBaHuu screpazamu mnpespamiaercs B H,DCF. B
npucyrctBun A®K H,DCF oxucnsercs no DCF, xotopeiii Quyopecuupyer B
3eieHoM kanane [Suski et al., 2012]. Kak mnoka3ano Ha pwuc. 2, JCHCTBHUE
noBelieHHOW Temmnepatypsl (45 °C, 30 MHH) Ha KJIETKM TNPUBOIWIO K
3HAYUTEILHOMY YBEJIMYEHUIO (DIyOPECIEHIIMN JTAaHHOTO KpacuTens. B kadecTBe
OTPHUIIATEIHHOTO U TOJOKUTEIBHOTO KOHTPOJIEH, COOTBETCTBEHHO, MCIOJIb30BAIH
AHTUOKCUJAHT — ACKOPOMHOBYIO KHCIIOTY 1 UICTOUHUK ADK — nepokcua Bogopoaa
(H20,) (puc. 2). JlobaBieHre acKOPOMHOBOW KHUCIIOTHI MPH TEIJIOBOM BO3JICHCTBHU
noAasisiio nosbeiieHue (uyopecuenumu DCF. HaoGopot, no6asnenue H,0O, k
KOHTPOJIbHBIM KJIETKaM, HHKYOupyeMmbIM nipu 26 °C, noBbImaio (iayopecleHIUIo
DCF (puc. 2).

CnocoOGHOCTh ackopOuHOBOM KHUCIOTH U H,O, HHrHOMpOBaTh U MOBBIIIATH,
cooTBeTCTBeHHO, ¢uyopecuennuio DCF  yka3piBaeT Ha TO, YTO HW3MEHCHHE
bayopeceHIIMM  JaHHOTO  KpacuTels KOPPEKTHO  OTpakaeT U3MCHCHHE
coaepxanus ADK.

Takum 00pa3om, TEMIOBOE BO3JCUCTBHE TMPUBOJUT K YBEIUYEHUIO

COAEpKAHUS ADK B KJIETKax 03UMOM MHIIEHUIIBI.
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Puc. 2. TenioBoe Bo3zaeiicTBUE BbI3bIBAET MOBbIIeHUE coaepkanust ADK B kynbrype

KJIEeTOK 1. aestivum.

(A) Muxpodororpadpun KICTOK O3MMOH MIICHHUIBI Tocne obpaborkn H O, n

ackopounHoBoit kucnotoid. (b) [IpencraBnen KonMueCcTBEHHBIN aHAU3 WHTEHCUBHOCTH
¢nyopecuenuun DCF. K — kiieTku KOHTPOJIBHOM KyNBTYpbl, HHKYOHpyeMble mpu 26

°C. O6padorky 50 MxM H O, nposoamnu npu 26 °C. TIII — temnosoit mok 45 °C, 30

muH. O6pabotky 100 MM ackopOuHOBO# kucnoToil mpoBoawnau mpu 45 °C, 30 mun
(TII+Ack). ®@nyopecuenuuto kpacutenss DCF (3eneHblil kaHaim) U3Mepsuin cpasy ke
nocne BozzaercTBus. 3a 100% mnpuHMManu (QIyopecueHINI0 KIETOK KOHTPOJIBHOU
KyasTypsl Tipu 26 °C. CII — cBetnoe mone. MacmtabHbIii oTpe3ok — 50 MkM. n=3.

M=S.E. * — paznuuus 10CTOBEpHBI pU ypoBHE 3HaunMocTH p<0,05.
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3.1.2.2. Obpasosanue ADK 6 3asucumocmu om uHmMeHCUBHOCMU
Menyio8o20 8030elCmaus

Jlanee HeoOxonMMO OBUIO YCTaHOBUTh, KaK MOBJIHUSIOT TeMIEpaTypHBIC
obpabotku: 37, 42, 45, 50, 55 u 60 °C Ha u3meHenue ypoBHsi ADK B kieTkax
O3UMOI1 MIIIEHUIIBI U caxapHOTO TpocTHUKA. Kak mokazaHo Ha puc. 3 A, uHKyOarms
KJIETOK KYyJIbTYpPhl O3MMOW MIIEHUIBI npu Temmeparype 42 °C mpuBoauia K
JIOCTOBEPHOMY YBeIUYeHUIO0 nHTeHCUBHOCTU (piryopectieniinu DCF o cpaBHeHUIO
c koutpoiem (26 °C). OpHako 3HAYUTENbHOE YBEIUYEHHE (IyOpEeCHECHIIUN
JAHHOTO KpacuTensl B KyJbType KIETOK CaxapHOro0 TPOCTHHKA MPOUCXOJMIIO YXKE
npu temneparype 37 °C (puc. 3 B). IIpu termoBom Bosneiicteuu 45 °C oTMedancs
MUK (IIyOpeCUEeHIIMN Y 00euX H3ydaeMblX KynbTyp kKieTok (puc. 3 A, b). Ilpu
noBbiteHnn Bo3aencTBus 10 50 °C dayopecuenuus DCF Oputa Huxe, yem nipu 45
°C (puc. 3 A, Bb). HureHcuBHOCTh (yopecleHIIMA TNpH 00jee BBICOKUX
TemrepaTypax, Takux kak 60 °C (puc. 3 A, b), He oTiMyanach OT KOHTPOJILHBIX
3HaYeHHl. B oTianMune OT 03MMOM NIIEHHWIBI B KJIETKaX TPOCTHHKA BO BpEMs
unkyOamuu npu 55 °C dnyopecueniuss DCF Obina Bbillie, 4eM B KOHTpOJIE.
Cnegyer Takke OTMETHTb, YTO OoJiee IUTEIBbHOE TEIUIOBOE BO3JEHCTBUE (B
teuenne 30 MHH) MNOPUBOAWIO, KakK IpaBWIo, K Oojiee HHTCHCUBHOMU
GbayopecieHIIuN KpacuTes, 4eM KopoTkoe (B TeueHue 10 Mun).

Takum 00pa3zom, CHOCOOHOCTH KJIETOK O3MMOM MIIEHHIBI U CaxapHOIo
TpocTHUKa 00pa3oBbiBaTh A®DK mpu TEmiIoBBIX BO3IEHCTBUSIX HAOIIOIAETCS
TOJIBKO B OTIPEJICIICHHOM JIMara30He TEMIIepaTyp, XapaKTEPHOM JIJIsl KayKJI0r0 BUIA
(ot 42 no 50 °C pgns o3umoi miieHuisl; oT 37 mo 55 °C mist caxapHOro
TpOCTHUKA). Paznuunblii ypoBeHb npoaykuun ADK B KileTKax 03WMOM NIIEHUIIBI
M CaxapHOro TPOCTHHMKA TMOATBEPXKIACT, UYTO OTBETHAs PEAKIUS Ha TEIJIOBOE

BO3I[CI>1CTBHC Y 9TUX BUJOB CYIICCTBCHHO OTJINYACTCA.

63
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Puc. 3. Usmenenue conepxannd APK npu TEmIOBOM BO3ACHCTBUM pa3iIM4HON
WHTEHCUBHOCTH B KYNbType KIeTok 1. aestivum (A) u S. officinarum (b).

Kynerypy xnerok oOpaGarteiBamun B Tedenue 10 um 30 MHMH mpH  yKa3aHHBIX
TeMmrmeparypax u mnpoBogwin usMepenue ¢uyopecueniiuu DCF. IlpeacraBnen
KOJIMUECTBEHHBI aHaJM3 MHTEHCHBHOCTH (uryopecuenuuu. 3a 100% mnpuHuManu
(hTyopecIeHITNI0 KIETOK KOHTPOJIbHOU KynbTyphl mipu 26 °C (ms 10 u 30 mun). n=3.

M=S.E. * — paznuuus J0CTOBEPHBI pu ypoBHE 3HAUUMOCTH p<0,05.
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3.1.3. H3menenue nomenyuana Ha 6HYmpeHHell Memopane
MUMOXOHOpUIL NPU OelCMEUU NOBbIUIEHHBIX MEMNePamyp y CyCHeH3UOHHbIX
Kybmyp K1emoK 03UMOil RULeHUYbl U CAXAPHO20 MPOCHHUKA

3.1.3.1. Tennosoe 6o3deticmaue vl3vl8aen NOGbILIEHUE
MUMOXOHOPUATLHO20 MEMOPAHHO20 NOMEHYUANLA

N3BecTHO, uYTO y KJIETOK Tabaka W apabuaoricuca TMpu TEMJIOBOM
BO3/1elicTBUH B 00pa3oBannn ADK mpuHMMarT ydactue MHTOXOHIpuu [Vacca et
al., 2004; Zhang et al, 2009]. Ha wu301MpPOBaHHBIX MHTOXOHIPUIX
MJICKOTIUTAIOIUX W PACTEHUUM MOKa3aHO, YTO MPUUYMHON YCUJIEHUSI TeHEpaluu
A®K MOXET CIyXUTb YBEIMYEHHUE MHUTOXOHAPHAIBHOTO  IIOTEHIMANA
(runepnosspusaius) [Korshunov et al., 1997; Casolo et al., 2000; Starkov et al.,
2002]. U3nauaiapbHO HEOOXOAUMO OBLIO YCTAHOBHTH, KaK ITOBJIHSCT TEILJIOBOE
BO3/ercTBUE Ha u3MeHeHue MII.

[TosToMy omnpenensanu, Kak HW3MEHSETCS MOTEHUHUAT TMPU TEILIOBOM
BO3JICMCTBUM B CYCIICH3MOHHOM KYJIbType O3UMOM muieHunbl. g pemeHus
naHHOM 3amaun u3Mmepsuin Quyopecuennuto JC-1. JC-1 saBisieTcs HETOKCUYHBIM
(bayopecleHTHbIM 30HAOM JUIsl OMNpENEJeHUs MOTEHLUada, TeHEPUPYEMOro
MuToXOoHApusiMU.  Monomepsl  JC-1  u30uparenbHO  HAKalJIMBAaKIOTCS B
MUTOXOHJPHUSX ¥ TPU TIOBBINICHWHU TMOTEHIHala o00pas3yroT J-arperartsl,
dyopectupyrone B kpacHoM kanaie [Suski et al., 2012; Szilagyi et al., 2006].
Kak mokazano Ha puc. 4, B KOHTPOJBHBIX YCJIOBUAX HWHTEHCHBHOCTH
bayopecueniuu JC-1 B kjeTkax O3UMOM TIIEHUIIBI OblIa HE3HAYUTEIHHOM.
TennoBast 00paboTka MNpUBOJIMIA K PE3KOMY YBEIUYEHUIO (PIIYyOPECLEHIMH B
KpacHOM KaHaje. YtoObl JoKa3aTh, YTO W3MEHECHHE WHTEHCUBHOCTHU
bayopecueniuun  JC-1  oroOpakaer  uameHenue  MII,  ucmnonb3oBanu
orpuniatenbHbiil (mpotoHogop CCCP) u monoxutenpHbl (MHTHOUTOpP cektopa F,
AT®-cuHTa3pl — OJUTOMUIIMH) KOHTpoJid. B HopmanbHbIX ycnmoBusix MII
dbopmupyeTcsi B pe3yibpTaTe 0anaHca MeXay MepeHOCOM MPOTOHOB HA BHEUIHIOIO
CTOPOHY  BHYTPEHHEW  MHUTOXOHJPHAIBHOW  MEMOpaHbl B  MpoIlecce

(GYyHKUMOHUPOBAHUS JbIXaT€IbHOM 1EemM M uX OoOpaTHOro TpaHCIoOpTa B
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MUTOXOHJIpHAJIbHBI MaTpUKC 3a cueT paboTel ¢epmenta F Fi-ATP-cuntassi
[Skulachev, 1998]. ITpu nob6aBnernn CCCP mpoucxoaut cBOOOIHBIN TPaHCIIOPT
IPOTOHOB  4Yepe3  MUTOXOHJApPUAIbHYI0O  MeMOpaHy U pacceuBaHHUe
MUTOXOHPHAIEHOTO MEMOpPAaHHOTO MoTeHIana. [1pu 1o0aBneHnn OJTUTOMUIIMHA,
WHruouTopa MemOpaHHoro cekropa F, depmenra F F;-ATP-cunTasel, He
MPOUCXOIUT OOPATHOTO TPAHCIIOPTA MPOTOHOB, & MUTOXOHAPUATILHBIN MOTEHIIUAI,
HaoOopoT, noBbrmaercst [Suski et al., 2012]. MukyOamnus KJI€TOK B MPUCYTCTBHH
CCCP nopnasinsisia MOBBIIIIEHUE UHTEHCUBHOCTU (uryopecuieninu JC-1 B KpacHOM
KaHaJIe TIPH TEIJIOBOM Bo3aelicTBu. HanmpoTus, 00paboTKa KOHTPOIBHBIX KIETOK
O3UMOM TIIICHUITHI OJTUTOMUIIMHOM BbI3bIBaJIa yBenudeHue dayopecrenuu JC-1 B
kpacHoM kaHaie (puc. 4). ITogo6Hbie 3¢ heKThl HAOMIOMAIN Y KIETOK KYJIBTYPBI
caxapHoro tpoctHuka (puc. 5). JloOaBnenue npotoHodopa CCCP BBI3bIBAIIO
camwkenne Quyopecuennnn JC-1 mpu oObIUHON TemmepaTrype HWHKyOaluu, a
OJIMTOMMIIMH TOBBIIIAN (uryopectieHIuio kpacuteis (puc. 5). Cnocoonocts CCCP
W OJIMTOMWIIMHA, COOTBETCTBEHHO, HHTHOMPOBATh M TOBHIIIATH (PIIYyOPECIICHITHIO
JC-1 B KpacHOM KaHajle JOKa3bIBaeT, 4TO H3MeHeHume Quyopecieniiuu JC-1
COOTBETCTBYET U3MeHEeHUI0 MII.

Takum o00pa3oMm, TEIUIOBOE BO3JCHCTBHE NPUBOAUT K YBEIWUYCHUIO
MOTEHIIMAJIa Ha BHYTPEHHEH MeMOpaHe MUTOXOHIPUM B KJIETKAX O3UMOU

MNIIICHUITBI.
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Puc. 4. TemnoBoe BO3/1EHCTBUE BBI3BIBACT MOBBIIIEHHE MHUTOXOHIPUATHHOIO
MIOTEHIIMAIa B KYIBTYpe KIeTOK 1. aestivum.

(A) Mukpodortorpadun KJIETOK 03UMON MIIEHUIIBI TOcTe 00pabOTKU OJIMTOMUITTHOM
u nporonopopom CCCP. (b) [IpeacraBneH KoIMYeCTBEHHBIN aHAIN3 UHTEHCUBHOCTH
dnyopecueniuu JC-1. K — kIeTKu KOHTPOIBHOW KYJABTYPHI, HHKYOUpyembie Tipu 26
°C. O06pab6otky 30 MkM onuromunuHom (Onuro) mposoaunu npu 26 °C. THI —
teroBoit ok 45 °C, 30 mun. O6pabotrky 4 MmkM CCCP npoBoaunu mipu 45 °C, 30
muH (THI+CCCP). ®nyopecuenuuto kpacutens JC-1 (kpacHblii KaHall) HU3MeEpSIU
cpazy ke mocne BozaedcTBua. 3a 100% mnpuHMManu (IyopeclUeHLHI0 KIETOK
kynsTypsl Tipu 26 °C. CII — cBemnoe mone. MacmtabHbIii oTpe3ok — 20 MKM. n=3.

M=S.E. * — paznuuus 1o0cTOBEpHBI pU ypoBHE 3HaunMoctu p<0,05.
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Puc. 5. Opdexr onuromurimaa 1 CCCP Ha MUTOXOHAPUATHHBIN MTOTEHIIMAI B KYJIBTYPE
KIETOK S. officinarum.

(A) Muxkpodotorpadun KIETOK caxapHOTO TpPOCTHHKAa Tmocie 00paboTKu
omuromuniiHoM u miporoHodopom CCCP. (b) IlpeacraBnen KoiMMueCTBEHHBIN aHAIU3
uHTeHCUBHOCTH (ayopecuennuu JC-1. B KOHTpPOJIBHYIO KyJIBTYpPY KIETOK S.
officinarum (K) no6ammsiu 50 MM onuromunmua (Onuro) wim 4 mxkM CCCP
(CCCP). Dnyopecuenuuro kpacutens JC-1 (kpacHbIii KaHald) HU3MEpsIIU cpazy ke
nocne BozaeicTBua. 3a 100% mnpuHHManu (IIyOpeCHEeHIUI0 KIETOK KOHTPOJIbHOU
kynsTypsl mipu 26 °C. CII — cemioe mone. Macmtabublii otpe3ok — 20 MkM. n=3.

M=S.E. * — paznuuus 10CTOBEpHBI MpU ypoBHE 3HaYMMOCTH p<0,05.
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3.1.3.2. Tosvluenue MumoxoHOpUAIbHO20 MEMOPAHHO20 NOMEHYUANA 8
3a8UCUMOCTU OM UHMEHCUBHOCIU MENI08020 8030€UCMEUs 8 KIEMKAX 03UMOU
nuleHUYbl

UtoObl ompenenuth Kak u3MeHsiercs 3HaueHue MII B 3aBucumoctu OT
WHTEHCUBHOCTU TEIJIOBOTO BO3JEHCTBHUA, KJIETKU O3MMOM MIIEHUIIBI MOJIBEpraiu
TEIUIOBBIM BO3JAeHCTBUAM Tipu 37, 42, 45, 50, 55 u 60 °C B Teuenue 10 u 30 muH,
3aTeM MHKyOupoBamu ¢ kpacutenem JC-1, uzmepsiin (iayopecteHIio B KpacHOM
kaHaie. Kak mokazano Ha puc. 6 A, termioBoe Bo3aeicTBre mpu 37 °C MOBHIIIAIO
¢ayopecuenimio  JC-1. MakcumanbHOoe — yBedHueHUE (DIyOpecleHLMH TI0
cpaBHEHMIO ¢ KOoHTposieM (26 °C) Habmroganoch npu TemioBoi oopadotke 45 °C.
VYBenuuenusi ¢ayopecueHimu  JC-1 He MNPOMCXOAMIIO, €CIU  TEeMIEpaTypy
TETUIOBOTO Bo3JeHCTBHs ToBbimamu a0 55 u 60 °C (puc 6 A). JlocToBepHBIX
pasznuuuil Mo (GIIyopeCleHIIMN KPACUTENS B KYJIbTYpe KJIETOK O3UMOM MIIEHUIIBI B
3aBUCUMOCTH OT BpeMeHH TemioBoro Bo3zaeictBug (10 m 30 muH) He OBUIO
oOHapykeHo (puc. 6 A).

Takum 06pa3om, MOBBIIIIEHUE TEMIIEPATYPHI IPUBOAUT K TUIIEPIIOJISIpU3AIIUU
BHYTPEHHEI MUTOXOHAPUAIBHOM MeMOpaHbl B KJIETKaX O3UMOM IMIICHUIIBL.
Opnako moBblieHue MII npoucxoAUT B  ONPENEIEHHOM TEMIIEPATYPHOM
nuarnazone (ot 37 mo 50 °C). B ciaywyae mnpeBbIICHHS 3TOro JAMana3oHa
TUTNIEPIOJISIpU3ALINK HE HAOII0AaeTCsl.

3.1.3.3. Tlogviuernue MumoxoHoOpuaIbHO20 MeEMOPAHHO20 NOMEHYUAA 8
3aeucumMocmu Om UHMEHCUBHOCIU MeNl08020 8030eUCMBUS 8 KIeMKAX CAXapHO20
MPOCMHUKA

[Ipu n3yyenun nzmeHennss MII B KynbType KIIETOK CaxapHOIO TPOCTHHUKA
MpU TEIUIOBBIX Bo3aeucTBusx: 37, 42, 45, 50, 55 u 60 °C B teyenue 10 u 30 mun
OBLITM TIOJTy4EeHBl HECKOJBKO WHBIC AaHHBbIC (puc. 6 b), 4yem B KynbType KIETOK
o3uMoil meHuIpl (puc. 6 A). TeruoBas oOpabotka B Teuenue 10 mMuH mpu
temneparype 45-55 °C npuBoamia k nossimennto MII (puc. 6 B) Touno Tak xe,

KaK U B KJIETKaX 03UMOM miieHunsl (puc. 6 A). MakcumanbHas TUIIEpIOspu3alus
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(A) Kynbrypa knerok T. aestivum
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Puc. 6. M3MeHeHNME MUTOXOHAPHUAIBLHOIO MOTEHIMAJa MPU TEIJIOBOM BO3JECUCTBUM
pa3IUYHON WHTEHCUBHOCTHU B KIeTKax Kynbryp 1. aestivum (A) u S. officinarum (b).
Kynerypy xnerok wunkyoupoBasiu B TedeHue 10 m 30 MuH mnpu yKa3aHHBIX
TeMIlepaTypax W MpoBoauiu usMepeHue Qmyopecueniuu JC-1 B KpacHOM KaHale.
[IpencraBneH KONMMYECTBEHHBINH aHAlM3 MHTEHCUBHOCTH QuryopectieHninu. 3a 100%
MPUHUMAIN (QIYOPECICHINIO KIETOK KOHTPOIbHOU KynbTypsl Tipu 26 °C (ansa 10 u 30

MuH). n=3. M+S.E. * — pa3znuuus noctoBepHBI pu ypoBHE 3HauUMOCTH p=<0,05.
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BHYTpeHHEH MeMOpaHbl MUTOXOHIpUN HAOI0Janach IpHU TEIUIOBOM BO3JIEHCTBUU
55 °C B Teuenne 10 mun. Ecinu TemoBoe Bo3aekcTBue nosBeimann g0 60 °C, To
yBenuuenus guryopecuennu JC-1 B KynbType KIETOK HE MPOUCXOIUIIO.

B otnuume oT KynbTyphl KJIETOK MIIEHULBI (pHuc. 6 A) B KJIETKax caxapHOTO
TpocTHHUKA 00paboTka B TeueHue 30 MUH B quamnazone temiepatyp ot 45 mo 55 °C
HE BbI3bIBAJIa TMOBBIIICHUS MHMTOXOHJIPUAIBHOTO MEMOPAHHOIO TOTEHIIHANIA.
HanpotuB, B 3THUX YCIOBUSX OJKCIEPUMEHTa, KaK IMpPaBWIO, HAOIIOJANIOCh
cHkeHne MII Huke KOHTPOIBHOTO YPOBHSI.

Takum  oOpa3oM, TeMmIepaTypHbIH  MaKCUMyM  TUIEPHOJISPU3AIIH
pasznuyaeTcsi B 3aBUCMMOCTH OT MCIOJIB30BAHHOIO O0OBEKTa. B ciywae kieTok
caxapHoro TpoctHuka (puc. 6 b) yBenmuenme MII HaOnromaercs mpu Oosee
MHTEHCUBHOM TemioBoM BozaeicTBuu (55 °C, 10 MUH) MO CpaBHEHUIO C KJIETKaMU
NIIEHUIBI, Y KOTOPbIX MakcumyM yBenuueHuss MII nabmionancs mpu 45 °C. B
KyJIbTYype CaxapHOro TpPOCTHUKA KpaTKOBpeMeHHble Bo3aeicTBus (10 muH)
OPUBOAAT K THUIEPHOJSIPU3AUN MHUTOXOHJIPUAIBHOW MEMOpaHbl, KOTOpas MpHU
JUINTEIBHOM TEIUIOBOM BO3/eHCcTBUU (30 MMH) CMEHSIETCS IENOJIApU3aUeil.

3.1.3.4. Apgexm CCCP na usmenenue MII 6 knemrkax o3umou
HUEHUYbL NPU MEMNEPAMYPHBIX 8030CUCMBUAX PA3TUYHOU UHMEHCUBHOCTU

Panee  Oputo  mokazano, uyro  mpotoHopop CCCP  cHmxkaer
TUMEPIOISPU3aALMI0 BHYTPEHHEH MHUTOXOHJIPHAIbHOW MeMOpaHbl B KYJIbTYpe
KJIeTOK 03uMoil mureHunbl (puc. 4). [ToaroMmy HE0OXOIUMO OBLIO YCTaHOBHTH,
3aBUCHUT JIM OT aKTUBHOCTH MUTOXOHJpHi moBbienue ¢uyopecuenuun JC-1 npu
BCEX HMCMOJB30BAHHBIX TEMIIEPATYPHBIX 00paboTKax. [[is1 3TOro KynbTypy KIETOK
O3UMOM TIIEHUIBI o0pabatpiBaii B TedeHWe 10 MUH, KaKk OMUCAHO BBIIIE, C
nobaBiaenueM B cpenay wuHKyOanuu mnporoHodopa CCCP. Iloarsepxknas
OIMCaHHbIC BhINIE pe3yiabTaThl (puc. 6 A), TemnoBoe BosacicTtBue (37-50 °C)
npuBoaAnMiao K yBenumdenuto MII B knerkax mmrenunsl  (puc. 7). OmgHako
npucyrcterue CCCP Bo BpeMs nHKyOauuu npu TemioBoM Bozaeicteun 3750 °C

MOoAABJIAIIO HHAYHIUPOBAHHOC TCIIJIOBBIM BOBI[GﬁCTBHCM IMOBBIIMICHHUEC ITIOTCHIXAJIA.
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Puc. 7. 9pdexr CCCP na nossimenne MIT npu TemioBbIX BO3AEUCTBUIX B KYJIBType
KIIETOK 1. aestivum.

Kynbrypy kinetok oOpabaTsiBaiy pH yYKa3aHHBIX Temmeparypax (B TeueHue 10 MuH) B
npucyrctBun 4 MKkM CCCP. ®nyopecuenuuto kpacurens JC-1 (kpacHblid KaHau)
U3MeEpsUIM cpa3y ke mnocie BozaedcTBusA. 3a 100% mnpuHuManu QruyopecieHIHo
KJIETOK KOHTPOJIbHOU KynbTypsl 1ipH 26 °C B otcyterBue (K) nnu npucyrcrsun CCCP.

n=3. M£S.E. * — paznuuus 7o0CTOBEpHBI IPH ypoBHE 3HAUUMOCTH p=<0,05.
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O06paboTka mporoHopopom npu Temmeparypax 55 u 60 °C B teuenue 10 MuH He
Biusiiaa Ha dayopecneniuio JC-1. Cnocobrocths mpoToHodopa CCCP nomaBisath
noBeiieHue Quyopecuenuuu JC-1 npu TengoBoM BO3ACHCTBUU B IUara3oHe 37—
50 °C cBuumeTensCTBYET, 4TO U3MeHeHue (iryopectiennnu JC-1 B kpacHOM KaHale
oTpaxkaet nopeimenue MII.

3.1.4. Cpasénenue unmencusnocmu ¢hayopecuenyuu JC-1 u DCF nocne
mMeni06020 6030eiicmeus pa3iudHol UHMEHCUGHOCIU

Ha wu301MpOBaHHBIX MHUTOXOHAPUAX M KJIETKAX MIICKONUTAIONINX B
OTCYTCTBHE CTPECCOBOTO BO3JICVCTBUS MOKa3aHa CBsA3b MEXAy 3HaueHuem MII u
npoaykmnueir ADK [Korshunov et al., 1997; Suski et al., 2012]. YUtoOsl U3y4uTh,
HaOMIoMaeTcsl JM JaHHOE SBJIEHWE B KIETKaX pPACTCHUM TPU TEIIOBOM
BO3/ICHCTBUM, CPAaBHWIN MHTECHCUBHOCTH QuryopecueHiu JC-1 u DCF (puc. 8 u
puc. 9) nocne UHKyOalluu TPH TMOBBIMICHHBIX Temreparypax B Teuenue 10 u 30
MUH.

B knerkax 03uMOM MIIEHUIB! yBeauW4yeHue temmeparypel ¢ 37 no 45 °C
MPUBOIMIIO K OJJHOBPEMEHHOMY TMOBBIIIIEHUIO (IIyOPECIICHIIMM 000MX KPaCUTENEH,
a Oosee BbIcokHe Temmepatypbl (50 u 55 °C) BbI3bIBAIM €€ CHWKECHHE (pHC. 8).
Koaddumment xoppemnsiiuu mexay dmayopecuennmeir DCF u JC-1 coctaBun 0,73
(10-mun ob6padotka) (puc. 8 A) u 0,94 (30-mun) (puc. 8 B). Takum oOpa3zom,
aHam3 uHTeHcuBHOCTH Quryopectiennmu DCF (puc. 3 A) u JC-1 (puc. 6 A) B
KJIETKaX O3MMOM MIIEHUIIBI MOKa3bIBACT, YTO (DIyOpEeCcIeHIUs 3TUX Kpacutelnein
U3MEHSAETCS CXOAHBIM oOpa3oM. [lomydeHHBI pe3ynbTaT yKa3plBaeT Ha
BEPOSTHYI0  B3aMMOCBS3b  MEXAY  IOBBIIICHHEM  MHUTOXOHAPHUAIBEHOTO
MeMOpaHHOTO TOTeHIMala U cojepxkanneM ADK B KiIeTkax 03UMON IIIESHUIIBI
P TETUTIOBOM BO3JICHCTBHUM.

CpaBuenne wunTeHcuBHOCcTH QuyopectieHiimn DCF u JC-1 (puc. 9) B
KyJIbType KJIETOK CaxapHOrO0 TPOCTHUKA TIOKA3aJlo, YTO TPU TEIUIOBOM
BO3JIelicTBUM B nuanaszone temneparyp 45-50 °C B reuenue 10 MuH Habmonaercs
noBellieHne ¢uyopecueHuun oboux kpacurteneil. [lpu Temmeparype 60 °C

(iryopecueHIMs KpacUTeIeN CHUXKalach 40 KOHTPOJIbHOTO ypoBHs. Koadduunent
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Koadduuuent
KOPPEISIUH

0,743959

Koaddunuent
KOPPEISIUH

0,944124

Puc. 8. CpaBuenue unteHcuBHoCTH (imyopectennu JC-1 u DCF kneTok kynbTyphl 1

aestivum TOCII€ TEIJIOBOTO BOSHeﬁCTBHH pa3anH0171 HMHTCHCHUBHOCTH.

(A) x1eTKu KyIbTyphl TIOCIIE€ BO3IEUCTBUS NMPHU yKa3aHHBIX TeMIlepaTypax B TE€UYEHHUE

10 muH. (B) KJIeTKM KyapTypbl MOCIE BO3JIEHCTBUSA IPHU YKa3aHHBIX TEMIIEparypax B

Teueuune 30 MUH.
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Koadduument
KOppeIsLuH

0,677528

Koaddumment

KOppeJsALHU

—0,192

Puc. 9. CpaBaenue narencuBHoctu gayopecueHmu JC-1 u DCF kneTok KynbTypsl S.

officinarum moce TenjIOBOro BO3ACUCTBUS Pa3INYHON HHTEHCUBHOCTH.

(A) KJIETKHM KyJBTYpBI MOCJE BO3ACUCTBUS NMPHU yKa3aHHBIX TEMIIEpaTypax B TeUEHUE

10 muH. (b) KI€TKM Ky/IbTyphbl NOCJIE BO3AEHCTBUS MPH yKa3aHHBIX TEMIEPATypax B

Teyeuue 30 MuH.
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KOppeJSIIAM  MEXKAY OJTHUMH Tokazatemsmu coctaBmwi 0,67 (puc. 9 A).
CnepoBarenbHo, mociie 10 MMH TEIIOBOIO BO3ACUCTBUS B KYJIbTYypE KIETOK
CaxapHOro TPOCTHUKA, TAaK € KaK U B KYyJIbTYyp€ KIETOK O3MMOW MIIEHUIIBI,
BEpOSITHO, HAOJIOMAETCS CBSI3b MeEXAYy NoBbllieHHEeM npoaykuun APK wu
3HaueHreM MIL.

B TO e BpeMms Npu TEIIOBOM BO3AE€UCTBUMU B TeueHHE 30 MUH B KIIETKax
CaxapHOro TPOCTHUKA Koppemsauuss Mexay ypoBHeM ADK u 3Hauenuem MII
otrcyTcTBYeT (puc. 9 b). B aToMm ciydae, Tak sxe kak u nocie 10 MuH Bo3aecTBuUs
B Jquara3oHe temmepatyp 45-55 °C nmpoucxoauino yeenuuenue npoaykuun ADK.
Opnako nosbimenuss MII He npoucxoawio. HampoTtus, ObUTO 3aperucTpHUpOBaHO
cHmwkeHue 3HaueHus MII o koHTposbHOrOo ypoBHA U Hipke. Koadduiument
KOPpEJSIMUA MEXAY dTUMU MokazaressiMu (puc. 9 b) npu naHHON IIUMTENbHOCTH
o0paboTku oka3zaiucs pased —0,19.

OueBunHO, 4uto yBenuueHue coaepxanua ADK y pa3nuyHbIX BHIOB
pacTeHMI TIPU TEIMJIOBOM BO3CHCTBUM HE BCET/Ia COMPOBOXKIAETCS MOBBIIICHUEM
MIIL. ¥V KyabTypbl KJIE€TOK O3MMOW MIIEHWIBI 3TH MapaMeTPbl MOBBIIIAIOTCS
OJIHOBPEMEHHO BHE 3aBHCHUMOCTH OT MPOJOJIKUTENBHOCTUA JEHCTBUSA CTPECCOBOTO
dakTopa B nmaHHbIX ycnoBusix skcrnepuMenta (10 m 30 mumu). Y caxapHOro
TPOCTHUKA HAa HA4YaJIbHOM CTaAuM TeIJIOBOrO Bo3aeiicTBus (10 MuH) Takxke
HaOmoaeTcsi CuHXpoHHOe moBbiieHne ypoBHs ADK u MII, oanako Ha Ooiee
no3aHed ctaauu (30 MUH) CBS3b MEXKAY STUMU MTOKA3aTEIISIMU OTCYTCTBYET.

3.1.5. H3menenue unmencusnocmu ¢hayopecuenyuu FDA npu oeiicmeuu
NOBLIUEHHBIX Mmemnepamyp Y CYCHEH3UOHHOU Kylbmypvl KIAE€MOK O03UMOIL
nuleHUYbl

OpnnoBpeMenHoe mnoBeilieHUE coaepxkanuss ADK u yBenmuenue MII B
KJIeTKaX O3WMOHM TIICHHIIBl HAOMIOAAJIOCh TIPH TEIJIOBOM BO3JACHCTBUU B
nuamasone oT 42 mo 50 °C (puc. 8). OmHako HENb3sT OBLIO HCKIIOYHTH, YTO
HaOJII0AaeMblid pe3yJIbTaT ABJISETCS CIEACTBUEM HECNEUUPUUECKOTO MOCTYIIICHUS
dbayopecuenteix kpacuteneir — DCF u JC-1 B pesynprare HapyIieHUs

IMPOHUIIAEMOCTH  IJIa3MaTHYeCKO MeMOpaHbl. YTOOBI HCKIIOYUTH  TaKyIO
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BEPOSITHOCTh, TPOBEIM H3Yy4YCHHE HWHTEHCHUBHOCTH ¢uryopecuermu FDA mpu
aHAJIOTUYHBIX YCIOBUAX TeroBoi 00paboTku. Kpacurens FDA ucnons3yercs ms
OIpE/ICIICHHUST KOJMYECTBA JKMUBBIX KJICTOK IOCJIE TEIUIOBOIO Bo3aelicTBus [Reape et
al., 2008]. Nsmepenue dayopecuenimu FDA mokasano, uro B orimune ot DCF
(puc. 3 A) u JC-1 (puc. 6 A) nossimenus ¢ayopecuenuuu FDA B nuamnasone
Bo3zaelictBust ot 37 mo 45 °C He mnpoucxoawio (puc. 10). MHTEHCHMBHOCTH
dayopecteniuun FDA He 3aBucema ot BpemeHu oOpabotku (10 m 30 muH).
CraenoBaTeiabHO, B JHMamna3oHe TEIIoOBOro BozzaeciictBus ot 37 no 45 °C He
HaOmoaeTcs Hecrenuduaeckoro nocrymienus B kietky JC-1 (puc. 6) u DCF
(puc. 3), ¥ maHHBIC, TOJYYCHHBIC C UCIIOJB30BAHUEM ITUX KPACHTENICH, OTpasKaoT
cuHxpoHHoe mnoBbilieHue u3MeHeHuss MII u ADK. BozgeiictBue mnpu Ooiee
BbIcOKHX Temrmeparypax (50-60 °C) mpuBOauIO K CHIKEHUIO WHTEHCHUBHOCTU
dyopecueniun FDA (puc. 10), 4o 1Mo Bcei BEPOSATHOCTH CBHJIICTCIBCTBYET O
HapYIIEHUU OSCTEPAa3HOM AaKTUBHOCTH B KJIETKAX, TIOJBEPTHYTHIX KECTKOMY

HOBPEXKAAIOIIEMY TEIIJIOBOMY BO3JIEHCTBUIO.
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Puc. 10. V3menenue wunHteHcuBHOCTU ¢uyopecueHimn FDA B kieTkax o3uMoin
NIIEHUIIBI IPYU TEIJIOBOM BO3/1E€MCTBUM PA3IMYHON HHTEHCUBHOCTH.

Kynerypy knerok oOpabateiBaniu B TeueHne 10 m 30 MuH mnpu  yKa3aHHBIX
TEeMIeparypax ©  TpoBOAMIM  u3MepeHue  ¢uyopecuenuuu. Ilpencrasnen
KOJTMYECTBEHHBIA aHalu3 HMHTEHCUBHOCTH (yopecueHuud. 3a 100% mnpuHuMamu
¢diryopecueHIuI0 KIETOK KOHTPOIbHOU KynbTyphl nipu 26 °C (mns 10 u 30 muH). n=3.

M=S.E. * — paznuuus 70cTOBEpHBI IpU ypoBHE 3HaYUMOCTH p<0,05. -



3.1.6. HUzmenenue rxcuznecnocoOHocmu Kiemok cyCneH3UOHHBIX KYJIbHLyp
npu 0eiicmeuu nOGbIUIEHHBIX neMnePanyp

3.1.6.1. Kuznecnocobnocmo Kiemok KyJibmypbl 03UMOU NULEHUYbL 8
3a8UCUMOCU OM UHMEHCUBHOCMU MENT08020 8030€UCTNEUS.

TeroBoe BO3ACHCTBME Ha KIETKM O3MMOM MIIEHUIIBI M CaXapHOIO
TPOCTHHUKA NPUBOJAUT K yBenuuyeHuto npoaykuuun ADK. [loBbllieHHbIH ypOBEHb
A®K B KJI€TKE MOXET BBI3BIBATH €€ THOETh. B CBs3M ¢ 3TUM HEOOXOIUMO OBLIO
OTPEEUTh KU3HECTIOCOOHOCTh KJIETOK KYJIBTYphI MPHU TEIJIOBOM BO3JIEHCTBHUU
pa3INYHOM HMHTEHCUBHOCTH. J[lJI1 3TOro CyCHEH3MOHHYIO KYJIbTYPy O3UMOU
MIIEeHUIIbl 00padaThiBaiu HHKyOupoBasu nipu 37, 42, 45, 50, 55, 60 °C (B TeueHue
10 u 30 MUH) U OIEHUBAIM >KU3HECIOCOOHOCTH Cpa3zy Imocie o0paboTKH,
MOJICUMTHIBAsE KOJIMYECTBO KJIETOK, okpammBaeMbix FDA unu Pl. Kpacurens FDA
UCIIOJIB3YETCSl JUIsl ONPENENICHUs] >KUBBIX KIETOK. JTOT KpPacUTElb, NPOHUKAs B
KJIETKY, TOJl JIEHCTBUEM 3HJOTEHHBIX 3CTepa3 IpeBpauiaeTcs BO (IIyOpeclevH,
bayopecuupyromuii B 3eneHoMm kaHaie. Kpacutens Pl ucnonmesyercs s
OIpeENICHUS] MEPTBBIX U MOTHOAIOIINX KJIETOK C HAPYUICHUSIMU B IPOHUIIAEMOCTH
mazManeMMbl. B kietke Pl, B3aumoneWcTBys € HYKJIEMHOBBIMU KHCJIOTaMH,
dbayopecupyer B kpacHoM kaHaie (puc. 11 A). Kak mokazano Ha puc. 11 b,
uHKyOauss B nauama3zoHe temrepatyp ot 37 mo 45 °C He Biusia Ha
KU3HECTIOCOOHOCTh KJIETOK KYJbTYpPbl O3UMOM MIIEHUIIBI Cpa3y Mmocie 00paboTKH.
TemnnoBoe BozzaeiicTBue 50 °C (B Teduenune 30 MHH) CHIKAIIO KU3HECTIOCOOHOCTH
npubamsutensHo Ha 50%. bonee xecTkoe TemnoBoe Bo3aercTere mpu 55 u 60 °C
B TeueHue 30 MUH NMPUBOJUIO MPAKTUYECKH K MTHOBEHHOW rubeinu KIeTok (puc.
11 B).

ComoctaBuB JaHHble u3MeHeHUs ¢uiyopecuenimn FDA  (puc. 10) wu
KOJINYECTBA JKMUBBIX KJIETOK mieHuIbl (puc. 11 B), MOXHO caenaTh BBIBOJ, YTO
UHTeHCUBHOCTL (uyopectieHimn FDA (puc. 10) mpu TErioBOM BO3ACHCTBHH
oTpakaer ku3HecrocoOHOCTh (puc. 11 B). M3meHenne 3THX mokazarened mpu
JAHHBIX YCIIOBHSIX TEIJIOBOTO BO3JAEHCTBUSA IMPOUCXOAWIO CHHXPOHHO. Takum

o0Opa3oM, HecMOTps Ha Bbicokuid ypoBeHb ADK (puc. 3 A), Bo3nelicTBue
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Puc. 11. XKuznecnocoOHOCTh KIETOK KYABTYpHI 1. aestivum cpaszy TOCJE TEIIOBOTO
BO3JICUCTBHS Pa3JINYHON UHTEHCUBHOCTH.

(A) muxpodoTorpadum KIETOK MOocie BO3AEHCTBUS MPU YKA3aHHBIX TeMmIleparypax B
teueHrue 30 muH. (B) KoamdecTBeHHas OIGHKA JKHMBBIX KJICTOK. KyinbTypy KIeTok
03MMOM TIICHUIBI 00pabaThIBa NpU yKa3aHHBIX Temreparypax B TeueHue 10 u 30
MuH. JKuBbie kieTku okpammBain FDA (50 mxM) (3eneHsblii kaHal), a MEpPTBbIC
kietku — PI (7,5 mxkM) (kpacHbiii kaHan). 3a 100% nmpuHUMamM KOJIMYECTBO KUBBIX
KJIETOK KOHTpOJbHOM KynbTyphl mipu 26 °C (g 10 u 30 mun). CII — cBetsioe nose.
Macmtabubrit orpe3ok — 50 Mkm. n=3. M+£S.E. * — pasnu4usi 10CTOBEpHBI IPU YPOBHE

3Haunmoctu p<0,05.
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temriepatypbl ot 37 no 45 °C B teuenue 10 u 30 MUH HE TPUBOIUT K THOETH
KJIETOK cpasy mocie BosuedictBus (puc. 11). MHkyOammst mpu 0Oosiee BBICOKHX
temneparypax (55 u 60 °C) cpasy NpUBOAMT K YaCTMYHOW WJIM TIOJHOW THOeH
KJIETOK KYJIbTYpPbl O3UMOMU MIIIEHUIIBI.

N3BecTHO, 4TO B pAle CIOydyaeB KIETKU PACTEHUH MOTYT OCTaBaThCS
YKUBBIMU Cpa3y ke MOciie TEIUIOBOIO I0Ka, a MOru0aTh TOJILKO Yepe3 HEKOTOpOe
Bpems [Locato et al., 2008]. ITosTomMy npoaHAIH3UPOBAIH KHU3HECIIOCOOHOCTH
MOCJIE€ BO3JICUCTBUS AHAJIOTMYHBIX TEMIIEPATypHbIX 00pabOTOK uepe3 48 u
MHKYOAalliy B KOHTPOJIbHBIX ycloBusX npu 26 °C.

Kak mnokazano Ha puc. 12 A u b, KOJIMYECTBO >KUBBIX KJIETOK O3UMOU
MIIEHULIBI, OIPENEIISIEMOE Cpa3y e Mocie TeroBoro Bo3naencteusa 37 u 42 °C u
MOCJIe€ BOCCTaHOBUTENBHOTO nepuoja (26 °C, 48 4), pa3inyanoch HE3HAYUTEIHHO.
B kynbrype, nakyoupoBannoi mpu temmneparype 45 °C (10 u 30 mun), nocine 48 4
uHKyOaruu npu 26 °C KU3HECIIOCOOHOCTh CHUXaNAach npubau3uTeasHo Ha 10%.
B cycnensuu kinetok, oOpabortanHoi npu Temmeparype 50 °C (10 mwun),
HaOJIOAJIOCh pa3BUTHE OTCpodeHHOU rubenu. Cpasy ke MOCie BO3JCUCTBUS
MPAKTUYECKU BCE KJIETKHU OBLIU JKUBBIMH, a MOCJIE BOCCTAHOBUTEIBHOTO MEPUOJIA
norubasno okosio 70% wierok (puc. 12 A). B kynbType KJI€TOK, HHKYOUPOBaHHOU
npu temrepatype 50 °C (30 MuH), cpa3y ke Mmociie BO3AECHCTBUS YUCIIO KUBBIX
KJIETOK CHUKaoch Ha 40%, a mocjie BOCCTAaHOBUTEIHHOTO MEepUOa MOrudao ee
20% knetok (puc. 12 B). B xyneType, obpabotanHoi npu temnepatype 55 °C (10
MUH), cpa3y nocise Bo3aeicTBusa 20% KIETOK OCTaBalUCh KUBBIMHU, HO BCE U3 HUX
OTCPOYEHO TMOrubanau BO Bpems mepuojia BoccTtaHoBiieHus (puc. 12 A). Takum
oOpazom, mipu BozaeiicTBun temmneparypamu 45 u 50 °C B teuenue 10 u 30 mun
rudesb KJIeTOK O3WMOM MIIEHUII Pa3BUBAETCS BO BPEMEHH, YTO YKa3bIBaeT Ha
AKTUBHBIN XapakTep IMporiecca.

Pa3zgutrie BO BpEMEHHM MOXET CBHUJETEIbLCTBOBAaTH O  Pa3BUTHHU
nporpammupyemoit kiaerounor rudenu (ITKI') [Reape et al., 2008; Locato et al.,
2008]. Omganm u3 npusHakoB IIKI' sBasieTCsl MOSIBIEHHE C TEYCHHMEM BPEMCHH

JI0JIM KJIETOK C KOHJICHCHPOBAaHHBIM NipoToruiactoM [Reape et al., 2008]. [Tostomy
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Puc. 12. XKuzHecnocoOHOCTh KIETOK KYIBTYpHI 1. aestivum cpa3y u uepes 48 4 mocie
TEIUIOBOTO BO3/IEHCTBUS PAa3IMYHON HHTEHCUBHOCTH.

(A) xynmbrypa KiIeTok, oOpaboranHas B Teuenwe 10 muH. (B) KynbTypa KIETOK,
obOpaborannass B Teuenue 30 muH. JKubbie kietku okpammBanu FDA (50 mMxM)
(3enenwlii kaHam), a wmeptBeie kietku — Pl (7,5 MxM) (kpacHbIi KaHan).
KuzHecrnocoOHOCTD onpeiessuin cpas3y u yepe3 48 9 1mocie TerioBoro Bo3aecTus. 3a
100% npuHUMAaNHM KOJIMYECTBO KUBBIX KJIETOK KOHTPOJIBHON KynbTypsl nipu 26 °C (s

0 u 48 4). n=3. M+£S.E. * — paznuuus J0CTOBEpHBI IIpH ypoBHE 3HaUUMOCcTH p=<0,05.
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Puc. 13. BausHue TenmiaoBOro BO3JAEHCTBUA HAa KOHIACHCALMIO MPOTOIJIACTA KIIETOK
KyAbTYpbl 1. aestivum mociie TEMIOBOTO BO3IEHCTBUS Pa3INYHON NHTEHCUBHOCTH.

(A) wmukpodoTorpapuu KUBBIX M MEPTBBIX KIETOK C KOHJEHCHUPOBAHHBIM
MPOTOIJIACTOM TMOce Bo3aehcTBus Temmeparypsl 55 °C B teuenue 10 mun. (B)
KOJIMYECTBEHHAs OIIEHKa KJIETOK C KOHJIEHCUPOBaHHBIM NpoToruiactoM. KoHaeHcanuio
OIICHUBAJIU Cpa3y U 4epe3 48 4 mocie TerioBoro Bo3aencTeust B Teuenre 30 muH. 3a
100% mpuaIManM 0011ee KOJIMYSCTBO KIETOK KOHTPOIBHON KynbTyphl ipu 26 °C (s

0 u 48 4). Macmtabusiit orpe3ok — 10 mxm. n=3. M£S.E.
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HEOOXOAMMO  OBLJIO  OIEHUTHh  JOJI0  KJIETOK  O3MMOM  MIIEHUIBI  C
KOHJIEHCUPOBAHHBIM IPOTOIUIACTOM Cpa3y MOCIE BO3JIEHUCTBHS W IOCIE Mepuoa
BOCCTaHOBJICHHSI.

Nzydyenne wmopdosoruu KIETOK cpa3y TMocie BO3ICHCTBHS U TOCIE
BOCCTAHOBUTEIBHOTO IMEPUOJIA TMOKAa3aJlo, YTO, KaK IMPaBUJIO, YBEIMYEHHMS OJIU
KJIETOK C KOHJEHCHUPOBAHHBIM IMPOTOIIaCTOM He mpoucxoauiio (puc. 13). Takum
o0Opa3oM, TEMJIOBOE BO3JeHCTBUE mpu Temmeparypax 45, 50 °C npuBoauT K
OTCPOYCHHOM THOEN KJIETOK 03UMOM MIIIEHUIIbI, OJTHAKO YBEIMYEHUS JOJIU KIETOK
C KOHJICHCUPOBAaHHBIM MTPOTOIJIACTOM HE HaOIIOAANIOCh.

3.1.6.2. Kusnecnocobnocms Kiemok Kyivmypbl caxapHo20 mpoCmHUKa
8 3a8UCUMOCMU OM UHMEHCUBHOCMU MENNI08020 8030€eLCIEUS

[Ipu onpeneneHnu KU3HECIOCOOHOCTH KIIETOK CaXapHOTO TPOCTHHKA MOCTE
TEIJIOBOT'O BO3JICHCTBUS pa3InyHON MHTEHCUBHOCTH (37, 42, 45, 50, 55 u 60 °C B
tedenue 10 u 30 MuH) Takxke UCTOIB30BaNU (uryopeciieHTHbIe KpacuTtenu FDA u
Pl (puc. 14 A). [lomyueHHbIe pe3yIbTaThl CXOIHBI C JAHHBIMU, TIOJYYCHHBIMH TIPH
OLIEHKE BJIMSIHUS TEIJIOBOTO BO3AEMCTBUS Ha KM3HECHIOCOOHOCTh KJIETOK O3UMOM
nireHunsl (puc. 11 B).

B nmepBoil cepum SKCIEPUMEHTOB OMNPEIEIICHHUE KU3HECIOCOOHOCTH
MPOBOAMIIM Cpa3y Mociie BO3AeCTBUs. TerioBoe BO3IeCTBUE B 1Hana3oHe oT 37
n0o 50 °C He BAMSJIO Ha HU3HECIOCOOHOCTh KIETOK KYJbTYpbl CaxapHOIO
TpocTHUKa (puc. 14 b). Bo3geiicteue npu temneparype 55 °C B teuenue 10 u 30
MUH TNpUBOAWIO K TuOenu mnpumepHo 65% knerok. IlomHas rubenb KIeTOK
HaOJr01a1ach MpH TerioBoM Bo3aekcTBun 60 °C (puc. 14 b).

N3yuenne nuHaMuKu TUOENHM KIETOK CaXapHOTO TPOCTHHMKA IMOKA3ajo, YToO
obpabotka mpu 45 °C (10 u 30 MHH) HE MMEET OTPHUIATEILHOrO BIMSHHUS Ha
YKU3HECTIOCOOHOCTH Cpa3y ke MOCJe BO3JACUCTBUS, HO mMocie 48 4 MHKyOaIuu npu
26 °C KOJIMYECTBO JKMBBIX KIETOK CHIKaIoCh mpumepHo Ha 20% (puc. 15). bonee
cunbHOE TeroBoe BozzaercTBue npu S0 °C B teuenue 10 u 30 MUH IPUBOIUAIIO K

otcpoueHHou rudenu nopsaka 40—60% kieTox.
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Ha cnenyromem »sTane OLEHWIM [JOJIIO KIETOK € KOHJIEHCHPOBAaHHBIM
IPOTOIUIACTOM IPH JAHHBIX TEMIIepaTypHbIX 00padoTkax (puc. 16). Kak mokazano
Ha puc. 16, 101 KJIIETOK ¢ KOHACHCUPOBAHHBIM IIPOTOIUIACTOM B KYJbTYpPE KIETOK
TPOCTHHKA yBEJIMYMBAJIaCh MPUMEPHO B 4 pa3a npu BozzaeiictBuu 45 °C, B 15 pa3 —
ripu 50 °C, B 23 paza — npu 55 °C.

Takum 06pa3omM, 0OpabOTKa MOBBIIEHHBIMU TEMIIEPATYpPaMU B AHAMa30HE
oT 45 mo 50 °C He BIMAET Ha KUZHECIOCOOHOCTH KJIETOK CaxapHOTO TPOCTHUKA,
€CJIM U3MEPEHUE JKU3HECTIOCOOHOCTH ITPOBOAMIIN cpa3y Mocie Bo3aencTBus. bonee
xKecTkoe TeruioBoe BoznaeicTBre (55 m 60 °C) BBI3BIBACT MTHOBEHHYIO THOEIH
KIeTok. B 1o ke Bpemsa TeruoBoe Bo3zaeiicTtBue mnpu 45 u 50 °C (30 muH)
OPUBOJUT K OTCPOUYEHHOW TuOenu KIETOK, KOTOpas COIpPOBOXAAETCA
KOHJEHCAIMEN MPOTOILIACTA.

Cnenyer OTMETUTh, 4YTO JUHAMHKA CHIDKEHHUS KU3HECHOCOOHOCTH B
KyJbType KJIETOK O3MMOH MIIEHUIl M CaxapHOTO TPOCTHUKA HMMEET CXOXKHUN
xapaktep. OpaHako HaOJMIONAIOTCS HEKOTOPhIE BAXKHBIE OTJIMYHSA, KOTOPBIE
YKa3bIBAIOT HA PA3JIMYHYI0 YCTOMUMBOCTH K JEWUCTBUIO BBICOKUX TEMIEPATYp Y
M3y4aeMbIX KyJbTyp KieTok. IIpu tenmoBom BosnevictBuu 55 °C B teuenue 30
MUH MPaKTUYECKHU BCE KIETKU MIeHUIb norudarot (puc. 11 B), oqHako npumepHo
20% KJIETOK TPOCTHHUKA OCTatOTCs *HUBbIMH (pHc. 14 B). D10 yKka3bIBaeT Ha TO, 4TO

KJIETKH CaxapHOTO TPOCTHUKA 00Jiee YCTOMUYMBBI K TEIIJIOBOMY BO3/ICUCTBUIO.
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Puc. 14. ’KuznecnocoOHOCTh KIETOK KYIbTYpPHI S. officinarum cpasy mnocie TemioBOro
BO3JICMCTBHS Pa3INYHON NHTEHCUBHOCTH.

(A) muxpodororpaduu KIETOK MOciae BO3ACHCTBUS MPHU YKA3aHHBIX TEMIIEpaTypax B
teuenne 30 muH. (B) KonmuecTBeHHBIH OOCUET JKUBBIX KIETOK. KymbTypy KIeTOK
CaxapHOro TPOCTHUKAa MHKYOMpPOBAJIM MpPU YKa3aHHBIX TeMIleparypax B TedeHue 10 u
30 muH. Xussle kierku okpammBanun FDA (50 mxM) (3eneHblil kaHal), a MEpPTBbIE
kietku — PI (7,5 mxM) (xpacHbiil kanan). 3a 100% npuHUMamu KOJIUYECTBO >KUBBIX
KJIETOK KOHTPOJIbHON KynbTypbl npu 26 °C (ans 10 u 30 mun). CII — cBemioe mosne.
Macmtabnslit orpe3ok — 50 Mkm. n=3. M*+S.E. * — pa3nuuust 10CTOBEpHBI IPU YPOBHE

3Haunmoctu p<0,05.
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Puc. 15. XXuznecnocoOHOCTh KIETOK KYIABTYpHI S. officinarum cpa3y u yepe3 48 u
HoCJIe TEIJIOBOTO BO3CHCTBUSA Pa3IMYHON MHTEHCUBHOCTH.

(A) KyapTypa KIETOK, HHKyOMpOBaHHas MpPU TEIUIOBBIX BO3JEHCTBUAX B TeueHue 10
muH. (B) KynbTypa KIIeTOK, HHKYOMpOBaHHAs MIPH TETJIOBBIX BO3JIEHCTBHUIX B TCUCHHE
30 mun. XKXusble kinetku okpamuBaiun FDA (50 MkM) (3eneHblil kaHal), a MEPTBbIC
kietku — PI (7,5 MxM) (kpacHbrit kaHai). JKu3HecnmocoOHOCTh ONPEACIsUIH Cpa3y U
yepe3 48 4 nociie TemnoBoro Bo3aecTeus. 3a 100% npuHUMaIM KOJIUYECTBO KHUBBIX
KJIETOK KOHTPOJBHOU KyAbTyphl Tipu 26 °C (mns 0 u 48 4). MacmtaOHbIH OTpe30K —

50 mxm. n=3. M£S.E. * — paznuuus J0CTOBEpHBI IIpH ypoBHE 3HAYMMOCTH p=<0,05.
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Puc. 16. BausHue TeniaoBOro BO3JAEHCTBHSA HAa KOHJIEHCALMIO IPOTOILIACTA KIIETOK
KYABTYpHI S. officinarum nocie TernaoBOro BO3AEHCTBUS pa3IMYHON UHTEHCUBHOCTH.

(A) wMukpodoTorpadum KHUBBIX U MEPTBBIX KIETOK C KOHJACHCHPOBAaHHBIM
IPOTOIJIACTOM Mocie Bo3aedcTBus Temmeparypsl 55 °C B teuenue 10 mun. (B)
KOJIMYECTBEHHAs OIIEHKA KJIETOK C KOHJIEHCUPOBaHHBIM NpoToruiactoM. KoHaeHcauio
OIICHUBAJIU Cpa3y U 4epe3 48 4 mocine TerioBoro Bo3aencTeus B Teuenune 30 muH. 3a
100% npuHMManu ob1ee KOJIMYECTBO KIETOK KOHTPOJIBHON KynbTyphl nipu 26 °C (ans
0 u 48 1). Macmtabusiit otpe3ok — 10 Mxm. n=3. M*+S.E. * — paznuuust 1ocToBepHBI

npu ypoBHe 3HaunMocTH p<0,05.
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3.1.7. H3menenus  npodykuyuu  aKmu@Hovlx  (opm  Kucaopooa,
MUMOXOHOPUATIbHO20 NOMEHUUANA U HCUZHECNOCOOHOCHU KYIAbHypbl KI1emOoK
03UMOIl NUEHUUbL 6 3A6UCUMOCHU O RPOOOJINCUMETbHOCHU MEN106020
6030eiicmeus 45 °C

MakcumanbHoe yBenuueHue cogepxkanuss ADK (puc. 3 A) u makcumanbHas
TUMEPIOISpU3aLUs MUTOXOHIPHAIBHON MEeMOpaHbl y KJIETOK O3UMOM MIIIEHUIIBI
HAOJTIOIAI0OTCS TIPpH TETUIOBOM BosjeicTBuu 45 °C (puc. 6 A). Heo6xomumo ObLI0
YCTAHOBUTH  3aBUCUMOCTh  Mekay  u3MmeHeHusmu  ADPK, MII wu
KU3HECIIOCOOHOCTBIO KIIETOK KYJBTYpbl OT MPOJOJIKATEIBHOCTH TEMIOBOTO
BO3JCHCTBUS NIPU JAHHOW TEMIIEpaType.

Knerkn o3uMol mineHuIbl UHKyOuWpoBanu mpu Temriepatype 45 °C B
teueHne 0-90 MUH M U3MEpsUIM yKa3aHHBIC BBIIIE MMAPAMETPHI. BBUIO BBIABIECHO,
4yTO0 MakcuMalibHbii ypoBeHb A®MK HaGmrogancs mocie 30 MHH TEIIOBOU
obpabotku (puc. 17 A). Ilpu Oonee nnmurenbHoi uHKyOamuu (60-90 MuH)
mpoucxoauiio cHwkenne ypoBHa A®DK, koropoe, omHAKO, HE TOCTUTAJIO
KOHTPOJBHOTO ypoBHA. Kak moka3zaHo Ha puc. 17 b, MakcuMalibHOE yBEIUYEHUE
MIT na6nronanock nocie 60-90 mun TeraoBoit 06padoTku. dayopecuennus FDA
HE MEHsJIach CYIIECTBEHHO BO BpEMsl TEIJIOBOTO Bo3aeicTBus (puc. 17 B).

Takum o6paszom, Temriepatypa BozaehcTBus 45 °C B teuenue 0-90 mMuH He
BIUSET OTPULATEIBHO HA JKM3HECIMOCOOHOCTh KJIETOK O3UMOW MIICHUIIBL.
@nyopecuenuns FDA cyliecTBEHHO HE MEHSIETCSI B TEUEHHUE BCErO IKCIIEPUMEHTA.
B 10 e BpeMs npoucxoaut nosbinieHue reiepanun AP®K u ysennuenune MII, Ho

9TU USMCHCHUS HC ABJIAIOTCA CHHXPOHHBIMU.
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Puc. 17. Bpemennas nuHamuka M3MeHeHHUs HHTeHCUBHOCTH (iyopecueniu DCF,
JC-1, FDA B knerkax KynbTypsl 7. aestivum npu TemoBoMm BozueictBuu 45 °C.
Kynbrypy knerok o6padarsiBanu npu 45 °C B Teuenune 0—90 muH.

(A) — unrencuBHocTh QuyopecueHiuu DCF (3enensiit kanan). (b) — HHTEHCUBHOCTB
dnyopecueniuu JC-1 (kpacHsiif kanan). (B) — uatencuBHoCTh Quiyopecueniuu FDA
(3enenniii  kanan). IlpeacTaBieH  KOJWMYECTBEHHBIM aHallM3 HMHTEHCUBHOCTU
¢nyopecuenimu. 3a 100% mnpuHuManu QayopecleHIN0 KIETOK KOHTPOJIbHOM

kynsrypbl Tipu 26 °C («0»). n=3. M£S.E. * — pa3nuuus qOCTOBEpPHBI NMPU yPOBHE

3Haunmoctu p<0,05.
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3.1.8. Bauanue npomonogpopa CCCP na npooykyuro ADK npu
menjioeom 6030elcmeuu 'y CYCHEeH3UOHHOU KyJlbmypbl KI1emoK 03UMOU
nuieHuybl

VYBennuenune coxepxkannss ADPK um MII mmeer cXOOHYHO TEHICHUUIO B
KJIETKaX 03UMOH mieHuIlsl mociie 10 u 30 MuH TernoBoro Bo3aekictBus (puc. 8). C
LETbI0 BBISICHEHUS! NIPUYUHHO-CJIEACTBEHHOW CBA3M MEXIy mNoBbimieHueM MII u
A®K B KieTkax O3UMOIl NUIEHUIbl NpPU JEUCTBHHM MOBBIIIEHHBIX TEMIIEPATyp
HKCIIEPUMEHTHI ObUIM MpoBeaeHbl B npucyTcTBuM nporoHopopa CCCP B Tex xe
YCJIOBUSIX.

Ha nepBom sTame HeoOxoaumo ObLI0 ycTaHOBUTH KOHIEeHTpauuio CCCP,
3G ()EKTUBHO NEHUCTBYIONIYI0 Ha H3y4aeMble MapameTpbl. s 3TOro KyiabTypy
KJIETOK O3MMOM MILEHUIIBI 00pabaTeiBanu npu temneparype 45 °C B teuenue 10
MUH ¢ nob6asnenuem win 0e3 no6asieHuss CCCP (puc. 18). IIpensaputenbHbliii
DKCIIEPUMEHT TMoKa3an, urto Huszkue koHmeHtpauuu CCCP (0,04—1 mxM) He
NPUBOJWIN K CHIbKeHUIO conepxanus ADK. bonee Bbicokne koHueHTpauu (4—
20 wMxkM) monmwkanu coaepkanue A®DK 10 KOHTPOJIBHOTO  YPOBHSL.
CnenoBarenbHo, cHkeHue mnpoaykuuu A®DK npu TennoBoM BO3AEHCTBUU Ha
KJIETKU 3aBUCHUT OT ucnosb3dyeMoi koHueHtpauuu CCCP. Konnentpanusa 4 MmxM
CCCP sBnsercs camoil HU3KOH, KoTopas 3(G(EKTUBHO TMOHUKAET MPOIYKIIUIO
ADK.

Ha cnenyromem »srtame HeoOXomumMo Obuio 0Oosiee MOAPOOHO H3YYUTH
n3MeHeHne cozaepxkanuss APK B KieTkax KyJabTypbl O3MMOM MIIEHULBI IpU
unkyOamuu ¢ 4 MM CCCP u BozaeiictBuu temnepatypbl 45 °C B Teyenue 30
MuH. Kak mnokazaHo Ha puc. 19, TemioBoe BO3JIEUCTBUE BBI3BIBAIIO YCUJIICHUE
npoaykiun  A®K, a pobaBnenne CCCP wuHrubGupoBajgo 3TOT Mpolecc.
AnanornunabiM o6pazom CCCP momaBmsin o6pazoBanne ADK B KOHTPOJBHBIX
ycioBusix  (puc. 19). Taxkum o6pazom, mnpotonodpop CCCP, cHmxas
MUTOXOHAPUAIBHBIA TOTEHIHAN, ToAaBiseT npoaykuuio ADPK npu TtemioBom

BO3JIEUCTBUH.
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Puc. 18. 3ddexr paznuunbix konnertpauuit CCCP (0,04; 0,1; 0,2; 1; 4; 8 u 20 MxM)
Ha u3MeHeHue coaepxkanuss ADPK B kynbType KieTok 1. aestivum TpH TENJIOBOM
BO3JICHCTBHH.

Kynerypy xierok obOpabareiBamu mnpu 45 °C B Teuenue 10 MHUH M NPOBOAMIH
u3mepenne  ¢ayopecuennun  DCF. IlpeactaBieH  KOJMYECTBEHHBI — aHAIM3

UHTEHCUBHOCTH  (yopecuenmmu. 3a  100% npunumManu  (ayopecueHIuo

KOHTPOJIBHOM KynbTyphl ipu 26 °C. M+S.E.
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Puc. 19. 3pdext CCCP nHa conepxanue ADK B KynbType KIETOK 03UMOMN MIIIEHUIIBI
IIPH TEIJIOBOM BO3ACHCTBUM.

(A) — wmukpodortorpadpun xknerok c ¢uyopecuenuueii DCF mnpu BozneiicTBuu
temneparypsl 45 °C B teuenue 30 muH. (b) — npencTaBieH KOJIMYECTBEHHBIN aHATHU3
dnyopecueniiuu DCF nipu BoznetictBuu temmneparypsl 45 °C B Teuenue 30 muH. 3a
100% npunumanu (IyopecleHLrI0 KIETOK KOHTPOJIbHOUM KynbTyphl npu 26 °C. K —
UHTeHCUBHOCTH (ryopecueHimu B orcyrcrBue CCCP; CCCP — HHTEHCHMBHOCTD
dyopecueniuu B npucyrcteun 4 MM CCCP.

Onyopecuenunio DCF (3eneHblil kaHall) U3MEpsuiM cpa3y >Ke MOCJE TEIMI0BOro
BozneicTBus. CII — cBemioe mose. MacmtabHbIi oTpe3ok — 50 MxMm. n=3. M£S.E. * —

pa3anyuus JOCTOBEPHBI IIpU YpoBHE 3HauuMocTu p<0,05.
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3.1.9. 9¢ppexm xenamopa kanvyus u UHZUOUMOPA KATLUUEEBIX KAHAIO06
HA U3MEHeHUe NOMEHUUANa HA GHYMPEHHel MemMOpaHe MUmMOXOHOPUI U
cooepycanua ADK 6 Kyrbmype K1emok 03umoii NuleHuybl

W3BecTHO, YTO OJHUM W3 CHUTHAJOB, NPHUBOIANIMX K YBEIUYCHHIO
coaepxanus ADK, sBnsieTcs MOBBIIIICHHE HOHOB KaJIbIHsl B InTO30s1¢ [["opaeeBa u
ap., 2003; Jacoby et al., 2012]. Panee ObuTO MOKa3aHO, YTO B KJIETKaX PacTCHHM
YPOBEHB KaJbIMS B IIMTO30JIC MOBBIMIACTCS IMPU TEIUIOBOM Bo3jaelicTBuu [Saidi et
al.,, 2011; Mittler et al., 2012; Horvath et al., 2012]. Taxxe B psae ciaydacB
HAOIOMACTCSl CBSI3p MEXY IOBBIMICHUEM YPOBHS IUTO30JIPHOTO KAJIBIHS W
THIIEPIIOJISIPU3aIeld MUTOXOHIpHaabHONH MemOpansl [Pozniakovsky et al., 2005;
Balogh et al., 2005; Sun et al., 2012]. ITooTromy He00XOAUMO OBLIO H3YYHThH
BIIMsSHUE Xenartopa Kanblus — DI TA 1 GiokaTopa KajdblMEBBIX KAHAJIOB XJIOpHU/IA
ngantana — LaCl; na moseimienne MIT u comepikanns ADK B kireTkax 03uMOi
MIIIEHUITBI TPU TETUIOBOM BO3/ICHCTBHH.

B cooTBeTCTBHHM C paHee MOTYYCHHBIMU pe3yiabTaTtamu (puc. 2, 3, 4, 6, 7, 8,
9, 17, 18, 19) TennoBoe BozneicTBue 45 °C mpuoauiio kK ypenudeHuto MII u
ycuienuo npoaykuuu A®K B kierkax mnmeHunbl. WHKyOarus KJIETOK B
npucyrctBur I TA B KoHueHTpanusax 5, 7, 10 MM nopasnsna nossimenne MIT
npu terioBoM Bo3aeicTeum 45 °C (puc. 20 A). ITogo0HbIH 3¢ dekT ObLT NOTYUYCH
u nipu uzyuenuu Bimsiaus LaCl; va nsmenenune MIT (puc. 21 A). Kak nmokazano Ha
puc. 21 A, LaCl; B konuentpamuu 5, 10, 15 MM »sddexTuBHO MTOAABIIAT
noBbiieHue MII, MHIYIMPOBAaHHOE TETIIOBBIM BO3JCUCTBUEM.

Amnanornunbiii 3gdpext II'TA u LaCl; mHabmonancs wa nponykiuo ADK.
TennoBoe BO3JEHCTBHE BBI3BIBAJIO Pe3Kkoe MoBbllIeHUE coaepxkanus ADK, Ho
no6asnenne DI TA sdpdextuBHO moaassuio 31o noseimenue. [ponykuus ADPK B
npucytctBur DI TA cHMWXanach B JiBa pa3a W JOCTUTAIa KOHTPOJHLHOTO YPOBHS
(puc. 20 b). brokatop kanbiueBbix kKaHanoB — LaCl; Taxke momaBisut mpoayKIIniO

A®K mnpu TeroBom BozaeiictBuu (puc. 21 B).
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Puc. 20. Opdexr DI'TA Ha MUTOXOHIpHUATLHBIN MoTeHIHaN U nponykuuio ADPK B
KYJBTYpE KJIETOK 03UMOM MIIIEHUIIBI IPU TEIJIOBOM IIIOKE.

Kynerypy kierok obpabarsiBasiu nipu 45 °C B teuenue 30 mun B npucyrctBun O TA
(5, 7, 10 MM) u usmepsutn garyopectenmuio JC-1 (kpacuwiii kanan), DCF (3enensrit
KaHall) cpa3y ke Imocie Bo3zzacicTBus. [IpeacTaBineH KOJIMYECTBEHHBIM aHAIU3
uaTeHcuBHOCTH (uyopecenuun JC-1 (A) u DCF (b). 3a 100% mnpunumanm
¢dyopecueHII0 KIETOK KOHTPONbHON KyasTypel mpu 26 °C. n=3. M*S.E. * —

pa3iInuus J0CTOBEPHBI PU ypoBHE 3HaunMoCTH p<0,05. o1
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Puc. 21. Dddexr LaCl3 Ha MUTOXOHJIpUaNbHBIA NoTeHIManl u npoaykuuio ADK B

KYJBTYpe KJIETOK 03UMOM IMIIICHHUIIBI.
Kynsrypy kinerok obpadarsiBaiu npu 45 °C B Tedenre 30 MUH B IPUCYTCTBUU LaCl3

(5, 10, 15 mM). Pnyopecuenuuto kpacuteneit JC-1 (kpacubiii kanan) u DCF
(3eeHBI  KaHAN) U3MEpSUIM  cpa3y ke 1mocie BozaeicTBusa. Ilpencraien
KOJTMYECTBEHHBIM aHaim3 nHTeHCUBHOCTH (pryopecuenmmu JC-1 (A) u DCF (b). 3a
100% npuHuManu GayopecleHIN0 KIETOK KOHTPOJIbHOM KyIbTyphl mpH 26 °C. n=3.

M=S.E. * — paznuuus 40CTOBEpHBI IpU ypoBHE 3HaYMMOCTH p<0,05. o



Takxum ob6pa3zom, neiicteue DI TA u LaCl; Ha kiteTkr 03UMO# MIIEHUIIBI TTPH
TEIUIOBOM  BO3JICMCTBUM  TPUBOJUT K  CHIDKCHHUIO  TUIEPHOJISIPU3ALNAU
MUTOXOHJPUAILHON MeMOpaHbl U TMOJAaBJICHUIO TMOBbIIIeHUS ypoBHA ADK.
[lonyueHHble  pe3yNdbTaThl  MOATBEPKIAIOT  CBA3b  MEXKIY  IOBBIIICHUEM
conepxkanusi ADPK u rumneprnossgpusaneii MUTOXOHAPUATBLHON MEMOpaHbl MpH
TEIUIOBOM BO3ACHCTBUM M YKa3blBalOT, 4TO MoBbllicHHE APK u yBennueHue
3HaueHnss MII npu TerioBom BO3AEHCTBUH 3aBUCHUT OT YPOBHSI LIUTO30JBHOIO
KJIBLIUS.

3.1.10. H3menenue MumoxoHOpuanbHO20 NOMEHUUANA U YPOBHA
ADK npu x0100080m 6030eiicmeuu ¢ Kyabmypax KiemoK 03UMOll RULEHUYbL U
CaxapHozo mpoCMHUKA

[loka3zaHo, YTO XOJOJIOBOE BO3JCHCTBHUE BBHI3BIBACT MOBBIIMICHUE YPOBHS
ADK B kietkax apabumornicuca [Zhou et al., 2012]. Panee B maboparopuu ObLIO
MOKA3aHO, 4YTO TNOBbIMIEHUE TreHepanuu APK Npoucxonwyno Opu XOJI0I0BOM
BO3JICHCTBUM B KJIeTKax o3umoit mmeHuIs! [ Lyubushkina et al., 2014]. [Tockonbky
Ipy  TEIUIOBOM Bo3zAeiicTBUU HaOmoganock mnosbimienne ADK u MII, 1o
HEOOXOUMO OBLJIO M3Y4YUTh, OYAYT JIM MPOUCXOIUTH MOJOOHBIC SBICHUS MPU
X0JIOJOBOM Bo3zAeicTBUM. Kak moka3zaHo Ha puc. 22, pu X0JIOJOBOM BO3AECHCTBUU
—8 °C B TeueHwe | 4 B KJIETKax KYJIBTYpbl O3WMOM MIIEHUIIBI HAOII0ATIO0Ch
noBbiieHue 3HaueHuss MIT u yeennuenne ADK. Xonomosoe Bozaeiicteue (—8 °C B
TEUeHHE 2 Y) Ha KYJbTYypYy KJIETOK CaxapHOTO TPOCTHHUKA BBISBHIIO CXOJHYIO
TEHICHIIMIO U COMPOBOXKAAIOCH noBbIieHrneM MIT u ypoas ADK (puc. 23).

Takum o0Opa3om, MOBBIIIEHWE TMOTEHIMAIa Ha BHYTPEHHEW MeMOpaHe
MUTOXOHApUA U ypoBHS ADK mpoucxoguT mpu ACHCTBUM Ha KIETKHM HHU3KHUX
TeMIepaTyp, YTO SIBJIAETCS CBUACTEIHCTBOM TOT'O, YTO JIaHHAsI PEAKIIUs SIBISETCS

YHUBEPCAIIBHBIM OTBETOM KJIETKM HA TEMIIEPATYPHBIN CTPECC.
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Puc. 22. M3MeHeHne ypoBHS MUTOXOHAPHAIBLHOIO MoTeHuuana u coaepxkanus ADK

npu xononoBoM Bo3zaeicTBun (—8 °C, 1 4) B KJIETKaxX KYJIBTYphl O3UMOM MIICHUIIBI.

®nyopecuenuuto kpacutened JC-1 (kpacubiii kanan) u DCF (3eneHbiit kaHan)

U3MEPATIN Cpa3y KC IIOCIIC BO3ACUCTBHUS. HpeIICTaBJICH KOJIMUECTBCHHBIM aHaJIu3

unTteHcuBHocTH (pyopecuennnu JC-1 u DCF. 3a 100% npunumanu ¢iryopecieHInio

KIETOK KOHTposbHOW KyasTypbl mpu 26 °C (K). n=3. M+£S.E. * — paznuuus

JIOCTOBEPHBI ITpH ypoBHE 3HaunMOCTH p=0,05.
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Puc. 23. VI3mMeHeHne ypOBHS MUTOXOHJIPUAIBHOTO MOTEHIHaNa U conaepxkanus ADOK
npu  xonmomoBoM BoznedcTBuu (—8 °C, 2 4) B KIETKaxX KYyIbTYpbl CaxapHOTO
TPOCTHHKA.

Onyopecuenuuto kpacutenet JC-1 (xpacHbiii kanan) u DCF (3eneHblii kaHan)
U3MEPSUTM Cpa3zy ke Tocie Bo3aeucTBusa. [IpeacTaBieH KOJIMYECTBEHHBIM aHaIU3
uHTeHcuBHOCTH  (uyopecueHuun JC-1 uw DCF. 3a  100% npuHumanu
(uryopecieHIno KIeTOK KOHTposibHOU KynbTypel Tipu 26 °C (K). n=3. M+S.E. * —

pasinuus JOCTOBEPHBI ITPU ypoBHE 3HaUNMOCTH p<0,05.
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3.2.  OtTBeTHas1 peakuys HA CTPeccOBOE BO3/IeHCTBHE Y KIETOK
APoxKen

Knetkn gposokein  Saccharomyces cerevisiae sBISIOTCS — YAOOHBIM
MOJIETBHBIM OOBEKTOM JJISI UCCIIEIOBAHUSI KJIIETOYHBIX MTPOIIECCOB, a TAK:KE OTBETA
KJIETKHM Ha JeiicTBue cTpecca. Mcnonb3oBanue B paboTe JIETKO pa3MHOMKAIOMINXCSA
KJIETOK JPOXKEH, BpeMsl YABOCHHS KJIETOK KOTOPBIX 3HAYUTEIBHO MEHBbIIIE
BPEMEHHU YABOEHHUSI KJIETOK BBICIIMX 3YKApPHUOT, OOYCIaBIMBAECT MPOCTOTY HX
KyJIbTUBUpOBaHUS. Takke JUisl KIETOK APOXOKEHM MOXKHO ObICTpee MOIYyYUTh
pa3iuuHble MyTaHTBL. B maHHOW pabore wWcIoiib3oBajiach Mytanus petite. B
KJIETKaxX MyTaHTa petite B pe3ynpTaTe yrpaThl MuToXoHApuaasHor JJHK (MmT/IHK)
He (PYHKIIMOHHUPYET 3JIEKTPOH-TpaHcIopTHas uenb [Tzagoloff et al., 1986], Tem
CaMbIM HapyIIEHO HOpMalibHOE (YHKIIMOHHUpOBaHUE MUTOXOHApHI. Heobxonumo
OblI0  oleHUTh,  u3MeHeHue  cojepkanus A®DK, 3navenus MII u
YKU3HECTIOCOOHOCTD KIJIETOK JPOXKKEH MPU TEIJIOBOM BO3ACHCTBUMU.

3.2.1. H3yuenue wusmenenusn cooeprcanuas ADK, nomenyuana Ha
GHYMPEHHEN MeMOpane MUMOXOHOPUIL U  MHCUZHECHOCOOHOCMU  K1emOoK
Saccharomyces cerevisiae npu  mennoeom  6o3deiicmeuu. IPppexm
AcKOpOUHOBOI KUCIOMbL HA U3MEHEHUEe OAHHBIX NPOUECCO8

N3BecTHO, UTO TEIUIOBOM IIOK MPUBOAUT K MOBBINIEHUIO TTpoaykiuu ADK B
KieTkax aposxokeit [Davidson et al., 1996; Sugiyama et al., 2000; Cao et al., 2013;
denoceea u ap., 2014]. Mz0ObTouHoe HakoruieHue ypoBHs A®DK BbI3biBaeT
pPa3BUTHE OKHUCIUTEIBHOTO CTpecca, KOTOPbIA MOXET BBI3bIBATH T'MOEb KIETKHU.
Crnenyromein 3amayeil Obuto m3yueHue wusMeHeHus npoaykuun ADK, MII u
KU3HECTIOCOOHOCTH KJIETOK JIPOXOKEH TpHU TEIUIoBOM Bo3zieicTBuu. KieTku
apoxokedl mramma poautensckoro tuna W303-1B mnoasepranu temnoBomy
Bo3aericTeuio (45 °C B Teuenue 30 MUH) M aHATM3UPOBAIM M3MEHEHUE M3ydaeMbIX
napaMeTpoB.

Hnst onpenenenust conaepxkanuss APK wucnons3oBanu  (HiryopecueHTHBIH

kpacurtenb DCF (puc. 24 A). B koHTposbHBIX KiIeTKaxX ypoBeHb ADK ObLn
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Puc. 24. Dddexr ackopOunoBoit kucnotel Ha mpoxyknuio ADK B kimerkax S.
cerevisiae (W303—1B) npu termoBom Bo3zaeiicteuu 45 °C (30 muH).

(A) — wmukpodotorpadpun kietok apoxoxkei. (b) — KomuuecTBeHHas OLEHKa
unteHcuBHocTH (myopectieniiun DCF. K — knetku, unkyoupyemsie ipu 30 u 45 °C B
orcytctBre 10 MM ackopOMHOBOI KUCIIOTHI. ACK — KJIETKH, MHKyOupyemsbie nipu 30 u
45 °C B npucyrctBuu 10 MM ackopbunoBoit kuciotel. CII — cBemioe mnosne.
MacmraGHusbiit oTpe3ok — 5 MkM. n=3. M£S.E. * — pa3nuuust 10CTOBEpHBI IPH YPOBHE

3HaunMoctu p<0,05. 100



He3HauuTenbHbIM (puc. 24 A, B). TeruoBoe Bo3uelictBue (45 °C B Tedyenue 30
MUH) NPUBOAWIO K yBenndyeHuto renepauun ADK. JlobaBieHrne aHTHOKCHIAHTa —
aCKOPOMHOBOM KHUCIIOTHI K KJIIETKaM, MHKYOHUPYEMbIM B KOHTPOJBHBIX YCIOBUSIX, HE
Bausuio Ha conepkanue A®DK. Onnako ackopOuHOBas kuciora 3()(eKTHBHO
noJiaBJisiyia nmoBbieHue oopazopanust AOK npu TemioBom Bo3aecTBum (puc. 2 A
u b). [lonydyeHHsie Ha KiIeTKaxX APOXOKEH AaHHbIE O TOBbINIeHUU renepanun ADOK
MpU TEIJIOBOM BO3JCHCTBUM COTJIACYIOTCSI C pe3yjbTaTaMH, IMOJTYYECHHBIMH Ha
KyJbTypax KiIeTok pacteHud (puc. 2 m 3). YBenmuuenue conepkanus ADK
MPOUCXOJUT TPHU TEIJIOBOM BO3JCUCTBUU KaK B KIETKax APOXKEH, TaKk U B
KJICTKaX PACTEHU.

N3BecTHO, YTO yMEpEeHHOE, HE MPUBOJAINIEE K THOENU KIETOK, TEIJIOBOE
BO3JICMCTBHE IIOBBIIIAET TMOTEHIMA] HAa BHYTPEHHEW MHUTOXOHAPHUAIBHOU
MeMOpaHe B KieTKkax »uBOTHBIX [Balogh et al., 2005], pactenuii [Rikhvanov et al.,
2007; Isarpukac u ap., 2014] u mpoxokeit [Rikhvanov et al., 2005; denoceeBa u
ap., 2012]. Heo6xoaumMo ObLIO BBISCHHUTH, HAOIOACTCS JIH 3aBUCUMOCTD MEKIY
noBbiieHueM MII u ycunenneMm renepaunn ADK B kietkax apoxoxei. s atoro
ucnojp3oBain (iayopecueHTHbI kpacutens MitoTracker Orange (MO), xoTopsiii
cnenuduyHo oroOpakaer m3MmeHeHue MII. Kak BugHO M3 puc. 25, B KJIETKax
Ipoxoker, uHKyompyemMbix mnpu 30  °C, TOoTeHIMAT MPAKTHYECKH HE
nerektTupoBaics. TermmoBoe BO3ACHCTBUE NPUBOAWIO K THIEPHOJSIPU3ALNAU
BHYTPCHHEH MHUTOXOHApPUAIbHOW MeMOpanbl (puc. 25 A, B). AckopOuHoBas
KHCJIOTa B KJIE€TKaX, HMHKYOMpOBaHHbIX NpH Temiepatype 45 °C, cHuxaia
noBbliieHne MII B oTiinure OT KJIETOK, HHKYOUPYEMBIX B KOHTPOJBHBIX YCIOBUSIX.

CormacHO MaHHBIM, TIPEICTABICHHBIM Ha puc. 24 u 25, TemioBoe
BO3JCHCTBME NPUBOAWIO K YyBenndeHuro conaepxkanud ADK u moBbILIEHUIO
3HadueHus MII B kimeTkax ApoxoKen.

B panbHedmiemM  U3y4yuau  BIMSIHME — TEIUIOBOTO  BO3JCHCTBUS  HA
YKU3HECTIOCOOHOCTh  KJIETOK. JKU3HECOCOOHOCTh OIEHUBAIM, TMOJCYUTHIBAS
KoyindecTBO Kojonueoopasyrommux equnanil (KOE). Temnosoe Bo3aeiictue (45 °C)

MPUBOAMIIO K 3HAYUTEIHHOU TMOENH KIETOK JPOXKKEN, KOTOPOE BO3PACTAIIO C
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Puc. 25. Opdexr ackopbuHoBO# KuCIOTH Ha u3MeHenue MII B knetkax S. cerevisiae
(W303—1B) npu termoBom Bo3zzaeiictBuu 45 °C (30 mun).

(A) — mukpodororpaduu kietok. (b) — xonmyecTBeHHas OLlEHKAa MHTEHCUBHOCTHU
¢dyopecuenimn MO. K — knetku, nnkyoupyemsie npu 30 u 45 °C B orcyrcTBue 10
MM ackopOMHOBOW KHUCIOTBHL. ACK — KJIeTkH, MHKyOupyembie mpu 30 u 45 °C B
npucytctBuu 10 MM ackop6unoBoit kucnotsl. CII — cBetsioe mose. MacutaOHbI
oTpe3ok — 5 MkM. n=3. M*S.E. * — pa3nuuus 10CTOBEpHBI NPU YPOBHE 3HAYMMOCTHU

p=<0,05. 102
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Puc. 26. Dddexkr ackopOMHOBON KHUCIOTHI Ha KU3HECIOCOOHOCTh KIIETOK S.

cerevisiae (W303—1B) npu termoBom Bo3zaeiicteuu 45 °C.

KuzHecnocoOHOCTh KIETOK JApoxkeil ompeaensiu mo konmdectsy KOE. Knetku

unkyoupoBanu npu 45 °C B orcyrctBue (K) u npucyrcreun 10 MM ackopOuHOBOM

KHUCIOTHI (Ack). n=3. M£S.E.
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TEYeHHEM BpeMeHU o0paboTku. JloOaBrneHue B cpey MHKyOaruu acKOpOMHOBOMU
KHCJIOTHI TIOBBIIIAIO YCTOWYHBOCTH KIIETOK K TEIUIOBOMY BO3JIEHCTBHIO (pHC. 26).

Takum oOpaszom, TemioBoe BozaeiictBue (45 °C, 30 MHH) HPUBOAUT K
yBenmmueHuto conepxkanuss ADPK u noseimennto MII B kieTkax apoxokei.
[TockonbKy ackopOWMHOBas KHCIOTa nojasisier reHepannio ADK mpu TemioBom
BO3JICUCTBUM W 3aIMIIACT KJIETKU OT THOENH, MOJYy4YEHHBbIE pe3yibTaThl YETKO
YKa3bIBAIOT, YTO OJHOW M3 OCHOBHBIX NMPUYMH THOENU KJIETOK MPU yMEPEHHOM
TEIJIOBOM BO3/ICCTBUU SIBISIETCS MOBBINIeHUE coaepxanus ADK.

3.2.2. 3pghexm mnpomonoghopoe na cuuxcenue cooeprycanua ADPK u
noGblUEeHUE YCMOUYUBOCHU K MENT060MY 6030€ICMEUI0 8 KIIemKax Opoicicell

N3 nuTepaTypHBIX JaHHBIX HW3BECTHO, YTO MPOTOHOGOPHI MOTYT
UHTHOMpOBaTh MpoAyKIuio ADK B M30IMPOBAHHBIX MHUTOXOHIPHSIX KUBOTHBIX
[Korshunov et al., 1997] u knerkax mpoxokeit [Pozniakovsky et al., 2005; Pan et
al., 2011]. Ha kyapType KJIETOK O3MMOW TIIIICHHUIIBI HaMH IIOKa3aHO, YTO
npotoHoop CCCP mnonasnsier noBeiieHue coaepxkanuss ADK mnpu TermioBoM
BO3eHCTBUH (pHC. 19) 1 MUTOXOHAPHAIBLHBIN TOTeHIMAT (puc. 7). B cBsi3u ¢ 3THM
HE0OX0AMMO OBUIO OLEHUTh BIMSHUE NPOTOHO(GOPOB Ha coaepxkanue ADK,
u3mMeHenne MII u KU3HECTIOCOOHOCTh KIJIETOK JPOXKEH TMpPU TEIIOBOM
BO3/ICCTBHH.

Kaxk nokasano Ha puc. 27, nporonodpop CCCP B pa3inyHbIX KOHUEHTPAIUIX
(0,5; 1; 2 mMxM) mnomaBnsin ycunenue reHepauuun ADK npu TemmoBom
BozaciictBur. OmgHoBpeMenHo CCCP momammstm MIT (puc. 28 A, B). Taxum
o0Opa3oM, Tak e Kak U B kieTrkax pactreHuii CCCP nmoaaBisieT runepnosisipu3anuio
MUTOXOHJPHAIBHON MeMOpaHbl B KJIETKaxX JPOXOKEH TpPU  TOBBIIICHUU
TEeMIepaTyphl, U MPU 3TOM HaOJI01aeTCs CHUKeHue oopazoBanust ADK.

Ha cnenytomem srame uHeobxomumo Obuio oreHuTh Biusaune CCCP Ha
AKHU3HECMIOCOOHOCTH KIIETOK JPOACKEN MpH MOBBILIEHUH TemnepaTypsl. Oka3anoch,
yto godasnenue CCCP B Huzkoi konnentpanuu (0,5 MmxkM) 3amuinano KJIETKdA OT

rubenu 1pu TermoBoM BosaeictBuu 45 °C (puc. 29). [IporekTopHoro adgdexra He
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Puc. 27. Dddexr CCCP na mponykunro ADK B kietkax S. cerevisiae (W303—1B)
npu TerioBoM BozaeiicTeuu 45 °C (30 muH).

(A) — muxpodotorpadun kinerok. K — kinerku, nukyoupyemsie npu 30 u 45 °C B
orcyrctBue CCCP; CCCP — B npucyrctBuu 0,5 MmkM CCCP. (b) — konuuecTBeHHas
olieHKka uHTeHcuBHOCTU (ryopecuenunu DCF kietok, nakyoupyemsix npu 30 u 45
°C B npucyrcteun CCCP. CII — cBemioe nosie. MacmTaOHbII OTpe30K — 5 MKM. n=3.

M=S.E. * — paznuuus 10CTOBEpHBI pU ypoBHE 3HaunMocTH p<0,05.
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Puc. 28. Opdext CCCP na uzmenenue MII B knerkax S. cerevisiae (W303—1B) npu
teryioBoM Bo3zaeiictBuu 45 °C (30 muHn).

(A) — muxpodororpaduu kimerok. K — xnetku, nakyoupyemsie npu 30 u 45 °C B
orcyrctBue CCCP; CCCP — B npucyrcrBuu 0,5 MkM CCCP. (Bb) — konudecTBeHHast
OlICHKa MHTEHCUBHOCTU (uyopecteHmn MO kieTok, nHKyOupyembix npu 30 u 45
°C B npucyrctBuu CCCP. CII — cBemioe nose. MacitabHblid OTpe30K — 5 MKM. n=3.

M=S.E. * — paznuuus 10CcTOBEpHBI IpU ypoBHE 3HaYUMOCTH p<0,05.
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Puc. 29. Opdpexr CCCP na xuzHecrnocobHOCTh KieTok S. cerevisiae (W303—1B) npu
TEIUIOBOM Bo3aelicTuu 45 °C.
KuznecnmocoOHOCTh KJIETOK apoxckeit ompenensiiu no konuuectBy KOE. Krnetku

unkyouposaiu ripu 45 °C B orcyrerBue u npucyrctsuun CCCP. n=3. M+S.E.
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HA0JI0JAIOCh MPU MCIOJIb30BaHUU Ooiiee BbicoKuX KoHueHTpanuit CCCP — 1, 2
MKM.

B kauectBe cpaBHeHHUs Oblla MpoBeleHa 00pabOTKa B KOHTPOJIBHBIX
YCIIOBHSIX Ml TIPH TEIIJIOBOM BO3JIEHCTBUU APYTHM KIACCHUYECKUM TTPOTOHOPOPOM —
JAH® B konuentpamusax 0,1; 0,5; 1 MmM.

Kak mokazano Ha puc. 30 A, b, nob6aienue mnpotoHodopa JHD B
pPa3TUYHBIX KOHIIEHTPAIUSAX B CPeAy MHKYOAllUH KJIETOK, HHKyOupyemsbix mpu 30
°C, He Bnus10 Ha n3MeHeHne ypoBHa ADK. OgHako npu TEMI0BOM BO3IECUCTBUU
nobasiienne mporoHodpopa JIH® Bo Bpemst makyOammm mpu 45 °C momaBisiio
noBeilieHue cogepxkanng ADK, nanynupyemoe TeraoBsiM Bo3aeiicTBueM (puc. 30
A, b). Ilpu stom Bwicokas kouuentpaius JIH® (1 MM) cunpHee momasisiia
rereparuio ADK, gem nuskas konmnentpamus 0,1 MM (puc. 30 B).

[TogoOHbIe naHHBIE TIOMYYEHBbI MpU U3ydeHuu BiausHug JJH® Ha usmenenue
snauenuss MII (puc. 31 A, B). Ddbdexr JTHD na MII He neTeKTHpOBAJICS B clydae
nakyoanuu kiaetok npu 30 °C (puc. 31 A, b). Kak mokazano Ha puc. 31 A, b,
teruioBoe BoszzeicTBue (45 °C) BBI3BIBAIIO THUIEPIOJAPH3AIMIO BHYTPEHHEH
MUTOXOHApUAIbHOU MeMOpaHbl. AreHT JIH® y KIeToK MoaaBisul HHAYLHUPYEMOE
TEIUIOBBIM BO3JieiicTBUEM TmoBbIieHne MII B kierkax gpoxokei. Criemxyer
OTMETUTh, YTO MHTUOUpYyromuii 3¢GeKkT ObUT CUIIbHEE BBIPAXKEH MPU JICUCTBHUH
BbICOKOM KoHIeHTpanuu JJHD (1 MM) (puc. 31 B).

Ha ocHoBanum nanHbIX, mnpeacTaBieHHbIXx Ha puc. 30 m 31, MoxkHO
3aKIII0UNTh, 4TO NpoToHO(op JHD sddhextuBHO nmonasmnser nosbieHue AOK u
yBenmuenne MII B kieTkax IOpoxoKEH MpU TEIUIOBOM Bo3aeucTBuUU. [loaTomy
CJIEIOBAJI0O YCTAaHOBUTH, MOBIHMsET ju oOpabotka JJH® Ha xu3HECTIOCOOHOCTH
KJIEeTOK. bbpuio oOHapyxkeHo, uto camas Hu3Kas KoHueHtpauus JH®D (0,1 mM)
(G (HEKTUBHO 3alUIIACT KICTKH JPOXIKEH OT ryOUTENHHOTO BIUSHUS TEIIOBOTO
Bo3jaeiicTtBus (puc. 32). Ilpm Oonee BBICOKOM KOHIICHTPAIIMH IPOTEKTOPHOTO
s dekra HE HAOIIOAATOCH.

Takum o0pa3om, oOpaboTka mnpoToHOopopamMu >HPEKTUBHO TOMABIAET

noBbeiieHne npoaykunu A®K u yeennuenne MII npu TeninoBom BO31€UCTBUN,
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Puc. 30. Dddexr JHD na npoxykumuo ADK B knetkax S. cerevisiae (W303—1B)
npu TeroBoM BozzaeiicTBuu 45 °C (30 mun).

(A) — mukpodororpadpun kimetok. K — knetku, nukyoupyemsie npu 30 u 45 °C B
orcyrctBue JAH®; TH® — B mpucyrcteuu 0,1 MM JIH®. (b) — xonudecTBeHHast
onienka uHTeHCUBHOCTH (hiryopectenunn DCF knetok, nakyoupyemsix npu 30 u 45
°C B npucyrctBuu JJH®. CII — cBemioe nozie. MacmraOHbIi 0Tpe3ok — 5 MKM. n=3.

M=S.E. * — paznuuus 10CTOBEpHBI pU ypoBHE 3HaunMocTH p<0,05.
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Puc. 31. Dddexr [JHD na usmenenune MII B kietkax S. cerevisiae (W303—1B) npu
teruioBoM BozaerictBun 45 °C (30 MmuH).

(A) — mukpodotorpapun xierok. K — knetku, nnkyoupyemsie npu 30 u 45 °C B
orcyrctBue JJH®; JJH® — B mpucyrcteuu 0,1 MM JH®. (b) — konuyecTBeHHas
OlleHKa MHTeHCHUBHOCTU (yopecueHmn MO knetok, nakyoupyemsix mpu 30 u 45
°C B mpucyrctBun JIH®. CII — cetnoe none. MacmtabHblii OTpe30K — 5 MKM. n=3.

M=+S.E. * — pa3znuuus 10CTOBEpHBI IpU ypoBHE 3HaunMocTH p<0,05.
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Puc. 32. Ddpdexr JJHD Ha xu3HecniocoOHOCTH KIIETOK S. cerevisiae (W303—1B) npu
TEIUIOBOM Bo3aelicTeuu 45 °C.
Ku3zHecnocoOHOCTh KIIETOK JApoxokeil omnpeaensiaun no konuyectsy KOE. Knertku

unkyouposanu mipu 45 °C B orcyrcrBue u npucyrctBun JJTH®. n=3. M+S.E.
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YTO MOPUBOAUT K TMOBBIIIEHUIO TEPMOTOJEPAHTHOCTH KIIETOK IPOXIKEH, OJTHAKO
OTCYTCTBYET YETKas 3aBUCHMOCTh MEXAY CIIOCOOHOCTBIO TMPOTOHO(OPOB
noAaBysATh npoaykiuio ADK u 3amuiarh KJIETKU OT THOEIH.

3.2.3. Mumoxonopuu saenarwomca 0CHO8HbIM caiimom npooykyuu ADK e
KJlemKax OpoxycoHceii npu menao8om 6030eicmeuu

Ucnonb3oBanue B padore mnporoHodopor JH®D® u CCCP npu paHHBIX
YCJIOBUSIX AKCIEPUMEHTAa HE JaeT MOJHOMW YBEPEHHOCTH B TOM, YTO HMEHHO
MUTOXOHJPUM SIBIISIIOTCS TyiaBHOM mpuunHOM B reHepammu APK. Tlockonbky B
KJIETKE TMPOTOHO(Op MOXKET paccerBaTh TMOTEHIMA]I HE TOJIBKO  Ha
MUTOXOHAPUAIBHOM MeMOpaHe, HO M Ha ApYrux memOpaHax. [[ns Toro 4uToObI
JI0Ka3aTh, YTO UMEHHO MUTOXOHJPUHU SIBJISIOTCS TJIABHOM NPUYMHON MPOTYKIIHH
ADK B keTKax qpoxkkeit B pabore ObUT HCIIONB30BaH Petite myrtaHT S. cerevisiae.
VY petite MyTaHTOB ApOXKIKEH MOJHOCTHIO OTCYTCTBYeT MuToxoHapuanbHas JJHK,
MO3TOMY HET BaXHBIX KOMIIOHEHTOB, OTBETCTBEHHBIX 3a (OPMUPOBAHUE
IPOTOHHOTO TPaJInEHTa Ha MUTOXOHApUasHOU MeMOpane [Tzagoloff et al., 1986].
Kak moka3ano Ha puc. 33 u 34, B KJIeTKax JpOXOKeH TerioBoe Bo3jaelicTeue (45
°C, 30 muH) npuBoauT K yBenumuyeHuro coaepxkanusi ADK u noswimenuto MII,
cooTrBeTcTBeHHO. OIHAKO MyTalus petite moaasisia, OAHOBPEMEHHO, MPOAYKIIHIO
A®K u nossimeane MIT npu termoBom BosaetrictBun (puc. 33 u puc. 34). Taxxke
OBLIO BBISBJICHO, 4YTO Petite MyTarus MmoBbIIIaNa YCTOWYMBOCTD KIIETOK JPOMOKEH
IIPH TEIIOBOM Bo3aekicTBuu (puc. 35).

Takum o0pa3oMm, HapylieHHe (QPYHKIMOHUPOBAHHUS MHUTOXOHAPHUA B
pesynabTaTe MyTanuu petite 3ammmaeT KIETKHM OT THOENIH TMPH TEIJIOBOM

BO3/I€CTBUH, TOAaBIsAs npoaykuno ADK.
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Puc. 33. Dddexr myramuu petite Ha npoaykuuo ADK B knetkax S. cerevisiae
(W303—1B) npu termoBom Bozaeiicteuu 45 °C (30 Mun).

(A) — mukpodortorpadpun knetok. (b) — konmMuecTBeHHas OIleHKA WHTCHCUBHOCTHU
¢myopecuenimn DCF. CII — cBemioe mone. MacmTaOHbI OTpe3ok — 5 MKM. n=3.

M=S.E. * — paznuuus 40CTOBEpHBI IpU ypoBHE 3HaYMMOCTH p<0,05.
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Puc. 34. Dddexr myranuu petite na usmenenue MII B knetkax S. cerevisiae (W303—

1B) npu TerioBom BoznerictBuu 45 °C (30 mun).
(A) — muxpodororpadpun kierok. (b) — xonmuyecTBeHHas
dyopecueniiuu MO. CII — cBemioe mosie. MacimTaOHBIM

M=S.E. * — paznuuus J0CTOBEpHBI IPU YPOBHE 3HAYMMOCTH

OIICHKa MHTEHCHUBHOCTHU
OTPE30K — 5 MKM. n=3.

p=<0,05.
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Puc. 35. Dddexr myranuu petite Ha XKHU3HECTIOCOOHOCTh KIIETOK S. cerevisiae mpu

TEII0BOM Bo3aelicTBuu 45 °C.
KuznecnocoOHOCTH KJIETOK Aposoken onpenensiu o konnuectsy KOE. PT — knetku

Ipoxoker poautensckoro tuna S. cerevisiae (W303—1B). n=3. M+S.E.
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4. OBCYXKJIEHUE

4.1. 3aBHCHMOCTH ME:K1y MHTEHCUBHOCTHIO TEIJIOBOI0 BO3eCTBUSA U
cunresom bBTII

[Tmrennna ABISETCS OJHOM M3 BAXXKHEUIINX CEIBCKOXO35MCTBEHHBIX KYJIbTYP
B Mupe (report of Food and agricultural organization of the United Nations in FAO
statistical yearbook — world food and agriculture, 2012). CopT 03UMO¥i MIIICHUIIBI
HpkyTckas sSBIsieTCss MOPO3OCTOHKNM B yciaoBusix Bocrounoit Cubupu [[Jopodeen
u 11ip., 2003]. B Havase BecHbI 03uMast MIICHUIIA KMEET 00JIee Pa3BUTYHO KOPHEBYIO
CHUCTEMY II0 CPAaBHEHHIO C SPOBOM MIIEHUIIEH, YTO IMO3BOJISET MCIIOJb30BATH €U
3MMHE-BECEHHIOI0 MOYBEHHYIO Biary. biaromaps 3ToMy o3umas miieHuna Oojiee
YCTOMYMBA K JIEWCTBUIO BBICOKUX IMOJOKHUTEIBHBIX TEMIIEPATYP U 3aCyXd. TeM He
MEHee, TMOTepU YypoXKas O3MMOM MIIEHUIbI OT 3aCyXd W HeOIaronpHsITHBIX
TEMIIEPaTypHBIX YyCIOBUN BeauKd. [lodTomMy wu3ydeHue QU3HOIOTHYECKUX U
OMOXUMHUYECKUX MEXaHU3MOB, MPOUCXOSAIINX B 03UMOM MINEHUIIE TTPU JIEHCTBUU
BBICOKHMX TEMIEPATYp, SBISICTCS aKTyaJIbHBIM.

Cunte3 BTIHI y o3uMoii mmeHuIbl cpaBHUBamu ¢ cuHTe3oMm BTII y
TEIJIONIOOUBOM KYJNbTYpPhl CaXapHOTO TPOCTHUKA. B HalMx 3SKcnepuMeHTax
MOBBIIIEHUE TEMIIEpaTypbl MPUBOAWIIO K YBEIWYEHUIO COAEPXKAaHUS B KJIETKax
03UMOM TIIeHUIl U TpocTHUKa ciuenyronux BTII: Hspl01l, Hsp70 u Hspl7.6
(puc. 1). BTUI sBAstoTCS KOHCEPBATHBHBIMHU O€JIKaMU W TPHUCYTCTBYIOT y BCEX
uccinenoBandbix pacrenuit [Vierling, 1991; Saidi et al., 2011]. [annoe
YTBEPXKJICHUE  TOATBEPKIAETCS  IMOJYYEHHBIMM B  HacTosled  paborte
pesynpraramu. Kak BuaHo Ha puc. 1, anthTena, nomydeHHole Ha bBTIII
apaOujonicuca W 4YeNOBEKa, pearnpoBajy Ha O€JIKW MIICHUIBI W TPOCTHHKA,
MMEIOIME COOTBETCTBYIOIIYIO MOJEKYJsApHYI0 maccy. Takum obpazom, HsplO1,
Hsp70, Hsp60 u Hspl7.6 (I u Il kiacc) mimeHUIsl 1 TPOCTHUKA MMEIOT CXOIHYIO
aMUHOKHCIIOTHYIO0 TocnenoBarenbHocTs ¢ BTUI apabuponcuca. M3BectHO, 4TO
Hspl01 yuacTByrOT B Ae3arperamnuu OejKOB MOCIe OKOHYAHUS TETIJIOBOTO cTpecca
[Lee et al., 2005]. Hsp70 npemnsATcTByeT arperanuu AeHaTYpUPOBAaHHBIX OCIIKOB,

CrocoOCTBYEeT pe(OIAUHTY W BOCCTAHOBJIECHHUIO HMX OMOJIOTMYECKUX (YHKIUN
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[Mayer, Bukau, 2005], a ©wuskomonekymsipapie BTII crabunmsupyror
JeHaTypHpOBaHHbBIC U arperupoBannbie Oenku [Vierling, 1991].

N3yuenue namenenus coaepxanusa bTII y 03uMoi NeHUIBI 1 TPOCTHUKA
B 3aBUCHMOCTM OT TEIUIOBOIO BO3AECHCTBUSA MOKa3ajo, YTO B OTCYTCTBHE
terioBoro crpecca (26 °C) He Habmoganock cunte3a Hsp101 u Hsp17.6, onnako
npu TerioBoM BozxaekcTBuM 37 °C uMX cojaepaHuE PE3KO YBEIU4YHBajioch. B
ormuune otr HSp101 u wmuskomonekymspueix BTHI, comepxanne Hsp70 y
NIIEHUIBI ObUIO JOCTATOYHO 3HAYUTENIBbHBIM B KOHTPOJBHBIX YCIOBHSIX, HO
TEIUIOBOM CTpecc MPUBOAMI K €Ile OOJNBbIIeMYy YBEIHYCHHIO €ro KOJMYEeCTBa.
[Tomy4yeHHbIE pe3yNIbTAThl COMNIACYIOTCS C JMTEPATypHbIMU AaHHBIMH. [TokazaHo,
yto nipu Temriepatype 37 °C nosbimaercs skcapeccust HSp101, Hsp70 u Hsp26 y
pactenunii mrenunsl [Liu et al., 2003].

[ToBbilieHHE TeMmIlepaTypbl Bo3AekcTBUS Bbiie 46 °C npUBOAWIO K
yYMEHBIIICHUIO copepkanus nzydaembix BTII y TpocTHuka U mieHuns! (puc. 1).
[TomoOHBIC naHHBIC Moy4eHbl B padoTax [Gulli et al., 2007; Volkov et al., 2006],
rje TeroBoe BozaeicTeue 42 °C U BbIllIe MPUBOIUIO K HHTUOMPOBAHUIO CHHTE3a
ornenbHbIXx BTII. BepositHo, uto orcyrcTBue cuHTe3a BTI mpu moBbeimeHun
TEMIEPATYPhI 10 ONPEAEICHHOIO KPUTHYECKOTO YPOBHS CBSI3aHO C TEM, YTO B
STHX YCIOBHSIX HAOIII0MaeTCst THOENb KIIeToK (puc. 12 u puc. 15).

W3 npeacTaBiaeHHBIX pe3yJbTaTOB CIEAYET, YTO IS KOXKI0H U3 U3YUYEHHBIX
KyJIbTYp €CTh CBOW TeMIEpaTypHbId AHamna3oH, MPU KOTOPOM TMPOUCXOJUT
HamOosee akTtuBHBIA cuHTe3 HSP1l0l, Hsp70 m Hspl7.6. B kmeTkax mIIEHUITBI
HauOoJiee BoipaxkeHHoe HakorieHne BT npoucxoaniio B quanazoHe TeMiepaTyp
37-39 °C, a B kjierkax TpocTHHka B auana3zone 37-43 °C. OueBHIHO, YTO Yy
KJICTOK MIICHUIbI 00Jjiee HU3KHUI TeMIIepaTypHbIM JUana3oH, HEOOXOIUMBINA s
cuHTe3a uccnenyeMoix bTI, yem y KIeTOK caxapHOro TpOCTHHMKA. BeposTHO, 3TO
3aBUCUT OT YCTOMYMBOCTH PACTEHUN K TEIUIOBOMY BO3JIEUCTBHIO. JI€HCTBUTEIIBHO,
KJICTKH TIIIICHUI[BI MEHEE YCTOWYMBHI K TTOBBIIICHHBIM TEMIIEpAaTypaM, YeM KICTKH
tpocTHHKA (puc. 12 u puc. 15). COOTBETCTBEHHO, Y KJIETOK mieHuIbl npu 43 °C

HaOmonaercst mojasinenue cuHTea HsplO0l w Hspl7.6. Omgnako »toro He
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IMPOUCXOAUT B KIeTKax TpocTHHKa (puc. 1). CremoBarenbHO, YeM BEHIIIIC
TEPMOTOJICPAHTHOCTh PACTUTEIBHBIX KJIETOK, TEM BBIIIE TeMIEpaTypa, Ipu
BO3JICICTBUH KOTOPOU MPOUCXOIUT MHAYKIMA cuHTe3a bTILI.

N3 nutepaTypHBIX AaHHBIX U3BECTHO, uTo HSP60, akTUBHpYs KacmazHbIN
Kackaj, sBiseTcs peryiastopoMm u aktuatopom ITKIT [Xanthoudakis et al., 1999,
Didelot et al., 2006]. M3menenue B comepskanun HSP60 mpu TeMiepaTypHBIX
00paboTKax pa3IMYHON WHTEHCHBHOCTH OTIWYANIOCh OT wu3MmeHeHuss HSp101,
Hsp70 u Hspl17.6. B kynbType KJIeTOK NIIeHUIbI 00paboTka Temneparypoit 46 °C
nomasisuia cuate3 Hspl01, Hsp70 u Hspl7.6, oqnako yBenwuuBaia coiepKaHue
Hsp60 (puc. 1 A). IlockonbKy WHKyOamusi TMpU OSTUX YCIOBHUAX BBI3bIBAJIA
OTCPOUCHHYIO THOENb KIETOK, TO HAOJI0JAaeTCs CBSI3b MEXAY IMOBBIIICHUEM
kosmdectBa HSp60 u passutuem rubenu (puc. 12). Heckombko npyrue AaHHBIC
OBLIIM MOJIy4eHBI HA TPOCTHUKE. Y TPOCTHHUKA cojepkanre HSPO60 B KOHTPOIBHBIX
YCIIOBUSIX OBLJIO BBICOKMM, OJIHAKO YBEJIMYEHHUS KOJWYECTBA JAHHOTO OelKa mpu
MOBBIIIEHUHA TEMIIEpaTypbl BO3JEHCTBUA HE ObLIO oOHapyxkeHo (puc. 1 B).
Bo3MOXXHO, 4YTO J1aHHOE SBJICHHE OOBSCHACTCS TEM, 4YTO KYJIbTypa KJIIETOK
TPOCTHHUKA O0Jiee yCTOMYMBA K TEIJIOBOMY BO3/EHCTBHUIO.

4.2. Cunte3 BTHI u npoaykuusi A®K npu TemioBoMm Bo3aeiicTBuu

[Tpu noOBBIIIEHUH TEMIIEpaTypbl Y pacCTeHUH, KaK M y *)HBOTHBIX [Sreedhar,
Srinivas, 2002; Katschinski et al., 2000; Kikusato, Toyomizu, 2013] ycunuBaercs
npoaykuuss ADK [Konymaes, Kapmerr, 2009; Miller, Mittler 2006; Volkov et al.,
2006; Konigshofer et al., 2008; Locato et al., 2008]. Kak moka3aHo B JaHHOI
pabote, yBenmmuenue coaepxkanuss ADK B kinerkax mmenunsl (puc. 2, 3, 17),
TpocTHUKa (puc. 3) u Japoxoker (puc. 24) NPOUCXOAWIO TMPU TEIIOBOM
Bo3nelicTBUM. Takum oOpazoM, mpoaykius ADPK npu noBbllieHUN TeMOEpaTyphl —
YHUBEPCAIBHOE /ISl BCEX OPTaHU3MOB SIBJICHHUE.

N3BecTHO, uTO yBenuueHue cojepxanus ADK B kieTke sBISIETCS OJJHUM U3
CUTHAJIOB, NMIPUBOIAIIMX K MHAYKIMU cuHTe3a BT mpu TermoBomM BO3AEHCTBUU
[Banzet et al., 1998; Miller, Mittler 2006; Volkov et al., 2006; Konigshofer et al.,

2008). CpaBuenue naHHbIX 1o coaepxkanuto BTII u yBenuueHuro mpoayKIUU
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A®K B KieTkax MIUEHWLBI M caxapHOro TpocTHHKa (puc. 1 u puc. 3) npu
TEIJIOBOM BO3IECHCTBUU MOKA3aJI0, YTO IPH MITKOM TEIIOBOM BO3JeUCTBHH (37—
39 °C) mpoucxomut mosbiienne cuHTe3a BT u yBenuuenue ypoHs ADK.
OnHako mpu yMepeHHOM TertoBoM BozaelicTBuu (45-50 °C), koraa mpoucxoania
MakcuManibHas reHepanus A®K, nakormienuss BTII He Habmromamoch Kak B
KyJIbTYype KJIETOK O3MMOW TMIIEHUIbl, TaK M B KYJIbType KIETOK CaxapHOro
tpocTHHKA (puc. 1 u puc. 3).

Amnanornunble naHHble moaydeHsl B pabore R.A. Volkov ¢ coastop.
[Volkov et al., 2006]. CornacHo 3toii pabore ycunenue renepammu ADK mpu
MOBBIIEHNN TeMmnepaTypbl Bo3aeucTBUS 10 37 °C aKTMBHPOBAIO HKCIPECCHUIO
renoB HSP17.6, HSP18.2, APX2 B kinerkax A. thaliana. B to e BpeMms npu
TeIUI0BOM Bo3aeucTBUH 44 °C TakKe NPOUCXONWIIO YBEIMYEHHUE COJEPHKAHUSA
A®K, Ho aktuBanuu skxcrpeccuu renoB bTII ne Habmonanock.

Bo3nukaer Bonpoc, moueMy He HaOJII0AaeTCsl CTPOroil 3aBUCUMOCTH MEXIY
kommuectBoM BTIHI m mpoxykmmit ADK? H3BectHo, uto ADK BeIONHSAIOT
JBOMHYIO poib B KieTke. OHM MOTYT AaKkTHUBUPOBAaTh JHOO H3KCHPECCHUIO
CTPECCOBBIX I'€HOB, JIN0O pazputue rudenu [Kpecnasckuii u ap., 2012; Rhoads et
al., 2006]. OueBuaHO, Koraa coaepkanue ADK mpeBbIlacT MOPOTOBBI YPOBEHb
(45-50 °C), cunte3 BT ne npoucxoaut [Rikhvanov et al., 2007; Volkov et al.,
2006], u 3amyckaetcs nporiecc rudenu kierku [Rhoads et al., 2006].

4.3. IHpoaykuusa AD®K u rudeib KJIeTOK NPH TEMJIOBOM BO3/1eiiCTBUH

MakcumanbHoe yBennueHue ypoBHI A®dK B kierkax NIIEHUWUOBl U
TPOCTHHUKA TPOUCXOAUIO TPH YMEPEHHOM TeIuioBoM Bo3zaericTtBuu (45-50 °C)
(puc. 3). OnHako rHOETN KISTOK Cpa3y Mocie BO3ACHCTBHS He HAOI0AaI0Ch (pHC.
12 u puc. 15). OOpaboTka JaHHBIMM TEMIIEpaTypaMud TPUBOAUIA K
«OTCPOYEHHOM» THOEIM KJIETOK O3MMOM TMIIEHUIBI W TPOCTHHKA, KOTOpas
IPOUCXOAMIIA TIOCJIE TEIJIOBOTO BO3ACHCTBHUS BO BpeMsl HMHKYyOAallMM KJIETOK B
KOHTPOJIBHBIX ycioBusix (puc. 12 u puc. 15). Takum oOpazom, yMepeHHOE
TEIUIOBOE BO3/ICMCTBUE MPUBOIWIIO K MakcuMaibHOU renepanuu ADOK u pazpututo

OTCPOYEHHOM THOEIH KJIETOK pacTEHUIA.
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SIBneHre OTCpPOUYEHHOW THOETM MPHU TEIJIOBOM BO3JACHCTBUHM IOKAa3aHO
OpyruMHu uccieaoBareinsmu. Hanpumep, B padore [Locato et al., 2008] BrisBiteHo,
4yTO0 00paboTKa KyJIbTYphl KJIETOK Tabaka mpu Temmeparype 55 °C (10 muH) He
IPUBOJMJIA K MIHOBEHHOMY CHI)KEHHMIO MXW3HECHOCOOHOCTH. (OJIHaKo mocie
WHKYOaluu KJIETOK B KOHTPOJIbHBIX ycioBusix mpu 26 °C (72 4) mpoucxoauiia
OTCpOUYCHHAsI THOEh KJIETOK. Pa3BUTHIO OTCpOUEHHON THOenu MpeanecTBOBAIIO
ycuiienne redepanusa A®K, 4To yka3plBaeT Ha NPUYUHHO-CIEICTBEHHYIO CBSI3b
mexay Humu [Locato et al., 2008].

DKCHEpUMEHTBHl C HCIOJB30BAaHUEM JPOAOKEH IOKa3ad, YTO YCHIIEHHE
reHepaunn APK npu yMEpEHHOM TEIJIOBOM BO3AEHCTBUM UTPAET KIIOUYEBYIO POJIb
B Tubenu apoxoke. lo0aBneHne ackopOMHOBOW KHUCIOTHI MOAABIISAIIO TE€HEPALUIO
A®K (puc. 24) W MOBBHIIIATIO TEPMOTOJCPAHTHOCTD APOXOKEH NMPU YMEPCHHOM
TEIUIOBOM BO3jeHcTBUHU (pHC. 26). AHanoruddbiM oOpazom obpadotka CCCP u
JJH®, a Tarxke myramus petite momaBmsuin reHepamuio ADK npu TermioBom
BO3JICHCTBUM M 3alllMIIATU KJIETKU OT rudenu (puc. 27, puc. 29, puc. 30, puc.32,
puc. 33, puc. 35).

[lony4yeHHble [aHHBIE YKa3bIBAIOT, 4TO oOpa3oBanne A®DK wurpaer
pEIIaloNIy0 POJb B Pa3BUTUU THUOECIH NPOXOKEH NMPU YMEPEHHOM TEIUIOBOM
BoznerictBur. Onuako  mporektopHbii  3pdekr CCCP u JH® nHa
YKU3HECTIOCOOHOCTh IPOXOKEeH HabMoAaICs TOIBKO B HU3KUX KOHIEHTpausax (0,5
MKM u 0,1 MM, coorBercTBeHHO). [IpoTrekTopHOro 3dpdexra He HAOIIOAATOCH,
€CITM 3TU areHThl UCIIOJIb30BaJIM B BBICOKHX KOHIEHTpaIusx (puc. 29 u puc. 32).
Mexnay Tem, cnocoonocth CCCP u IH® nonasnsate npoaykiuio ADK B kineTkax
JPOXIKEM BO3pacTalia Mo MEPE yBEIWYEHUsS KOHLEHTpPALMU areHToB (puc. 27 u
puc. 30). OueBugHO, HAOIIOAAEMOE TPOTUBOPEUNE MOKHO OOBSICHUTH TEM, YTO B
BBICOKMX KOHIIGHTpAIUSAX ATH areHThl BIMAIOT HA JIPYTHe KIETOYHbIC (DYHKITUU
BaXKHbIE 711 TepMoTosiepaHTHOCTH. M3BecTtHo, uto CCCP u JJH® B BbICOKHX
KOHIIEHTPAIMAX NOBBIAIOT YpOBEHb HAM® B KIIETKax APOXKIKEHN, 4TO, B CBOKO

o4epeib, MOXKET OKa3bIBaTh HEraTHBHBIN (G (EeKT Ha TepMOTOJNIepaHTHOCTD [Piper,

1993].
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Crnenyer OTMETHTh, YTO HE BCerma HAOMIOMAETCS 3aBUCUMOCTh MEXKIY
redepanueii AOK u rubenpio KJIETOK NMPU TEIJIOBOM BO3JAeHCTBUU. TerioBoe
BoznerictBue mpu 60 °C mpuBOAMIO K MIHOBEHHOM THUOEIM KIETOK KYJIbTYP
O3UMOI MIIEHUIBI U CaxapHOro TpocTHUKA (puc. 11 u puc. 14), X0oTs ipu 3TOM HE
HaOmonanock noBbiieHus renepanun ADOK (puc. 3). [lomoOHble gaHHBIE OBLIN
MOJIyYeHBbl TPU  HCHOJB30BAHMM  KJIETOK Jipoxoked. JKecTkoe TeruioBoe
BoznerictBue nipu 50 °C mpuBoamIIO K 0ojiee 3HAYUTEILHON THOEIN KJIETOK, YeM
yMepeHHoe TerioBoe BozaeicTeue npu 45 °C. Ognako ypoBeHb renepannn AOK
npu 45 °C Obu1 3HaYHTENBHO BbINIE, 4eM npu 50 °C [PuxBaHoB u jp., 2014].

Takum 00pa3oM, TMOJyYECHHBIE JaHHBIE YKa3bIBAIOT, YTO YCHJICHUE
npoaykiuuu A®K BHOCHUT 3HAUUTENBHBIM BKJIaJ B pa3BUTHUE THOEIH KIETOK
JTPOAOKEN M PACTCHUM NPU YMEPEHHOM TEIUIOBOM Bo3AeHcTBUU. [Ipu xecTkom
TEIJIOBOM  BO3JEHCTBUU TUOEIb pPAa3BUBACTCS COBEPIICHHO M0 JAPYroMy
MexaHusMmy, 6e3 yuactus ADK.

4.4, Hpusznaku IIKI npu aeiicTBMH NOBBINIEHHBIX TEMIIEPATYP Y
KJIETOK PacTeHU

OtcpoueHHass WIM pa3BUBAIONIASCS BO BPEMEHU THOENb KIETOK, a TaKkKe
yeunenne npoaykiun ADK yka3slBarOT Ha akTUBHBIN Xapaktep npoiiecca [Reape
et al., 2008]. ITocne Bo3aCHCTBHS TEILIOBOTO IIOKAa B KileTKax Tabaka [Locato et
al., 2008] u xmerkax apaOwmomicuca [Swidzinski et al., 2002] wabmonamach
OTCpOUYCHHAasi TuOeb, U jaerektupoBasachk «iectHua» JHK. [Ipu satom kinetku
norubanu ¢ KoHjaeHcaiuei mpororiacta [Locato et al., 2008]. B nameit padote
TEIUIOBOE BO3JCHCTBUE TaKKe TMPUBOJWIO K YBEIUUCHUIO JOJH KIETOK C
KOHJICHCUPOBAHHBIM MPOTOIUIACTOM B KJIE€TKaXx TpocTHUKA (puc. 16), omHako
TAKOI'0 HE MPOMCXOJIUIIO B KYJIBTYpE KJICTOK MHIIEHUIIBI (pHc. 13).

Ycunenune mnponykimu A®DK, orcpouennas rtulenb, yBeIWUYEHUE OJIU
KJIETOK C  KOHJICHCUPOBaHHbIM  MPOTOIUIACTOM  SIBIIIOTCS  IPU3HAKAMH,
ceuzerenscTByomuMu o passutun IIKIT [Reape et al., 2008]. Coriacuo pabote
[Locato et al., 2008], temmeparyphas oOpabGotrka mpu 55 °C mnpuBomuia K

ycwiiennto npoaykiuu ADK B kynbType kieTok Tabaka. Kak nmokaszano Ha puc. 3
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A, B KyJIbType KJIETOK MIIEHULBI NOBbIIeHHs npoaykuun ADK npu ananoruyHon
WHTEHCUBHOCTU BO3JCHCTBUA HE HaOmoganocb. OQHAKO B KYJbType KIETOK
TPOCTHUKA MpPU JAHHOM TEIUIOBOM BO3JIEUCTBUU MPOUCXOAWIO TPEXKPATHOE
yBenmueHne npoaykiuuu A®PK 1o cpaBHEHHMIO C KOHTposneM. Pasnnunas
TeMnepaTrypHas 3aBUCMMOCTh TeHepanuu A®DK noaTeepkaaeT BhIICYKa3aHHOE
MOJIOKEHUE, YTO KyJIbTypa KIETOK TPOCTHHMKA 0OoJiee yCTOMYMBA K TEIJIOBOMY
BO3/ICUCTBHIO.

Takum o0pa3oMm, HpU YMEPEHHOM TEIJIOBOM BO3JCUCTBUM Ha KIIETKH
pacTeHHnii NMpOUCXOAUT noBbileHue nponykunun AdK, passButhe OTCpOUYECHHOU
ru0OeIn KIETOK, YBEIUUEHHUE 0T KIETOK C KOHAEHCUPOBAHHBIM MPOTOILJIACTOM, U
9TH ABJICHUS JAIOT OCHOBAHUS MOJIaraTh, 4YTO THOEIh MOKET Pa3BUBATHLCS 110 TUITY
[IKT. Kak mnokaszanu HamuM pe3yibTarTbl, BCE TPU NPU3HAKA MPOABIAIOTCS Y
KYJbTYpPbl KJIETOK TPOCTHUKA, U TOJIbKO JBa MPU3HAKA MPOSIBISIOTCSA Y KYJIbTYpbI
O3UMOM  MIIEHUIBI.  JOCTOBEpHOrO  YBEJIMYEHMSA  4UCIa  KIETOK  C
KOHJICHCUPOBAHHBIM IPOTOILIACTOM Y KYJBTYPbI KJIETOK O3UMOM IIIECHULBI HE
Ha0JII01aJ10Ch.

4.5. Mutoxonapum — uctoyHnkn ADK B KkiieTkax pacTeHui u
APOAGKEH MPH TEMJIOBOM BO31eiiCTBUHA

A®K B pacTUTENIBbHON KJIETKE MOTYT HMMETh PA3IUYHOE MPOUCXOKICHUE
(penokc-cucTeMBbl  MIa3MalIeMMbl, MEPOKCHJIa3bl, MEPOKCUCOMBI, XJIOPOIUIACTHI,
MuTOXOHApUK) [Munubaesa, ['opmon, 2003; del Rio et al., 2006; Baxter et al.,
2014]. Ogaum w3 ucrounnkoB ADPK mpu TermaioBoM BO3ACHCTBUH B KYJIbTYPE
KJICTOK pacTEHHH, BRIPAIIEHHOM Ha CBETY, MOT'YT OBITh XJIoporutactel [Doyle et al.,
2010]. Onnako fmaxke B 3€JEHBIX TKAHSAX pacTeHUd MuToXoHApun obpaszyror ADK
npu TeroBoM Bo3aekicteuu [QIi et al., 2011; Zhang et al., 2009; Schwarzlander et
al., 2012]. B warreii paboTe UCMOIB30BATMCH T€TEPOTPOPHBIC KYJIbTYpPhl KIETOK
O3UMOIl MIIEHUIbI W TPOCTHUKA, BBIPAIIEHHBIE B TEMHOTE, IO3TOMY pOJIb
XJIOpOIIACTOB — OCHOBHOTO McTouHMKa ADK y pacTeHuil mpu TEIIOBOM CTpecce

MOXXHO HUCKIKOYUTD.
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[Tomy4yeHHbIE JaHHBIE YKA3BIBAIOT, YTO MUTOXOHAPUU PACTEHUN U JPOAOKEN
ABJISIFOTCS. OJHUM M3 OCHOBHBIX MCTOYHHUKOB reHepanuu A®DK npu temmoBom
BoznerictBun. IIpotonodopst CCCP u JIH® pazolmiaroT mporecc IbIXaHus U
dochommpupoBaHusi, YTO  TPUBOAWT K  HAPYINIEHHUIO  HOPMAJIBHOTO
dbynkunonupoBanuss DTL mutoxonapuii. Jlo6aBnenne nporoHodopoB CCCP,
JH® nonpansnmo noseimienne MII u cHmkano coaepxkanue ADK B KieTkax
nmeHunbl (puc. 18 u puc. 19) u apoxoxeit (puc. 27 u puc. 30) npu TemIOBOM
BO3JIEUCTBUM. AHAJIOTMYHBIM 00pa3oMm go0aBiieHue xenatopa Kaublis DI TA u
0JIoKaTOpa KaJbIIMEBBIX KAHAJIOB XJIOPUJA JIAHTAHA MOJABIIUIO MoBbiieHue MII,
MHIYUMPOBAHHOE TEIUIOBBIM  BO3JICMCTBHEM, UM OJIHOBPEMEHHO CHHXKAJO
renepanuio AOK (puc. 20, 21).

JpyruM 10Ka3aTelbCTBOM Y4YacTHUsS MHUTOXOHIPHUN pacTeHUN B MPOAYKIIUU
A®K mnpu TEmIOBOM BO3JCUCTBUU SIBISETCS TECHAsI KOPPEJSIUS MEXKIY
MUTOXOHAPHUAIIBHBIM TMOTEHIMAIOM u coaepxkanueM ADK B KieTkax 03UMOM
NIIEHUIBI U TpocTHHKA. [lOBBIIEHME MUTOXOHAPUAIBHOTO IMOTEHIIMAJIA
conpoBoXkaercs nossiieHueM conepxkanuss ADK (puc. 8 u puc. 9 A). Ognako
JlaHHAs KOoppelsiusl He Bcerna coOmonaercs (puc. 9 B). B kinerkax caxapHOTro
TpocTuHKa Koppemsinus mexay MII u npoaykuueit ADOK nHabmroganach TOJIBKO
nocie 10 MUH TemI0BOro BO3/ICHCTBUSI.

Hudennnennononus xnopua spiasercs unruouropom HAJIDH-okcunas
mwiazmanemMMbl [Roberts et al.,, 1995]. Psx asropo [Volkov et al., 2006;
Konigshofer et al., 2008] mokasanu, 4To AMGPEHUICHUOIOHUS XJIOPHU IOIABIISIT
reHepanuio ADK B KynbType KJIETOK paCTEHHMH MPHU TEILUIOBOM BO3AcucTBHM. Ha
ocHoBaHuu dToro B pabore [Konigshofer et al.,, 2008] ©Obuto caemnano
npeanosnoxenue, uro HAJI®H-okcnasel ma3zmMaleMMbl y4acTBYIOT B MTPOAYKIMU
A®K npu TerioBom BozaecTBuu. OaHako Aud eHUIICHUOIOHUS XJIOPU/T SIBIISICTCS
TaK)K€ HMHTHOUTOPOM MUTOXOHJPHAIBHBIX (JIaBUH-COAEpK AKX (PEpPMEHTOB
[Mealler, 2001], moatomMy HENb3s UCKIFOYUTH, YTO ITOT arcHT IMOJAABISCT TaKKe
MUTOXOHApUaNbHYI0 mpoaykiuio AdK. Hanpumep, nemeumss rema NDB4,

KOJUPYIOLIETO (braBuH-comepKaIIHA dbepMeHT (MUTOXOHIpUATBHYIO
123



anbrepHatuBHyto HAJI(®)H-nerunporenasy) [Smith et al., 2011], nwim myranus B
reie SDH1, xomupyromem cyobenunauiy komimiekca I DT muToxonapuii
[Gleason et al., 2011], noxassun nmpoaykiuio ADK B kieTkax apabuiorcuca.

JUtst noka3zarenbCcTBa MUTOXOHApUAnbHOM mponykunun APK B kierkax S.
cerevisiae WCCIEIOBAaTEIM OOBIYHO HCIOJL3YIOT MYyTaHTHI petite  (MyTaHThI
IbpIxaTenbHOM HemoctatounocTH) [Guidot et al.,, 1993; Longo et al., 1996], y
KOTOpPBbIX OTCYTCcTByeT MmuTOoXoHApuansHas JHK, a 3HauuT u crnocoOHOCTh
OCYILECTBIIATh OKHCIUTENbHOE (ochopunupoBanue [Tzagoloff, Myers, 1986].
[Tokazano, yto mytanus petite camkaer npoxykiuio ADK B KieTKax APOxKen
IpU CaMbIX pPa3HOOOpPAa3HBIX CTPECCOBBIX Bo3eiicTBusax [Pozniakovsky et al.,
2005; Machida, Tanaka, 1999; Ludovico et al., 2002]. AnamornusasiM 00pazom
myTanus petite cuawkana npoxykiuio ADK B kierkax S. cerevisiae npu
HOBBIIIICHUHM Temreparypsl (puc. 33). Myranus petite He MOBBIIIAET aKTUBHOCTD
AHTHOKCHIAHTHBIX (hepMmeHTOB [PuxBaHOB M ap., 2001] M sKCHpeccHio TEHOB,
KOAMPYIOIIMX aHTHOKcHIaHTHBIe (epMentsl [Kitagaki et al., 2009], mosrtomy
cHmkeHue oopaszoanuss AOK y myranTa petite mpu TerioBoM BO3IeHCTBHH (PHC.
33) Henb3si OOBSICHUTH MOBBIINIEHHUEM YPOBHSI aHTUOKCHUJIAHTHOM 3alliuThl. Takum
oOpa3oM, criocoOHOCTh MyTanuu petite moxaBsTe npoaykiuo ADK omHO3HAUHO
JIOKa3bIBAET, YTO MUTOXOHAPHS SIBJISIETCS OJHUM W3 OCHOBHBIX HCTOYHMKOB ADK
B JIPOXIKEBOM KIIETKE NPU YMEPEHHOM TEIUUIOBOM Bo3aeuWcTBuHU. [IprHHMMas BO
BHUMAaHHWE, YTO OCHOBHOW MNPHYUHOW TuOenu S. Cerevisiaeé mnpu MOBBINICHHH
temneparypel 10 45 °C aBnserca ycunenue mnpoaykuun A®DK, cranoBurcs
OUYEBHJIHBIM, YTO MUTOXOHAPUU JAPOXIKEBOW KIETKH UIPAIOT aKTUBHYIO POJIb B
pa3BUTUU THOENN TPU TEIJIOBOM BO3ACHCTBUU.

Jlposxoku S. Cerevisiae Ha cpelie ¢ TIIIOKO30M MOTyYaroT SHEPTHIO IS PocTa
IJIaBHBIM 00pa3oM B pe3yJibTaTe COpa)KMBaHUS TIIOKO3bI 10 ATHIIOBOTO CHHpTa
[Traba et al., 2009]. CnenoBatenbHO, Aake B YCJIOBHSAX TMOABICHUS OCHOBHOM
MUTOXOHApHAIbHON (QyHKIMH, cuHTe3a AT®, MUTOXOHIPHUH APOXIKEBOU KIETKU
renepupytoT ADOK, yTo uMeeT BaXKHOE 3HAUEHUE JJI pa3BUTHUS r'MOeNr B OTBET Ha

YMEpEeHHOE TEIIOBOE BO3ICHCTBHE.
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4.6. MMUTOXOHAPHAJIbHBII MeMOPAHHBII MOTEHI[UAJ PH TEIIOBOM
BO3/1eHCTBUM

Panee ObUIO TMOKa3aHO, YTO TEIJIOBOE BO3JCHCTBUE, BBI3BIBAIOIIICE
HEraTUBHBIM 3(Q(PEeKT Ha KU3HECIIOCOOHOCTh, NPHUBOJIMIO K CHUKEHUIO
MUTOXOHApHUaNbHOrO noteHmanta (MII) B mporomnacrax apabuporicuca U puca
[Zhang et al., 2009; Qi et al., 2011]. Hanpotus, apyrue uccieaoBaTeln MOKa3aiu,
YTO TEIJIOBOE BO3JCHCTBHE, HE UMEIOIIEE OTPUILATEIIBHOTO BIMSHUA Ha
YKU3HECTIOCOOHOCTh M compoBokaaronieecss nuayknuen cunresa bTIL, Bei3biBaeT
noBeimieare MII B kietkax apabunoricuca [[Iarpukac m ap., 2014], mpoxokei
[PenoceeBa m ap., 2012] m muexonmtaromux [Balogh et al., 2005]. YroOwsr
pa3penuTh HMMEIOUIMEeCs B JIUTEpaType MPOTHUBOPEYHUs, B HACTOsAIIEH padote
M3y4YaJIM BIUSHUE TEIJIOBOrO BO3JECUCTBUS Ha u3MeHeHue MII B KylbType KIETOK
O3UMOM MIIEHUIbI W CaXapHOrO0 TPOCTHHKA B IIUPOKOM TEMIEPATYPHOM
nuamazone 37-60 °C: (a) markoe TteroBoe BoszfaericTeue (37—43 °C), kotopoe
BbI3bIBaeT MHAYKIMIO cuHTe3a BT (puc. 1) u He HMEeT OTPHULATEILHOIO
s dexTa Ha Ku3HECOCOOHOCTH (puc. 11); (6) ymMepeHHOe TEII0BOE BO3JEHCTBUE
(45-50 °C), xoTopoe BBI3BIBACT OTCPOUYCHHYIO THOENb KiIeTok (puc. 12); (c)
x)ecTkoe TersioBoe BozzeiicTBue (55-60 °C), koTopoe BBI3BIBAET MIHOBEHHYIO
rubeltb KJIeTOK pacteHui (puc. 11).

PesynpraTel mokazamm, uto msarkoe (37-43 °C) m yMEpeHHOE TEeIUIOBOES
BozaeiictBue (45-50 °C) B Teuenune 10 m 30 mMmH moBwimamo MII B kieTkax
o3umoi mieHutbl. [ToBeimenuss MIT He HaGII01aT0CH TIPU AEUCTBUM KECTKOTO
teroBoro BosnelicTBus (55-60 °C) (puc. 6 A). Heckonbko WHBIE pe3yibTaThl
ObUIM TIOJTy4YeHBI B cllydae caxapHoro TpoctHuka. [loBeimenne MII nabiroganocs
Toibko mocyie 10 muH TemoBoro Bo3zaedcTBus npu 45-55 °C. Ilocne 30 mMun
TEIUIOBOTO BO3JEHUCTBUA B KYJIBTYPE KIETOK caxapHOro tpoctHuka MII cHmxkancs
HUKE KOHTPOJBHOTO YPOBHS, TO €CTh HAOMIOmanach  JEMOJSIpU3aIius
MUTOXOHIpHAILHONU MeMOpaHsbI (puc. 6 b).

Jlenonsapuzanusi MHUTOXOHAPUATBLHOM MEMOpaHbl CIY)KHT €IIe  OJHUM

kputepriem passutus [IKIT [Wang, Youle, 2009]. [eiicTBuTensHO, B KJIETKaX
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CaxapHOro TPOCTHUKA MPU TEIJIOBOM BO3ICHCTBUM HAOIIOAAETCS AEHOSPU3AIIMS
MUTOXOHJIpHAIbHOM MeMmOpanbl (puc. 6 bB) U TOBbIIIEHHE [0 KIETOK C
KOHJICHCUPOBAHHBIM MPOTOIIacTOM (puc. 16). B kieTkax 03uMoil MIIEHUIIBI TTOCIIE
UCIIOJIb30BAaHHBIX TEIUIOBBIX O0pa0OTOK JEMONIAPU3ALUN  MUTOXOHAPUATHHON
MeMOpaHbl HE MpOUCXoauT (puc. 6 A), COOTBETCTBEHHO, HE HaOJIOAACTCs
MOBBIIICHUS JIOJU KJIETOK C KOHJEHCUPOBAHHBIM IpoToriactoM (puc. 13). Takum
o0pa3oM, TMOJy4YEeHHbIE MJAaHHBIE MOJTBEPXKIAIOT, YTO TEIUIOBOE BO3/CHCTBHE
BBI3BIBAET B KJIETKaX caxapHoro TpoctHuka passutue [1KT.

B pabore [Zhang et al., 2009] nenonspu3anuio MHTOXOHAPUATBHON
MeMOpaHbl HaOogaM Tobko B mportomuiactax hsfA2 myranta apabupmornicuca
nocie 120 mun TemaoBoro BozzaeicTeus mpu 40 °C. B paborte [Qi et al., 2011]
JENOoNspu3ausl MHUTOXOHApPUATHHOW MeMOpaHbl Oblla 3apeTUCTPUPOBAHA B
npororuiactax puca nocie 15 mun BosnpevictBus npu 48 °C. Takum o0Opaszom,
aHAJIM3 TIOJIYYCHHBIX PE3YJbTaTOB C JIAHHBIMU JIMTEPATYpbl YKa3bIBA€T, UTO
TUNEPNOJSPU3aLNs] MUTOXOHAPHAIBHON MEMOpAaHbI SIBISETCS paHHEW peakuuen
Ha TEIUIOBOE BO3JECHCTBHE, KOTOPOE CIIyCTS HEKOTOPOE BPEMS CMEHSIETCS
nenoyigpusanueii. JMrensHOCTh (Pa3bl TUNEpHnosiApu3alvi U ACNOJsSpU3aluu
3aBUCUT OT OOBEKTAa HCCICIOBaHUS W OT JICHCTBYIOIIEH TemmepaTypel. Y
CaxapHOTO TPOCTHUKA JenoJisipu3aisi HacTymaer mocie 30 MHH TerjaoBOTro
Bo3aeiicTBus 45-55 °C (puc. 6 b), a y o3umoii mieHunbl qaxe cnycts 90 MuH
TEIUIOBOTO BO3JecTBUA npu 45 °C MUTOXOHIpUANIbHBIN MMOTEHIIMA OCTAETCS Ha
BBICOKOM ypoBHE (puc. 17 B).

JleiicTBre Ha KIETKU IPYTHX CTPECCOPOB TaKkKe MPHUBOIUT K TMOBBIIICHHUIO
NMOTEHIIMAJIAa HAa BHYTPEHHEW MeMmOpaHe MHTOXOHIpHUH. [ unepronspusarus
BHYTPCHHCH  MUTOXOHAPHAILHOH  MeMOpaHbl  MPOUCXOJUT B  KJIIETKax
MIJICKOITUTAIONIMX TIpu  o0paboTke Jurangom Fas [Banki et al., 1999],
craypocniopunom [Scarlett et al., 2000], a taxxke mpu yganeHuu (akropa pocrta
[Vander Heiden et al., 1999]. [lomoOHble AaHHBIC MOJYYCHBI M Ha KJETKax

pactenuii mpu obOpabotke kammrorenmHoMm [Weir et al., 2003], BHekIeTOUHOI

AT® [Sun et al., 2012].
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Takum 00pa3oM, TemaoBOe BO3ACHCTBHE MPUBOAUT K THIIEPHOJISPHU3ALIH
BHYTPEHHEH MUTOXOHAPHUAITLHON MEMOpaHbI B KJIETKaX KyJIbTYp MIIEHUIIBI (pHC. 6
A), TpoctHuka (puc. 6 b) m nmpoxokedt (puc. 25). OueBHAHO, MOBBIIICHUE
NOTEHIMAIa HaOMIOAaeTcss M NpU APYrMX a0MOTHYECKMX BO3JCUCTBUSX Ha
pactenus. [lokazaHo, 4TO X0J10/10BO€ BO3JIEHCTBHE NMPUBOAUT K MOBBIIIeHNI0O MII
B KyJIBTyp€ KJIETOK O3MMOM IIICHUIIBI M caxapHoro TpoctHrka [Lyubushkina et al.,
2014] (pumc. 22 wm puc. 23). IlomydeHHBIC JaHHBIC YKa3bIBAIOT HAa TO, YTO
MOBBIIICHUE MOTEHI[MAla Ha BHYTPEHHEH MemMOpaHe MUTOXOHIPUM SBIISIETCS
paHHEW YHUBEPCAIBHOW PEAKLIMEN HA PA3HBIE CTPECCOBBIE BO3IECUCTBUA B KJIETKAaX
JKABOTHBIX, pPAacTeHHW U Jpoxoken. IlpmueM runepnosspusanus MOXKET
NPE/IIECTBOBATh KaK aKTHUBAIIMHM SKCIIPECCUU CTPECCOBBIX reHoB [DemoceeBa u
ap., 2012; Isatpukac u ap., 2014], Tak u passuturo I1IKI" [Skulachev, 2002].

I[ToueMy B omnux caydasx pazsutue III'K  compoBoxpaercs
TUMEpIospu3alueil BHYTpEHHEH MUTOXOHIpHUAILHON MeMOpaHbl, a B JAPYTHX,
HaoOopot,  genosigpuszanuert?  OgHUM U3 00sA3aTeNbHBIX  MPOLECCOB,
npoucxoaamux npu pazputuu  [IKI, sBiseTrcs BBIXOJL LHUTOXpoOMa ¢ U3
mutoxoHapuii [Rikhvanov et al., 2007]. Be3ycnoBHO, BBIXOA LHATOXpOMa C W3
MUTOXOHIpui mnipu passutuu III'K compsbken ¢ menosisipusanueld BHYTPEHHEU
MUTOXOHJPHUAILHON MeMOpaHbl, TOCKOJbKY O3TOT TIPOLECC, MO-BUIUMOMY,
OIpe/ieIsieTCs OTKPhITHEM MHTOXOHApuanbHOM mophl [Vianello et al., 2007].
OpHako ATO COOBITHE MPOUCXOIUT Ha Oosiee mo3aHux cramusix passutus [1T'K.
[ToaTOMy MOXHO Tpearnonaratb, 4ro THUIEPHOISAPU3ALUSL MUTOXOHAPHUATLHON
MeMOpaHbl siBIsieTcs MHAMKAaTOpoM panHed ctaauu [II'K, a Ha Oonee mo3gHei
cTaauy HaOomaercs ee aenossipu3anus. J(elcTBUTENIbHO, B HAcTOSAIICH padote
MOKa3aHo, YTO YMEPEHHOE TEIIOBOE BO3JICHCTBHUE HA KIETKU TPOCTHUKA MPUBOJIUT
K TUIEPIIOJISIpU3aIlii BHYTPEHHEH MUTOXOHIpUATbHOU MeMOpanbl (rtocie 10 Mun
nevictBus temmeparypbl 45-55 °C), koTopas B TMOCIEIYIOUIEM CMEHSICTCS

nenonspusanueii (mocie 30 mun aevicteus temmnepatypsl 45-55 °C) (puc. 6 b).
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4.7. T'mnepnoJjispu3anus BHyTPeHHell MUTOXOHAPHAJIbHOH MeMOpaHbI
U npoaykuus AO®K

[Iponykuust ADK  sBigercs OJHUM U3  MNOOOYHBIX  MPOAYKTOB
(GYHKIIMOHUPOBAHUS JBIXaTEIILHOW e MUTOXOHApUi pactenuit [Meller, 2001].
[lokazaHo, 4TO y KJETOK apabujporicuca U Tabaka HaONIOAAETCS YCHIICHUE
npoaykiun AD®K MHTOXOHIpHUSMH TPU TEIUIOBOM Bo3jaelicTBuu [Zhang et al.,
2009; Qi et al., 2011; Schwarzlander et al., 2009]. Pe3ysibTathl, MONy4YCHHBIC B
Hameil paboTe, CBUIETEIBCTBYIOT, YTO B TeTEPOTPOPHBIX KyJIbTypax KIETOK
O3UMOI MILIEHUIBI U TPOCTHHKA, a TAKXKE B KIETKaxX APOXOKEH MpU TEIIOBOM
BO31eHCcTBUH ycunuBaeTcs reuepausa ADK, a MUTOXOHAPUY SBISIIOTCS OJHUM U3
OCHOBHBIX €ro HUCTOYHUKOB. I[loBpimienne npoxykuuum ADK compoBoxkaaercs
MOBBIIIEHUEM MHUTOXOHAPHUAIBHOIO MEMOpPAHHOIO MOTEHIHANIa, YTO IO3BOJISET
MPEANoIaraTb IPUUMHHO-CIEICTBEHHYIO CBA3b MEXKAY 3TUMU ABJICHUSAMHU. J[aHHAs
CBSI3b MOATBEP)KIACTCS CIEAYIOIIMMU pe3ynbTrataMu. Bo-nepBbix, HabOI0qa1ach
IIOJIOKUATENIBHAS  KOppesuns MexXay noBblmieHueM coxaepxkannss ADPK wu
MUTOXOHJPUAIBHBIM MOTEHIIMAJIOM Y KJIETOK O3UMOM MieHuIsl (puc. 3 A, puc. 6
A). Bo0-BTOpBIX, CHW)XCHUE IOTCHIMAJIA HAa BHYTPEHHEH MHUTOXOHAPUAILHOW
MeMOpaHe MpH JCHCTBUU MPOTOHO(POPOB, a TAKKE B pe3ysbraTe MyTaiuu petite
cHkayo npoaykiu ADK y ki1eTok 03MMON MIIEHUIIBI U ApOxkKel (puc. 19, puc.
27, puc. 30, puc. 33).

BeposiTHO, MOBBINIEHHE MUTOXOHJIPUAIBHOTO MOTEHIMAajda MPU TEILUIOBOM
BO3JEUCTBUU UHAYLUpYyeT ycuieHue renepaunun ADK. /lanHoe mpeanonoxkeHue
cornacyercsa ¢ teopuer B.I1. CkynmadeBa, cOriacHO KOTOpOW NEPEBOCCTAHOBICHUE
JIbIXaTEeIbHOU (S0 MOXKET SIBJISITHCA CJIEICTBUEM MOBBIIIECHUS
MUTOXOHJPHAIBHOTO TMOTEHIMalda, 4YTO, B CBOIO OYEpPEdb, CTUMYJIUPYET
npoaykiuio A®DK [Skulachev, 1998]. Ha wu30aupoBaHHBIX MHTOXOHIAPHUAX
mitekonuraromux [Korshunov et al., 1997] mokazaHno, 4To B OTCYTCTBHE CTpecca
MOBBIIICHUE MHUTOXOHAPUAIBHOTO TOTEHIMAa COMPOBOXKIACTCS YCUICHUEM
conepxkannsi ADK. O4ueBUIHO, 3TO MPABUIIO BBIMOJHIETCSA B LEIbIX KIETKaX MpHU

neicTBUM cTpeccoBhIX (pakTopoB. B kietkax aposxoker [Pozniakovsky et al., 2005]
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U KyIbType Kietok Tomoiist [Sun et al., 2012] obpaborka ammomaponom u ATO,
COOTBETCTBEHHO, TMOBBIIIAIA MHUTOXOHAPHUAIBHBIM MOTEHIMAT UM yCHIMBAIU
reHepannio ADK, a cHMKEHHE MUTOXOHAPUATIHLHOTO MOTEHIMANIa B pe3yJbTaTe
ob6pabotku mpotorohopom CCCP momasisio npoaykiuio ADK.

OnHako KOppealMOHHas 3aBUCUMOCTh MEK/Ty TTOBBIIICEHUEM MOTEHIIMAa U
yBenmueHuem coaepxkannss ADK He Bceraa BwinosiHsercs. [locme 10 u 30 mun
TEIUIOBOTO BO3AeHCTBUS mpH 45 °C y KIETOK 03MMOM MIIEeHUIbI HabIoaanach
KOPpEJSALUOHHAS 3aBUCHUMOCTh MEXKIY IMOBBIIMIEHUEM MHUTOXOHAPUATIBLHOTO
noteHuuana u ypenndenueMm npoaykuuu A®K (puc. 8). Ognako nocie 60 MuH
obpabotku npu 45 °C npoaykuumss ADK cHuxkanach, a MUTOXOHJPUATbHBIN
noTeHIMai, Haobopot, Bo3pactan (puc. 17 A, b). D10 mportuBopeune MOXHO
OOBSICHUTh TE€M, YTO MPH YBEJIMYECHUHU JIJIUTEILHOCTH TEIUJIOBOTO BO3JEHCTBUS
aAKTUBHPYIOTCS AHTUOKCUJAHTHBIE (DepMeHThI, KoTopble HehTpanuzyor ADK,
HECMOTPSI HAa BBICOKOE 3HAYEHUE MUTOXOHAPHAIBHOrO moTeHuuana. [lokazaHo,
gro B kietkax A. thaliana terutoBoe BosuerictBue npu 45 °C UHAYIUPOBAIO
skcnpeccuio rena APX1b, koaupyroiero ackopoarnepokcuaasy [Larkindale et al.,
2008], a B kmeTkax Tabaka TemuioBoe Bo3zciicTBue mpu 55 °C MOBBIMIAIO
aKTUBHOCTH KaTaja3sl [Locato et al., 2008].

3aBucumocTh Mexay noBbiieHneM MII u yBenuuenuem conepxkanusa ADK
Tak)K€ HE BCErJa BBINOJHACTCS B KIETKaX caxapHOro TpocTHHKa (puc. 9).
Koppensuuss nabmonaercs Mexay MII u npogyknueinr A®K nocne 10 mun
TEIJIOBOTO BO3JICHCTBHUS, OJHAKO MPH TEIUIoBOM Bo3aeicTBuu 45-50 °C B TeueHHe
30 MUH B KJI€TKaxX KyJbTYypbl CaxapHOTO TPOCTHUKA MPOUCXOAWIIO YBEJIMYCHHUE
ypoBast A®K, HO mnpu »>TOM HaOmOAaNach JEMONSIpU3AIUs BHYTPECHHEU
MUTOXOHIPHAILHOW MeMOpaHbl (puc. 9). UeM ke MOXKHO OOBSICHUTH IaHHOEC
MPOTUBOPEYHE?

OO6uenpuHATO, YTO MUTOXOHIpUanbHas npoaykius ADPK ycunuBaercs npu
nepeBoccTaHOBIICHUH JbixaTenbHOM nenu [Rhoads et al., 2006; Skulachev, 1998].
UTtoObl MpeAoTBpAaTUTHL 3TOT TPOIECC, B MHUTOXOHJAPHUSAX AKTUBUPYETCS

allbTepHATHBHAs ~ OKcHMJa3a W pazooOmiaromume Oenku  [Meller,  2001].
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[lepeBoCcCTaHOBIEHHWE NBIXaTEILHON IIEMM MOXKET HAOMIOMAThCA TPU  JABYX
yCIIOBUSIX. Bo-mepBbIX, KOTZa CKOPOCTh MOCTYIUIEHHS 3JIEKTPOHOB IPEBBIIIAET
CIIOCOOHOCTh JIbIXaTeNbHOW Iienmu ux TpaHcmoptupoBath [Meller, 2001]. Bo-
BTOPBIX, KOI'JIa MHTUOUPYETCS aKTUBHOCTh TEPMHUHAIBHBIX OKCHIa3. Hampuwmep,
uHruoupoBanue  komiuiekca Il aHTumMuIMHOM A NOpPUBOOUT K
NEepPEeBOCCTAHOBIICHUIO KOMITOHEHTOB KoMiuiekca I, ycunenuto nponykunu ADK
u camwkennto MIT [Suski et al., 2012]. BeposiTHO, miepBbIii MEXaHNU3M HAOJFO1aeTCS
HAa paHHEW CTaJud TEIUIOBOIO BO3JEHCTBUS W 3aBUCUT OT YBEJIWYCHUS
MUTOXOHAPHAIIBHOTO MOTEHIMana. BTopoll MexaHu3M HaOmogaeTcs, Kornaa
Hapymaercs (PyHKIIMOHMPOBAHUE JbIXaTEIbHOM LIENH, B PE3yJIbTaTe€ BbIXOJA
[IUTOXPOMA ¢ U3 MUTOXOHIPUH.

Takum oOpa3oM, ymMepeHHOE TEIUIOBOE BO3JCHCTBHE HAa paHHEW CTaauu
MPUBOJUT K TMOBBIICHUIO coaepkanus ADK, koTopoe 3aBUCUT OT YBEITUUYCHUS
MOTEHIIMaIa Ha BHYTPEHHEH MUTOXOHAPUATILHON MEMOpPAHE Y U3YUYEHHBIX KYJIbTYP
KJIETOK pacTeHuM u Apoxoked. OIHAKO HE TOJBKO TEIJIOBOE BO3JIECHCTBHE, HO U
XO0JIOZIOBOE BO3JCHCTBUE, Kak mokazaHo (puc. 22, puc. 23) [Lyubushkina et al.,
2014], npuBOOMT K THIEPHOJAPH3AIMN BHYTPCHHEH MHUTOXOHJIPHAIBHOM
MeMOpaHbl U, KaK CIIeJICTBUE, K yBeandeHuio ypoBus ADK.

4.8. 3aBUCHMOCTH Me:K1y MOBBINIEHHEM MUTOXOHAPHATBHOIO
NMOTEHIIMAJIA M BHYTPUKJIETOYHBIM KAJbIHEBBIM FOMEOCTA30M

N3BecTHO, 4YTO TEIJIOBOM CTpecC TMPUBOAUT K KPATKOBPEMEHHOMY
TOBBIIICHNIO YPOBHS Kanblis B 1uT0307¢ ([Ca* Jyyn), 9TO UIpaeT BaKHYIO POIb
100 B aktuBanmu 3kcnpeccun renoB BTII pacrenunii [Saidi et al., 2011], nmu6o B
rubenn kimetku [Li et al.,, 2012; Scott, Logan, 2008; Gong et al., 1998].
Hapymienne mnocTymieHusi KaiblMsi B LHUTO30Jb B pe3yibTaTe 00pabOTKU
XeJmaTopamMu Kalblius, OJIOKaTOpaMH KaJbI[MEBHIX KaHAJOB, a TaKXE MyTalliu B
reHax, KOJUPYIOIINX KaJbI[MEBbIE KaHAJbI, 3HAYUTEIHHO H3MEHSET KCIPECCHIO
renoB BTII pacrenuit [Zheng et al., 2012; Gao et al., 2012; Zhu et al., 2013;
[Matpukac u ap., 2014]. B To xe Bpems mojaBieHHE MOCTYIJICHUS KalblUsA B

KJICTKH TIOBBIIIAET MX YCTOWYHUBOCTH K TEIJIOBOMY Bo3jaeicTBHiO [Scott, Logan,
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2008]. JIpyrum ¢akTopoMm, CHOCOOHBIM KaK akKTHBUpPOBaTh 3kcmpeccuio BTIII
[Volkov et al., 2006; Konigshofer et al., 2008], Tax 1 mpuBOIUTE K THOCTH KIICTKH,
sBisercs yeuinenue npoaykuuu ADPK [Rhoads et al., 2006; Konymaes, Kapmner,
2009; Kpecmapckuii u ap., 2012].

[Toka3zaHo, 4YTO CyHIECTBYET B3aMMOCBI3b Mexay mnpoaykuued ADPK u
YPOBHEM [CaZJ']IIHT [CopneeBa u ap., 2003]. D10 MONOKEHUE TOATBEPKIACTCS B
JAHHON paboTe — areHThl, NpeJoTBpaIaomue noctymieane Ca”* B 1UTO301Ib,
noAaBslOT npoaykuuio A®DK mpu TErmmoBOM BO3AEHCTBUU B KYJIbTYpPE KIETOK
o3uMoil mmenunsl (puc. 20 b u puc. 21 b). MctouHukoM ycuneHus NpoayKUuu
A®K B pacTuUTeNbHOW KJIETKE IPU CTPECCOBOM BO3JAEHCTBUU MOMKET OBIThH
noBbIeHue aktuBHocTn HAJI®H-okcnaas wim nepokcuaas kiacca I [[nsHbKO
u ap., 2010; MwunubaeBa, ['opmon, 2003]. M3BecTHO, 4TO 3TH (QEepMEHTHI
AKTUBUPYIOTCS MPU ITOBBILICHUN YPOBHS Ca® B muro301€ [Konymaes u np., 2012]
U, 10 MHEHHUIO HEKOTOPBIX aBTOPOB, MOTYT y4acTBOBaTh B mpoaykuuu ADK B
reTepoTpOodHBIX KYJIbTypax pacTeHUH Ipu MOBbIIIeHUN TeMmepatypsl [Volkov et
al., 2006; Konigshofer et al., 2008]. OxgHako MalOBEpOSTHO, YTO OJIOKATOPHI
KaJIbLUEBBIX KAHAJOB W XE€JIATOPbl BHEKJIETOYHOTO KaJbLUs IOJABISIOT
npoaykiio ADK B KynbType KIETOK pacTeHU, HAOII0aeMYI0 TIPU MOBBIIICHUU
TEeMIIepaTyphl, B pe3yiabTare MHruoupoBanus aktuBHOCTH HAJIDOH-okcumas wimm
nepokcua3 kiacca IIl. Ilokazana npsimasi 3aBUCMMOCTb MEXKY CIHOCOOHOCTHIO
xjgopuaa JyantaHa u  OI'TA mnogaBmate npoayknuio ADPK u  cHWKaTh
MUTOXOHApHANIbHBIN ToTeHuuan (puc. 20 u puc. 21). IlockonabKy NOBBILIEHHE
reHepanimn  AOK npu TemioBoM BO3JECUCTBUM 3aBUCUT OT TOBBILICHUSA
MUTOXOHJPHAILHOTO TOTEHIINANA, CIEA0BATENbHO, OJOKHMPOBAHUE MOCTYILICHUS
Ca”" B uuto3016 MOABISIET IpoayKIuio ADK MuroxoHmpusMy. Bipodem, Helb3s
UCKJIIOYUTh, YTO TOBBIIIEHUE MUTOXOHJpHUanbHOM mnpoaykuun ADK moxer
aktuBupoBath HAJI®H-okcuaasy, 4To, B CBOIO O4YEpE/Ib, IPUBEIET K KACKATHOMY
ycuineHuto npoaykunu AQK.

BeposiTHO, 4YTO NOPUYMHONW TUNEPHOIAPU3ALMM  MHUTOXOHAPHATBHOU

2+
MeMOpaHbl  sBasieTcss  moBbimieHne [Ca” |, IlokasaHo, uro pgoOaBjcHHE
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BHeksieTouHoro AT® [Loro et al., 2012; Sun et al., 2012], ocMoTHdeckwmii cTpece
[Loro et al., 2012; Logan, Knight, 2003] u au3kue Temneparypsl [Logan, Knight,
2003] BBI3BIBAIOT BpeMEHHOE TOBbIIIeHHe ypoBHS [Ca’*],,. B HacTosmeil pabote
GBLIO MOKA3aHO, YTO HpH HapymreHnn Ca’’ romeocrtasa B pe3ylbTaTe IEHCTBHUS
xenaTopa Kanbims (puc. 20 A) U MHTHOMTOpa KalblMEBBIX KaHaloB (puc. 21 A),
MPOUCXOUT CHIDKCHHE TOTEHIIMalla Ha BHYTPEHHEW MeMOpaHe MHUTOXOHJPHUH.
ATO yKa3bIBaeT Ha TO, 4TO ToBbIIeHne MIT 3aBucuT 0T ypoBHS [Ca” ]y

Takum 06pa3zom, ypoBEHb HOHOB KaJIbLIMSI B IUTO30J1€ BIMSIET HA MOTEHIIHAI
HAa BHYTpEHHEH MeMOpaHe MUTOXOHAPUNA M TMPOAYKIIMIO MHUTOXOHAPHUATHHBIX
A®K. I'oMeocTa3 IUTO30JbHOTO KaJbIHsSI BOBJICYEH B OTBET KIIETKH HAa TEILIOBOE

BO3JIEUCTBHE.
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3AKJIFOYEHUE

[ToBblllieHHE TemmepaTypbl, a TakKXKe JPYTHe CTPECCOBBIE BO3JECUCTBUS
WHIYIHUPYIOT B KJIETKaX PACTEHUH U KUBOTHBIX CHHTE3 OEJIKOB TEIUJIOBOTO IIOKA,
KOTOPBIE 3aIMINAIOT KIETKY OT ruOenn. MexaHnu3M BOCTIPUATHS U TPAHCAYKITUU
CUTHAJIa, TpUBOAAIIero K aktupamuu skcnpeccu bTI y pactenumii, octaeTcst BO
MHOTI'OM HEU3BECTHBIM [PuxBaHOB 1 Jip., 2014]. OqHAaKO CYIIECTBYIOT PE3y/IbTATHI,
YKa3bIBAIOIIUE, YTO BPEMEHHOE TOBBIIICHUE YPOBHS ITMTO30JHHOTO KaJbIUS U
yCWICHHE MNPOAYKIMU akTUBHBIX (opMm kuciopoaa (ADK) urparor kirodeByro
pois B 3kcnpeccun BTII [Volkov et al., 2006; Konigshofer et al., 2008; Saidi et
al., 2011; Konymaes u ap., 2013].

Panee ObulO MOKa3aHO, YTO TEMJIOBOM CTpECC, MPUBOJSAIINN K aKTUBAIUH
skciipeccun  BTII,  compoBoXmaeTcss  MOBBIIEHWUEM  MHUTOXOHAPHATBLHOIO
NOTEHIMAlla Ha BHYTpeHHeH MemOpane A. thaliana u S. cerevisiae. AreHTsl,
CHIKAIONIUE MUTOXOHPUAIbHBINA MOTEHIIMA MPU JEHCTBUM TEIUIOBOTO CTpecca,
noaasisiy skcnpeccuto bTI u pa3BuTHE HHAYIMPOBAHHON TEPMOTOJIEPAHTHOCTH
[Rikhvanov et al., 2005, 2007; ®enoceesa u np., 2012; Isarpukac u ap., 2014]. B
pe3ynbTrare ObLJIO YCTAHOBJIEHO, YTO MMTOXOHJIPUU PETYJIUPYIOT 3KCIPECCHUIO
reHoB BTIIl pacrenuid, a ”3BMEHEHUE MUTOXOHIPUAIBHOIO NMOTEHIIMAIA UTPAET B
STOM IIPOIIECCE peHIaroIny0 poib [PuxBanoB u ap., 2014]. OgHako ocraBanach
HEW3BECTHBIM, IIOYEMY  HAONIOAACTCS  TOBBIMICHUE  MHUTOXOHAPHUAIHLHOTO
MOTEHIIMANIA U K KAKUM TOCJIEACTBUEM OHO TIPUBOJIUT.

belo W3BeCTHO, YTO B U30JMPOBAHHBIX MHUTOXOHAPUAX PACTCHHH W
*uBOTHBIX [Korshunov et al., 1997; Casolo et al., 2000], a Taxke B KiIeTKax
MJICKOMUTAIONIMX B  OTCYTCTBHE CTpecca HaOJIOJAeTCs  CBS3b  MEKIY
MUTOXOHJIpHAILHBIM TOoTeHIMaioM u nponayknuedn ADK [Suski et al., 2012].
AHanoruyHasi 3aBUCHMOCTh ObllIa MPOJEMOHCTPUPOBAHA B KIETKAX IPOXIKEH
[Pozniakovsky et al., 2005] u kynbrype kierok tomojs [Sun et al., 2012] mpwu
o0paboTke amMuojapoHoM W BHekieTouHod AT®D. Bbosee Toro, mokazaHo, 4YTO
MOBBINIEHUE MUTOXOHIPUAIIBHOTO MOTEHITMAa 3aBUCUT OT YPOBHS IIMTO30JHHOTO

kaneius [Pozniakovsky et al., 2005; Balogh et al., 2005; Sun et al., 2012].
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N3ydeHne 3aBUCHMOCTH MEXIYy MUTOXOHAPHUAIBHBIM MOTEHIMAIOM, ITPOAYKIMEN
A®K u romeocTazoM BHYTPHUKJIETOYHOIO KaJdbLUs MPHU TEIJIOBOM BO3JIEHCTBUH Y
pacTeHul u ApoAOKEeH paHee He MPoBOAUIIOCh. [ToaTOMyY OBLITO MPEANOI0KEHO, YTO
MOBBIIICHHE MUTOXOHJIPHAIILHOTO MOTEHIMaa, HAaOJII0AaeMOe MpHU TMOBBIIICHUN
TEMIIEPATYPHI B KIIETKAaX PACTEHUN U IPOAIKEH, ABIISIETCS CIEACTBUEM MOBBIIIECHUS
YPOBHSL ~ IMTO30JIBHOTO  Kajmplus. B CcBO  oyepenb,  IMOBBIIICHUE
MHUTOXOHJIPUAIIBHOTO MOTEHIIHAJIA MPUBOJNT K ycrileHUI0 npoaykiuuun ADK.

JIeiCTBUTENBHO, pPE3YyJIbTaThl, MOJYYEHHBIE MPHU BBINOJHEHUM HACTOSIIEH
paboThl, CBUAETEIBCTBYIOT, YTO TEILUIOBOE BO3JECHCTBUE BBI3BIBAET OJHOBPEMEHHOE
MOBBIIIEHNE MUTOXOHJIPUAJIBHOIO NMOTEHUMaNa U ycuieHue npoxykunu ADK B
KyJbTYpe KJIETOK pacTeHud W Jipoxoked. Habmromaercs TecHash KOppemsiuoHHas
3aBUCHMOCTb MEKJy IOBBIIICHHEM MHMTOXOHAPHAIBHOTO MOTEHIMANa U
ycwienrem npoaykuun ADK, a genosnspuzanuss MUTOXOHIpUATBHOW MeMOpaHbl
noaasisier nponykiuio ADK npu TemnoBoMm BozaeicTBuM. Takum oOpazowm,
JIOKA3aHO, 4YTO CIEACTBHEM IOBBIIIEHUS MHUTOXOHAPHUAIBHOTO ITOTEHUHAJA IPU
TEIUIOBOM BO3JICHUCTBUM B KIIETKAaX PACTEHUM U JPONIKEU SBISIETCA YCUIICHUE
npoaykiuu ADK MutoxoHapusamu.

CrnocoOHOCTh  BHEKJIETOUHBIX  XE€JaTOPOB  Kalbllud U OJOKAaTOpOB
KaJIbLUEBBIX KAHAJIOB IOJIABJIATH MMOBBIIIEHUE MUTOXOHIPUAIBHOTO MTOTEHIMAa —
TUIIEPIIOJISIPU3ALIAIO BHYTPEHHEU MHUTOXOHIPUATBLHON MeMOpaHbI 151
OJTHOBPEMEHHO CHWXaTh NpoayKuuro APK cBHUAETENBCTBYET, YTO TI'OMEOCTa3
BHYTPHUKJIETOYHOTO KQJIBLIUS BOBJICUEH B IIPOIIECC MTOBBILIEHNUS
MUTOXOHJPHAIBHOIO MEMOpPAaHHOIO MOTEHIHMajga MpPU TEIIOBOM BO3IECHCTBUU.
BeposTHO, KpaTKOBPEMEHHOE TOBBILICHUE YPOBHS KAJIbLHUS B [IUTO30JI€ TPUBOJIUT
K TUIEPHOJSpU3alUd BHYTPEHHEH MUTOXOHAPUAIBLHON MEMOpaHbl, YTO, B CBOIO
ouepe/lb, YyCUIMBAET MUTOXOHAPUAIbHYIO MpoayKiuio ADK.

[Tpsamas 3aBucumocTh npoaykuuu ADPK oT 3HaUeHUSI MUTOXOHIPUATBLHOTO
MOTEHIIMaIa CBUIETEIBCTBYET, UTO B TETEPOTPOPHBIX KYJIbTYpax KIETOK pacTeHUN
U JIpOXKEH MUTOXOHAPHUHM SBJSIFOTCA OJHAM M3 OCHOBHBIX HCTOYHHUKOB

oOpazoBanus ADK npu TernoBoMm Bo3aeicTBUU. 110CKONIBKY B KIIeTKaxX APOAOKEH
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u pactenuil ycuwienue npoaykuuun ADK 3HauuTeNnbHO CTUMYIUpPYET THOENb
KJIETOK MPA YMEPEHHOM ITOBBIIIEHUN TEMIEPATYPbl, CTAHOBUTCA OYEBUIHBIM, YTO
MUTOXOHPUH UTPAIOT AKTUBHYIO POJb B Pa3BUTUU THOEIIH.

Takum o00Opa3oMm, TMONy4YEHHbIE JaHHBIE YKa3bIBAIOT HA CIEAYIOUIYIO
MOCJIEIOBATEIBHOCTh COOBITUM TIPU TEIMJIOBOM BO3JACUCTBUH, MPUBOISAIINX JUOO K
skcnpeccuu BTIHI u pa3BUTHIO YCTOWYHMBOCTH KJIETKH, OO0 K paszpututo I1KT.
CHauana TerioBoe BO3/IEHCTBHE BBI3BIBAET KPATKOBPEMEHHOE MOBBILLIEHUE YPOBHS
[Ca®*]. [Finka et al., 2012; Gao et al., 2012; Tunc-Ozdemir et al., 2013]. Homst
Ca”" aKTHBHPYIOT KaIbLHil-3aBHCHMBIC NpoTenHKnHA3bl [Saidi et al., 2011] u
KaIbMONynuH. KanbMmonynuH, B CBOIO OYepedb, AKTUBUPYET KaJIbMOMYJIWH-
3aBUCUMBbIE MPOTEMHKHHA3bl U (ocdarazpl. Bce 3TH cOOBITUS MOTEHIUAIBHO
MOTYT TPUBOAUTH K AKTUBAIIMU TPAHCKPUMIMOHHBIX (DaKTOPOB, 3aMMyCKAaIOIINX
skcipeccuto BTI. IloBeimeHune temmepaTypbl BbIIE KPUTHYECKOIO YPOBHS
BBI3BIBACT YPE3MEPHOE IOBBILICHUE YPOBHS KAJIbLKs B LIUTO30J€. B 3TOM cityyae
skcnpeccust BT narubupyercs, u pazsuBaercs [IKI [Scott, Logan, 2008; Li et
al., 2012]. Ilosromy, uToGbl TOBbIeHHE YPOBHSN [Ca’*]uw aKTHBHPOBAIO
skcrpeccuto BTHI HeoOXoauMo, YTOOBI 3TO MOBBIIMICHUE MPOUCXOAWIO B
OTIpEJICTICHHOE BpeMsi, ObUIO KPATKOBPEMEHHBIM M HE MPEBBIIIATIO OMPEIETEHHOTO
ypoBus. HeoGxomumbrii  ypoBeb [Ca’‘]u. JMOCTHraeTcs B pe3yibTaTe
BBIKQUMBAHUSI M30BITKA KAJbLUS U3 IIUTO30JI1 HAPYXKY KICTKH WM JICTTOHUPOBAHUS
ero B Bakyodib uiu OIIP. MUTOXOHIpUK pacTUTENIBHOW M >KMBOTHOM KIIETKH, a
TAK>X€, BO3MOKHO, MUTOXOHAPHUU APOKIKEH SBISIIOTCS BPEMEHHBIM JEIO KaJIbIHUS
B CTPECCOBBIX YCNOBUSX. B pe3ynbrare popmupyercs onpeneieHHas CUTHaATypa
Ca”™ B uuTO3071e, HEOOXOMMMAS UTS ONTHMAJIBHON aKTHBAINH skcnpeccnu BT

[TocTymenue [Ca2+]um B MHUTOXOHJPHUU COIPOBOXKIAETCS ITOBBIIIICHUEM
MUTOXOHJPHAIBHOTO TOTEHIIMANa, YTO CIOCOOCTBYET YCHUJICHHIO TeHEepaluu
mutoxoHapuanbHbix A®K. IloBbimenue renepannun APK 1m0 ompeneneHHOTO
ypoBHs aktuBupyeT dkcrpeccuto bTII. IlpeBeiieHre 3TOro ypoBHsI aKTUBUPYET
rubens KIeTkd. UpesMepHOe MOBBIMICHHE KOHIEHTpauud Ca’ B MHTOXOHIPHSX

INPpHUBOAUT K OTKPBITUIO MHTOXOHﬂpHaHBHOﬁ IOpbI, ACHOJJIApU3aAINU BHYTpeHHCﬁ
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MUTOXOHJIPHAIBHOM MeMOpaHbl, BBIXOAY LUTOXpOMa ¢ W3 MHUTOXOHIPHHA B
IIUTO30J1b, K elie OonbiiemMy ycuneHuto npoaykiuuu ADK u, B koHeUHOM cyeTe, K
aktuBaiuu 1IKI'. MutoxoHapuu, TakuM o0pa3oM, BBICTYNAIOT KakK MEpelaTuuK U
pele KaJbLMEBOIO CHUTHAlAa, MOAYIUPYIOT YPOBEHb KaJIbLIAS B LUTO30JIE W,
BEPOSITHO, B IPYIMX KJIETOYHBIX OPraHEJUIaX, a TAKKE CTUMYJIUPYIOT IPOIYKIIHIO

A®K, uTo 1 onpeensieT MUTOXOHIPUAIbHYIO PETPOTPAJHYIO PETYIISAIHUIO.

BbIBO/IbI

1. YMepeHHOe TEeIIoBO€ BO3AEUCTBHE MPUBOIUT K YCHICHHIO MPOAYKIIUU
akTUBHBIX (opMm kuciopoaa (ADPK) B KynbType KJIETOK PACTCHUN U JPOAOKEH.
[Mponykunu ADPK He Habm0ga€TCs IPU )KECTKOM TEIUIOBOM BO3/1€HCTBUU.

2. OnauM u3 ocHOBHBIX MCTOYHHMKOB A®DK B rereporpodHBIX KiIeTKax
pacTeHU MW JAPOXOKEH B YCIOBUAX TEIUIOBOIO  BO3JICHUCTBUA  SABIISAIOTCS
MUTOXOH/IPHH.

3. TloBbimenne mnpoaykiuu ADK sBisercs NPUIMHONW THOETH KIETOK
PACTEHUH U APOXKEN IIPU YMEPEHHOM TEILJIOBOM BO3/ICHCTBHM.

4. Tloeiuenne mnpoaykuuu A®DK Ha paHHell cTaguu TEMJIOBOrO
BO3JCHUCTBUSA COIIPOBOXKIAETCSA TUIIEPIOJISIpU3aLuen BHYTPEHHEU
MUTOXOHJIpHabHOM MeMOpanbl. IlomyueHHble JaHHBIE YKa3bIBAIOT, 4YTO
npoaykiusa APK npu TermmoBoM BO3IEUCTBUY B 3HAUYUTEIIBHONW CTEIIEHU SIBISETCSA
CJIEICTBUEM TUIEPIIOISIPU3ALYA MUTOXOHIPHAIbHON MEMOpaHBbI.

5. V3mMeHeHue BHYTPUKIETOYHOTO KaJbLIMEBOTO TOMEOCTa3a OIpPEAeIsieT
MOBBIIICHUE MHUTOXOHAPHUAIIBHOIO MEMOPAHHOrO MOTEHIMala MpH TEIIOBOM

BO3JIECTBUM U, COOTBETCTBEHHO, yCUiIeHUE npoayKiuu APK.
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