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CebCKOXO035ICTBEHHbIE PACTEHHS] HE CIOCOOHBI IOCTHYb MAKCHMAJBHO TNPOIYKTHBHOCTH,
€CJIi TOCTOSIHHO TOABEPraloTCs CTPeccoBbiM Bo3aeiicTBusM. [Ipu cTpecce pacTeHHs reHEpUPYIOT MHO-
TOKOMIIOHEHTHBII MeTa00/IM4YecKmii, (Gu3n0JOrHIecKrii i TeHeTHYECKHid CTPECCOBBIii OTBET, MO3BOJISIO-
MUl UM aJanTHPOBATHCS K HEOIATONMPHUATHBIM YCIAOBHSAM. Tak, 4acTb CONEPKHUMOro KIETKH MOMKET
nepeBapuBaThCs, KATA00JMYECKH BbICBOOOKIAS SHEPTHI0 M BENIECTBA /Il BLDKHBAHHSA. DTOT MPOIECC
u3BecteH Kak aprodarusa (J.H. Hurley ¢ coasr., 2017). Kpome Toro, 4acth KJIE€TOK MOJKET OTMEPETb,
9YTOOBI MO3BOJIATH APYIAM BbIKHTh. Mexann3m rudejn B MoA0OHOM cydae 3amporpaMMHPOBAH NPUPO-
JI0ii M HaspiBaeTcs mporpamvupoBannoii Kierouynoit cmepthio (IIKC) (W.G. van Doorn ¢ coasr.,
2011). Oba yka3aHHBIX MPOLECCA CBOMCTBEHHBI BCEM THNAM JYKAPHOTHYECKNX KJIETOK M MPEACTABISIOT
€000i1 3BOJIIOIMOHHO BHICOKOKOHCEPBATHBHBbIE MPorpaMmbl. OHI MMEIOT MCKJIIOYNTEIbHO BajKHOE 3HAYe-
HHE JJI1 POCTA M Pa3BUTHS PACTEHHMIi, a2 TAKKE [JIsi CTPECCOBOTO OTBETA M BHIKMBAHHS B HeOJarompu-
aTHeIX ycaoBusx. AsTodaruio n [IKC mmpoko m3yyaloT Ha KUBOTHBIX W JPOHIKEBBIX KJIETKaX, HAYM-
Hag ¢ 1960-x rogoB, HO HAa pacTeHHSAX TaKHe HCCIENOBAHHS NPOBOAATCA OTHOCHTEJIbHO HEIABHO.
Heo0x0aMmMo 0TMETHTb, YTO AJIS PACTUTEJIbHOH KJIETKH 3TH MPOLECCHl HMEIOT Psii OCOOEHHOCTEl, CBS-
3aHHBIX C ee cTpoeHueM. B HacTosimee BpeMs BO MHOTHX PETMOHAX OCTPO CTOMT MpodJieMa YCTONYHMBO-
CTH CeJIbCKOXO03SICTBEHHBIX KYJIbTYP K 3aCyXe, 3aCOJICHHIO, BBICOKMM M HHU3KHM TemmepatypaM. B cBs-
3H C 3THM OCOOblii MHTEpPEC MPEACTABISET CTPecC-MHAYHMPOBAHHAS aBTO(Arus, MOCKOJIbKY OHA, BEpO-
SITHO, TPE/ICTABJISET CO00Ii YHMBEPCAJIBHYIO COCTABJISIONIYI0 CTPECCOBOTO OTBETA VISl KAXKIOTO W3 mepe-
yuciaennbix ¢akropoB (V. Demidchik ¢ coasr., 2017; M.E. Pérez-Pérez ¢ coast., 2017). PackpbiTne
MEXaHH3MOB DEryJisiiii W YNpaBleHWs MpoleccaMu cTpecc-uHaynuposannoii aprogarmu m [IKC —
KJII0Y K TeHETHYECKOMY M XHMHYECKOMY KOHTPOJIIO CTPECCOYCTOWYMBOCTA M MPOAYKTHBHOCTH PACTEHHMIl.
KonctutyrnBHass aBrodaruss — BaXKHbIA NMPOLECC NMOCTOSTHHOTO OOHOBJIEHHS €(EKTHBIX KIETOYHBIX
KOMIIOHEHTOB; y PACTEHMil yCHJieHMe KOHCTHUTYTMBHOTO ABTO()ArnmYecKOro NmoTOKa 3a CYET CBEPXIKC-
Npeccu TeHOB, KOMMPYIONIMX HEKOTOpble aBTO(arnueckne OesIKH, NMOBBIIIAET CTPECCOYCTOMYMBOCTh M
3aMemisieT crapeHue. B mpomecce pa3BuTHS MHOTHE THNBI KJIE€TOK PACTHTENHLHOTO OPraHM3Ma MOABEpP-
raorcs asrodarum u mnocienywomeit [IKC B kavecTBe TepmuHanbHOro 3tama audgepenuuposkn. B
YACTHOCTH, 3TH MPOLECCHl UTPAOT BAKHEHIIYI0 POJIb NMPH MPOPACTAHMH CEMSH, ()OPMUPOBAHMH TPOBO-
JAIeil CHCTeMbI W Pa3BUTHHM TE€HEPATHBHBIX OPraHoB. ABTOGAarusi NMPUHAMAET YYACTHE B PeTYJSIUH
CTapeHdsl JHUCTheB W JienecTKOB. Tak Ha3piBaemasi HOYHAS aBTO(arus aKTHBHPYeTCS B TEMHOE BpeMsi
CYTOK W YYacTBYeT B pacmaje JHCTOBOTO KPaxmaja M MOANEPXKAHHH OTTOKA ACCHMWJISTOB K IUIOAAM,
KJIyOHsIM, KopHemiogam. Takum oOpa3om, aBTodarusi Kak mpomecc, UMEIIMi NMPSIMOe OTHOLIEHHE K
MeXaHH3MaM CTPeCcCOYCTOIYHBOCTH, CTAPEHHS M TPAHCMOPTY ACCHMWJISATOB, MPEICTABISET CO00W BaK-
HYI0 MOTEHIMAJIbHYI0 MUIIEHb PETYJISIMA, KOTOpas 0 CHX MOpP He ObLIa MCMOJb30BAHA TMPH CO3JAHHH
HOBBIX COPTOB M B NMPAKTHYECKHX MPUJIOKEHHUAX B CEILCKOM X03diicTBe. B 0030pe paccMoTpeHbI CTpPYK-
TypHble THNBI aBTodarnu (S. Reumann c coasr., 2010), MosekyaspHblii mexanu3m ee passutus (F. Reg-
giori ¢ coast., 2013), a Takke Mexanm3mbl peryisimnu asrodarmu y pactenmit (Y.-Y. Chang c coasr.,
2009; S. Han c coasr., 2015) ¢ TOYKH 3peHHS MOTEHIHMAIbHBIX NMPUJIOKEHHI 1 MPUKJIAAHBIX pa3pa-
00TOK, B MEPBYIO 0Yepeab B YCIOBHSAX JeiCTBUSI A0MOTHYECKHX CTPECCOBBIX (PAKTOPOB.

KimoueBbie cioBa: aBrodards, KajMii, MPOrpaMMHpPOBAHHAS KJIETOYHAsA CMepPTb, CTapeHHe,
cTpecc, TPAHCTIOPT ACCHMUJIATOB, YPOXKAii.

Pacrenust ipeonosieBaloT HeOIaronpusATHBIC BHEIIHUE BIUSHUS (3aCyXY,
3acoJIcHHUe, pe3KOoe M3MEHEHUE TeMIIepaTyphl U T.1.), HE MMesI BO3MOXHOCTH UX
dusznuecku n3dexarb. OT BO3MEWCTBUI HEOJIArONPUATHBIX (PAKTOPOB Cpelbl B
MMpE €XETOOHO TepsieTCs 3HAuMTe/IbHAsl 4acTh ypoxas. OCTpo CTOUT HeoOXo-

* PaGoTa BbIMONHEHA nipu nopepxke PH® (rpant Ne 15-14-30008).
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IUMOCTb CO3JaHUSI TEXHOJIOTMiIl, 00eCHeuMBaIOLIMX IOBbILIEHUE YCTONYMBOCTU
pacTeHuil, B TMEPBYIO Ouepelb BaxKHEWIIMX CEIbCKOXO3SIUCTBEHHBIX KYJIBTYp, K
abVOTUYECKMM U OUOTMYeCKHMM cTpeccaM. OgHON W3 MUILIEHEH HampaBieHHOM
CeJIeKIIMY CTPECCOYCTOMUMBBIX COPTOB CEJIbCKOXO3SIMCTBEHHBIX PACTEHMIA MOXKET
cTaTh Ipoliecc aBTodaruu, oOecrneyrBalolIMil MepeXuBaHUe pacTeHueM HebJa-
TONPUSITHBIX YCJIOBUI CYLIECTBOBAHUS Ha KJIETOYHOM YPOBHE.

ABTOharusi — BHYTPMKJIETOUHBIN TPOLECC, B pe3yjlbTaTe KOTOPOro Mpo-
HUCXOAUT yoaJleHUe TOBPEXICHHBIX CYOKJIETOUHBIX CTPYKTYp, OOHOBJIEHUE Opra-
HeJUI, a TakkKe peLMKIMpoBaHUe Makpomosiekyn (1-3). B mpouecce aBTodaruu
KJIETOYHbIE KOMIIOHEHTBI MOJBEPraioTcs Aerpagallid B KHUCIABIX JUTUYECKUX
KOMMapTMEHTaX, a BbICBOOOXKIAeMble HM3KOMOJIEKYJISIpHbIE BEllECTBA W 3HEP-
TUsl UCIIOJIB3YIOTCS Ha IMOCTPOEHUE HOBBIX CTPYKTYp. ABTObarusi CBONCTBEHHA
BCEM THUIIAM 3YKapUMOTUYECKUX KJIETOK U TPEeACTaBISIET cOOOi APEeBHIOI, 3BO-
JIIOMOHHO BBICOKOKOHCEPBATUBHYIO KaTaOOJIMYECKYIO0 IPOrpaMMy, OMHAKO €€
MEXaHM3Mbl B XKMBOTHBIX, OPOXKXKEBBIX M PAaCTUTEbHBIX KJIETKax pa3inyaroTcs
(3). IIpu 3TOM CleayeT OTMETUTh, UTO M3Y4YeHHE aBTOMaruu y pacTeHui 3Ha4Yu-
TEJIbHO OTCTaeT OT MCCJEAOBAHUI ITOTO TPOLEecca y XKMBOTHBIX U JPOXKIKEH.

IIpoueccol nporpammupoBaHHoil kietouHoit cmeptu (ITKC) y pacreHmit
TakKe M3yuyeHbl B 3HAUMTEJbHO MEHbILIEH CTeleHu, YeM Y XXUBOTHBIX. Jlo cux
MOp HE CYILIECTBYET IOCTAaTOYHO 4YeTKOoil Mopdosormyeckoir Kiaccudukauu
IIKC B pactuteibHOll KieTKe. B oTiiMune OT XKMBOTHBIX, Y PACTCHUI HE MPUHSI-
TO TOBOPUTh OO AaroITO3¢, MOCKOJbKY OCOOEHHOCTH KJIETOYHON OpraHu3aluu
pacTeHUil MCKIIIOYaloT MpOosBICHUE psaa XapakTepHbIX It atoro tuma [TKC
MopdoJornyeckKux NpusHakoB (4), XOTs BCTPEYaroTCsl YIIOMUHAHMS aroNnTO30I10-
JIOOHOTO TYyTM M 0Opa30BaHMS aroNTOTUYECKU-TIOAOOHBIX TeJl B PACTUTEIbHBIX
kieTtkax (5). Ilo omHoil M3 Kiaccudukauuii, y pacTeHUI CYIIECTBYET lIBa OC-
HOBHBIX THUIIA KJIETOUHOU I'Mbeau — BaKyossipHas M Hekporuueckas (4). Us3-
BecTHO, yTo IIKC y pacTeHMI NMPOMCXOAUT MPU OOHOBJIEHUU KIIETOK KOPHEBO-
ro yexJiukKa, 3JMMUWHAIMKU KJIETOK aJelipOHOBOIO CJI0Sl HAOCIEpMa MPU 3aBep-
LIIEHUU TIpOpacTaHus CeMsIH, 00eCrieYeHUU MpOopacTaHUs MbUIbLIEBON TPYOKU K
3apOJBIIIEBOMY MEIIKY, (POpPMUPOBAHUU COCYIOB KCUJIEMbI U CUTOBUAHBIX TPY-
60k iosmel. (6-8). B To Xe BpeMs o6e mporpammbl, aBrodarus u I1KC,
MPEICTaB/SIOT CO00I BaXKHYIO YacTh OTBETa Ha CTpeccC.

B Hactosiiem 0630pe Mbl 0OCYIMM, Kak MpOTeKaeT aBTodarus y pacre-
HUIi, KAKOBBbI €6 OCHOBHbIE (DYHKIIMU B PaCTUTEJILHOM OpraHM3Me B OTCYTCTBUE
cTpecca, a TakkKe OLEHUM pOJib aBTO(aruu B CTPECCOBOM OTBETE — €€ IIUTO-
MPOTEKTOPHYIO (DYHKIIMIO M ydacTuWe B HayaJbHbIX CTaIMSIX Pa3BUTHS BaKyo-
JISIPHOM TPOTrpaMMUPOBAHHON KJIETOUHOI cMepTU. B CBSI3M ¢ BBISIBIEHHOI poO-
JIbIO IIUTOIIA3MATUUYECKOIO KalMsl KaK OJHOIO M3 BaKHEHMIIMX pEeryjasiTopoB
OTBETa pacTeHUil Ha CTpecc, B TOM YMCJIe 3amlycka IporpaMMm aBTodaruv u
IIKC, paccMoTpeHbl KOMITOHEHTBI PEryasluydu KOJMYecTBa LUTOIIa3MaTuye-
CKOIO KaJIMsl IJis OIpenesieHUsl MOTEeHIMAaIbHbIX MUILIEHEH MOBBILICHUST CTpec-
COYCTOMYMBOCTU PACTCHUM.

Ponp aBTOdDarum B du3MONOTrMYEeCKUX mnpoueccax. B
pacTUTENbHBIX KJIETKaX, KaK M B KJIETKaX >XWBOTHBIX W TpUOOB, IMOCPEICTBOM
aBTObaruy ymoajsiioTcsl MOBpeXAeHHbIe (OTpaboTaBIIME W OKUCJIEHHBIE) MO0
OoJiee HEe HYXXHbIE KJIeTKe OeJKM. B oTiiMuue oT mpoTreacoMHOM CHUCTEeMbI Ierpa-
JalMy, OTBeYalollel 3a ymajeHHe KOPOTKOXMBYIIMX OEJKOB, Ipolecc aBToda-
MY TIO3BOJISIET KJIEeTKe M30aBIAThCS OT MOJTOXMBYILIUX OenkoB (9). Kpome To-
ro, aBroarus 3ageicTBOBaHA B Aerpagalldyd LEJbIX KJIETOYHbIX opraHest. Ilep-
BOHAYaJIbHO ObLIO OOHAPYXEHO, YTO aBTO(MAarvs MHAYLIMPYETCsS B OTBET Ha CTpec-
COBble (haKTOpPhI, B CBSI3U C YEM CUMUTAJIOCh, YTO €€ POJIb COCTOUT MpPEeUuMyle-
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CTBEHHO B afianTaliMy K HeOnaronpusitTHbIM ycinoBusiMm (10, 11). OgHako, Kak BbI-
SICHWJIOCH TI03Xe, aBTodarus (6azanbHasi, WM KOHCTUTYTUBHAS) TIPOUCXOAUT U B
OTCYTCTBME CTPECCOBBIX BO3MEMCTBUI U CIY>KUT OAHUM M3 KIIIOUYEBBIX (PAaKTOPOB
noafepKaHus XU3HeaeaTeabHOCTH KineTku (3, 7, 12, 13).

KoHcTtuTyTuBHas aBTobarusi HeoOXoauMmMa IJIsI COXpaHEHUSI roMeocTasa
Ha KJETOYHOM YPOBHE, IMOCKOJIbKY O€JIKM B KJIETKE HEM30EXKHO OKHUCISIOTCS B
npoliecce MeTaboJMUYECKUX peakiiuii, a TaKXKe KUCIOpOoaoM Bo3ayxa. PacteHus,
MYTAHTHBIE 10 TeHaM aBTO(aruyd U HECIOCOOHBIE OCYIIECTBISITh 3TOT MpolLiecc,
Jaxke B 0JarornpUsITHBIX YCIOBHUSIX MOABEPXKEHBI paHHeMy cTapeHuio (7). Kpome
Toro, GasanbHas aBTodarusi oOecrneuynBaeT IOIMOJHEHUE IyJa aMUHOKUCIOT U
JIPYTUX HYTPUEHTOB, HEOOXOMMMBIX KJIE€TKE B KAaUeCTBE CTPOUTEJILHOIO MaTepu-
ajia JJ1s1 OCYIIECTBICHUSI aHAOOJIMUECKMX PeaKIIUiA.

IlokazaHo, yTo aBTO(arvsl BOBJeUYE€Ha B IPOLIECCHI PA3BUTHSI PACTEHUIA.
IIpu ee yyacTuu MPOUCXOOUT JUTUYECKOE pacllelyieHHe KpaxManaa U pe3epBHbIX
OenKoB, coAepxKallluxcsl B ceMeHaX, BO BpeMsl IIpopactaHus nociegaux (14). O6-
pa30BaBIIMECS] HU3KOMOJIEKYJISIDHBIE COeAUHEHUs (caxapa M aMUHOKHCJIOTHI)
TPAHCIIOPTUPYIOTCS B KJIETKU (hopMuUpyloluxcss opraHoB. Ilpu co3peBaHuu ce-
MSIH K HUM MOTYT JOCTaBJISITbCSI HYTPUEHTHI, MOJIYYeHHbIE B pe3yibraTe aBToda-
TMYECKOI Jerpagaluuy OelKoB B craperolux JucTesix (7, 15). OmHako 3HauM-
TeJIbHbIX HapYILIEHUI pa3BUTHUS y OOJBILIMHCTBA MYTAaHTOB MO IFeHaM atfg, HECIO-
COOHBIX OCYILECTBJISATh aBTO(aruio, B HOPMaJIbHBIX YCJIOBUSIX HE HaOII0maaocCh.
DTO MO3BOJSET 3aKIIOYUTh, YTO KOHCTUTYTHMBHAs aBTOo(arusl He Wrpaer cyle-
CTBEHHOI POJIM B Mpolieccax pocTa U pa3BUTHUSI pacTEHMI B OTCYTCTBUE CTpecca.
HarmpotuB, ycTaHOB/IeHa MOBBIILIEHHAsT YyBCTBUTEILHOCTh TAKMX MYTAaHTOB K He-
JIOCTATKy YIJIEPOIA M a30Ta, a TakKKe K IPYTMM CTPECCOBBIM YCJIOBUSIM (3, 16).

Hounast (nocturnal) aBrocdarusi oOHapyXeHa CpaBHUTEJILHO HEIABHO.
BoisiBneHo, uto myraHThl Arabidopsis u Tabaka mo creuupuyecKuM aBTodaru-
yeckuM reHam (autophagy-related genes, A7TG) He CIOCOOHBI 32 HOUb YTUJIM3U-
poBaTh KpaxMmaJjl, HaKOIMBIIMICS B JIMCThSIX B MPOLIECCe THEBHOIO (hOTOCHHTE3A
(17). O6paboTka MHrMOUTOpaMU aBTOMAruyu NMPUBOIUIIA K TaKOMY ke 3(ddeKry.
B pesynbraTe TILATEJbHBIX LUTOJOTMYECKUX MCCAEIOBAHUI B KJIeTKax Me30(huiI-
Jla JIMCThEeB pacTeHWl JTUKOTO TWMA ObUTM HAMIeHbI TeJblla, COAEpXKalllde Kpax-
MaJl, KOTOpble TMOABEpPrajuch Aerpagalvi B BaKyoJsIX. DTH TeJiblla He IPUCYT-
CTBOBaJIM B KJIETKaX PacTeHWii, He CIIOCOOHBIX K aBTO(aruu BCIACACTBUE T€HETU-
yeckux JIedeKTOB B afg-TeHax JuMOO M3-3a BO3AEHCTBUS MHIMOUTOPOB. ABTOPBI
MPEANOJOXUIN, YTO (PEpMEHTHI, KaTaJu3UpYIOLIMe pacran Kpaxmasia, YacTUYHO
JIOKQJIM30BaHbl B JIM30COMAax M IMpYM HOYHOM pachaie JMCTOBOTO Kpaxmasaa OT
XJIOPOIUIACTOB CHayaja OTIOYKOBBIBAIOTCS TeJblla, KOTOPhIE 3aTeM IOIBEpPraloT-
cs gerpagaluuy Mo MexaHusmy aBtodaruu (17).

OpHako HauOoJjiee BaXKHYIO POJIb y pacTeHUid UrpaeT TakK Ha3biBaeMasl
cTpecc-MHAayLMpyeMasi aBrodarusi, mpuyeM O4YeHb 4acTO aKTHMBAILMSI 3TOTO THIA
aBTOobarMy CBsI3aHa ¢ TMPOAYKLIMEeN akKTUBHBIX opM kuciopona (18, 19). Akru-
BalMs aBTo(aru B KJIeTKaX KOPHS BBICIIMX pacTeHWI MPOMCXOAWIa B OTBET Ha
3aCoJIeHWe, TMIIOKCUIO M peaspalyio, BOAHBIM nehuuur, oopaboTKy OKUCIUTE-
JIIMM, TeHOTOKCHUYSCKMMM areHTaMM M WOHU3MpYlolleil panuanveir (18). Ycra-
HOBJIEHA BeAylliasl pojib aBTo(aru B MUMMYHHOM OTBeTe pacTeHuit. OHa croco0-
CTBYET Pa3BUTUIO PEaKLIUU TUIEPYYBCTBUTEIBHOCTM B OTBET Ha aTaKy HEKpOTpPO-
¢0oB WM aBUPYJIEHTHBIX OMOTPO(OB, HO MPU I3TOM OIPaHUUYMBAET €€ CIIOHTAHHOE
OECKOHTPOJILHOE pacIipocTpaHeHue. ABTo(darus Takke YCUJIMBAeT YCTOMYMBOCTD
pacTeHuil K 6uoTpodam 1M HeKpoTpodaM, OCHOBAaHHYIO Ha CHUCTeMax CaJMIIMIaT-
HOro M >AaCMOHATHOIO CUTHAJMHIA, YYacTByeT B Ipolieccax BUPYC-UHIYLIM-
pOBaHHOTO 3aMojKaHus reHOB (20).

B 3TOM 0030pe MBI COCPEeIOTOYMMCS Ha POau aBTOMAaruu B yCTOMUYMUBO-
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CTU pacTeHHUii K aOMOTUYECKUM CTpeccaM, KOTOphle B HACTOsIIIIee BpeMsl HAaHO-
CAT MAaKCHMAJIbHBIA YIIepO MpPOMXYKTUBHOCTU CEIBCKOXO3SIMICTBEHHBIX KYJIBTYP
110 CPAaBHEHWIO C APYTMUMU BUIAMU CTpeECca.

CTpyKTypHBle TUNB aBTOdaruu. M3HayaJbHO CUMTAJIOCh, YTO
aprodarust mpeAcTaBisieT co00il HecrmenudUUeCKuii IIyTh AeTpagalliid KJIeTOY-
HBIX KOMIIOHEHTOB. MIMeHHO Hecmenuduueckas MaccoBasl Aerpamgalus OIHO-
BPEMEHHO Pa3JIMYHBIX CTPYKTYP KJIETKU IT0 MEXaHU3MY aBTO(aruu akKTUBUPYET-
Csl Yy pacTeHMI IpY a30THOM M YIJIepomHOM rojogaHuu (3). OmHAKo K HACTOs-
1IeMy BpeMEHM yOeIMTEJIbHO II0KA3aHO, YTO aBTO(arus MOXET OBITb B BBICO-
KOl CTeIeHU CeJIeKTHMBHA, M OINMCAHbI TUIIbI aBTO(Aruy, BHICOKOCITCLIM(UIHBIC
JUIST OTIpeieIeHHBIX OpraHe/lsl: MUTOXOHApUil (Mutodarust) (21), XJI0poIjIacToB
(xnopodarust) (22), nepokcucom (riekcodarust) (13, 23), pudocom (24). Cenek-
TUBHOCTh JOCTUTAETCS MPH YYacCTUU OEJIKOB-PELeNTOpPOB, CIELM(GUYHBIX IS
KOHKpeTHbIX opraHenn (7, 25).

B 3aBHCHMOCTH OT LIMTOJIOTMYECKOTO MeXaHM3Ma MOXHO BBHIICIUTH IBa
CTPYKTYPHBIX THIIA aBTO(arMu — MHMKpO- M MakpoaBTrodaruio. I[Ipu MHUKpoaB-
To(harny JOCTaBKa IUTOILIA3MATHMUYSCKUX KOMIIOHEHTOB B KHUCJIbIC JTUTHYECKUE
KOMITAPTMEHTHI (BaKyOJIU Y PacTUTEIbHBIX KJIETOK) IPOMCXOAUT 3a CYEeT MHBa-
ruHaumuy MeMmopaHn (3, 26). Taxkoit TUIT 3aeiiCTBOBaH, HampuMep, MPU IIpopac-
Tanun ceMsiH (14, 27). LluTtonornyeckuMm MapkKepoM MaKpoaBTO(Aaruu BbICTY-
MalT IByMeMOpaHHbIC OpraHeJUIbl, Ha3biBaeMble aBTo(arocomamu. ObOpaszopa-
HHUe aBTOGArocoM HaunHaeTcsl ¢ (GOPMUPOBAHUS BOKPYI CYOKJIETOUYHBIX YACTHIL
IpeaBTO(arocoOMaabHOI CTPYKTYPhI, Ha3blBaeMOM TakxXe arodopoM (preau-
tophagosomal structure, phagophor assemble site, PAS). B manbHeiilliem mpouc-
XOIUT POCT 3TOM CTPYKTYPBI, YTO IPHMBOAUT K OOpA30BaHUIO 3aMKHYTOI JBOM-
HOI MeMOpaHbl BOKPYTI KOMIIOHEHTOB, ITOIJICXKAIIUX IepepaboTKe, IOCJE Yero
OCYIIECTBIISIETCS MX JOCTaBKa K MECTY Herpajallii — B LIEHTPaJIbHYIO BaKyoJb
PACTUTENIBHBIX M IPOXKEBBIX KJIETOK JIMOO B JIM30COMBI XXMBOTHBIX KJIETOK (7,
22, 26). Y pactenmii aBTOarocoMbl CHavaja CIWBAIOTCS C JIN30COMaMM, CO-
JIepXallUMU KUCJIbIe JTUTUYeCKUEe (DepMEHTHI; IPH 3TOM MX BHYTPEHHUI KOM-
IMapTMEHT 3aKUCIISIeTCss M 00pa3yloTCsl aBTOJIM30COMBL. 3aTeM Hapy:KHas MeM-
OpaHa aBTOJIM30COMBI CJIMBAETCSI C TOHOILIACTOM, M YACTUYHO AETpagupOBaHHOE
COIEPXMMOE aBTOJIM30COMBI, OKPY:KEHHOE OTHOM MeMOpaHoii (aBTo(armyeckoe
Teso), TomnagaeT B BakyoJib (7). YacTo moa TepMUHOM «aBTOdarusi» mnoapasyme-
BalOT UIMEHHO 3TOT TUIT MakpoaBTodaruu (puc. 1).

l“mox‘oza
Hcnonniopanme
® KOMIIOHEHTOB Ha
HYXIB KTSTKH
mTOR =777 77~ - Axrusarop aBrodaruu
A TNa N " P 5 (xommueke ATG1/ATG13
@ ATG13--->ATG13-~ He o0pasyercs)
’ : ; y
Panamuuun v
ATGI1/ATGI13
TN / 0 —
ATGI1- ~ \
~ ABTOTH30COMA
& o (PH < 74)
ApTodarudeckoe
‘* e Teno
ATGS, ATG7,-————— >

M30COoMa

AsTodarocoma
1T
ATG10 peaBTodharocoManbHasg (oH < 7.4)

CTPYKTYpa

(PAS, phagophore assembly site)
Puc. 1. OcHoBHbIe OpraHe/ibl M 0€JIKH, 00ecreynBalomie HWHAYKIMIO U MPOTEKAHHE MAKPOABTO(ATHM:
mTOR — TOR-kuHaza; pamamMunuH, Toko3a — wuHruoutopel TOR-kunaser; ATG1, ATGS,
ATG7, ATG10, ATG13 — GenKn-KOMIOHEHTHI OCHOBHBIX KOMILIEKCOB aBTodaruu. [IpepbIBUCTBIC
CTPENKM — CUTHAJIbHBIE MPOLECCHI, YEPHbIE CTPENIKM — IOCIEN0BATEIbHOCTh COOBITHIT HA YPOBHE
CYOKJIETOYHBIX CTPYKTYP.
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0O6a CcTpYKTYpHBIX TUIIa aBTo(aruyd ObLIM OIMKMCAHBI B TOM YHCJIE y pac-
tenuir (10, 11, 14, 28). B >XMBOTHOI1 KJeTKe, MOMUMO HUX, U3BECTEH TpETU
TUII — IlIaliepoH-3aBUCcKMas aBTodarus. B ee MexaHu3Mme 3aneiicTBOBaHbI OeJi-
ku-wanepoHsl cemeiictea HSP (heat shock proteins), KoTopble CBSI3bIBAIOTCS C
IMOBPEXICHHBIMM OeJIKAMU M JTOCTABIISIOT MX K JIM30COMAaJIbHOM MeMOpaHe (26).
Y pacteHuil U OpoXcKel CXOIHBIM 00pa3oM (yHKUMOHUpPYeT IyTh Cvt (cyto-
plasm-to-vacuole targeting), KOTOpbI MCIOJb3YeTCS IS TPAHCHOPTUPOBKU B
BaKyoJlb MPEAIIEeCTBEHHUKOB JTuTndeckux depmeHtoB (3). Takum obOpasom, me-
xaHu3M Cvt TpencTaBiseT co00i OAMH U3 CEJIEKTMBHBIX TUIIOB aBToaruu, HO
OTHOCHTCS B OOJIblLIEH CTeMEeHU K MpoleccaM OMOCHHTe3a, a He Aerpagaunu (29).
Kpome Toro, umerorcst cooOllieHus1, YTO aBTodarus 3aaeiicTBOBaHa B OMOTreHe3e
LIEHTpaJIbHOI BaKyosiu. B 1ieoM B mocienHee Bpemsl IOSIBJsIETCS Bce OoJblie
paboT, yKas3bIBaIOIIUX Ha TO, YTO aBTO(aruyeckue OEIKU U CTPYKTYPHBIE KOM-
TMOHEHThI, TOMUMO OCYILECTBICHUs Aerpagallii KJIETOYHbIX KOMIIOHEHTOB, MO-
IYT NPUHUMATh y4acTHe B KPYTOBOPOTE KJIETOYHBIX MEMOpaH, B TOM YMCJIe SHIO-
u ak3oumrtose (30, 31).

MoneKyasIpHO-TeHETHUYECKNE OCHOBB U MEXaHMU3MBbI
pa3BUTUS aBTodarum y pacTeHHui. ['eHbl, Konupylouye 0eJKu-KOM-
MOHEeHThl aBTodaruyeckoro mytu (A7G), BbICOKOKOHCEPBATUBHBI U TPEACTAB-
JIEHBI y BCEX TPYIIN 3YKapMOTUUYECKUX OpraHu3MoB. [lepBoHayaibHO MEXaHU3M
aBToarud ObUT OTKPBIT Ha MOJAENU JpOXkKeil Saccharomyces cerevisiae, K
HAaCTOSIIIEMy MOMEHTY y JApoxckeil ornucaHo okojio 40 ATG-reHoB (25). bonb-
LLIMHCTBO TOMOJ0roB A7G-reHoB obHapyxwiau u y pacreHuii (3). IIpu sTtom He-
KOTOpPBIM OIMHOYHBIM TeHaM aBTodaruu S. cerevisiae y A. thaliana cOOTBETCTBY-
10T LieJible cemeiicTBa reHoB. HecKoJIbKMMM TeHaMu IIpeAcTaBIeHbl, HalpuMep,
romonioru ATG12, ATG13, ATGS, ATG4wn ATGIS (32).

benxu ATG nompasnessiioT Ha 4eTbipe TPYIIbl, 3adeiCTBOBAaHHbIE Ha
pasHbix sranax aprodaruu: ATG1-kuHasHblil KoMmiuieke (BkaouyaeT ATGI,
ATG13, ATG11, ATG17, ATG29, ATG31, ATG101); docharuannnHo3uToI-3-
(PI3)-xunaszneiit komrmeke (VPS34, VPS15, ATG6, ATG14, ATG15, ATG38);
ATGY9-xommnekc (ATGY9, ATG2, ATG23, ATG27, ATG18); nBe yOMKBUTUH-
MOJOOHBIX CUCTEMBbl KOHBIOTaluu, BKIouawliue koMmiuieke 1 (ATG12, ATGS,
ATG7, ATG10, ATG16) n xommeke 2 (ATGS, ATG4, ATG7, ATG3) (1, 3, 33).
MOXHO BBIICJINUTH IATh OCHOBHBIX 3TArlOB aBTOMarMu: MHAYKIIMS, 0Opa3oBaHue
npeaBToarocoMajabHOM CTPYKTYPhl, CO3PEBaHME M SKCMAHCHUS aBTO(ArocoMsl,
JIOKUHT U CIAUSHUE ¢ TOHOMACTOM, Jerpajalusi aBrodarudeckoro tena (2).

KnioueBasi cTpykTypa B MHAYKIIMU aBTO(Garud — KUHA3HbIA KOMILIEKC
ATG1/ATG13 (34, 35). B ero oOpa3oBaHUM y4acTBYIOT BCIIOMOraTelibHbIE Oe-
ku ATG17 u ATGI11. x romonoru uaeHTU(ULUUPOBAHBLI Y PACTEHUI COBCEM
HemaBHo (33, 36). Obpa3oBaHue IpeaBTO(AroCOMaIbHONM CTPYKTYPHI MHUIIAM-
pyetcs cBa3biBaHveM ATG17 ¢ ATG29 u ATG31 (34, 37). OnHuUM U3 NEPBbIX K
ATG17-ATG-29-ATG31 npucoeaunsiercst ATG1. Ero cBg3biBaHuE C TPEXKOM-
IMOHEHTHBLIM KOMILIeKcOM omocpeayeTcs 6enkom ATG13, KoTophlit MMeeT caii-
Tol cBa3biBaHud U 111 ATG1, u nng ATG17. DT B3aMMOIEMCTBUSI CIIOCO0-
CTBYIOT YBeJIMUEeHMIO KuMHa3HON akTuBHOCTHM ATG1, obGecrieunBaoolleili Ipuco-
elIVHeHWe OPpYruxX OEJIKOB MHUIIMATOPHOIO KoMmiuiekca. HemaBHO BBISICHWIIOCH,
yro ATG13 moxeT coneiicTBoBaTh (hpopMupoBaHUio aumepoB oenka ATG1, 6na-
rogapsi KOTOpOMy BO3MOXHA aKTMBALIMSI 3TOH KMHA3bl MO MPUHLIMITY TMOJOXU-
TelbHOM 00paTHOI cBs13U (34). B pesynbTare CIIOXHBIX KOH(POPMAILIMOHHBIX B3a-
nmoneiicteuii mexny ATG17 u ATG1 Bo3HMKAaeT MHULMATOPHBINA KOMIUIEKC
ATGI-ATG13-ATG17-ATG29-ATG31 — ocToB BHOBb (POPMUPYIOILIEHCS aBTO-
¢arocomnl (3).

Crenymoluii 3Tan aBToarui — pocT, WIK 3KCHAaHCUsI, aBTO(Parocomsl.
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g aroro HeobxoauMo Hanuuue (ochatunminHo3uTon-3-pocdara (PI;P), ko-
TOpBIN BCTpauBaeTcsl B MeMOpaHy aBTodarocombl. KomuuectBo 310ro docdomu-
Muaa CIYXUT ellle OAHUM (aKTOpOM, peryaupymloluM 3anyck aBrodaruu. Ero
colepKaHue 3aBUCUT OT aKTMBHOCTU (DepMEHTOB-aHTAarOHUCTOB — ocdatu-
nunuHosuton-3-kuHa3 (PI;K) u PI;P-gocdaras. PIsP obpasyercst Gnarogaps
pabore Pls;-kunaznoro kommiekca 1 (PIsK 1). B ero cocras BxomsiT cleayio-
mwue Oenku: VPS34 (vacuolar protein sorting-associated protein 34), KoTOpblid
OTHOCHUTCS K (hochaTumminHo3uTou-3-kuHa3zaM 111 kiacca v BbIMOJHSIET B KOM-
IUIEKCE POJIb KaTaJUTUYECKON cyObenuHulbl; VPS15, KOTOpBI CIYy:KUT aKTHU-
BUpYIOILIEH CYObeAMHULIECH KOMIUIEKCA M 3asdKOpUBaeT €ro B aBTO(arocomaib-
Hoit MeMbGpane; ATG6 (romomor Beclin-1 miekonuratommx) (37). Ilociaemnuin
BBIMOJIHSIET BaXKHYIO PEryJSITOPHYIO (DYHKIIMIO: B XMBOTHBIX KJIETKaX CBSI3bIBa-
Hue 6enkoB Bcl-2 u Bcel-1 ciy>kuT ogHMM U3 KJIIOYEBBLIX 3TAllOB MHULIMALIUU
aBTrodaruu. OgHako romojor Bel-2 y pacteHuit He HaiiieH. ¥ ApoxKei U Mmie-
KOMUTAIOIIUX M3BecTeH elle onuH KomIoHeHT PIsK-kommnekca — ATGI14.
CaeneHUs 00 0OHApYXEHUU ATOro OejKa Y pacTUTENIbHBIX OPTaHM3MOB B JINTE-
patype u 6a3e manHeix GenBank (NCBI) mo cux mop orcyrcrByior (33, 38).
Hcxons u3 ero BaxHoi (byHKUMM, MpeAIojaraeTcs, YTo OH IOJDKEH IPUCYT-
CTBOBaTh B KJIeTKax pacteHuii (38).

B nanpHeitiiem HauuMHaeTcs cOOpKa KOMIUIEKCOB KOHbIOralluy YOUKBU-
TUH-TIOAO0OHBIX 0elKOB. CUUTAETCs, UTO MEPBLIM COOBITUEM CTAHOBUTCS CBSI3bI-
Banue ATG12 ¢ ATG7. ATG7 ob6nagaetr El1-1mogo6GHOI akTUBUPYIOLLIEH aKTUB-
HOCTBIO U HeoOXxoauM st cOopku oboux KomruiekcoB (39, 40). 3ateM K KOM-
miekcy ATG7-ATG12 npucoenunsiercst ATG10, nposiBasiiomuii E2-mmogo06Hyto
KOHBIOTUPYIOIILYI0 aKTUBHOCTb. OTU (DEPMEHTHI OCYILECTBIISIIOT peakiiuu, Heoo-
XoOuUMbIe st oOpa3zoBaHUsl cBsi3u Mexay Oenkamu ATG12 u ATGS (20, 40).
Jnsa csizeiBanusl koHblorata ATG12-ATGS ¢ darogopom TpedyeTcs elle oauH
6emok — ATG16 (40, 41).

I'maBHBIM OeikOoM BTOporo Komiuiekca ciaykut ATG8 — BaxHBIN pery-
nstop pocta U (opmupoBanust aBroarocom. ATG8 — HebGonbiioit (14 /)
YOUKBUTUH-NIOAOOHBIN Oenok. OH cuHTe3upyeTcs B popMme MpelilecTBeHHUKA
U TIOJBEPraeTcsl 3HAUUTENbHBIM MOCTTPAHCISIIUOHHBIM MoaudukanusaMm (42). B
npoueccuHre ATGS8 3ameiicTBOBaH penoKC-peryaupyeMblii ¢epMeHT — LUCTe-
nH-3aBucuMas nporeasza ATG4 (43, 44). bnarogapst oTpe3aHUI0 aMUHOKUCIOT-
Holt mocnenpoBatesbHOCTU ¢ C-koHlia ATG8 cTaHOBUTCSI BOBMOXHBIM €r0 CBSI-
3bIBaHME C amuHorpynmoi docharuaunsranonamuya (PE), uro obecrnieunBaer
3agkopuBaHue Oenka ATGS8 B aBTOarocomanbHOl MeMOpaHe (45). 3a akTuBa-
uuto ATGS8 u npucoeagunenue PE orsetcrBeHHbI El-mogoOHbIil hepment ATG7
u E2-nonoOHuiit pepment ATG3 (41, 43). B manbHelineM oba KoMILIeKca B3a-
UMOJECHCTBYIOT, Y KOBAJIEHTHOE CBSI3bIBaHUE OeJIKOB BToporo komiuiekca ATGS
n ATG12 npoucxoauT mpu nomolinu 6ejaka rnepBoro Komiviekca ATGS, obnana-
fouiero E3-nonobHoit ATG8-nurasHoli aktuBHocThio. ATG12-ATGS 3aneiicTtBo-
BaH B nepeHoce ATGS8 Ha darodop (46). JJunuasl, HEOOXOOUMEBIE IS JATbHEN -
LLIEro pocTa aBTO(aroCoMbl, MOCTABISIIOTCS U3 SHAOMIA3MaTUUECKOTO PEeTUKYITY-
Ma ¢ MOMOIllbI0 KoMmIuiekca 0enkoB Ha ocHoBe ATG9 (47). IlepeHoc aBTodaro-
COM M aBTOJIM30COM B ILIMTO30JIE OCYILUECTBISETCS MPU MOCPEAHUYECTBE JIeMEH-
ToB 1MTockesera (48, 49). CiausaHue aBToaroCOMHbIX MeMOpaH C JIM30COMaMU U
C TOHOITIACTOM Ipoucxoaut ¢ yyactueM 6enkoB SNARE (50).

Peryngauusga aBTodarum Ha MoJeKyasdpHoMmM ypoBHe. K
HacCTOSIILIEMYy BpPEMEHM Y pacTeHUil OOHapyKeHO [Ba KIIIOUEBBIX peryisiTopa
(uHruburtopa) aBroarvuu, peardpyrolmx Ha KOHLEHTpAllMd IUTaTeJIbHBIX Be-
mectB: TOR-kuHaza (9) u uuro3oibHas n3ohopMa hepMeHTa TIulepaabIerua-
3-docdarnerngporenassl (FADAT) (51, 52).
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TOR-kunaza (mTOR, mammalian/mechanistic target of rapamycin) —
BbICOKOKOHCEPBAaTUBHASI CEPUH-TPEOHMHOBAS IMPOTEMHKMHA3a 3YKapuOT, Bax-
HeMIIMii akTuBaTop aHaboaM3Ma U perpeccop Katabonuszma B kieTke (3). TOR-
KMHa3a CIYXUT PEryIsiTOPOM CTpecC-MHAYLIMPOBAaHHON aBTOMaruu, CBSI3aHHOM
B IIEPBYIO OuYepelb C HEJOCTAaTOYHBIM CHAOXEeHUEM KJIETKU YIJIepOAOM U a3o-
ToM. B 2005 roay mosyumiia MOATBEPKACHUE 3aBUCUMOCTh MPOLIECCOB aBTO(a-
run oT akTuBHOCTM TOR-KMHA3bl Yy omHOKIeTOUHON Bomopocnu Chlamydo-
monas reinhardtii (53). B padore Y. Liu ¢ coaBT. (54) OblIO JOKAa3aHO, YTO CHU-
>xeHue akTuBHocTd TOR mHoyLupyeT aBrodarvio B pacTUTEIbHOM KJIETKE.

Bbnokaropom TOR-kuHa3bl CIYyXUT panaMULIMH — aHTUOMOTUK OakTe-
PUMAIBHOTO MPOUCXOXKIEHUSI, CUHTE3UPYEMBblii TIOUBEHHOI OakTepueit Streptomy-
ces hygroscopicus (55). Panee coo0l1anock, 4To, HECMOTPSI Ha PEryasalui0 3TOTO
npouecca co cropoHsl TOR, pacteHus, B oTJMuyue OT IPOXCKEH U KMBOTHBIX
KJIETOK, HEUYBCTBUTEJbHbBI K panamMuluHy (54). 3aTeM ObLIO YCTaHOBJIEHO, YTO
panamMuIMH okasbiBaeT Ha TOR-KuHa3y pacTeHUil MHIUOUpYlollee NeicTBUE,
OJIHAKO JIMIIb B GOJNBIIMX KOHLUEHTPALMSIX MO CPABHEHUIO C XMBOTHBIMM KJIET-
kamu (9). Ilo ganneiM Y. Xiong ¢ coaBT. (9), KOHILIEHTpaLUMH, MPU KOTOPBIX
nposBisacd 3PdekT panaMMIMHA B PacTUTENbHBIX KJIeTKaX, cocTaBisiior 100-
1000 HM, B TO BpeMs Kak B XUBOTHbIX — 10-50 HM. IlpucyrcTBue panaMuim-
Ha B yKa3aHHBIX KOHLIEHTpaLMsSIX cHIKaeT akTuBHOCTb TOR, uto mMopdosoru-
YeCKH MPOSIBISIETCS B 3aMeIJIEHUU pocTa KOpHel y Arabidopsis thaliana (9).

KitoueBbIM MOCpeAHUKOM MPU MHAYKLIMU aBTOMaruyd B OTBET Ha CTPeCC
cayxut 6enok ATG13 (3, 35, 36, 56). B HOpMabHBIX (PU3NOIOTMYECKUX YCIIO-
Busix TOR-kxunaza gochopunupyer ATG13. Takasa runepdochopunnpoBaHHast
¢opma ATG13 umeer Huskoe cpoactBo K ATGI1, u kommieke ATG1/ATG13,
WHULMMUPYIOLIMI oOpa3oBaHue aBTodarocoMbl, He dopmupyercs. CBs3biBaHUE
ATG1/ATG13 cTaHOBUTCS BO3MOXHBIM JIMILb MNPU CHUKEHUM AaKTUBHOCTU
TOR-xuna3er (3, 34, 56). HemocTrarok MOCTYIIEHWSI B KJIETKY MHUTATEIBHBIX
BEIIECTB CTAHOBUTCSl CUTHAJIOM, MHIMOMPYIOLIMM Kackaa (pochopuaimpoBaHus
knHa3 PI3K/TOR u B pe3ynbrare NpUBOAUT K CHIKeHUIO akTMBHOCTM TOR-
kuHa3bl (54). To ecTb cTpecc, BbI3BaHHBIN YIJIEPOAHBIM WJIM a30THBIM rojiona-
HUeM, MUHULIMUpPYeT aBTodaruio (cM. puc. 1).

HenaBHo y pacTeHuil OOHapyXWIW elle OOWH WMHTUOMTOp aBTodarud —
GepMEeHT TJIMKOJIUTUYECKOro MNyTU Iulepaibaerua-3-docdaraeruaiporeHasy
(TA®OI) (51, 52). ®opmul Arabidopsis, Te@ULIUTHBIE MO IIUTO30JLHONM M30-
¢dopme sTOro epmeHTa, IEMOHCTPUPOBAIN YCUJICHUE KOHCTUTYTMBHOM aBTO-
daruy, a TakKe BBICOKYIO CTeNEeHb OKHCIMTEJbHOIO CTpecca M aKTUBallUuu
IKC (52). Mponykuus xnetkamu ADK B oTBeT Ha aTaky IMaTroreHa y TaKuX
pacTeHuii, HanpoTuB, cHWXanach (52). Ha kneTkax Tabaka ObLIO MMOKAa3aHO, UTO
TA®MI HanpsMylo B3aMMOAEMCTBYET C KOMIIOHEHTOM BTOPOIl CHUCTEMBI YOMK-
BUTUH-TIONO0HOM KoHbloraumu — OenkoM ATG3, momasisis ero (yHKIUIO;
MHTMOMpoBaHWe cHUMaetrca mnopn BosaeiictBueM A®K (51). CrnemoBaTellbHO,
TA®I, kak 1 TOR-knHa3a, obecrieynBaeT MPIMYIO B3aMMOCBSI3b MEXIY MeTa-
0OJMYECKUM CTAaTyCOM KJIETKM WM MHIOYKIIMeil aBTodaruu, HO 3Ta CBSI3b HAXOIUT-
Cs1 MO, PeIOKC-KOHTPOJIEM.

VY apoxckeidt 1 MIIEKONUTAIOLIUX BaXXHBIM PETYJISITOPOM aBTO(Aaruu Bbl-
crynaioT kuHaszbl: AMPK (AMP-activated protein kinase) — y MJeKonuTaro-
mwux, SNF1 (sucrose non-fermenting 1) — y apoxckeit (57). OHu pearupyiooT Ha
U3MEHEHUE SHEPreTUUECKOro 3apsiaa, KOTOPhIA OMUChIBaeTCs Kak

([AT®] + 1/H[AID])/([ATD] + [AND] + [AMD]),
U aKTUBUPYIOT aBTodaruio (rpssmMo v uHruoupys TOR-kuHasbl). Y pacteHui
U3BECTHO HeckKoabko romosnoroB SNF1/AMPK. Jlng ogHoro u3 HuX (KUHAa3bl
KIN10 y Arabidopsis) HemaBHO moKa3aHa poJib aKTMBAaTOpa aBTO(daruu B YCIIO-
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BUSIX TOJIOAAHUSI, TUIIOKCUU U BogHOTro Aedunura (58).

B3zauMocBa3b aBTO(darum M NporpaMMHpPOBAaHHON Kie-
TouyHO# cwmepTu. Ponb aBrodaruu B pazputuu [1KC HeomHo3HauHa (15, 27,
59). C omHOI CTOPOHBI, aBTO(aruss MOXET CIYKUTh CIIOCOOOM M30eXKaHMS Kile-
TOYHOM THOEJIM, U C 3TUM CBSI3aHA LIMTONPOTEKTOpHasA (pyHKIMs aBTodaruu (60,
61). C npyroii CTOpoHBI, aKTMBalMsl aBTOGariy B HEKOTOPBIX YCIOBUSIX IIpEIl-
LIECTBYET 3alyCKy IIporpamMM KJIETOYHOI rmbesid, U B TOM Ciydae aBTOdarus
BBICTYMNaeT KaK oanH 13 HadaibHbIX 3TanoB [TKC (62). Tak, B mpolecce BaKyo-
JIIPHOI KJIETOYHOIM I'Mbey HabiromaeTcsl YMEHbIIeHHe o0beMa LIMTOILIa3MBbl U
yBeJIMUCHHE OObEeMa, 3aHMMAeMOI'O BaKyOJISIMU. DTHM COOBITUSIM COIIYTCTBYET
ycuiieHre aBToaruyd M pa3pblB TOHOILIACTA, COIPOBOXKIAIOIIWICS BBIXOIOM
TUIPOJIa3, YTO IMPUBOAMT K pas3pylIeHUIO IIpoToiuiacta. JIo MOMEHTa pa3phiBa
TOHOITIACTA COXpaHsETCs LIeJOCTHOCTh ILIa3MaTU4eCKOi MeMOpaHBI, MeMOpaH
MUTOXOHAPMIA U Apyrux opraHesn (4). Becb mpouecc 3aHMMaeT, KaK MpaBuio,
IUIMTEJIBHOE BpeMsl — IO HECKOJIBKUX CYTOK (63). B oTimune oT BaKyoJSIpHOI
rubdeu, HEeKpoTHYecKas IuOeb pa3BUBAcTCS ropasno 0oJiee CTPEeMUTEIbHO U
XapaKTepU3yeTCsl CXaTUeM IIPOTOILIa3Mbl, paHHUM pa3pylleHHeM IIa3MaThye-
CKOI1 MeMOpaHBl X1 MEMOpaHHBIX OpraHelI, HapylleHueM pabOThl MUTOXOHIPUIA
M COITYTCTBYIOIIMM HaKOIUICHMEM B IIUTOIDIa3Me aKTHUBHBIX (popM Kucjiaopona
(ADK) u azota (ADA) (63, 64).

LuTonpoTeKTopHYI0 poOJib aBTO(Aaruyd AEMOHCTPUPYIOT MCCIICIOBAHUS
HOKAyTHBIX MYTaHTOB, B KJIETKAaX KOTOPBIX €€ pa3BUTUE HeBO3MOxHO. MHcep-
LIMOHHEIE MYTaHTHI A. thaliana atg5-1 (46) u atg7-1 (39) npu navHHOM (HOTOIIE-
pHOIE XapaKTePH3YIOTCS HOPMabHBIM POCTOM M pa3BuTHeM. OIHAKO IIPU KO-
pOTKOM (poTomeprone MyTaHTHI O0EMX JIMHUI II0 CPABHEHUIO C OTUKHWM TUIIOM
pacTyT MeIJIeHHee, UMEIOT MEHbIIIYI0 CEeMEHHYIO IPOIYKTUBHOCTD U IOABEPKE-
HbI IIpeXIeBpEeMEHHOMY cTapeHuio. KpoMe TOro, y HUX IOBBIIICHA YyBCTBM-
TEJILHOCTh K CTpecCy, B OCOOCHHOCTM K HeXBaTKe MaKpO3JeMEHTOB. B 1iemom
5THU PACTEHUSI TIPOSIBISIIOT MEHBIIYIO XXM3HECIIOCOOHOCTh M MMEIOT 3HAYUTEILHO
0oJiee HU3KMII OTHOCUTEJIBHO OMKOIO THUIIA IIPOLCHT BbDKMBAEMOCTHU, HAaYMHAasI
¢ 10-x cyr pocra Ha cpeie ¢ IMOHIKCHHBIM colepxXaHMeM a3ora. IIpu Beimep-
KMBaHUM B TEMHOTE BBDKMBAEMOCTh CHIDKAeTCsI y afgd-1 yxke Ha 2-¢ CyT, a y
aig7-1 — Ha 4-e, B TO BpeMs KaK Y IPUPOIHBIX 3KOTUIIOB — COOTBETCTBEHHO Ha
6-¢ u 8-¢ cyr (39, 46). Myrauus aigl3 B A. thaliana oxapakTepu3oBaHa (eHO-
TUMUYECKU B HECKOABKUX JUHUSIX (35). OHM B pa3HOI CTeNeHU MOIBEPXKEHbI
paHHEMY CTapeHHUIO B YCJIOBHSIX KOPOTKOTO IHsS. B cpeme ¢ HemocTarkoM a3ora
POCT TaKUX IIPOPOCTKOB 3aMEUICH IO CPaBHEHUIO C TUKWUM TUIIOM, a B JINCTBSIX
HapylaeTcs cuHTe3 xjaopoduivia. OHM Takke 0ojiee UyBCTBUTCIBHBI K HEIOCTAT-
Ky ymiepoaa B cpene. 3aTeMHeHue B TedeHMe 10 4 cKa3bIBacTCS Ha 3TUX JIMHUSIX
HE TaK BbIpAXKEHHO, KaK Ha PacTeHMSIX C HapyIIeHHBIM (OpMUpPOBAaHUEM KOM-
IJICKCOB YOMKBUTUH-TIONOOHOM KoHbloranuu. OmHako yxe Imocie 13 4 Bwlaep-
KMBaHUS B TEMHOTe OOHApy:XMBaeTCs 3aMeTHasl pasHMIA IO YCTOMYMBOCTHU
MEXIy pacTeHUSIMU aigl3 ¥ TUKUM TUIIOM, B OCOOCHHOCTH y OBOMHBIX MYyTaH-
ToB (35). MytaHThl atgl0 (41) ObUIM TUMEPUYYBCTBUTEIbHBI K HEAOCTATKY YIJe-
poIa 1 a30Ta, a TaKKe JIeMOHCTPUPOBAIM crioHTaHHOoe pa3putue I1KC.

B xiieTKax KOpHS pacTeHUIi IIpU BO3ACUCTBUAX aOMOTUYECKHX CTPECCOB,
Benyux K pasputuio [1KC, ouyeHp 4acTo HaOMIOOAIOTCS CUMITOMBI aBTO(aruu
(18). MOXHO IIpeIoJIOXUTh, YTO M3HAYATbHO OHA aKTHBUPYETCS KaK IIUTO-
MPOTEKTOPHBIN MEXaHU3M, HO T10CJIe MPOXOXKIEHUS «TOYKU HEBO3BpaTa» CTaHO-
BUTCSI HeoOXoAUMBIM 3TanoM paszButust [1KC.

I'mmoTe3a KalueBOW peryiassuMu aBToGarum M NIPO-
rpaMMUpoOBaHHON KIeTouHoi cMepTu. C cepenunnl 1980-x rogos
B OWOJIOTMM pacTeHUId aKTUBHO pPa3BMBAIOTCS IIPEACTABICHUS O KOHTpPOJIE U
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KOOpAUHALMHU (UIMOJOTMUECKMX peaklMil IMpU CTpecce MOCPEeACTBOM IIUTO-
iasmaruueckoro Ca2* u axrtuBHbIX opM Kuciaopoga (ADK) (65, 66). Us-
BeCTHO, uTo reHepauuss AD®K urpaer 3HAUYUTEIBHYIO POJIb B PETY/ISLIMU Kile-
ToyHOoro mMetabonmsma. ADK HenszbexxHO 00pa3yioTcs MPU OKUCIUTETEHO-BOC-
CTaHOBUTEJbHBIX peakliusX B KJIETKE KaK B HOPMAJIbHBIX YCIOBUSX, TaK U IpHU
BO3IEMCTBUM CTPECCOpPOB (MaToreHHbIe BO3AEICTBUS, 3acyxa, 3acoseHue). OOHa-
pyXeHue ToBbIIIEHHOTO cuHTe3a AMK Ha paHHUX 3Talax CTPECCOBOTO OTBETa
MOJIOXKUIO0 HAyajJo MCCIENOBAHUSIM, IMOCBSILIEHHBIM (QYHKLUSIM 3THUX MOJIEKYI.
OnHa 13 Takux QYHKIUNA — PEryIsIiusl akTUBHOCTH MOHHBIX KaHAJIOB (67, 68).

K coObiTusIM, COMPOBOXAAIOIIMM peaKiMi0o Ha CTPecC B PacTUTEIbHOM
KJIETKE, OTHOCUTCS ObICTphIi Boixon K'. B mocnenHue rombl Teopusi 00 y4acTUr
KaJIusI B OTBETE pacTeHUWsT Ha cTpecc moiyuria passutie (18, 68-70). Kammit —
Haubosiee OOUJIbHBIN MeTa/Ul U KaTUOH B pacTuTenbHON KieTke. Ero comepxka-
HHUE B IIepecueTe Ha Cyxyio maccy coctaBisieT 3-10 %, moaTtomy aeUIIUT 3TOro
MeTajlla KpaliHe HeraTMBHO CKa3bIBaeTCsl Ha IPOAYKTUBHOCTH. ANeKBaTHas
00€eCIeYeHHOCTh KajlleM JIEXKUT B OCHOBE BBICOKOU YPOXXalHOCTUM U YCTONYM-
BOCTM PAaCTEHMiII K CTPECCOBLIM BO3NEHMCTBMSIM. bymyunm HezaMeHUMMBIM MaKpo-
BJIEMEHTOM U BXOISl B XXU3HEHHO BaxkHbIil TpurieT NPK (a3or-docdop-kanmii),
KaJiMii BBIMOJHSET KJIo4YeBble (DYHKILIMM B XKU3HM pacTeHuil. B yacTHocTH, OH
OTBEYaeT 3a BOMHbLIN OaJlaHC U TUAPOCKEJET KJIETKM, TPaHCIUPALUIO, 3aKpbIBa-
HUE YCTBUII M POCT pacTskeHHeM. TpaHcMeMOpaHHbIE MOTOKU Kajvs (HopMU-
pyoT 1ubdy3MOHHBII MeMOpaHHBIM MOTEHLMAA Ha IIa3MaTUYECKOM MeM-
OpaHe, TOHOIUIACTE U 3HAOMEMOpaHaX, YTO CIY:KUT OCHOBOI BBICOKOI pa3sHUILIbI
3JIEKTPOXMMUYECKUX MOTEHIIMAJIOB Ha 3TUX MeMOpaHax. Takke Kajluii BHICTYIaeT
B pOJM Hecneuu(puyecKoro akTUBaToOpa AECITKOB BaKHEMIIMX aHAOOJIMYECKUX
¢epMeHTOB uMTOILIazMbl (71). Bo3aMoXHO, OH CTaOMIM3UpPYeT HU3KYIO AKTUB-
HOCTb MpOTea3 U HyKJeas, MPernsTCTBYs He3aIUIaHMPOBAaHHOMY 3aIlycKy aBToda-
ruu u ITKC (18, 69).

B BbIcBOOOXIEHME Kalausl MPU CTPpecce U BO BpeMsl HEKOTOPBIX MpoLec-
COB DPa3BUTUSI BOBJCUYEHBI MOTEHLIMAN-3aBUCUMBbIE KaJUEBble KaHAJIbI, a TaKXe
HECKOJIbKO HEeCeJeKTUBHBIX KaTUOHHBIX KaHalloB (nonselective cation channels,
NSCC) (68, 69). BaxHo momyepKHyTh, 4TO MeIjIeHHbIA Bbixon KT mpoucxomur
u B oOblyHBbIX ycnoBusix (70). Bomee Toro, oH HeEOOXOOVM MJisT OCYLIECTBICHMS
BaXHBIX (PM3UOJOTUYECKUX TTPOLIECCOB, HAIPMMEDP YCTHbMUHOW PEryJsiliuy TpaHC-
nupauuu (72-73). IloBblllieHWe BBIXOJA Kalusl MPU COJIEBOM CTpecce ObLIO MOo-
Ka3aHO I0CTaTouyHO naBHO (74). YcraHosineHo, uro Bbixonm KT omocpemyercs
MPEeUMYILIECTBEHHO JCMOJIIPU3ALMOHHO aKTUBHUPYEMBIMU HApPYXKYy-BbIIPSIMIISIO-
mumu K*-kananamu (depolarization-activated outwardly-rectifying K™-channels)
(75). HetanbHblii MexaHHU3M 3TOrO Ipollecca, a TaKKe €ro BJIMSHUE Ha Jajib-
HeMlle COOBITUS B KJIETKE €l1lle MPEACTOUT BBISICHUTb.

Hapyxy-seinpsmisionine KT-kanansl, obecrieynsaromye [ogbIMaHOB-
CKO€ BBIMPSIMJEHUE BBIXOMASIIETO KaJMeBOrO TOKa, aKTUBUPYIOTCS MPU JIEMOs-
pu3aluy IUia3MaTUyeckoil MeMOpaHbl U oTHocATcd K Shaker-tumy. OHU OOBIY-
HO MPEICTaBsIIOT coboif roMo- uiau rereporerpamepnl (70). B coctaB kaxkmoi
CyOBENVMHUIBI BXOAST LIECTb TPAaHCMEMOpPAHHBIX ITOMEHOB, MOPOBBIM TOMEH U
ceHcop HarmpspkeHus. Ilpu cOopke TeTpamepa MOpPOBBIE JOMEHBI, comepxKallve
cnelnGUIecKyl0 aMUHOKUCIOTHYIO TocieaoBaTeabHOCTh (GYGD), o0benuHs-
I0TCSl TaKUM O0Opa3oM, UYTO BHYTPU ITOPbl OKA3bIBaeTCs YEThbIpe KaWii-CBSI3bI-
BaIOIIMX CaiiTa, TO €CThb (POPMUPYIOT CeJeKTUBHBIN PuabTp (76). B mmasmarn-
yeckoi MeMOpaHe KJIeTOK KOpHS A. thaliana sKcripecCUpyIOTCS ABa TUIIA Hapy-
XKy-Boipamwgomnx Shaker-kaHanmos — SKOR (stelar KT -outward- rectifier) u
GORK (guard cell outward-rectifying K*-channel). [Ipu 5ToM KaHaIbl THIA
SKOR npeacraBiaeHbl B MapeHXMMHBIX KJIETKaX M OMOCPENYIOT TOK KaJlusl B CO-
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cynbl KcuiaeMbl, B To BpeMsl kak GORK npeo61analoT B anuaepMaibHbIX KIET-
Kax U 3aleiCTBOBaHbI B Bbixoae Kanus u3 KopHs (70). Oba 3Tu Tuma Hemocpea-
crBeHHO akTuBMpyioTcst ADK (77). OTKphITHE KaHala WHAYLHUPYETCS TP T10-
mou ADK-uyBCTBUTENIBHOTO caiiTa B CTPYKType MoyieKysbl. B ciyyae SKOR
poib ADK-ceHcopa BoIMoJHSIET octaToK IucrenHa (Cys168) B menTuaHOM To-
clefoBaTeIbHOCTU JoMeHa S3 B cocTaBe ITOTEHIIMAI-YYBCTBUTEIBHOIO KOM-
miekca S1-S4 (77). IMockonbky crpykrypHo GORK 1 SKOR B 3HauuTenbHOM
CTeIleHW CXOXM, Ipenmnojaraetcs, yro y GORK A®K-3aBucuMmas akTvBalyst
obecneynBaeTCcs TakuM ke obpazoMm (18).
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Puc. 2. Cxema mpoueccoB, JexXamuX B OCHOBE CTPecC-MHIYNMPOBAHHOH aBTO(darum W mporpaMmMupo-
panHoii Kietounoit cMeptn (IIKC). CtpeccoBble cUTHalIbI B3aUMOIEHCTBYIOT CO CHELIMDUIECKUMU
pelienTopaMy Ha MOBEPXHOCTH KJIETKM, YTO BBI3BIBACT AETMOJIAPU3ALIMIO TIa3MaTUYEeCKOH MeMOpa-
HbI, MOBBILICHUE LIUTOMIA3MATUYECKON aKTUBHOCTH KasbliMsl, BO3pacTaHUe MPOAYKLMN aKTUBHBIX
dopm kuciaopoga (ADK) BcrencrBue Kanbuuii-3aBucumoi akruBauuu HAJI®H-okcupassl. demno-
JISIpU3aLUsl TaKXKe MPUBOAUT K aKTUBALIMM HAPYXY-BBIIPSIMIISIOIIMX KaJIMeBbIX KaHAJIOB, KOTOpast
nononHutenbHo crumynupyercss ADPK. Pe3koe mnameHue KOHLIEHTPALMKM LUTOIIa3MaTUYeCKOTO
KaJig IPUBOIUT K 3amycky peakumii aBrodarun u [IKC. ADK takxke NmpoayLupylOTCs BHYTPH-
KJIETOYHO W TPAHCMOPTUPYIOTCS B aroIliacT yepe3 aKBamopuHbI. Pemokc-mpoiiecchl B anoruiacte
KOHTPOJIMPYIOTCSI COJEePXKaHUEM BOCCTAHOBJICHHBIX MEPEXOJHBbIX METalJIoB M ackopbata (mo 18, ¢
n3meHenusmu). EF — EF-pyka (6enkoBbiii nomeH); TPC1 — nByXITOpoBBIi KaJbLMEBBI KaHAa.
CepbIMHU CTpeKaMu 0003HaYeHbl BTOPUYHBIE TIPOLIECCHI.

AxtuBHOCTh KaHaja GORK cTUMyIUpYIOT TMAPOKCUIBHBIC DPagvKallbl
(*OH), xotopsle renepupytorcs CaZt-zaBucumbiMu HAJIDH-okcuaazamu mpu
peakuyy MpaKTUYeCKW Ha BCEe BUIBI CTpecca, BKIIIOYasl 3acOJICHUE, 3acyXy, aTa-
Ky naTtoreHoB 1 np. CHWXXeHUEe KOHIICHTpalMU Kajius B LIUTOILIa3Me, B CBOIO
ouepenb, CTUMYJIUPYET aKTUBHOCTD IIPOTEOJUTUYSCKUX (DEPMEHTOB, B TOM YKC-
JIe KacIa3oloAO0HbIX IIPOTea3, UrpalollX BakKHYIO pOJib B MEXaHMU3ME 3aIlycKa
ITKC y pacrennii (45, 69, 70).

B obmiem Bume MeXaHM3M pPa3BUTHSI CTPECCOBOIM peakiMU C Y4acTHUEM
BBIXOISIIErO ToKa KT B KieTKax snuaepMuca KOpHSI MOXHO IPEICTaBUTh Clie-
IyolmuM obpa3oM. [Ipu CBSI3BIBAHMHM CTPECCOBOIO CHUTHANIA WIM ITATOTCHHOIO
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3JINCUTOpPA C PELENTOPOM IIa3MaTUYEeCKOW MeMOpaHbI, a Takxke B pe3yjbTare
noctyrieduss Na™ 1o HeceJleKTMBHBIM KaHajaM MPOUCXOoauT aktupauus Ca2t-
MPOHUIIAEMBIX KATUOHHBIX KAHAJIOB, YTO MPUBOAUT K MOBBILIEHUIO KOHLIEHTpa-
umu Ca?t B umromasme. Kanbuuii aktusupyer HAJIOH-okcunasy, cBs3bIBa-
ACh C €€ LUTOIUIa3MaTHYeCKUM JOMeHOM. MoxeT Takxe Habmomarbes CaZt-
3aBHCHMasl aKTHUBaLWsI SHIOHYKIea3 U mporeas (64). HAJIDH-okcunmaza reHe-
pupyet cynepokcun-aHuoHbl (O,"), KOTOpble BCTYNAIOT B peakLMIO ¢ IIPOTOHA-
MU, 00pa3ysl ruapornepokcuanblii pagukan (HO,®). Iucmyranus HO,® maeT me-
pokcun Bogopoaa (H,O;), KOTOpbIii CTAaHOBUTCS MCTOYHMKOM KHUCJIOpOAA s
CUHTe3a TUAPOKCUIBHBIX pamukaioB (*OH) B peakuusix I'abGepa-Baiica (78).
Iepoxcun u *OH nononuutensHo aktusupylor SKOR, GORK u Ca2*-nponu-
LaeMble KaTUOHHbBIE KaHaJbI, ycuuBaoowuye nocrymiedue Ca2t B nuromniasmy
1, B CBOIO ouepenb, Takke crumynupyommne HAJI®H -okennpasy (puc. 2). deii-
CTBYET MEXaHU3M OOpaTHOW IOJOXUTEIbHOM CBS3U, KOTOPBIA MOXET OBITh
OCTaHOBJIEH cucTeMaMy BbikaumBanus Ca?™ u3 umroruasmel (79). Mem6GpaH-
HBIA MOTEHILIMaJ BOCCTAaHABIMBAECTCS MPU MOMOIIM BbIXOAA Kajlus U BCJEACTBUE
YBEJIMYEHNS aKTUBHOCTU eKTporeHHoil HT-AT®asHoii oMbl Eciy He mpo-
KUCXOAUT pernoJigpu3aliud MeMOpaHbl 1 BOCCTAHOBJICHUS KOJIMYECTBA KJIETOYHO-
ro Kajusl, TO aKTUBMPYIOTCS peryjaupyemble KajaueM MpoTeas3bl M 3HIOHYKIIE-
a3bl pacCTeHU U Pe3yJbTaTOM CTAHOBUTCS MHULMALUS MOJEKYISIPHOTO Mexa-
Husma I[1KC (70).

B xonue 1990-x rogoB crajo M3BECTHO, YTO B KJIETKAaX MJIEKOMUTAIO-
KX CHWKeHue KoHueHTpauuu K (Hapany ¢ nputokoM Ca2™) urpaer BaxHyIo
poiib B MexaHu3Me 3amycka aronto3a (80, 81). Kanuit — HemocpeacTBeHHBI
MHTUOUTOp Kacmas, ero BhIXOJ M3 KJIETKU aKTUBUpYeT 3TU (epMeHTH (82, 83).
Cxkopee Bcero, IMOXOXMI MEXaHU3M CYILLIECTBYET U B KJIeTKax pacteHuii (18, 69).
CornacHO HeAaBHO BBIIBMHYTOM T'MIIOTE3€, Y pacTeHUi Kaiuil (B 3aBUCUMOCTHU
OT €ro colmepxKaHWsl B LIMTOILIA3Me) CIYXKMT IepekiodyaTeeM MeTabosv3ma, a
CTpeCC-MHAYLMPOBaHHbBIN BbIX0A KT MOXET ObITh TPUITEPOM OCTAHOBKM POCTa
KJIeTKW, MHIMOMpOBaHUs OMOCHHTE30B, aKTUBALMM KaTaboJM3Ma U B IJIMATEIb-
HOM mepcreKTuBe Npu cuibHOM cTpecce — 3arycka [TKC (18). BaxkHbiit mar B
pa3BUTUM TIPUBEIECHHON T'MIIOTEe3bl — TECTUPOBAHUE TMOTEHIMAIBLHON CTUMYJIS-
uuu aproardy mpu norepe KieTkamu pacteHuit Kt. fBnsgercs nm aBrodarus
K*-3aBUCHMMBIM TIPOLIECCOM Yy pPACTEHMIA, O CHX IMOp He m3BecTHO. [TokasaHo,
YTO Y MyTaHTOB A. thaliana gork -1 (B oTiinuue OT IpupoaHoro sxkorumna Ws-0)
MpU BblAEpXKUBaHUM KopHel B pacTBope NaCl He MPOUCXOOUT pe3KOro HaKom-
JeHus1 aBroarocoM. [loayyeHHbIe JaHHBIE CBUACTEILCTBYIOT B I0JIb3Y TOIO, YTO
MoTepsl Kajus UTpaeT HeIOCPEeICTBEHHYIO pojib B MHAYKUMUMU aBTodaruu (18).

IlepcnekTuBbl uccienoBaHus aBTodaruu. CoraacHO CoBpe-
MEHHBIM TIpEACTABICHUSIM, aBTOdarus Urpaer 3HaAUMTEJbHYIO POJib B MeTabo-
JIM3ME KJIETKU, oOecrieurBasi OOHOBJEHUE KIIETOUYHBIX CTPYKTYpP, paclIellIeHue
MOBPEXIEHHBIX MOJIEKYJ U TIOJyYeHUWE M3 HUX OPraHWYeCKMX COEAUHEHMUIA,
HEOOXOIMMBIX ISl M3BJICUEHUs] M 3amacaHusl 3Hepruu. To ecTb 3TO sSBICHUE
HaIpaBJIeHO Ha BbDKMBaHUE KJIeTKU. OcoOeHHO BaxkHa aBTodarus npu amamnra-
LIMM K Pa3IMYHBbIM CTPECCOBBIM BO3aeHCTBMAM. OHAa BO MHOIOM OIIpenesiseT
BbDKMBAHUE PACTEHUI B HEOJAronmpusSTHBIX W MEHSIOIIMXCsS ycaoBusx. He-
CMOTpsI Ha TO, YTO aBTO(arvsl Uu3ydeHa JOCTATOYHO MOAPOOHO, OCTAETCSI MHOIO
Hepa3pelleHHbIX BOMPOCOB. B yacTHocTHM, He 1O KOHIIA IOHSTHO, BCeraa Ju
pe3KUii BBIXOJ M3 KJIETOK MOHOB KaJMsl HEIOCPEICTBEHHO 3aIlyCKaeT MOJIEKY-
JISIpHBIA MeXaHU3M aBTodaruu (momodHO TOMY, KaK OH MHIYLMPYET Mporpam-
MUPOBaHHYIO CMepPTh KJIeTOK). To e KacaeTcsl B3aMMOCBS3U aBTo(haruu ¢ apy-
TMMU BHYTPUKJIETOUHBIMM TIpolieccamu. IlokazaHo, 4TO OTCYTCTBUE aBTO(aruu
OTpMILIATEeIbHO CKa3bIBaeTCsl Ha MEPEeHECEeHUM pPacTeHUSIMU CTpecca, oTpaxkaeTcs
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Ha HAKOIUICHWMM OMOMACCHl M CEMEHHOI NMpOXyKTUBHOCTA. OOHAKO BJIMSIHUE aB-
To(harny He CTOJIb OMHO3HAYHO, ITOCKOJIBKY OHA TaKKe 3aJIeliCTBOBaHA B IIPOLIEC-
cax KJICTOYHOI cMepTH. TeM He MeHee, 3TU IPOLIECCHl IPEACTABIISIIOT HEOThEM-
JIEMYIO 4YacCTh Pa3BUTUSI OpraHM3Ma, HEOOXOOUMBI It (hOPMUPOBAHUS MHOTUX
CTPYKTYP M IPOXOXKIECHMS BCEX TAIIOB XXM3HEHHOTO 1IMKJIA.

B ciyyae monTBepKIeHUSI TUIIOTE3bI O TOM, YTO PErYJISATOPHBIM KJIETOY-
HBIM CHMTHAJIOM [UIS 3aIlycKa aBTO(aruy CIYXHT Pe3KOe CHIDKEHHE KOHIIeHTpa-
LMK 1[IUTOTIAa3MaTUYECKOTO Kaslusl, ero (PYHKIIUU MPeICcTaBUIUCh OBl elle Oosiee
3HAYMMBIMU, OCOOCHHO B YCJIOBMSX, KOTJA pacTeHHE IOIBEPXKEHO IEMCTBHIO
HeOJIaronpusTHBIX (haKTOpPOB cpenbl. HampaBieHHass MaHUIYJISIINAS CTEIICHBIO
AKTUBHOCTU KJICTOYHBIX KOMIIOHEHTOB I ITOAIECpP:KAHMS HEOOXOMMMON KOH-
LIEHTpALMM KaJIds B LUTOILIA3Me IIPYM CTPECCe MOXET MCIIOJIb30BaThCSI IPU CO-
3MAHUU CTPECCOYCTOMYMBBIX PACTCHUM, IJISI CHYDKCHUS MX TMOEIN M ITOAACPKKI
POCTOBBIX IIPOLIECCOB B HEOJIATONPUSITHBIX YCIOBUSIX BHELIHEM CpelIbl.

TakuMm o6pa3om, aBTodarvs Kak Iporuecc, MMEIOIIUIA MPSIMOe OTHOIIIE-
HHE K MEXaHM3MaM CTPECCOYCTOMYMBOCTHU, CTAPEHUSI M K TPAHCIIOPTY acCUMHU-
JIATOB, IPEACTABIIsIET COOOM BaXKHYIO IOTCHIIMAIbHYIO MUILIEHb PETryJISLIMU, KO-
TOpasl 0 CHUX MHOp He ObUIa MCIOJb30BaHA IIPU CO3NaHMK HOBBIX COPTOB M B
MPAaKTUYECKUX IPWIOXKEHUSAX B CEJILCKOM XO3sICTBe. ABTO(Arusi Urpaet IBOsI-
KYIO pOJib: C OMHOM CTOPOHBI, OHA HaIpaBjicHAa Ha BbDKMBAHUE KJICTKU, C APY-
rOM — CJIYXKUT 4acThlO IIpoliecca KJIeTOYHOM rudenu. B oboux ciaydasx aBroda-
I'UsI OKa3blBaeT HENOCPEICTBEHHOE BIMSIHME HAa pa3BUTUE PACTUTENIBHBIX Opra-
HU3MOB. BBUIY 3TOro mnpencrapisieTcsl IepCHeKTUBHBIM TajIbHelillee U3yYeHue
peryisanuu aBrodaruy, B 0COOEHHOCTU 0oJiee MeTalbHOE PACKPBITHE MEXaHW3-
MOB MHIYKIIMK 3TOTO IIpolecca.
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Abstract

Under stress conditions, crops cannot reach the maximal level of productivity. Moreover,
stress very often leads to plant death. Various stress factors limit the development and success of
agricultural praxis. Under stress conditions, plants generate multicomponent metabolic, physiological
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and genetic responses which help them to adapt to suboptimal environment. At the level of cells,
recent research has demonstrated that part of cellular content can be ‘eaten’ by the cell upon stress,
producing energy and metabolites for survival. This process is known as autophagy (J.H. Hurley et
al., 2017). Apart from this, some cells can die in the course of so-called programmed cell death
(PCD), to provide better conditions for survival of other cells under stress (W.G. van Doorn et al.,
2011). Both these processes are highly conservative in the evolution of eukaryotic organisms; they are
very important for plant stress response and survival in suboptimal environment. Both autophagy and
PCD are being intensively studied in yeast and animals since 1960ies. In plants, studies of autophagy
and PCD began rather recently, and it should be kept in mind that these processes in plants bear
several important features, which distinguish them from similar processes in heterotrophic eukary-
otes. These features are related to the peculiar structures of plant cells. Nowadays, the problem of
crop resistance to drought, salinity and extreme temperatures has become especially acute in a num-
ber of regions. Therefore, research on stress-induced autophagy is of special interest, as this process
is most probably a universal component of the stress response to the abovementioned factors (V.
Demidchik et al., 2017; M.E. Pérez-Pérez et al., 2017). Unraveling the mechanisms regulating the
stress-induced autophagy and PCD may provide a key to genetic and chemical control of plants
stress resistance, life cycle and productivity. Constitutive (i.e. not induced by stress) autophagy is an
important mechanism of renewal of defect cell components; in plants, enhancement of autophagic flux
by overexpression of the genes encoding autophagy-related proteins leads to an increase in stress re-
sistance and to delayed senescence. In course of plant development, many types of plant cells undergo
autophagy followed by PCD at the terminal stage of differentiation. In particular, autophagy and PCD
are indispensable for seed germination, formation of vascular system and development of generative
organs. Autophagy also participates in the regulation of leaf and petal senescence. So-called ‘nocturnal’
autophagy takes part in the degradation of transient leaf starch and sustains the assimilate transport to
economically important plant organs such as fruit, tubers and storage roots. Thus, autophagy as a pro-
cess directly affecting stress resistance, senescence and translocation of water and assimilates, repre-
sents a potentially very important target for regulation of plant functions, which thus far has not been
used for generation of new crop varieties or in other applications in agriculture. The review discusses
the structural types of autophagy (S. Reumann et al., 2010), molecular pathways of autophagy regu-
lation (F. Reggiori et al., 2013) and cellular mechanisms of assembly of autophagic machinery, fo-
cusing on their potential use in agricultural technologies (Y.-Y. Chang et al., 2009; S. Han et al.,
2015), first of all, to counterpart the deleterious effects of abiotic stress factors.

Keywords: autophagy, potassium, programmed cell death, senescence, stress, assimilate
transport, crop yield.
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