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I. BBEAEHUE

2Ku3Hb J11060r0 MHOTOKJIETOYHOTO OpraHM3Ma COMPOBOXKIAETCS TTPaK-
TUYECKU €XeTHeBHOI IMOe/Iblo B HEM MHOTUX KJIETOK. B 3TOM MOTyT OBITH
TMOBUHHBI CaMble pa3HOOOpa3HbIe HEOJIarompusITHbIE (DAKTOPHI M ar€HThI
Cpejibl, M TaKasi TMOesIb KJIETOK OOBIYHO MMEET BhIPAXKEHHbBIN CTydailHbIi
xapakTep. C Ipyroii CTOPOHbI, Cy1b0a MHOTHX KJIETOK U JJaxKe HEKOTOPbIX
OTIIEJIbHBIX TKaHEW B OpraHU3Me CTPOro MpeaonpeaeaeHa, U UX CMepTh
reHeTUYeCKM 00YCIOBJIeHa, OHa M3HAYaIbHO 3aKOAMPOBaHA B TEHOME,
SIBJISIETCSI 00513aTeIbHBIM YCJIOBUEM U COCTABJISIIONIE OHTOTreHe3a U
peanu3yeTcsl CTPOro Ha ompele/eHHOM ero aTamne. Takux mpuMepoB B
OMOJIOTUU MHOTO, U HanuboJiee SIPKUMHU U XOPOIIIO U3BECTHBIMU U3 HUX
SIBJISIIOTCSI, HaIIpUMep, THOeb KIETOK U TKaHei Mpu aMOpuoreHese u
MopdoreHese XXMBOTHBIX (yTpaTa XBocTa y OE€CXBOCTbIX aM(puouit,
MeTamMopho3 HACEKOMBIX, JAereHepalivsl MbIIIIEUHbIX TKAHEe! 1 Ipyrue).
Takyio reHeTHUYeCKU MpeaorNpeaeieHHY0 rudelb KJIEeTOK yXe JaBHO
Ha3bIBaJIM HOPMaJIbHOM (DM3MOJOTUUECKHU ECTECTBEHHOM cMepThio [7, 19]
WIN 3alIpOrpaMMMpPOBaHHOI rubesnbio [112] 1 ee TOBOIBLHO AeTaabHO
KCCIIeA0BAJIM U TTIOAPOOHO OMMCaIN YK€ OTHOCUTEILHO AaBHoO [1, 4, 71,
157]. OnHako, 1axe 10 HeTaBHETO BpeMEHU CYIIECTBOBAHUE 3aIIpOrpaM-
MUpoBaHHOI rubesu kiaeTok (31'K) yacto He TOJIbKO UTHOPUPOBAIU, HO
WHOT/IA ¥ BOBCE He MpU3HABAJIU, MOJOOHO TOMY KakK CYyIlIeCTBOBaHUE
OMOJIOTUUYECKUX YaCOB U TEHOB CMEPTH BOOOIIIE CUNTAIUCH AOCYPIHBIM.
Oco0OeHHO SIPKO U OTYETIMBO 3HAUYEHUE €CTeCTBEHHOIN MeHETUYEeCKHU

Tpunsmete coxpawenus: ABK — abcumsonast kucinora; AOK — akTuBHBIC (DOPMBI
kuciopona; BTM — Bupyc tabauHoit mozaunku; 3I'K — 3anporpamMmmupoBaHHast
ruoenb kietok; MTIHK — muroxonapuansHas JIHK; BHT — OytuaruapokcuTosyoit.
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KOHTPOJIMPYEMOU T'MOeU KJIETOK B PETYISLUU MOMYJISIIAN KUBOTHBIX
KJIETOK M BOHTOreHe3€e ObLIO MTPOIEMOHCTPUPOBAHO Y MOAYEPKHYTO B OTHOM
u3 paboT aHruickux amopuosioros [100]. B ctaTbe netanbHO onvcaHbl
crietuyeckrie Mopdoaornueckue YepThl KJIeTOK U TKaHEel, BOBIEKAeMbIX
B 3TOT aKTUBHBII HACJIEACTBEHHBI MPOLIeCcC, HAa3BaHHBII allONTO30M, U
MoKa3aHo, YTO arnonTo3 Kak ecrecTBeHHas1 reHetTnuecku 31K siBisiercst
Yype3BblYaiiHO pacrpocTpaHeHHbIM (heHomMeHoM [100]. TepmuH anonTos B
MepeBo/Ie C rPeYeCcKOoro o3HavyaeT onajaeHue (Mojgo0oHoe OrajeHUIO JerecT-
KOB M JIUCThEB y pacTeHuit). Hy>)kHO OTaBaTh OTYET B TOM, UYTO Hapsity C
arornTo30M KaK IeHEeTUYeCKU 3allporpaMMMUPOBAHHOM TepMUHAIbHOMN
(azoii k1eTouHoi b GepeHIMPOBKHY Y PACTEHUA, CYILIECTBYIOT U APYTUe
npotiecchl 3I'K, KoTopble MPOUCXOAST MO BAUSHUEM (DaKTOPOB CPEIbl
(maToreHbl, XuMuueckue U pusudeckue BosaeicTrus [121—128]) B
pe3yJibTaTe akTUBallMM BHYTPEHHUX MEXaHM3MOB 3aITPOrpaMMUPOBAHHOTO
«caMoyOuiicTBa» KJeTKu. Clie1oBaTeIbHO TEPMUH «3aITpOrpaMMUPOBaH-
Hasi r’u0eJib» BBIMISLIUT ropas3io IUpe, YeM COOCTBEHHO aIlomnTo3.
Hapsiny ¢ 3T'K cyiiectByeT 1 3arporpaMMyUpoBaHHasi TMOeIb 1IEJ0TO
opraHusma v otebHbIx opraHos. B. I1. Ckynades npeaioxu Ha3blBaTh
9TU MPOLIECChl COOTBETCTBEHHO (heHOMTO30M U OopraHomnTo3om [20].
MeHOTITO3 CYIIeCTBYET Y pa3HBIX JKUBOTHBIX 1 pacTeHMi1. OCOOEHHO SIPKO
OH MPOSIBJISIETCS Y TUXOOKEaHCKMX Jiococel (ropOyiia, Hepka u ip.) [1, 4,
153]: mociyie BBIMETBIBaHUSI TTOJOBBIX MTPOAYKTOB BCE OCOOM 3TUX BUIOB
PbIO TTOrMOAIOT. DTO MPOUCXOIUT Ha (DOHE PE3KOT0 YBEIUUYEHMUS COAEP-
>KaHMSI KOPTUKOCTEPOUTHBIX TOPMOHOB [ 153] ¥ pe3Koro AeMeTUIMpOBaHUsI
JHK [2] npakThuecku Bo BceX TKaHsSIX TMOHYILeH ppiobl. HecomHeHHO, B
3anmycke (heHONTo3a UCKIIYUTENbHAsI POJb MTPUHAIIEKUT MOJOBBIM
TOPMOHAaM: €CJIM Y HEPKM yliaJieHbl TOHAJIbI, TO TaKasl pbl0a He MOrudaeT u
MIPOIOJIKATEILHOCTD €€ XKM3HM YBEIMYMBAeTCsI B HECKOJIBKO pa3 [153].
®eHOITO3 OTMEUYEH W B PACTUTEILHOM MHUpE: TI0 3TOMY MEXaHU3MY
3aKaHYMBAIOT B HOpME XU3Hb BCE MOHOKApIIMUYeCK1e pacTeHusl, B TOM
ypcie v 31aku [136]. OcobeHHO apaMaTUYHO BBINISAUT (PEHOITO3 Y
pacteHuit 6amOyKa (KOPHEBUIIHBIN 3/1aK): TTOC/Ie AMHCTBEHHOTO M CUHX-
POHHOTO B XKM3HU LIBETeHUST U (hOPMUPOBAHUSI OTHOCUTETHLHO MEIKHUX (I10
OTHOIIEHMIO K Macce pacTeHHUsI) CEMSTH TTOrudaeT BCs IIaHTalusl, MHOTIa
TUraHTCKasl, 3TOro pacteHusi. HeBosibHO HampallmBaeTcsl MbICIb O TOM,
YTO (peHONTO3 y paCTeHM I MOA00HO (DEHOMNTO3Y Y )KUBOTHBIX KOHTPOJIUPY-
€TCsI TOPMOHAMH, 3aITyCKAFOIIIMMU TeHBI 3aITPOrpaMMUPOBAHHON CMEPTH.
ITosTomMy ropmoH 1iBeTeHus (Maes dyiopureHa npuHamiexutr M. X. Yaii-
JlaxstHy [23]) U COOTBETCTBYIOIIKE KOMIUIEKCHI IPUPOIHBIX PETYJISITOPOB
pocTa pacTeHU, UHAYLUMPYIOLIMX LIBETEHUE, MOTYT OKa3aThCsl U TOPMO-
Hamu (beHorTo3a. OcoObli MHTEPEC MPECTABIISIET BOMPOC O COOTHOLLIEHUU
1 B3aMMO3aBUCHUMOCTH (peHOMNTO3a, OpraHOMNTO3a U arorTo3a. Jlerye Bcero
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OBIJIO OBI BEICTPOUTB IIETTOYKY, HAITIPUMEP, TaK: alTONTO3 — OPTraHOMTO3 —
¢enonro3. B Hauaie sroii neru B.I1.CkynaueB rmoMenaer eiie 1 MUTO-
TO3 (3arporpaMMupoBaHHasi 'udesib MUToxoHapuit) [20]. CTpesku B 3Toit
LIeTIM HaMEPEHHO He TpuBeaeHbl. be3ycioBHO, 0003HaUeHHAasI cxema
COOBITHI MTHOTA BHITJISIAUT JOBOJIBHO yOeIUTEeTEHO M 000CHOBaHO. Tak,
HampuMep, MacCUPOBaHHBIN HACJIeICTBEHHBIN arlonTo3 HEMPOHOB (60-
JIe3Hb AJblireiimepa) — nmpu4rHa rudenu Bcero opranusma. Ipeamnona-
raeTcsl TakKe, 4YTO CTapeHUe WU B KOHEYHOM HMTOTE CMEPTh SIBIISTIOTCS
CJIEICTBUEM MacCHPOBAHHOTO MHMTOTITO3a M HAKOTUICHMS ITOTUOIINX
kieTok [20, 167]. C apyroit CTOPOHBI, CBSI3W MEKIY STUMHU MPOLIECCAMU
MOT'YT OKa3aThCs FOpa3/Io CJIoXHee U MeHee IpeickazyeMbiMu. Ha camom
Jiejie, He MCKIJII0YEHO, YTO OPraHoOITO3 B OJJHOM OpraHe (Hampumep,
KOJICOTITUJIB TIIIEHHITHI ) MOXKET 3aITyCKaTh alloNTO3 OTAEIbHBIX KJIETOK B
JIPYroM (JIMCT) 1 HA00OPOT.

I1. YEPTBI AITIOIITO3A

Hecmotpst Ha To, 4YTO Yy pacTeHUI yXe JaBHO TOJpaszymeBajoch
cyllecTBOBaHUe arnornTto3a [4], uzyueHue MophoJoruueckux 4ept u
MOJIEKYJISIPHBIX MEXaHU3MOB alloITo3a y 3TUX OPraHU3MOB OU€Hb CUJIBHO
OTCTaBaJIO M OTCTAET OT YPE3BbIYallHO MHTEHCMBHOIO U BCECTOPOHHETO
HcclieJ0BaHusI alloITo3a y XKMBOTHBIX. Bo MHOTOM 3TO 00bsICHSIETCSI, BO-
MePBbIX, 3HAUUTEIHHO OOJIBIINM yIeIbHbIM BECOM MUPOBOI OMOXUMUM
SKMBOTHBIX 10 CPAaBHEHHIO C OMOXMMMEN pacTeHu it BOOOIIIE 1, BO-BTOPbIX,
TrPOMaJIHBIM MHTEPECOM K KJITMHUYECKUM MCCIIeIOBAaHUSIM allonTo3a. DTo
CBSI3aHO TIPEXJe BCETO C BbISIBJIEHUEM KIIIOUEBOI POJIM HapyllleHUI
aronTo3a B MPOSIBJICHUSIX CaMbIX pa3HOOOPa3HbIX 1 MHOTOUMCIIEHHBIX
3a00J1eBaHMIA YeJIOBEKa, B TOM YMCJIe M TIPW OHKOTeHe3e [62].

o HemaBHeTO BpeMEHU OCTaBaJlOCh HEM3BECTHBIM BOOOIIE Kak
MNposiBJIsieTcs: anonTo3 y pacteHuii. CeromHs co3naercs BrieyaTjieHUue, 4YTo
aroIITo3 Y pacTeHUi1 JOBOJILHO CXOMIEH C allOIITO30M Y XKMBOTHBIX [30, 31,
35, 36, 42, 80, 94, 96, 184]. [IpuueM, oTAeIbHbIC BasKHbIE KOMIIOHEHTBI
arornTo3HOM LIeMK B XKMBOTHOM U paCTUTEbHOM KJIETKaX JOBOJIBHO YaCTO
MOTYT OBITh JaXke B3aMMHO 3aMeHSIEeMBIMU [67] BIUIOTH OO TOTO, YTO
M30JIMPOBaHHbBIE PACTUTEJIbHBIE SIipa MOTYT TOABEPraThCsl aronTo3y B
OECKJIETOYHOU cucTeMe U3 XKMBOTHBIX KiIeToK [94] u Hao6opoT [209]. B
KJIeTKaX pacTteHuit Arabidopsis thaliana [67], ropoxa [141] u puca [178]
00Hapy>KeH IeH rOMOJIOTUYHbBIN XKUBOTHOMY TeHY dad [ [172], KOTopblii
3alMILIAaeT KJIeTKU OT alonTo3a. AKTUBHOCTb 3TOTO F'eHa, KakK ¥ MPOTHUBO-
CTOSTHHE aIlOTITO3y PE3KO YMEHBIIIAIOTCS TP CTAPSHUM pacTeHUs [67];
3TO HabJII0AaI0Ch B cTapelolux jernectkax ropoxa [141] u mpu o6e3B0-
KXKUBaHUM ceMstH [67]. [Tociie BBeIgHUSI 3TOTO F'eHa B YYBCTBUTEIbHBIE K
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TeMITepaType MyTaHTHBIC KJIIETKH 15 BN 7X0oMsIKa, y KOTOPBIX ITPY OTTIpeie-
JIEHHO TeMIiepaType MHAYIIUPYETCS alloITO3, TeMITepaTypHOTO 3aIycKa
artonTo3a y HUX OOJIbIIIe He TIPOMCcXoarIo [67]. Tem caMbIM, pacTUTETBHBIIA
0esloK, Kak 1 yeysoBeueckuii 6eiok dadl, ach¢hekTuBHO NMpeaoTBpaliaeTt
artorTo3 B KJIETKAX XOMsIKa. DTO CBUACTEILCTBYET O TOM, YTO MEXaHN3MBI
artorTo3a, M, BYaCTHOCTH €T0 CYITPECCUH, Y SKUBOTHBIX M PACTEHMIA JOBOJTb-
HO CXOJIHBI M BeCbMa KOHCcepBaTUBHEIL [1paBia, yka3pIBaeTcs, 4TO B TEHOME
pacTeHui apabugorncuca, Io-BUIUMOMY, UMEIOTCs 1Ba dad reHa [67].

Tem He MeHee, cBefleHUs 00 aronTo3e y PacTeHUIT Bce ellle OUYeHb
(parMeHTapHBI, a MHOTHE YepPTHI M (DAKTOPHI 3TOTO SIBICHUST yAaeTCs
00Hapy>XKMBaTh B OCHOBHOM ITO aHAJIOTMH C aIlIONITOTeHHBIMK (PaKTOPaMH,
KOTOPBIE YK€ XOPOIIIO M3BECTHBI IUTSI )KUBOTHBIX KJIIETOK.

Kaxk u y xxuBoTHbIX [199], anonTo3 y pacTeHUId COMPOBOXIAETCS
Yyepenoil XapaKTepHBIX CTPYKTYPHO-MOP(MOIOTMUeCKIX M3MEHEHMIA KJTeT-
KU: TIPOMCXOIUT BhIpaXkeHHAsT KOHIEHCALIMS XpOMaTIHA C TTOCIIeTYIOIITM
pacnamoM siapa [ 138, 139], kinerouHast MeMOpaHa CTAaHOBUTCS ITy3bIpYaTOi,
BCsI IIUTOTIIa3Ma KaK OBl BCKUTIACT [68], 9TO HA3BIBAIOT «ITUISICKOM CMEPTH»
(dance macabre) [62], 1 00pa3ylOTCd TMTAaHTCKKE BaKyoJu. B 60mbIInH-
CTBe CJIyuyaeB Y pacTeHUI pa3pylleHHe TOHOILIACTa M BAaKyOJIM3allHs
LIMTOTLJIa3MbI ITPEIIIECTBYIOT Pa3pyIIEHUIO siapa U MuTOoXoHIpuii [80, 81].
B 1t1To3071¢ aroNTO3HBIX KJIETOK pacTeHUI OTMEYEHO Pe3Koe YBEeIMTIeHUE
koHueHTparmu Ca?* [55]. B otyinume OT XKMBOTHBIX OCTOBBI AITONTO3HBIX
pacTUTENbHBIX KJIETOK, KaK IMpaBWUJio, He MUcYe3aloT OeccaeHO U3-3a
MMPOYHBIX KJIETOYHBIX CTEHOK, OHM COCTABJISTIOT OOBIYHO OCHOBY IS
00pa30BaHMS COCYIUCTBIX ITYIKOB [65, 66] 1 aspeHXUMBI [ 55] y pacTeHUIA.
B xireTkax MHTaKTHBIX pACTEHUI TUITMIHBIC TS aITONTO3HBIX JKUBOTHBIX
KJIETOK TaK Ha3bIBaeMbIC «allONTO3HBIE TeJla» OOBIYHO HE BBISIBIISIOTCS,
OJTHAKO MTOA00HBIE UM chepruieckre (hparMeHTHI ITPOTOILIACTOB HAOJTIO-
JAIOTCSI IIPY CTaPEHUU KYJIBTYPBI M30JIMPOBAHHBIX PACTUTETHHBIX KJIETOK
[80]. Ha HauanbHBIX 3TallaX MHAYKLIMHY allOIITO3a B IIPOTOILIacTaX Tabaka
KOHJIeHCAIlMsT XpOMAaTHHA, TaKKe KaK M CBS3bIBAHME aHHEKCHHA V,
CBUCTEILCTBYIONIEE O CUTHAIBHOM (DYHKIIMK OOpaIleHHBIX HAPYXKY
octaTkoB docharuauicepuHa, MOryT ObITh oOpaTtumbimMu [137]. Ha
pPaHHUX 3Tarax aIrroITo3a MPOMCXOIUT TaKKe pa3pylIeHre [IUTOCKEIeTa
[166]. OGHapyKeHO, YTO B alIONTO3HBIX KJIETKAX KOJIEONTUIIS IIIEHULIbI
BaKyoJIsIpHas MeMOpaHa BIISTYMBAETCS BHYTPh BaKyoJu M YBJIeKaeT 3a
€000 IIUTOIIA3MY C MHTAKTHBIMU KJICTOYHBIMM OpTaHeJUIaMHM, 3aTeM 3TH
BBITISIYMBAHMS OTIITHYPOBBIBAIOTCS, ¥ B Pe3YJIBTaTe B BAKYOJIM BOZHUKAIOT
BE3UKYJIbI (ITy3bIPbKH) C OMHOCIOMHOM BaKyoJIsipHOI MeMOpaHoii (puc. 1),
B KOTOPbIX aKTUBHO (DyHKLIMOHUPYIOT MUTOXOHIpUH [8, 32]. TeM cambiM,
MPOUCXOAUT HEKOE TOTIOIHUTEIbHOE 000CO0IEHUE ONpeeIEeHHO YacTu
MUTOXOHAPUI OT STApa. DTU Be3UKYJISIPHBIE MUTOXOHAPUNA MHTAKTHBI, OHU
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Puc. 1. AttoniTto3Hast KJIeTKa [TapeHXUMbI alTMKAJIbHOM 30HbI KOJIEOIITIIIS 8- THEBHOTO
STUOJIMPOBAHHOTO IPOPOCTKA IIIeHUIbI. OOpa3yroIIMiics BAKYOJISIPHBII BE3UKYII,
conepKallKii aKTMBHbIE MUTOXOHIPUU C UHTEHCUBHBIM cuHTe30M MTJITHK, rmokazan
cTpekoit [32].

aKTUBHO MOTPEOJISIIOT KUCIOPO]I, 0 HAOOPY IUTOXPOMOB HE OTJIMYAOTCSI
OT CBOOOJIHBIX MUTOXOHJPUIN U UX TJABHOW OTJIMUYMTEIbHON YepToil
SIBJISIETCS] YpE3BBIYATHO MHTEHCUBHBINM CUHTE3 Tskeoit (p =1, 718 1/cm?)
mutoxoHapuanbHoit JTHK (MTJIHK) [8, 32]. CMbIcs TaKOTO MOBEASHUS
MUTOXOAPpUii U pe3koro HakorieHust MTIHK B mpeacMepTHOI KiteTke roka
ele He siceH. He MckJ0ueHO, YTO amonTO3HbIM pacmaj XxpoMaTuHa
MoCTaBJIsIeT SIAEPHBIN MaTepual j1s1 0esynepskHoi peruiukauyu MtJIHK B
BaKyoJISIpHBIX Be3uKyJiax. HeusBecTHa v J1t000TIbITHA JaIbHEHIIast Cyab0a
aroit MTIIHK. MoxeT ObITh, U30bITOUHAS, 00pa30BaBILIAsICS TP AITONTO3e
mtIHK kak-To criocodHa nmepexoauTh B COCEIHUE KIIETKU. 3HAaUUTETbHOE
yBeandyeHue cogepxanust MTJAHK u Maccel Mutoxonapuit Ha (oHe
ocTtaHoBKM perutikatuu ssJIHK mpourcxoasit Takske mpu cTapeHUM XXUBOT-
HbIX 1 yejtoBeka [110]. OTMedeHo, YTO IMpy MHKYOALIMU in Vitro B TIPUCYTCT-
Bun H O, konmnuectBo MT/IHK B hnbpobiacrax yenoBeka 1 Macca MUTO-
XOHIPWIA YBEIMYMBAKOTCS B 3aBUCUMOCTH OT KOoHLeHTpauuu H,O, [110].
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3aMeTHas aronTo3Has Jerpaaalns XxpoMaThHa MPOUCXOAUT CTYTEeH-
4aTo IO/ ACHCTBUEM WHIYIIMPOBAHHBIX, B YACTHOCTHM KacIta3aMM (CM.
HUKe), 9HAOHYKJIea3, KOTOpble CHavyaja aTaKyroT XpOMaTUH B 00J1acTsIX
OTHOCUTEJIBHO MPOTSKEHHBIX PO3ETOYHBIX METENb (IOMEHOB) C BHICBOOOXK-
nenueM KpyrHbix 50-300 kb ¢hparMeHTOB. DTO OTYETIMBO HAOJI01AIOCh Y
pacTeHuii Tabaka Ipy rurepyyBCTBUTEIbHOM OTBETe Ha MHMeKmu [125,
128], ipu amonTo3e KJIETOK 3HAOCIIEPMAa B pa3BUBAIOIICICSI 3€pHOBKE
KYyKypy3bl U nieHulibl [207] u mpu xosiogoBoM ctpecce B BY-2 kieTkax
tabaka [104]. 3atem HacTynaeT yepea MexKHYKJIIEOCOMHOM (hparMeHTal1
JHK, xpyrnHbie ¢hparMeHTbl XpOMaTHHa aTaKylOTCSl SHIOHYKJIea3aMu B
00J1acTU MEXHYKJIEOCOMHBIX CTeiicepoB, KOTOPhIE MO CPAaBHEHUIO C
acCoLIMUPOBAHHOU C OKTaMepaMu rMcTOHOB HykJieocomHoi JIHK 6osee
JIOCTYITHbI JeMCTBUIO 9HJIOHYKJIea3. B pesynbraTe BhICBOOOXIAIOTCS
¢parmenThI XxpoMaTrHa ¢ myiHoi JIHK B Hux okoJ1o 180 rmap HyKJ1€oTHI0B.
DTO NPOUCXOAUT B CTApEIOLeM KOO TuJIe mieHulsl (puc. 2) [9, 14], B
sHp0cnepMe OPMUPYIOLIENCSI 36pHOBKU KYKYPY3bl U MieHu1sl [207], B
SHIOCIIEpMEe CeMSH KIIeIIeBUHBI TIpU MpopacTanum [160], B KyabType
cTaperolmx KJIeTok MopkoBH [ 114, 118], B craperoimx pacTeHuX apadu-
noricuca [43], npu KeunoreHese [ 179] u auddepeHIIMPpoBKe COCYAUCTBIX
3JIEMEHTOB Y pa3HBbIX pacTeHU, B TOM UKCJIE€ Y PACTEHUI LIMHUU U ee
KJIETOUHBIX KYJIbTYp [35, 65, 66, 81, 196], B ceMsimonsax orypia Iocie
TeroBoro 1moka [33], B kilerkax Tabaka mmpu xonomoMm ctpecce [104], B
aJICiPOHOBOM CJIOE STYMEHS ITpU ITpopacTtanuu [ 38, 194], B pa3BUBarOIIXCs
MbLIbHUKAX sTuMeHs [ 193], npu cTrapeHuU MI0A0JMCTUKA Y Topoxa [141,
142], npu aelicTBMU BUKTOPUHA Ha pacTeHust oBca [ 134], npu MHAYLUMpO-
BaHHOM OMbLIEHUEM CTApeHWHU JIETIECTKOB MeTyHUM [203] v o BIUsIHUEM
pa3HbIX MATOTEHOB Yy CaMbIX Pa3IMUHbBIX pacTeHuit [124, 125, 192]. Tlpu
9J1eKTpOoGOPETUUECKOM pasmeeHUun B arapo3Hom reie takas JJHK
BBITJISIIUT B BUE HEKOM JiecTHULEI (cM. puc. 2). [Ipu Hekpo3se Takas iecT-
HUIIAa HE OOHApYXMBAeTCS: B HEKPOTHMUECKNX KieTKax M TKaHsax JHK
OYeHB OBICTPO M XaOTUYHO AeTpanupyeT. BEIIBIeHNE TaKoi JTeCTHUIIBI
SIBJISIETCSl OTHUM M3 HauboJiee HaleXHbIX CIIOCOOOB OOHApYXKEHUs U
JloKa3aTeJbCcTBa arnornro3a. CyliecTBYIOT U ApyTUe, B TOM YUC/e U
LIMTOJIOTUYECKUE METOIbI OOHAPY>KEHMSI alTONITO3HOM erpagaiuiu (¢ppar-
meHtaunn) [JJHK. B yacTHOCTH, 1711 3TOM L€/ ITUPOKO UCIOIb3YeTCS
tak HazbeiBaeMass TUNEL (terminal deoxynucleotidyl transferase-mediated
dUTP nick end-labeling) mpouenypa [103, 139, 175]. B ee ocHOBe J1eKUT
¢ayopeciieHTHOE MeueHe BEICBoOoX narommxcs npu gerpagaunu JHK
MHoxecTBeHHBIX 3’-OH xoH110B. OmHAKO, JOBOJIBHO YacTO OBIBAET TaK,
YTO I10 XapaKTEePHOU U3BMEeHEHHOI MOP(DOJIOTrMH KJIeTKa SIBHO MO/IBepKeHa
anonTo3y, a TUNEL-npouemypa ero He BEIIBISICT. DTO 3aBUCUT OT CTaIUN
aroIITO3a; €CJIM OH 3allle]I yXKe TOBOJIbHO naneko, ruaponu3 JJHK moxer
MIPOUCXOIUTH ¢ 00pa3zoBaHueM 5’ -OH u 3’ -¢pocdaTHBIX KOHIIOB, KOTOPEIE
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A B B

1 2 3 4 5 6 123 4 56
Puc. 2. BDnexrpodoperpammbl JJHK BbineseHHo# u3 KoseonTuiaein (JIMCTbEB)
3TUOJIMPOBAHHBIX IPOPOCTKOB IMILIEHULIBI.

A — JIHK u3 koseonTuieil KOHTPOJIbHBIX MPOPOCTKOB Pa3IMuHOro Bo3pacra: 1) 8-qHe-
BHbIE MIPOPOCTKU; 2) 6-THEBHBIE TPOPOCTKU; 3) 4-THEBHbBIE IPOPOCTKU.

b — JHK wu3 nepBoro j1cTa KOHTPOJBHBIX §-AHEBHBIX MPOPOCTKOB. 1) anuKaibHast
4yacTh JIUCTA; 2) Oa3aibHas YacTh JIUCTA.

B — JIHK u3 koneontuneit: 1) 4-nHeBHBIX MPOPOCTKOB MIIEHULIbI, BBIPOCILIUX B MPU-
cyrctBum 50 mr/mu antuokcunanta (BHT); 2) 6-1HeBHBIX TPOPOCTKOB, BBHIPOCIINX B
npucytctBum 50 mr/ma BHT, 3) KOHTPOJIbHBIX 8-IHEBHBIX IPOPOCTKOB, BBIPOCIIUX B BOJIE;
4) 8-mHEBHBIX MPOPOCTKOB, BhIpociiux B mpucyrctBuu | mr/ma BHT; 5) 8-nHeBHBIX
MPOPOCTKOB, Bbipociux B ipucytctBuu 10 Mr/min BHT; 6) 8- 1HeBHBIX TPOPOCTKOB, BHIPOCIIINX
B l'[pl/leTCTBl/lI/l S50 mr/mu BHT.

I' — IHK u3 koneonTuieit 8- -IHEBHbIX IPOPOCTKOB, BRIPOCILUX B IIPUCYTCTBUM ) 10°M
3,5-nu-mpem-6yTunronyona; 2) 10° M ackop61HOBOi KMCIOTHI (ackopbaT Hatpus); pH
S, 5 3) KOHTPOJIb (MTPOPOCTKU BBIPALIIEHBI B TEX YCIOBUSIX B BOJIE).

I — JHK u3 kojieonTtuieil MHTAKTHBIX §-ITHEBHBIX MPOPOCTKOB, BbIpocuInX B Boe (1,
KOHTPOJIb) UJIU B TEUEHUE MOCAEIHUX IIECTU AHEN POCIINX B MPUCYTCTBUU 10°M; 2) ru6oe-
pemnuHa (TA,); 3) 6- 66H3I/[J1aMI/[HOl'lypI/IHa 4) 2,4-1 u 5) dy3ukokiuuHa C.

E — IHK 13 KoseonTusieit cpe3aHHbIX TPOPOCTKOB. 1,2, 3,4, 6 — 6-1HEBHbIC TIPOPOCTKH,
BBIPOCILIME B BOJIE, CPEe3aHbl U MPOUHKYOMPOBAHbI B Tequme 48 4 B npucytetBin 10° M
dutoropmoHoB Takux, Kak 1) ABK; 2) aykcun 2,4-]1; 3) 6-6eH3unaMuHoOMNypuH; 4) rudboe-
pesnuH. 5) AHK u3 Koneonmneﬁ MHTAKTHBIX 8—£LH6BH]>1X MPOPOCTKOB, BBIPOCLIUX B BOJIE
(koHTposib); 6) JHK 13 koneonTuiieit 6-1HEBHBIX KOHTPOJIBHBIX TPOPOCTKOB, KOTOPbIE
rocJjie cpe3aHusl enle MHKYyOUpoBaiu B BoJe B TeueHue 48 4.

XK — JHK u3 koneonTusieil MpopoCTKOB MILIEHUIIbI, BbIpocuIuxX B npucytctBuu 100
MKT/MJ S-azauutununa (1, 2, 3) wiu B Bone (4, 5, 6). BospacT npopoctkos 8 nueti (1, 4), 6
nHew (2, 5) u 4 nHst (3 u 6).
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He 00HapyXMBatoTCsI 3TUM MeTooM. C Ipyroii CTOPOHbBI, Ha OTpe/ie/ieH1e
aronTo3a 3TUM METOAO0M MOTYT HaKJIalblBaThCsl U HEMHAYLIMPOBAHHbIE
aronTo30M OJHOTsIXKeBbIe pa3pbiBbl (HedekTrl) JHK, yacTo MHOXeCT-
BEHHO BO3HUKAIOIIIME MTPU BO3AEHCTBUMU pa3HbIX (haKTOPOB Ha KJIETKY U
nojiBeprariiurecss o0bIYHO Tocenywuiei penapaiuu. [Toatomy, Kak
MpaBuJio, HaubdoJiee Halle>)KHO aIloNTo3 JAeTeKTUPYETCS MyTeM OLIEHKU
0o01Iel IIUTOJOTMYECKONH U OMOXUMUUECKOW KapTHUHBI C BbISIBJIEHUEM
crieliuduuecKkx MapKepoB ariorTos3a, Cpeid KOTOPbIX MEXHYKJIe0COMHast
¢parmenranus JIHK 3aHumaet Benyiiiee Mmecto. B oTjinurie oT HEKOTOPbIX
00paTUMBbIX HavyaJbHBIX CTaAMK anmonTo3a y pacteHuit [137], Takas
¢parmenTanus JJHK sBisiercst yxke onHOM U3 TEpMUHAIBbHBIX U HeoOpa-
TUMBIX CTaJIM1 alONTO3a, 32 KOTOPOU ClieayeT fajibHel111ast ObICTpasi, yKe
OTHOCHUTEILHO Hecnieluueckas v ryookas nerpaaanus JJHK Hykiea-
3aMu. Kak 1 y )XUBOTHBIX, MIPU ariornTo3€ Yy pacTeHUl CUJIbHO aKTHUBU-
pyioTcs pa3Hble «TepMuHaibHbIe» I HK-a3b1, aTakyroliye Kak OqHO- TaKk
u aBytskesbie yuactku JJHK u aktuBupyembie Ca?t [203], conepxxaHue
KOTOPOTO B aIllONTO3HBIX KJIETKAX paCTEHU I OOBIYHO 3HAUUTEILHO YBEJIH -
yuBaetcsi. Boigenensl n onucanbl cJIHK, xonupytomue JTHK-a3bi,
KOTOpbIE NMPUHUMAIOT ydyacTue B TepMuHajbHOMU nerpagauuu JHK B
9HAO0CTIEpPME STYMEHST M BO BpeMsl MpeBpalleHUsT Me30(UIbHbBIX KJIETOK
LIMHUU B COCYIUCThIE CTPYKTYpHBbIE 37ieMeHThI [29]. [1peanonaraercs, uto
C OJIHOM CTOPOHBI, Takasi uHTeHcUBHas Aerpagaums JIHK Heobxonuma u
BayKHa JUIsl TOTO, YTOOBI «HeTpaBuiIbHas» sinepHast JIHK u3 anmonTo3Hoit
KJIETKM YK€ He MOTJia ObITh IepeHeceHa B IPpyrue KJIeTKHU, a C IPYroi cTo-
POHBI, 3TO CJIYKUT 3(PHEKTUBHBIM ITyTEM UCTOJIb30BAHUS TJIACTUUYECKOTO
(HyKJIeMHOBOI'0) MaTepuasa IpyruMu HOpMaibHO (DYHKIIMOHUPYIOIIIMMU
KJIETKaMU B Pa3BMBAIOLLIMXCSI OpraHax (TKaHsIX) pacTeHUs.

3aryck arnomnros3a B paCTeHUSIX KOHTPOJUPYETCSI CAMBbIMU Pa3TMYHBIMU
¢akTOopamMu M 3aBUCUT OT (PyHKUMOHATBbHOTO ((hU3UOJOTUYECKOTO)
COCTOSTHUS pacTeHus1. B yacTHOCTH, MHOTIa aroNTO3 B KJIETOUHOM KYJIb-
Type BbI3bIBAETCs JOOABIEHUEM CPeJibl U3 TTOJT CTAPbIX KJIETOK TOT'O XK€ UJIr
uHoro Buaa pactenus [114]. Y pacteHuii, Kak 1 y KUBOTHbBIX, Ha KJIETOYHOM
MeMOpaHe UMEIOTCSI COOTBETCTBYIOIIME PELIENITOPBI, BOCIIPUHUMAIOLLINE
CUTHaJIbI K aronTody. OnpenejeHHasi poJib B 3allycKe arornro3a npu3Ha-
eTcsl 3a apabuHorajlakTaHOBbIMU Oesikamu [159]. Hanpumep, Tak Ha3bl-
BaeMbIii (3-D-ramakrosmi)3 peakTus SlpuBa, CBA3BIBAIONINIACS ¢ 000Ta-
IIEHHBIMU OKCUTIPOJIMHOM CUJIBHO INIMKO3UJIUPOBAaHHBIMU apaOrHOTa-
JIaKTaHOBBIMM O€JIKaMM pacTeHWI, MHAYIMPYeT TUITMYHBIN aromnTo3 B
CYCIIEH3WWHU KJIETOK apabumoricuca [68]. UHIyImpoBaHHBINA TIPU 5TOM
artonTo3 BhISIBJIEH MO XapaKTEePHbBIM LIMTOJOTUYECKMUM MPU3HAKAM, TTOSIB-
JieHunto cBo6oaHbIX 3' -OH rpynn B JIHK xpomatuna (TUNEL-meTon) u
o MexkHykJiecomHou ¢pparmeHTanu JIHK [68]. Takum obpaszom, apadu-
HOTaJlaKTaHOBBIE OEJIKU Ha TpaHM1Ie KJIeToYHas MeMOpaHa—KJIeTOUHast
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CTEHKa MOTYT KaK-TO y4yacTBOBaTb B MHIYKIIMU aronTo3a y pacTeHUiA.
OHMM U3 BOBMOXHBIX TPUITEPOB aIlorTo3a y paCTeHU N IMPU KCUJIOTeHE3e
MOXKET, M0-BUAMMOMY, BBICTYNATh I'eH fed?2 [51], KoAUpPYIOIIUi XMUHOHO-
BYI0 OKcuaopenykTasy. HaliieHbl reHbl, OTBevarolye 3a arorTo3 XXeHCKUX
KJIETOK ITpU (DOPMUPOBAHUY MYKCKHX COLIBETUI KYKYypy3bI [50], onuH 13
TaKMX FeHOB KOJUPYET CXOIHBIN ¢ 752 0eJI0K, y4acTBYIOLINI B 00pa3oBa-
HUU CTEPOUIOB, KOTOPbIE MOTYT CJIY>KUTh CUTHATbHBIMU MOJIEKYJIaMU JJIsI
arorro3a npu noJioBoi AuddepeHIIMPOBKE KIETOK.

Ha nam B3misizn, oueHb y100HOM U JOCTYITHON MOJIEbIO IS U3YyYeHUSI
aroriTo3a ciyxar mpopocTku 37akoB. [Ipexae Bcero, OTHOCUTEIbHO
MPOCTO JTOOUTHCSI CUHXPOHHOTO MPOPACTaHUSI 36PHOBOK U POCTa 3TUX
MPOPOCTKOB. B crjly U3BBECTHOrO MHTEPKAISILIMOHHOTO POCTA y 371aKOB B
OTJINYME OT OOJIBIIMHCTBA APYTUX (B TOM UKCIIE ABYAOJbHBIX) paCTeHUI
ylaercs rpenapaTuBHO B O0JIbILIOM KOJMUECTBE BHIYWIEHUTh COOCTBEHHO
30HbI JIEJIEHUSI U JIETKO OT/IEIUTh MOJIOJIbIE JAEJISIIIMECS] MEpUCTEMATUYECKIIE
KJIETKU B 0a3aJibHOI 00J1aCTU OpraHa (JIUCT, KOJEOITUIIb) OT CTapeIOIINX
1 y3Ke HeACJISIIMXCS KJIETOK IPOKCUMAJILHOM 30HbI. CHHTE3 (peTuIMKallysl )
JHK B mMacce mpopOCTKOB MpY OMNpPeAeJIeHHbIX YCIOBUSIX MPOTEKaeT
CUHXPOHHO [16], TaK 4TO Ha HAYaJIbHBIX TAIlaX POCTa IMIIICHUIIBI Y MH-
TaKTHBIX ITPOPOCTKOB YAAETCS BbIICIUTh HECKOJIbKO LIMKJIOB perivKa-
mun JJHK, koTopbie cCOpOoBOXKIAIOTCS KaXKIbIN pa3 yIBOCHUEM COIepKa-
Hust JIHK Ha opraH (puc. 3) 1 COOCTBEHHO OTpaxkaloT IMPOXOXKIEHUE Kile-
TOYHBIX LIMKJIOB B MEPHUCTEMATUUYECKOI 30HE TTePBOro JIUCTa U KOJIEOTI-
v [ 16]. B IpuHIMIIE 9Ta MOIEIh YHUKATbHA TSI OMOXUMHKA TEM, YTO B
tepMuHax cuHTe3a JIHK oHa mo3Bosisier paccMaTpuBaTh 1eJblii UHTAKT-
HbBII pacTUTEIbHbIN OpraHU3M MPAaKTUUECKU KaK OTHY KJIETKY U MTO3BOJISIET
C HCITOJIb30BaHMEM BCeil Macchl MPOPOCTKA(OB) eTaIbHO U HAIEXKHO
ucciaenoBarhb, yto rnpoucxoaut ¢ JIHK, B ToM uucie u ¢ ee MmeTunmpona-
HUEeM, B KJleTouHoM 1ukJie [ 10, 12]. MoxHo BUaeTsh (puc. 3), 9TO B OT/IMUME
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Puc. 3. Conepxanue u ynenbHas pagroaktruBHocTb JJTHK B nucte u kosneonTtuie
Pa3BUBAIOLIETOCS ATUOJIMPOBAHHOTO ITPOPOCTKA MIIEHULIBI.

JluHug u3 yepHbIX Kpy:KkoB — konnuectBo JJHK Ha opraH, 1uHMS U3 MyCThIX
KPYXXKOB — YJIeJIbHAsI PaiiOaKTUBHOCTh [16].
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oT nepsoro jgucta, npupoct JJTHK B Kojieontuiie Ha NsATHIN AeHb XKU3HU
3TUOJMPOBAHHOTO MPOPOCTKA MILIEHUIIbI TOJHOCTBIO ITpeKpaliaics. 3To
SIBHO YKa3bIBaJIO Ha CYILIECTBOBAHUE B IIPOrpaMMe pa3BUTUSI KOJIEOTTUIIS
BBIKJIIOUEHUSI cuHTe3a (periukanun) simepHoii JTHK (p = 1,700 r/cm),
YTO SIBJISIETCSI 00s13aTeIbHBIM 3TaIlOM OpraHonTo3a. [1pu 3Tom B KoJieor-
TWJIE MPOAOJIKAETCSI CUHTE3 JINIITL MUTOXOHApraibHoi JIHK ¢ maByyeit
miotHocThio P= 1,718 r/cM3([8, 11, 13, 15 ], mpeacraBieHHO MUHUKOJIb-
LIEBBIMU MOJIEKYJIaMU pa3HOI KOHTYpHOM AuHbI [ 102], ata JIHK B oTyinume
OT SIICPHOM JIMIIIEHA 5-METUMILIMTO3MHA, HO 3aTO OHA COAEPKUT N°-MeTu1-
afgeHuH [185]. B 310 ke Bpems (Ha 11ecToi IeHb KU3HU MPOPOCTKa) B
KoJIenTuIe Bceraa o0si3aTeIbHO HAaUMHAETCs alloNTo3Has (pparMeHTal st
saepHoii JJHK (cM. puc. 2). DTa 3aKOHOMEPHOCTH BbISIBJIEHA B KOJIEOIITH-
JISIX pa3HbIX COPTOB IMiLeHUIL. JIFOOOIBITHO, UTO B 3TO XK€ BpeMsi HAUMHAETCSI
anonro3Has ¢gparmentanusa JHK u B mpokcumanbHON 30HE IEPBOro
JmMcTa, Tae aejieHre Kietok u perummkanys JJHK B ormnume ot 6a3aibHOM
30HBI C MEPUCTEMATUYECKUMU KJIETKAMU yXX€ He MPoUucXosT. Takum
o0pazom, 3anmporpaMMUpoOBaHHas rubesib KOJEOTNTUs, CTapeHue u
rnocJjeaytoliee OTMMpaHue MEepBOro JMCTa y MTPOPOCTKOB TIIEHUIIbI
OCYLIECTBIISIIOTCS MyTeM aronTo3a. CTapeHue JUCThEB Y IPYTUX paCTEHUI
(mByImOJIBHBIE) TAKKE TTPOUCXOIUT C ydacTheM aronTo3a [206]. AmonTo3
BBISIBJIEH B Me30(MJILHBIX KJIETKAaX CTAPCIOLINX JIUCTheB pacTeHuii Philo-
dendron hastatum, Epipremnum aureum, Bauhimia purpurea, Delonix regia
u Butea monosperma; B MOJIOABIX 3€J€HbBIX JUCTbSIX 3TUX XK€ pacTeHUI
anonTo3 He ooHapyxuBaetcs [206].

Jlo cux 1op HesICHO TNepeaaeTcs JIK alloNTO3HbIM CUTHAJ OT KJIETKU K
KJIETKE M KaK 3TO ocylecTBiasieTcss. HemaBHo onvcaH HOBbIM reH H52y
pacTeHuii TOMaTOB, KOTOPBII, KOIUPYET HEKUIA (paKTOp TPAaHCKPUTILIUU
6enok HD-Zip 1, No-BUAMMOMY, KOHTPOJUPYET pacpoCTpaHEeHUE aror-
TO3HOI'O CUMTHaJa B TUCTbsIX pacTeHus [117]. [TonaBneHue sKcrpeccuun
3TOr0 I'eHa MPUBOJIUT K pa3peryJIupoBKe KOHTPOJIS 32 paCpOCTpaHEHUEM
aronro3a. B ominuue oT KOHTPOJIBHBIX Y PACTEHUI ¢ PEITPecCUPOBaHHBIM
H52 reHoM amonTo3 He OrpaHMUYMBAETCSl OTIAEJbHBIMU KJIETKAMU, a
3axBaTbIBaeT BECh JIUCT, TPUUYEM, 3TO COMPOBOXIAETCS aKTUBallMei
MaToreH-3aBUCUMbIX T€HOB, CUJIbHBIM YBEJIMUEHEM KOJIMUECTBa 3TUJIeHa
U CAIMLIMIIOBOM KUCTOTHI [117].

I11. KACTIA3HBIN KACKAJI

YV nematonnl Caenorhabtilis elegans 3T'K KoHTponupyeTcss HECKOIb-
KMM TeHaMU, B TOM uncie ced-3u ced-9. IeHbI ced-3u ced-4TIpOBOLIPYIOT,
a TOMOJIOTUYHBIN Bcl-2 reHy MJIEKOMUTAIONIUX TeH ced-9 MHTuoupyer
KJeTouHyto rubenb [87]. [eH ced-3 xomupyeT LUCTEMHOBYIO IIPOTea3y,
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TOMOJIOTMYHYIO IpYTUM, 6ostee 10 XIUBOTHBIM IIMCTEMHOBEIM ITPOTEa3aM,
Ha3bIBa€MbIM KaclazaMu. DTU (hepMeHTbI 00J1a1at0T MOYTH aOCOTIOTHOM
crer(UIHOCTBIO K OCTaTKy acriapariHOBOI KUCJIOThI B OeJiKax (MenTu-
JlaxX) U cofiepKaT B aKTUBHOM CaiiTe OTHOCUTEIbHO KOHCEPBATUBHbIN MOTHB
Gin-Ala-Cys-X-Gly (X = Arg, Glnunu Gly) [198]. Bce oHu cuHTE3UpyIoTCSI
B BHJI¢ HEAKTUBHBIX MPEAIIeCTBEHHUKOB, KOTOPbIE B MHIYLIMPOBAHHBIX K
3T'K kieTkax mojaBepraloTcsi MPOTEOJU3Y U COOMPAIOTCS B aKTHBHbIMI
TETEPOAUMED, COCTOSIIMMN U3 IBYX LIETIEN C MOJIEKYJISIPHON Maccou COOT-
BeTcTBeHHO npumepHo 20 1 10 kJla. [TpenronaraeTcs, YTo MHULIMATOPHAST
Kacrasa-8 ¢ IJIMHHBIM PEeIOMEHOM aKTUBUPYET 3(pHeKTOpHbIE Kacrasbl
3, 6 m 7, 3aImycKasl BeCh KacKaJl Kaclia3, aTaKyIoIIuX caMble Pa3IMIHbIC
cybcTpaThl B XKMBOTHOM aIlONTO3HOM KieTKe [46, 61]. Tak, HanpuMep,
Kacmasa-3 pacuierisget nmoremnkuHasy C, JHK-3aBucumyo nporenH-
KWHa3y u apyrue 6eiaku. Ha knetouHoit MedpaHe UMEIOTCS peLieNTOPhI,
KOTOPbIE CBS3BIBAIOTCSI C COOTBETCTBYIOIIMMMU JIMTAHJAMU «CMEPTU», B
pesysbrate akTUBUPYIOTCS Kacrasbl [31]. B kauecTBe Takux pelienTopon
cayxart 6enku cemerictna (pakTopa Hekpoaa omyxoseit (TNF), Fas, TNFR1
u apyrue. OauH U3 1oMeHoB Oesika Fas BzaumoaeiictByeT ¢ DD (death
domen) amantepa FADD (Fas-associated death domen protein). FADD
nmeet Takke adexkropHbiil fomeH (DED), kotopslii cBsizbiBaeTcsi c DED
Kacmasbl-8; B pe3yjbrate (opMupyeTcsi curHajabHbii Komiieke DISC
(death-inducing signalling complex) n akTuBHpyeTcs Kacraza-8. Kacmasa-
8 MOXeT TakxKe pacuierisaTh Bid (6enok u3 cemeiicta Bel). B 3amycke
arorTo3a, MHAYLXPYEMOTO pa3IuYHbBIMU XUMUUYECKUM areHTaMu, TJIaBHast
poJb mpuHamIeXuT Kacmase-9 [173]. Takum oOpa3om, y Kacma3 8 u 9
UMEIOTCS crieliMduiecKue 10MeHbI, KOTOPbIE CBA3bIBAIOTCS C COOTBETCT-
BYIOIIMMU JJOMEHAMMU KJIETOUHBIX aIalITOPHBIX MOJIEKYJT, B PE3yJIkTaTe Yero
Kacmasbl aKTUBUPYIOTCSI.

Pa6otbl Dpuka Jlema omHMMM U3 TIEPBBIX MMOKAa3aau, YTO Kacra3bl
uMeloTcs ny pacrenuii [47, 108]. KacnazHast mpoTeonuTUIecKast aKTUB-
HOCTb HaiiieHa B JTUCTbsIX pacTeHUI Tabaka npu uHgekunuu BTM [47];
YCTaHOBJICHO, YTO CUHTETUYECKIUE TENTUIHBIE MTHTHOUTOPHI JKMBOTHBIX
Kacmas MOTYT MOAABJISATh MHAYKIIMIO alloNTo3a aBUPYJIEHTHBIMU OaKTe-
PUSIMM TIPU BBEICHUM 3TUX WHTUOMTOPOB B JIUCThS Tabaka BMeECTe C
oakTepusimu. [Ipu 3TOM HECKOJbKO OTBETCTBEHHBIX 3a aIloNTO3 I'eHOB
WHTUOMPYIOTCS, a WHIYKIINS TeHOB COOCTBEHHO TAaTOTEeH-3aBHCUMBIX
0eKOB He HapyllaeTcsl. TeM caMbIM, YCTAHOBJIEHO, YTO CUTHAJ TUMa
naToreH-pacTeHue He Mcue3aeT U aKTUBALIMs 3allUTHBIX TEHOB MTPOKMC-
XOJIUT HE3aBUCUMO OT FeHOB cMepTH [47]. DKcrpeccusi TeHOB UHTMOUTOPOB
Kacra3s (p35, 6aKyJTOBUPYCHBIE T€HbI 1 IPYTUE) B TPAHCTEHHBIX PACTEHUSIX
MPeAOTBPAIIAET BEI3BIBAEMYIO TUTIEPUYBCTBUTEILHBIM OTBETOM TMOEITh
kietok [ 108]. CxomHasi ¢ KacIta3HO# aKTUBHOCTD BBISIBJICHA HEAABHO B KJIET-
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Kax KyKypy3bl [83]. B pe3ynbraTe sKCIipeccum JKUBOTHBIX TeHOB Bcel-xL n
Ced-9 nHayK1my aronTo3a yJasTpadroIeTOBEIM CBETOM 1 IaTOreHAMM B
KJIeTKax pacteHmit Tabaka He mpoucxoauT [120]. C mpyroit CTOpOHHI,
SKCIIpeccHs B KJIeTKaxX Tabaka TeHa MpOaronTo3HOTo peryisTopa Bax
SKMUBOTHOTO TTPOVCXOKIEHHSI COITPOBOXKIACTCST TUTTUIHBIM TUTIEPUIyBCTBH -
TEJIBHBIM OTBETOM C 00pa30BaHWEM B HUX ITATOTeH-3aBUCUMBIX OCJTKOB M C
anoITo3Hol rudebio KieTok [107]. M3 kieTok pacTeHuii prca 1 apadu-
nmoricuca BeienieH reH OsBI-1[96] — romotor u3BectHoro reHa BI-1 (Bax
inhibitor-1), kotopsiit unru6upyet Bax. cAHK OsBI-1 (Oryza sativa BI-
1) mpensITCTBYET THOEITN KIIETOK IPOXCKE, THIYIIMPYeMO SKUBOTHBIM Bax
reHoM [96]. Komupyemble pacTUTETEHBIM U KUBOTHBIM BI-1 reHOM GeJTKI
10 aMIHOKHCIJIOTHOM TTOCIIEIOBATETbHOCTH TOMOJIOTMYHEI TIPUMEPHO Ha
45%. Bce aT0 yKa3bIBaeT Ha CYIIECTBOBAHHWE Y PACTEHHMI M SKUBOTHBIX
OOIIMX BOJIIOIIMOHHO KOHCEPBATUBHBIX MEXaHMU3MOB (T€HOB) 3aITycKa 1
3aIIMTHI OT MHAYLMPYEMOTO aroITo3a. AHaJIOTUYHBIN TeH (AfBI-1) Haii-
JIeH W'y pacTteHuit Arabidopsis thaliana [ 156]. Dxcnipeccust AtBI-1 GbicTpo
BO3pacTaeT IPU paHEBOM ITOPaKEHWH PACTEHUSI VUIH ITPU Pa3HBIX MH(pEK-
LIMSIX, YTO YKA3hIBAET Ha CYIIIECTBEHHYIO POJIb 3TOTO TeHA B OTBETE PaCTH -
TeJTbHOTO OpraHM3Ma KakK Ha OMOTUIECKHI, TaK M1 aOMOTUIECKUIA CTpecC.
ITpu skcnpeccun Bl reHa B kieTkax E. coli ObLI0 BBISIBIEHO, YTO Bax
MHTAOMpYOIINii 0eJIOK 00JIamaeT IioTaTuoH-S-TpaHcdepasHoit (GST)
U HebOousblloN rmoTaTuoHnepokcuaazHoi (GPX) akTMBHOCTBIO, OH
BbI3bIBAECT yMEHbIIIEHME KoJinuecTBa (hochoaumnuaoB, CHUXKaeT MeMOpaH-
HBII TOTEHITNAT MUTOXOHIPUIA ¥ M3MEHSIET BHYTPUKJICTOYHBIN OKMCITH -
TeJIbHO-BOCCTAaHOBUTEIbHBINM moTeHMan [95]. [Tpu Koskcnpeccuu reHoB
oenkoB BI-GST/GPX conepxkaHue rioTaTUOHA 1 MEMOPaHHbBIH TMTOTEH-
[T MUTOXOHIIPHIA B KJIIETKAX IPOKKEe HOPMaTU3YIOTCS U YCTOMINBOCTD
KJIETOK K TIepeKMCH BOIOPOIA Pe3Ko Bo3pactaeT. Ha ocHoBaHMM 3THX
JAHHBIX IeJTaeTCsI BEIBOM O TOM, YTO B MHAYLIMPOBAHHOM Bax THOEIN KIIETOK
TPOSKKe i M pacTeHU I OKMCIUTEIBLHBIN CTPeCC UTPaeT NCKITIOUNTETLHYTO
ponb [95]. I1pu nopaxkeHnM pacTeHUi KOPOBBETO FTOPOIIKA P>KaBUMHHBIMU
rprbaMu B KJIeTKaX pacTeHHS aKTUBUPYIOTCS MHOTHUE Pa3TNIHBIC IIACTEH -
HOBBIE ITPOTea3bl, CPEI KOTOPHIX SBHO BBISBICHBI M TAKKE, KOTOPBIE ITO
cneuM(pUIHOCTU AeicTBUS (y3HaBaHUE B CyOCTpaTHBIX OejiKax Asp
OCTaTKOB) [56] CXOMHBI C JKWBOTHBIMU KacTla3aMM.

Hapsimy ¢ KacriazaMu aItorto3 y pacTeHIi MOKeT KOHTPOJIMPOBATHCS
1 IPYTUMHU IUCTEMTHOBBIMU 1 CEpMHOBBIMU TIpOoTea3aMu. Tak, B pe3yJisraTe
SKCTIPECCUM TeHa WHTUOUTOpa IMCTEMHOBON TIpoTeassl MICTaTUHA B
KYJIBTYPe KJIETOK COM MHAYIUPYEMBbIit aKTHBHBIMU (hOpMaMU KUCIOPOIa
(ADK) unmu 6akTepusimu (Pseudomonas syringae pv glycinea) arornro3s
nogasseTcs [ 169]; K ToMy ke U3BECTHO, UYTO MHTMOUTOP CEPUHOBBIX IIPO-
tea3 (AEBSF), a He uHruobuTopsl Kacrnas yrHeraeT MHIYKIIMIO allonTo3a
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KCHWJIaHa30i1 B KyJIbType KiieTok Tadaka [205]. IIpennonaraercst, uto 3I'K
Y pacTeHU B 3HAUUTETLHOM Mepe KOHTPOJIUPYETCST COOTHOIIIEHUEM MEXITY
LIMCTEMHOBBIMMU ITPOTEA3aMU M UX MHTUOUTOPAMU, a TeHbl MHTUOUTOPOB
rpoTtenHas MoryT MoxyauposaTh 3I'K [169]. I[Ipu popactaHnm ceMsTH
KJeeBUHbI (Ricinus communis) 4epe3 3-5 mHe# B KJIeTKax SHI0cIepMa
(hopMHUpYIOTCS M HAKATUTUBAIOTCS HEOOJBIITNE OPTaHeIUTB PUIIMTHOCOMBI,
KOTOPBIE BBISIBIISIIOTCS C ITIOMOIIBIO aHTUTE K IIMCTUHOBOM SHIOIIPOTEa3e
[160]. Ko BpeMeHU BhIpaXKeHHOM aroInTO3HOM JAerpajaluu B sape U3
PULIMHOCOM B IIUTOILJIA3MY allONTO3HBIX KIIETOK BBIACIISAETCS [IMCTEMHOBAST
sHponporeasa ¢ C-KoHleBol nociiegosareabHocThio KDEL, akTuBupye-
Masl B pesyJibTare crieliipruueckoro pacuieraeHus nporentuaa. [omoso-
TMYHBIE TTPOTEa3bl OOHAPYXKEHBI TAKXKE B CTAPEIOIIUX TKAHAX Y APYTUX
pacTeHUIA, B TOM YMCIIe, B JIenecTKax JInIuu (KpacHoaHeB) [ 160]. Dkcrpec-
CYs TeHa [IMCTEMHOBOM ITPOTEMHA3BI COBITANAET C TIPOSIBJICHUEM aItoITo3a
B pa3IMUYHbIX opraHax pacteHust Solanum melongena; B 4aCTHOCTH, 3TO
MIPOMCXOINT ITPU CTAPSHUM JINCThEB M ITbUTBHUKA, CO3PEBAHNY TIJIOIOB 1
rpu KeusoreHese [202]. Drta uucrenHoBas npotenHasza (SmCP) Ha 90—92%
TOMOJIOTMYHA TT0 AaMITHOKMCIIOTHOM ITOCTIe0BATEIBHOCTH C IIMCTEMHOBBIMU
nporenHa3amu Tabaka (CYP-8) u tomaroB (LCYP-2), KoTopbie OTHOCST
K OOBIYHBIM TIPOTEMHA3aM CTapeHUs. DKCIIpeccHs TeHa TTPOTeUHAa3hI
SmCP pe3ko ycunmBaeTcsl ITpU CTapeHUH JIUCThEB, CO3PEBAHNUM IUIOAO0B U
BO BpeMs (popMUpOBaHUS I[BeTKA. [1pu BBIpallUBaHUU B IPUCYTCTBUU
OTHOCUTEJTLHO CEJIEKTHBHOTO MHIMONUTOpa THOJIOBBIX ITpoTea3 E-64 ctape-
HHUE pacTeHUI 3aMETHO TOPMO3UTCS W MPOIOKUTEILHOCTD UX JKU3HU
yBeamuuBaetcs [136].

M3BecTHO, YTO B XXKMBOTHBIX KJIETKAX aIllONTO3 MOXKET 3aITyCKAThCS
KepaMuaaMH, KOTOpbIe Hapsay ¢ (ocPOoXoIMHOM 00pa3yioTCs MO/,
BusiHueM TN F-akTuBupyeMbix chHroMueMHa3 u3 MeMOopaHHOTo (hoc-
(honununa chuHromuesaurHa [ 154]. Btu pochoaunuabl v MX MpOU3BOIHbIE
HaWJeHbI TAKKE B PACTUTENILHBIX KJIETKAX U, TTO-BUAUMOMY, KEPAMUIBI
MOTYT KOHTPOJIMPOBATh aIllONTO3 M Yy PACTeHMIA: YCTAHOBICHO, UTO
c(UHTaHMHOBBIC aHAJIOTU (PUTOTOKCHUHOB 3(P(PEKTUBHO MOLYINPYIOT
aroIITO3 B paCTUTEIbHBIX KJleTKax [70].

IV. TUTIEPYYBCTBUTEJILHBIN OTBET

[Tomumo armornrosa, CBI3aHHOTO C HOPMaJIbHBIM Pa3BUTUEM PACTEHUIA,
3T'K y HUX MOXET HACTYNUTb B OTBET Ha Ty WM MHYIO MHQEKIIUIO.
HecMmoTpst Ha TO, UTO MpY 3TOM 3aITyCKaIOTCsI MeXaHU3Mbl TMOETH KJIETOK
CXOJIHbIE C aIIOTITO30M, 3TY «3aITPOrpaMMUPOBAHHYIO» TMOEJb KJIETOK BCe-
TaKM He OTOXIECTBIISIOT C anomnTo3oM [ 146, 147, 161]. Ha camowm nene, y
pacTeHuid Mbl UMeeM jieno ¢ padHbiMu ¢opmamu 3K, ogHa u3 HuUX
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peanusyeTcsl Kak o0si3aTesibHasl TTporpaMMa pa3BUTUSI U CTapeHUs, a
Jipyrasi TIpOsIBJISIETCS TIPU TUIEPUYYBCTBUTEILHOM OTBETE MPU Pa3HbIX
nHpexkmsx [48, 69, 70, 77,78, 85, 131, 145, 184]. Takast uHmyLIMpOBaHHAS
MaTOreHOM JIOKAJIM30BaHHasl THOE/Ib KJIE€TOK MOKET BbITIOJTHSITh CYIIECT-
BEHHYIO 3alLIMTHYIO (PYHKIMIO, TTOCKOJIbKY C TMOEbI0 MHANBUIYATbHOMN
KJIETKM HapylllaeTcsl TpaHCMOPT MaToreHa U cucTeMHasi MHMeKIUs 1o
pacTeHuto MoXxeT 6J10KkHMpoBaThest. Kpome Toro, morudatoiiye B pe3yjisrare
uHaylMpoBaHHON maToreHoM 3I'K kjeTku crnocoOHbl MHAYLIMPOBATh
cTapeHue B COCEHUX KJIETKaX, UTO MpeICcTaBIsieT co00ii Kak Obl BTOPOit
bapwep Ha myTH nHMeKIuu [ 146, 147]. XOoTsI BO MHOTOM ITyTH 3TUX IBYX
¢opm 3T'K nepecekatoTcst 1 BO MHOTOM CKOOPAMHUPOBAHBI, aKTUBALIS
MapkepoB (hin I v hsr203)) 3TK npu runepuyBCTBUTEIbHOM OTBETE U IIPU
OHTOreHese (crapeHuu) (sagl2) NOBOJBHO pas3iMyHA. DTU MapKepbl
JIOBOJIbHO crietiuduunHbl 11st iporpamm pasHoit 3I'K. TosydeHbl MyTaHTbI
pacTeHuii apabuaorcuca, y KOTOPbIX YCTOMUMBOCTh K IaTOreHaM He
COIPOBOXIAETCS allONTO30M, KaK 3TO MPOUCXOJUT Y PACTEHUI TUKOTO
tuna. Tak, B KJieTkax pacteHuit ¢ Mmyraiueit B DND1-nokyce nunayuu-
pyeMblIii MHGEKIIMEN alToNTO3 He MPOUCXO/INT, a TaTOreH-3aBUCUMbIE T€HbI
TPaHCKPUOUPYIOTCSI, 0OecIieurBas PACTEHUIO YCTOMYMBOCTb K Pa3HbIM
IPUOHBIM, OaKTepUATbHBIM WM BUPYCHBIM MHbekIusIM [208]. V takux
MYTaHTHBIX paCTeHU KOHCTUTYTUBHO 3HAYUTEbHO YBEJIMUYEHO COMEp-
>KaHue camnuiioBoii kuciotel 1 MPHK maToren-3aBucumMbix reHoB [208].

[1pu 3apaxxenun pacrennii Tabaka BTM B kileTkax pacTeHusI pa3BH-
BaeTcs 3alporpaMMUPOBaHHas TMOeJb, KOTOpasi IO MHOTUM TTapaMeTpam
HaNOMUHAET aroNTO3 Y )KMBOTHBIX. [Tp1 3TOM ITpoucxoasiT KOHAeH calust
M BaKyoJIM3alys TUTOIIa3Mbl U paciieruienue simepHoit JIHK ¢ BeicBo-
00X IEHUEM TOBOJIBHO KPYITHBIX (0K0J10 50 kb) (hparmMeHTOB, a TUTTMUHOM
MexXHyKJIeocoMHol pparmentanuu JJHK, 3ameTHOlI KOHOeHCAaLUKU
XpoMmaTHHa 1o nepudepun siipa U 00pa3oBaHUsI allONTO3HBIX Tea He
otMmeudeHo [128]. DTo mporcxoaut Ha (poHE 3HAYUTEILHOTO YBEIMUCHUS
JHK-a3Hoi1 aktuBHOCTHU [124, 125] ¢ mosiBIeHUEM HECKOJbKUX OCOOBIX
JAHK-a3 [124]. D™ Hykjea3bl He UHAYLIMPYIOTCS TIPpU CTapeHuu, Tpu
abMOTUYECKOM CTPECCe WU MO BIUSIHUEM CATMIIUIOBOM KMCIOThI, OHU
crumynupylorcs Ca?" u unruoupyiorcst EGTA, EDTA u Zn**[124]. ITpu
3apaxkeHuu pacteHuil Tabaka BTM oTrmeuaeTcsi MHAYKLIMSI acKopOat-
nepokcuaasbl (BaxkHblid uHakTuBupylomuii H,O, dbepmeHT) 3a cuer
YCUJICHUS TPAHCKPUIILMHY TeHa, KOAMPYIOILEro 5ToT 0estoK [ 126]. Dkcrpec-
CUSI 3TOTO TeHa yMEHbIIIAeTCsl PU HU3KOM MapliMajibHOM JaBAeHUU
KHCJIOpOia, a CaIIIMI0Basi KUCJIOTa He BJAMSIET HA 3TY MHAYKLMIO MPU
nHbexmu BTM [126].

V TemriepaTypo-4yBCTBUTEIbHBIX MyTAHTOB TabaKa MHIYKIIMSI arlor-
TO3a COMPOBOXIAETCS aKTUBAlLIME CepUH/TPEOHUHOBBIX TPOTenHDOC-
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(baTaz (Ha paHHel cTaauMK afoNTO3a CUJIbHO aKTUBUPYETCS IMPOTeuHGbOC-
¢arazaTuna 1) [58]. Uarnourtop 3tux docdaras — okagaeBast KUCIOTa —
YMEHbIIIaeT UHTEHCUBHOCTb TMIEPUYYBCTBUTEILHOTO OTBETA U MPEI0TBPa-
aeT UHAYLUMPYEMbIii allOTITO3 y 9TUX MyTaHTOB [58].

ApKoii OTIMYUTETbHO 0COOEHHOCTBIO TMTIEPYYBCTBUTEbHOTO OTBETA
npy uHpeKLMKU pacteHuit Tabaka BTM siBiisieTcs yBeJlMueHUe KOJIMUECTBA
MoHoMepHoit xjoporutactHoi JIHK, npuuem ato mpoucxoaut enie 10
MOSIBJIEHUSI 3aMETHBbIX U3MEHEHUI CTPYKTYpPHI s1ipa U paculerieHus
xpoMmatuHa [128]. ITo-BuguMomy, pe3Koe yBeJInMdyeHrue o0pa3oBaHUs
uutoriazmatuyeckux JIHK Ha dhoHe HaumMHarommxcest aereHepaTuHbIX
U3MEHEHUI B s1ipe BOOOILE SIBISIETCS] OJHUM U3 PaHHUX XapaKTePHBIX
npu3HakoB 3K y pacrenmii. Tak, Mbl HaOIIOOAIN CYIIEPIIPOLYKIINIO
Tsixkesio MutoxoHapuanbHoit JIHK nipu ctapeHnu u anomnrtose y caMmblx
pa3HbIX pacteHuii [11, 13, 15, 102] 1 mpeajioxKuIv CYUTATh 3TO SIBJICHUE
XapaKTepHbIM MPU3HAKOM aronTo3a.

[Tpu OaxkTepuaibHON MHGEKIUU B pacTeHUsIX Tabaka U TOMATOB
WHAYLUUPYETCSl TpaHCKpunuus Asr203J reHa, oHa KOppeJaupyeT ¢ TUIep-
YYBCTBUTEJbHBIM OTBETOM M F€HETMYECKU 3alporpaMMUPOBAHHOM TH-
0eJIbIo KJIETOK. AKTUBaLMsI TeHa OaKTepUaIbHbIM SJIMCUTOPOM JOBOJILHO
crieliMpuyHa: 1pyrue u3BeCTHbIe MOTEHIIMATbHbIE MHIYKTOPHI (TIEPEKUCH
BOJIOPOJIA, CATUIIVIIOBAS KMCIOTa, METUIDKACMOHAT, 2,6~ TMXJIOPU30HUKO-
TUHOBAS KUCJIOTA) HE YBEIMUMBAIOT aKTUBHOCTb F'eHa, OHAKO OH MOXET
3aITyCKaThCsl TSDKEJIbIMU METa/UTAMU U €70 SKCIPECCUsT CIYXKUT MapKepoM
3T'K, BbI3bIBaEMOIM HE TOJIBKO MAaTOTeHAMU, HO U HEKOTOPBIMU JAPYTUMU
areHTaMmu (pakTopamn) [147].

YcTraHOBJIEHO, YTO MHAYLMPYIOLIWIA alONTO3 B KJIETKaX pacTeHUi OBca
TrpUOHOI TOKCMH BUKTOPWH CBSI3bIBAETCSI C MUTOXOHIPUAJIBHO 1eKapOOK-
CWJIa30# TJIMIIMHA U MTHAKTUBUPYET 3TOT (hePMEHT. DTO JOTOJIHUTETBHO
yKasbIBaeT Ha yuyactue MuToxoHapuii B uHayKuuu 3T'K [134]. TTpuuem
3¢ GhEeKTUBHOCTD IEMCTBUS MaTOTeHa YacTO 3aBUCUT OT KOHLEHTpaIluu
3TUJIeHA. 3aMeueHOo, YTO IMTPY MHKYOAIIM1 KJIETOK 3J1aKOB B TPUCYTCTBUU
arpo0akTepuil, UCIIOJb3yeMbBIX OOBIYHO It 3(pPeKTUBHOI TpaHCHOP-
MalWu ABYIOJbHBIX, KJIIETKU KYKYpY3bl TOBOJBHO YacTo norudawT. Mx
rubesb 1Mo HabJII01aeMOl LIMTOJIOTUYECKON KapTUHE U TI0 MEXXHYKJIe0-
comHoi1 pparmenraunu JJHK cunpbHO HamoMmuHaeT aronTos [83]; ipu
SKIMPECCHHU B KJIeTKaX aHTUAMONTO3HBIX TeHOB pJ35 (ITPOIYKT 3TOTO reHa
MNpsIMO MHAKTUBUPYET Kacnaszy) U iap (3TOT FeH UHTMOUPYET IMPOLIECCUHT
Kacnasbl) THOeM KyKYPY3HbIX KJIETOK MO/1 IefCTBUEeM arpo0akTepuu He
MPOUCXOAUT. Y pacTeHuli Tabaka (heHOTUI MHAYLMPOBAHHOM Bax KjieTou-
HO¥1 T0esM OUeHb MTOXO0X Ha TUTITepYYBCTBUTEIbHbBIN OTBET, BbI3bIBAEMbII
BUPYCOM TabauyHOU MO3aMKM IMKOTO TUITA Y pacTeHUli Tabaka ¢ N TeHOM
[107]; unnympyeMast NTeHOM U Bax rubesib KJieToK Tabaka 6JIOKUpYeTCst
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OKa/JaeBO KUCJIOTOM, KOTOpasi, KaK M3BECTHO, UHTUOMPYET MPOTEUH-
docdaTazHy0 aKTUBHOCTb.

CylIeCTBEHHYIO POJib B PEryJsILMU TUIEePUyBCTBUTEILHOTO OTBETA
KJIETOK UTpaeT caiuuuioBas kuciora [57, 79, 144, 152, 163]. Taxk,
HaInpuMep, MokKa3zaHo, YTO CITOHTaHHAasl THOEeJIb KJIETOK Y TPaHCTEHHbIX
pacTeHuil apabunorncuca MoaaBJsIeTCs] B pe3yJ/ibTare 9KCIIPECCUU reHa
OakTepuaibHOU CaTMIIMIIATIUIPOKCUIIA3bl, KOTOpasi MpeBpaliaeT caauiiy-
JIOBYIO KMCJIOTY B KaTexod [ 195]. CanuiumiioBast KUCIOTa HEOOXOaMa ISt
WHAYKIMY TATOTeH-3aBUCUMON T'MOeIN KJIETOK Y Pa3HBIX MYTaHTOB
pactenuii apabungorncuca [162], B oM uuncie u 3I'K y myranTta acd6 ¢
YBEJIMYEHHON YCTOMUMBOCTbIO K OaKTepualibHbIM ratoreHam [ 150].

Kanpliuii urpaer oueHb BaXKHYIO pOJib B PEryJsiliii TMOeN KJIeTOK
MPU TUIEPUYYBCTBUTEIbHOM OTBeTe [69, 144, 152]. Unayuupyemas
naroreHaMu 3I'K 1 ycTOYMBOCTH KO MHOTMM MH(EKIIMSIM Y TPAHCTEHHbIX
pacTeHuii Tabaka CUJIbHO YBEJIMUYMBAIOTCS TTPU KCIIPECCUU IBYX OCOOBIX
130¢0OpM KaJIbMOIYJIMHA COM, KOTUPYEeMbIX TeHaMu Sca M4 ScaM5[86].
[1pu 5TOM, aKTUBHOCTH 3THX TEHOB HE 3aBUCHT OT COMEPKAHUS CATUIIN-
JIOBOM KUCJIOTBI B KJIeTKax. IHbIMU clioBaMU, Y PACTEHUH CYILIECTBYIOT
TakkKe HEMHAYLIMPYEMbIE CATMLIUIOBOI KUCIOTOM U HE3aBUCUMBIE OT Hee
nytu 3I'K. C apyroii CTOpoHbI, yCTOMUMBOCTb paCTeHUI K pa3TUUHBIM
raToreHam B CYILIECTBEHHOI Mepe 3aBUCUT OT OKUCJIUTEbHOTO cTaTyca B
pactutenbHbIX KaeTkax [109, 183]. YcranosneHo, uto 3T'K npu runep-
YYBCTBUTEJbHOM OTBETE pacTeHUs Ha AeHCTBUE JIMCUTOPA MATOTEHHOM
TIPUPOIBI MOXKET OBITh CBSA3aHa C M3MEHEHNEM (DYHKIIMN MUTOXOHIPHIA.
Tak, HarTpuMep, NPOAYLMPYMbIi OakTepueit Erwinia amylovora 31ucuTtop
XapITMH BBI3BIBaeT YMEHbBIIeHE 00pa3oBaHms AT® B KiieTKaxX KyJIbTYPbI
tabaka [200]. UarmonpoBanme obpazoBanmst AT® HaumHaeTcs cpasy ke
rmocJie 100aBaeHUsT XapIliMHa B KyJbTYpy KiaeToK u npeniectByeT 31K,
WHAYLAPYEMOW 3TUM 3JIMCUTOPOM. B oTiimume oT caquiiniaoBoil KUCTOThI
XapTWH CYILIECTBEHHO He BJIMSIET Ha IbIXaHKE KJIETOK, OJHaKO y 00pabo-
TaHHBIX XapIIIMHOM KJIETOK PEe3KO YBEIMYMBAETCS YYBCTBUTEIBLHOCTh K
MHrMOMUTOpaM aJIbTepHATUBHBIX OKCHIA3 (CATUIIMITUAPOKCAMOBast KUCIOTa,
n-npornwiraiar). XapnuH YrHeTaeT LIMTOXPOMHBIM TPaHCHOPT 2JIeKT-
POHOB B MUTOXOHJIPHSIX, UYTO COITPOBOKIAETCS MHTMOMPOBAaHUEM CUHTE3a
AT®. [ToaToMy OBICTpOE BHIKITIOUSHIME XapITMTHOM (DYHKIIMIA MUTOXOHIPHUI
MOXET CIY>KUTb MPUUMHON MHAYLIMpOBaHHOM 3TUM 3ucuTopoM 31K [200].

V. OKUCJIUTEJIbHBIN CTPECC

Pactenus mpakTniecKul IOCTOSIHHO ITOABEPIraloTCsl CUIILHOMY KMCJIO-
poaHoMy Bo3nelicTBuio. BeaeacTBue Toro, 4ro mpouecc (OTOCMHTE3a
SIBJISIETCSI OKCUTEHHBIM, KOHIIEHTPAIUSI MOJIEKYJIIPHOTO KHMCIOpoaa B
JIMCTBSIX MOXET JOCTUTATh ITpuMepHO 250 mM, 3HaunUTEIbHAS €T0 J0JIST
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MpeBpamaeTcss B akTuBHBIE (popmbl kuciopona (ADK) [158]. AOK
WUTpaloT CYIIECTBEHHYIO POJIb B 3aITyCKe 3aITporpaMMHUPOBaHHOMN rMoein
KJIeToK [72, 91, 92], B TOM 4Kciie M B OTBET Ha pa3jInyHble MH(MEKIINH,
KOTOPbIE COMPOBOXAAIOTCS PE3KUM YBEJIMUEHNEM OKUCIUTEIbHOIO CTa-
Tyca pacTeHUsI C OTHOBPEMEHHOW MHAYKIIME CUHTe3a TTaTOreH-3aBUCH -
MbIx 0es1ikoB [123, 180, 197]. Tem cambIM, BO3HUKaIOIIME MPU MHOEKIIUU
ADK 3armyckaiorT B paboTy 3allMTHBIE MEXaHU3MBbI PACTUTEIBLHOTO
opraHusMa u ogfHoBpemMeHHO MoryT Bbi3BaTh 3I'K. [1paBna, aTu pouecchbl
HWHOTa MOTYT OBITh M pa3o01ieHbl. Hapsiay ¢ yBenueHueM o0pa3oBaHust
A®K B 3apaxkeHHBIX KJIETKAaX Pe3KO MTOIaBIIIeTCSI aKTUBHOCTh aCKOPOAT-
repoKcuaasbl M Katajiasbl. OKa3anoch, YTO TpaHCTEHHbIE pacTeHMS Tabaka
C peaJn30BaHHBIMU aHTUCMBICTOBBIMM KOHCTPYKIIUSIMHA T€HOB 3THX
(bepMeHTOB CymepYyBCTBUTENBHBI K OaKTepUaTbHBIM ITaTOTeHaM, B UX
kiaeTKax 3anyck 3I'K B oT/inune OT KOHTPOJIbHBIX PACTEHUI OTMeUYaeTcst
MPpU OYEHb HU3KKX KOHLIeHTpalusx natoreHa [123]. I1pu uHayuupoBaH-
HoM BTM anonTose B KjieTKax pacTeHUil Tabaka pe3KO IMOJaBJIsIeTCsI
3KCIpeccrs acKopOaTIepoKCcu1a3bl Ha MOCTTPAHCKPUIILIMOHHOM YPOBHE.
Hecmorpsa Ha 10, yTo Ha (oHe yBennueHHoro coaepxanusa H, O, npu
aronTo3e ypoBeHb TPAHCKPHUIITOB reHa ackop0OaTnepoKCcHIa3bl B KJIETKaX
Tabaka BO3pacTaeT, COOCTBEHHO KOJIMUYEeCTBO CAMOT0 3TOro (hepMEHTHOTO
Oenka ymeHbliaercs [ 122]. Ipearnonaraercsi, YTo MHAYLIUPYEMblii BUDYCOM
aforiTo3 B KJeTKax Tabaka COMPOBOXIAeTCs cymnpeccueit ackopoar-
MepOKCHUAa3bl HA YPOBHE 3JIOHTALUMU TPAHCIASIUUU. DTO MPUBOIUT K
HaKOILJICHUIO IIepeKMCU BOIOPOIa, yCKOpstolieii anornrto3 [122].

H,O, city’kuT OHUM M3 TJIaBHBIX CUTHAJIOB PETYJISALIMU KJIETOYHOTO
uukia u 3K y pacreHuit, B ToM 4yuciie U IpU pa3inyHbIX CTpeccax,
paHeBBIX MOBPEeXICHMUAX U MHPeKIuax. B yacTHocTH, y pacTeHHH
apabunoricuca H O, akTUBUPYET y4aCTBYIOLIME B WHIYKIIMK CTPECC-
3aBUCUMBIX TEHOB CITEIIM(PUIECKIE MUTOTEH-aKTUBUPYEMBIE TTPOTEUH-
KuHa3bl [105], onHaA U3 KOTOPBIX BHIKJIIOUAET eCTBUE ayKCMHA. TakuM
00pa3oM, OKUCIUTEJIbHBINA CTPEecC MOXET MPUBOAUTH K MHAKTUBALIUU
orpesieIeHHbIX TOPMOHAJIbHBIX cUTHaIOB. Ha caMom nienie, y pacteHuit
BBISIBJICH 1IEJIBI KacKaj M3 pa3HbIX CEMEWCTB MUTOTEH-aKTHBUPYEMBIX
nporerHKMHA3 (MATI-KrHa3b1), KOTOpHIE BOBJICUEHHI B Iiepeaady CUTHa-
JIOB TIPY OCMOTMYECKOM CTPECCe, paHEBOM IMOBPEXASHUU U 3aMycKe
anornro3a [115].

H,O, 3amyckaeT CMHTE3 MHOTUX MMaTOT€H-3aBUCUMbIX OEJKOB Yy
pacTeHUU Tabaka, a Tak>ke CUHTe3 3TWJIeHA U CATMLIUIOBOM KUCIOTHI [45].
[Tpu HU3KOM NapLMaTbHOM AaBJIEHUM KMCIOPOa 3aMETHO YMEHbIIAETCsI
unayuupyemas naroreHamu 3I'K [127]. C apyroit cTOpoHbI, MHIYKIIUSI
raTtoreH-3aBUCUMBIX TeHOB 1 3I'K y TpaHCTeHHBIX pacTeHU MHIYIIA-
PYIOTCSI TTPY SKCITPECCUU TeHa TTF0KO300KCH1a3bl [98] win npu MUHrMoupo-
BaHWU 9HIOTeHHO KaTaiasbl [45]. [Ipy MHTEHCUBHOM CBETOBOM PEXXUME
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BBIpAIIMBAaHUS TPAHCTEHHBIX pACTEHMH TabaKa ¢ TpaHCKPUITIINEH aHTH -
CMBICJIOBBIX KOHCTPYKIINI reHa KaTajiasbl HabmomaeMast mnHayKimst 3TK
1 yBeJIMYCHUE YCTOMIMBOCTH K IIATOT€HaM, TT0-BUINMOMY, OOYCIIOBJICHBI
obpasyrouteiics H, O, [45]. Xora neiicTBue mepekucu Bogopoia Ha
SKCIPECCHUIO Pa3HBIX TCHOB Y PACTEHU I MMEET SIBHO BBIPasKeHHBII CHCTEM-
HBII XapakTep, TPpU CyOJIeTaTbHBIX J03aX aKTUBHBIX (DOPM KHUCIOpOIa
MIPEUMYIIIeCTBEHHO peau3yIOTCsI TeHbI YCTOMYMBOCTH K TTaTOTeHaM 0e3
cyiectBeHHOM nHayKiuu reHoB 3T'K [45]. ¥ pactenuii [99, 181], kak uy
sknBOTHBIX, NADPH-okcuma3a yaactByeT B oopaszoBanu ADK. He6oirb-
moit [ TMd-ceaswpiBarormii 6e1oK rac (reH rac komupyet I TM-a3y) perynm-
pyet pactutenbHyio NADPH-okcunasy u nnaykuuto 3I'K y pactenuit
[97]. TIpu skcnpeccun reHa OsRac I B TpaHCTEHHBIX KJIETKax pyca B HUX
ronasistiorest oopazoBanne ADK n mupykims 31K kamikymHoM A (MH-
rMoUTOp NpoTerHOBOM (hocchaTasbl I) v maToreHHbIM TPUOOM BO30OYIUTEIEM
MUPUKYJIsIpro3a puca [97]. DTOT reH MHayLIMpyeT Tbesib KiieTok puca [97].

OO6pa3yromiasics B pe3y/ibrate MHIYKIMN 0aKTepHUaTbHbIM JIMCUTOPOM
XapIMHOM IIEPEKUCh BOAOPO/IA B KJIETKAX UJIU TPOCTO 9K3oreHHas H O,
WHAYLMPYIOT alornTo3 B CYCIIEH3MOHHOM KYJIBTYpe KJIETOK apadbuaorcuca
[52]. IIpu 3TOM MHAYLHUPYETCS U DKCIIPECCHUS T€HOB 3AIMUTHBIX OT
rmaTroreHa 6eJIKOB, B TOM YMCJIe TAKKX, KaK (heHMTaJaHMHAMMOHMIT-Tra3a
(PAL), rmoraTnoH-S-tpaHcdepasa (GST) u anTpaHunarcuHTasza (ASAl),
KOTOpasi ydacTByeT B 00pa3zoBaHUU (hUTOAJIEKCHHA B KJIETKax apaduI011-
cuca. H O, unnyuupyer skcnpeccuio PALL u GST, Ho He ASAT [52].
Cyrnepokcui HaKarInBaeTcsl B KjieTKax /sd  MyTaHTOB pacTeHUit apadu-
JIOTICHCA UM 3aITycKaeT ux arnonTo3 [92]. Y apabumorncuca BbISIBJIEH 3aBH-
cumbiii o ADK reH isd ] HeraTUBHOTO KOHTPOJIS 32 MHIYLIMPOBAHHBIM
MaTOreHOM aroITO30M, 3TOT I'eH KOJUPYeT 0e/I0K, KOTOPbIi CKOpee BCEro
sBJIsIeTCS (paKTOpOM TpaHcKpunuu [53].

H,O, crumynupyet ObicTpbiii puTok Ca’* B KJIETKU COM, YTO aKTUBH -
pyeT mporpamMMy uX (pH3MOJTOTHIECKON CMEPTH C XapaKTepHOM IS
anonro3a kapTuHoii: paciieruieHue JIHK ¢ BeicBoOoXXneHreM (hparMeHTOB
JuuHoi mpumepHo S0 kb, my3bipyatocTb M KoHaeHcauus siapa [ 111]. Takum
00pa3oM, Ipu OKKHCIUTeIbHOM crpecce Ca’t sBisieTcst CBOEOOPa3HbIM
CHUTHAJIOM JIJTST aKTWBAIIAM aITOTTO3a B PACTUTEILHBIX KIIETKaX. DTO COB-
IMajaeT ¢ M3BECTHBIMU JAaHHBIMM O TOM, YTO B JXMBOTHBIX KileTkax Ca?*
BBIMOJIHSIET POJIb BTOPUYHOTO MTpoaronTo3Horo curHania [113, 135].

MBI OGHApPYKUJIN, YTO B STUOJUPOBAHHBIX MPOPOCTKAX TIIECHMIIHI
MIPOMCXOOUT LIMKIINUECKOoe o0pa3zoBaHue cyliepokcuaa [25], 3Ta uKInd-
HOCTB XOpoI1I0 coBnaaaeT ¢ mukiamu perumkanuu JJHK. O6pa3oBanue
CyMepOKCHIA, TO-BUINMOMY, BO MHOTOM KOHTPOJUPYET POCT KIIETOK
pacTsLKeHMeM: TIPU MHKYOAIMY IIPOPOCTKOB B IPUCYTCTBUM aHTUOKCH -
nanta BHT 3ametrHoro nogasieHus peruinkauuu JIHK He mpoucxoaur,
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OJIHAKO JieJIeHUE KJIETOK U UX POCT PACTSKEHEM CUJIbHO MOIaBIeHbI, Y
3TUOJIMPOBAHHBIX TPOpPOCcTKOB AeiicTBue BHT nmeer pe3ko BbipaxkeHHbII
perapmaHTHBIN XapakTep [24, 25]. Bce 310 coriacyercst ¢ M3BECTHBIM
npeacTtaBieHreM o ToM, YTo ADK MOryt mpuBOAUTH K HApYIICHUIO
KJIETOUHBIX LIUKJIOB U BbI3bIBaTh Tbeb KieTok [151]. [Tpu unkybdamumn
MPOPOCTKOB MileHU1bI B ipucyTcTBUu BHT (5-50 mMr/in) B KosleonTusix
Ha (hoHe pe3KOo MOHMXKXEHHOTO CoiepXKaHus cyrniepokcuaa [25] anonTo3Hast
dparmenTanus JHK 6mokupyeTcst moHOCTBIO (CM. puc. 2), aCKOpOu-
HOBasl KMUCJIOTa TAaKUM JielicTBUeM He obJ1agaeT. CKopee BCero, B OTJUUYNE
ot BHT nuiieHHast noyikHoM ruipooOHOCTH aCKOpOMHOBAsI KUCI0Ta He
MOXeT J10CTaTOYHO 3(h(hEeKTUBHO MTPOHUKATh Yepe3 MeMOpaHbl MUTOXOH/I-
Ui ¥ TIACTUL M HEUTpan30BaTh oopasyoimmnecs B HUx ADK. 3amedeHo
TakKXe, YTO B OTJIMUME OT aCKOPOMHOBOM KuciaoThl aHasior BHT OyTuirua-
POKCHaHU30J1 ITPeIOTBPAIIAET arlONTO3 XKMBOTHBIX KJIETOK, BbI3bIBAEMbIH
TNF-dakropom [63]. Takum 06pa3oM, aHTUOKCUAAHTHI MOTYT 3 deK-
TUBHO KOHTPOJUPOBATh POCT U pa3BUTHUE pacTeHuit, otoasuras 3T'K.
J[1000MBITHO, YTO B KOPHSIX 3TUOJMPOBAHHBIX MTPOPOCTKOB MIIEHUIIbI
HMOHOJI MHAYLMPYET UHTEHCUBHOE 00pa3oBaHKWe MUTMEHTOB KapOTUHO-
UIHOI mpuponasl [24], KOTopble caMU 110 ce0e SIBJISIIOTCS MOLIHBIMU
NPUPOJHBIMU aHTUOKCUAaHTaMU. OOBIUHO 3aITyCK T€HOB, YYaCTBYIOIIUX
B 00pa3oBaHUM KapOTHHOMIOB, TpoucxoauT moxa BiausaueM ADPK u
ocylecTsiasiercsl B miactuaax gucra [41]. [Tpu nHkybauuu pacteHuit
nepiia B paCTBOpe CKeBEH/IKepa CBOOOIHBIX paauKanioB oopa3zoBaHue Gps
n Ccs MPHK pesko nonasisieTcsi U B TKaHSX PACTEHUST CUJILHO YMEHb-
111aeTCs1 KOJTMYECTBO KETOKAPOTUHOMIOB KarlCAaHTUHA 1 KaricopyouHa [41].
Mpui zke, HaoObopoT, Habmonanu, yTo BHT MoxkeT BEICTyIIaTh B KauecTBe
MOIITHOTO MHAYKTOpa 00pa3oBaHusI KAPOTUHOWUIOB U COOTBETCTBYIOIIIMX
TUIaCTH B KOPHSIX 3TUOJIMPOBAHHBIX TPOPOCTKOB MIeHUIIBI [24]. Bee aTo
YKa3bIBaeT Ha TO, YTO OKUCIUTENbHBIM CTATYC B KJIETKaX PACTEHMUS SIBJIsI-
€TCsI MOLHBIM (paKTOPOM PETYJISILIUU CUHTE3a KAPOTUMHOUIOB U audde-
PEHLIMPOBKHU IUIACTUL, B TOM UKCJIe U OOpa30BaHUS XpOMOILIACTOB [41].
Y TpaHCTeHHBIX pacTeHM I TabaKa, SKCITPECCUPYIOLIUX IF'eH (haKTopa
TpaHcKpunuuu AmMYB308, pe3Ko yBeJuueHbl TUIepuyBCTBUTEIbHBIN
OTBeT, oOpa3oBaHMe nepekuceil munuaoB 1 31K kieTok manmcamHoi
TKaHU JMCTa U YMEHbIIEHO o0pa3doBaHue (DEHOJbHBIX COeAUHEHUI,
KOTOPbIE CKOPEE BCETO UTPAIOT POJIb TPUPOIHBIX aHTUOKCUIAHTOB. DTOT
(heHOTUTI C paHHUM CTapeHUeM JIMCTbeB U BbipaxkeHHo# 3I'K Bo3Bpalia-
eTcsl K UCXOIHOMY JMKOMY TUIMY IpU A00aBICHUU K KYJBTYpe KJIETOK
MNpeAIecTBEeHHUKOB (heHOTbHbBIX COeTMHEeHNI [ 177]. BTO SIBHO yKa3bIBaeT
Ha TO, YTO Yy pacTeHUIl MPUPOAHbIE (PeHOJbHbIE COeIMHEHUS] UTPAIOT
3aMETHYIO 3alllUTHYIO POJIb MPU KUCJIOPOAHOM CTPECCE U YMEHbBIIAIOT
00YCJIOBJICHHbBIM MM PUCK MTPEXAEBPEMEHHOM rnbein KJIeToK. AHAJIOr 1Y -
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HYIO POJIh B PACTEHUY BBITTOIHSIOT U IPYTHe aHTUOKCHIAHTHI, B TOM YHCIIE,
¢J1aBOHBI, KAPOTUHOUIHLI, aCKOPOMHOBASI KUCJIOTa, O-TOKO(GEPOa 1
rmpouwe. JIIoGOMBITHO, YTO CHHTETUIECKIE AaHTUOKCUIAHTBI B STHOJIMPO-
BaHHBIX MPOPOCTKAX MIICHUIBI MHIYLINPYIOT CUHTE3 GOJIBIIOTO KOJIH-
YeCcTBa MPUPOIHBIX aHTUOKCUIAHTOB — IMMUTMEHTOB, ITO-BUINMIOMY,
KapOTUHOUAHON MpUpobl [24].

ITpu pocte Ketok Bogopociu Peridinium gatunense (nnHOGbIareJIsIThI)
B YCJIOBUSIX HEIOCTATOYHOCTH PacTBOPeHHOTO B Bojie CO, y HUX CTUMYJTHU -
pyeTcst 00pa3oBaHKe aKTUBHBIX (POPM KHUCIIOPO/Ia, B TOM YHCJIEC TIEPEKUCH
Bogopoaa, u 3amyckaercs 3I'K [190]. Dta unayuuposanHas ADK rubdesb
KJIETOK MHTHOMPYETCST IIPU HACBIIIIEHNH CPEIbI YIJIEKUCIOTOM, TTOIaBIIsI-
©TCsT KaTaJla30il 1 MTHTMOMTOPOM IIMCTEMHOBBIX ITpoTea3 E-64. ITo xapak-
Tepy mHAyIMpoBaHHBIX ADK IMTOIOrMYecKNX N3MEHEHHIT W pacTiagy
JHK B knetkax 3I'K 'y auHOo(are/uisiT HaloM1MHaeT aronTo3 y pacTeHU i
1 XUBOTHBIX [ 190].

V KyKypy3bl BBISIBJIEH HOBBIM T'eH /es22, KOTOPbIil KOAUPYET OOUH U3
¢epmeHTOB nnopduprHoBoro metadbonusma [88]. B pesyiabrare MyTaluu B
5TOM TeHe BO3HUKaeT (hOTOPEaKTUBUPYEMBII MHTepMEIaT, KOTOPHIiA
reHepupyeT ADK 1Tpr MTHTEeHCUBHOM OCBEIIIEHUH ; KPOME TOTO, 3TOT (hep-
MEHT BOBJICUeH B 00pa3oBaHNe TeMa, HeOOXOIUMOTO TSt (DYHKIIMOHUPO-
BaHMSI KaTajla3bl M acKopOaTIepoKcuaasbl. [103ToMy, BEIKITIOUEHIE STOTO
reHa MPUBOIUT K pe3komy HakoruieHnio ADK, KoTopble 3aITycKaioT
He3aBHMCUMBII OT maroreHa arnonto3. [eH /ls/ y KyKypy3bl yuacTBYeT B
MHTMOMPOBAHUM aIloNTo3a [ 74], B HOpMe OH KOIUPYET OeJI0K, pa3pyliaio-
Ui (peHoNbHBIE COeMMHEHUs. B oTcyTcTBUM 3TOTO (hepMEHTA B PACTH-
TeJTBHBIX KJIETKAX TAK3Ke TIPOMCXOANT He3aBUCMBII OT ITaTOTeHa aronTo3.

3aMedyeHo, YTO TIPU OKMCIUTEILHOM CTpecce B KJIETKaxX pacTeHWIA
3aMETHO M3MEHsIeTCs aKTUBHOCTD o (Al D-prbo3a)-TroamMepassl,
KOTOpasT BaxkHa JIJTS pealn3alliy Tiporiecca arnonTo3a. B mpucyrctBum
MHIMOUTOPOB 3TOro0 (hepMeHTa nofassiercss uuayuupyemas H,O, rubennb
KJIETOK cou [28].

HenaBHO KJIOHMpPOBaH U oxapakTepu3oBaH reH (oxyS) Arabidopsis
thaliana, KOTOPBIA MHAYLIMPYETCS Y paCTeHUI apadumoncuca Ipu K1Ucao-
ponHom ctpecce [93]. IIpu skcnpeccun 3TOro reHa B OaKTepHaabHBIX
KJIETKaX OHU CTAHOBSTCS YCTOMUMBBIMU K KMUCIOPOTHOMY cTpeccy. [1pu
KHCJIOPOIHOM CTpecce TMOEIb pACTUTETbHBIX KIIETOK CXOIHA C MHIYII -
poBaHHBIM TNF-dakTopoM ((hakTop HeKpo3a OIyxoJieli) arornTo30M y
>XKUBOTHBIX. [Tocsie nepeHoca pactuteabHoro reHa oxyS B TNF-uyBcTBU-
tesbHble KieTku HelLa D98 onu cranu BeicokoyctoiiunBbiMu K TNFE ata
YCTOMYMBOCTH COITPOBOXKIAIACH TTOHIKeHeM YpoBHSI ADK B TpaHcdop-
MMPOBAaHHBIX KJIETKaX, YBEJIMICHUEM SKCIIPECCU 3TOTO TeHa M aKTHUB-
HOCTH Mn-3aBucuMoli cyriepokcuaarcmyTasbl [93]. Takum oOpa3om, IyTem
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AKTUBALIMK aHTUOKVICITMTEBHBIX (PepPMEHTOB PaCTUTETBHBIN O€JIOK MOXKET
KOHTPOIMPOBaTh MHAyIMpyeMblii TNF arrorTos B KiieTKax XKUBOTHBIX.

VY pacteHuii apadbunoricuca HaiineH reH ATAO1[129], kogupytoiiuii
MeJb-3aBUCUMYI0 aMUHOOKCHIa3y (roMoJiornyHa Ha 48 % ¢ aHajaornu-
HBIMM aMIHOOKCHIa3aMU TOpoXa M YeUeBUIIBI); 3TOT (PEPMEHT ITPEUMY-
LLIECTBEHHO OKMCJISIET AMAMUH ITyTPECLIMH C 00pa30BaHMEM COOTBETCTBYIO-
1LIETOo aJibJeruia, aMMuaKka v repekrcy Boaopo/ia, KoTopasi, Kak U3BECTHO,
MOXeT caMa MHTeHcupuiMpoBaTh anonTto3. Peryasiius coaepxaHust
MOJMaMHUHOB B PACTEHUN MOXKET 0Ka3aThCsl OUeHb BaXKHBIM 3JIeMEHTOM
KOHTPOJISI 32 allONITO30M, IMOCKOJIbKY, KaK 3TO U3BECTHO ISl )KUBOTHBIX
[170], moanamMuHBI MOTYT 3alycKaTb 3aBUCUMBINA OT MUTOXOHAPUI
anonTto3. Tak, HarpuMep, MOJUAMUHBI CTUMYJIUPYIOT 3KCIIPECCUIO Y
paCTeHMI MIIIEHUIIBI ¥ TPAHCTEHHBIX pacTeHMI Tabaka reHa JpKepMHUHa,
KOJIMPYIOLIETO OKCAIaTOKCKAa3y, Kotopas npoayuupyet H,O, [37].

M3BecTHO, 9TO B KJIeTKaX XKMBOTHBIX 3aMETHYIO POJTb B MHAKTUBAIIUN
ADK 1 rIpemyTipeskIeHIH aronTo3a UTPaloT NIIOTATUOH Y THOPEIOKCHUHBI
[63]. DTH coemMHEHUYS, TTO-BUANMOMY, MOTYT UTPaTh aHAJIOTUIHYIO POJIb
1 B PACTUTEIBHBIX KJIETKAX; B XJIOPOILIACTAX U MUTOXOHIPUSX pPACTEHUI
HaliIeHbI ceMeiCTBA THOPETOKCHHOB, KOTOPBIE 3(D(heKTUBHO MHAKTUBH -
pytoT Bo3HuKaroIme APK [119].

[Tono6GHO XUBOTHBIM [3] UMMYHUTET U aronTo3 y paCTeHUI MOTYT
koHTpoJupoBaTbcsi NO [84], koTopasi oOpa3yeTcsi B paCTUTEbHbBIX
nepokcucomax [34]. B ocHoBHOM, oOpa3oBaHue NO CBSI3bIBAIOT C
HakoruieHneM noHos NO;, y pactenuit NO moxer BozHukarh u3 NO;
HE3H3MMAaTHUECKH Ha CBETY ITPY Y4ACTUU KapOTUHOWIOB MJTA SH3UMAaTH-
yecKuM IyTeM, KatanusupyembiMm NADPH Hutparpenykrazoii [59]. Eciu
B KJIeTKaX COM WJiM Tabaka rojapjieHo oopazoaHue NO, OHU He 001a1a10T
TUTIEPIYBCTBUTEIBHBIM OTBETOM M YCTOMYMBOCTH K ITATOTeHAM Y HUX
3aMeTHO MoHIKeHa. CuHeprinaHo ¢ ADK okuch a30Ta yCHIMBaeT aronTo3
Y MTHIYLIHUPYET TPAHCKPUITIIUIO 3aIIUTHBIX TTATOTeH-3aBUCUMBIX TEHOB B
pactenun [27, 49, 59, 60, 144]. B XMBOTHBIX KJIETKaX UHTUOUpYIOIEe
aronTo3 aelictBue NO cBsI3aHO C MHIMOMpPOBaHWEM paciuerieHus: Bel
kacmaszoii 3 [101]; MmokeT ObITh aHAJIOTUYHBIN MeXaHu3M KOHTposist NO
aronTo3a MOXeT CYIIECTBOBATb U 'y pPACTEHUIA.

HyxHo nMeTs BBUIY, 4TO KakK mpupoaa ADK, Tak 1 MX ICTOUHUKU U
ITyTY BO3HUKHOBEHMSI B PACTUTEJIBHOM KJIETKE MOTYT OBITH BeChbMa
paznuuHbl. O6pasylomunecs B Mutoxoapusx AMK B Gosbliieil cTeneHu,
MTO-BUAMMOMY, MOTYT OBITh HEMTPaIM30BaHbl KaK 9HIOTeHHBIMH, TaK U
CHMHTEeTHYeCKUMU TuapododHbMU anTruokcugantamu (BHT u op.). C
IPYTOi CTOPOHBI, B MHAKTUBAIIMY HaKaIUTMBAIOIIUXCS B MaTpUKCe
MHUTOXOHIPHI CYTIEepPOKCHUIOB PEIaoIasi POJb, TO-BUINMOMY, ITPUHAI -
JIEXKUT cynepokcuancmyTasam. Paszmmansie ADK MoryT ygaacTBOBaTh B
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PA3/IMYHBIX ITYTAX MTHAYKIINM aIlIOIITO3a KaK 3aBUCHMMOI0O, TaK 1 HE3aBU -
CHUMOTI'O OT aKTHUBAallMM KacIias.

VI. MUTOXOHI PN U AITIOIITO3

Mbl yke oTMedalik, YTO OKUCIUTEIbHBIN CTPeCC MOXET BbI3bIBAaTh
aronTo3y pacTeHUt, U 3TO CBSI3aHO MPEX/E BCEro ¢ 00pa3oBaHeM aKTUB-
HBIX (pOpM KHCIIOpOoa, 00Pa3yIOIINXCS B MUTOXOHAPUSX U TIACTUIAX.
Ha ¢oHe okucimTenbHOro cTpecca MoXeT HapyllaThbCs CTPYKTypa
MHTOXOHIPHUATBHBIX MeMOpaH Y MUTOXOHIpUAJIbHBIC OCJTKU BBIXOISIT B
LIMTOITIa3My C aKTHBAIIEel COOTBETCTBYIONINX Kacma3 [76]. B yactHOCTH,
BBIXOJI IINTOXPOMA ¢ MHULIMUPYET aItoITO3 B XXKMBOTHBIX KileTKax [20, 167,
168]. LluToxpoM ¢ 0O6pa3yeT KOMILIEKC ¢ OeJIKOM Apaf~1 n aKTUBHpYeT
Kacrmasy-9 c rociieayooleil aktuBamnueit kacnas 3 u 7 [198]. benok Bcel-2,
JIOKaJIM30BaHHbIM Ha BHEIIIHEN MeMOpaHe MUTOXOHIPUIA, TPETSITCTBYET
BBIXOJIY LIMTOXpPOMA ¢ U3 MUTOXOHAPUM 1M OJOKMPYET 3aBUCUMbBIA OT
MUTOXOHApUI artortos [26, 40, 140]. Tomonormunebrit Bel-2 6e1oK oOHa-
PYXE€H U y pacTeHU i, BOCHOBHOM OH aCCOLIMMPOBAH C MUTOXOHIPUSIMH,
actuaamu U siapom [54]. K coxaneHuto, myTu U MexaHU3Mbl BbIXOJa
LIMTOXpOMA ¢ U3 MUTOXOHIPUIA BCe ellle Majio u3ydyeHbl. I3BeCTHO, UTO B
SKMBOTHBIX KJIETKAX TOJ BIMSIHUEM Pa3HbIX MHAYLUPYIOLIMX allonTo3
CTUMYJIOB 3TOT MPOLECC MPOUCXOIUT OUEeHb OBICTPO, COMTPOBOXKIAETCS
MOC/IeAYIOIMM MaJieHeM MEMOPaAHHOTO MOTEHIMAaa MUTOXOHIPUIA U, MO-
BUJIMMOMY, OOYCJIOBJIEH HapyllIeHWeM IMTPOHUIIaeMOCTH BHEILIHEN, HO HE
BHYTpPEHHE MeMOpaHbl MUTOXOHAPU [73]; BpeMsi MeXAY BbIXOJI0M
LIMTOXpOMaA ¢ U TlaJileHueM MeMOpaHHOTO MOTeHIIKala 3aBUCUT OT aKTH -
Baumu Kacma3s [73]. Arperauys MUTOXOHAPU 1 HapyIIeHUE TTPOHUIIAe-
MOCTH UX MeMOpaH MOTYT TIPOMCXOINUThH TP BO3NECHCTBUU BUPYCHBIX
6enkoB [176]. He uckimoueHo, 4TO aHAJIOTMYHBIEC MEXaHU3MbI MHAYKIINU
aronTo3a BUpycaMu CYIIECTBYIOT Uy PACTEHUA.

3aMeueHo, UTo MpU TETIOBOM IIOKe (MOC/ie OTHOCUTETbHO KpaTKOBpe-
MEHHOI MHKYOallMK ceMsIIoNel orypua rnpu 55°) IIMTOXPOM ¢ BHIXOAUT U3
MUTOXOHAPUI U 3aMTyCKaeT TUITMYHBI allOTNTO3 C BEIPAXKEHHOMN KOHIECH -
calMeit IMTorIa3Mbl KJIETOK U MeXXHYKJIeocoMHOM (pparmeHTauueit JJHK
[33]. Boixoa LuTOXpOMa ¢ U3 MUTOXOHIPUI B LIMTO30JIb BBISIBJIEH Y ITPO-
TOILJIACTOB KJIETOK Tabaka [174] mpy MHAYKUMUU aronTo3a MEHATMOHOM
[175]. ITpu 3TOM OBLTO TIOKA3aHO, UTO ClIelM(bUIeCK e MTHTMOUTOPHI Kacmas
AC-DEVD-CHO (Ac-Asp-Glu-Val-Asp-aldehyde) n AC-YVAD-CHO
(N-acetyl-Try-Val-Ala-aspartinal) TOpMO3SIT Aerpagaliuio Kacna3om-3
ee crierudundeckoro cyocrpara nmoau(AJD-prubosa)-noanumepassl U HE
BJIMSIIOT Ha BBIXOJ LIUTOXpoMa c. JItoOOIBITHO, YTO MEHAJMOH MHIYLIUPYET
arornTo3 U B U30JIMPOBAHHBIX SIAPax MeUeHU MBI, €CJIM OHU TOMEIIEHbI
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B LIMTO30JIb KJIETOK Tabaka. DTO yKa3blBaeT Ha KOMIUIEMEHTAPHOCTb U
M3BECTHBII KOHCEePBAaTHU3M (PAKTOPOB U MEXAaHU3MOB MHAYKIIMU arlonTo3a
Y pPa3HbIX 9YKapHoOT, B TOM UMCJIE Y X)KMBOTHBIX U pacTeHuil. YeTko goka-
3aHO, YTO B MHAYKLIMU arloNTo3a MUTOXOHAPUSIM MTPUHAJIEXKUT UCKITIO-
YUTEJIbHAs POJIb, TOCKOJIBKY B LIMTO30J1€ KJIETOK Tabaka 0e3 pacTUTETbHbIX
MUTOXOHAPUI MHAYKIIMK MEHAIMHOM aronTo3a B MbILIWHBIX sIpax He
npouicxoqut [174]. [Tociie BHECEHUS B 3TY T€TEPOJIOTMYHYIO OECKIETOYHYIO
CUCTEMY LIUTOXPOMA ¢ UJIM MUTOXOHAPUIA MHIYLIUPYEeMble MEHAANOHOM
arrorros u aerpagamnus moau (A P-pubdo3a)-moauMepassl BBISIBISIOTCS
3aHOBO [174]. 3HaunT, MEHAIMOH 3aITycKaeT aronTo3 B IPOTOoIIacTax Ta-
0aka, BbI3bIBasi BbIXOJI LIMTOXPOMA ¢ U3 MUTOXOHIPUI. AMTONTO3 B U30JIU -
POBAHHBIX siipax MeYeHU MBIIIU, TTOMEIIEHHbIX B IIUTO30Jb KJIETOK
MOPKOBHU, 3(pHeKTUBHO MHAYLIUPYETCS LiuToXpomoM c [209]. TTpu aTom
BBISIBJISIIOTCSI TaKME€ TUTTMYHbBIE YePThI aloNTO3a, KaK KOHJAEHC AU XPO-
MaTKhHa, 00pa30BaHKMe allONTO3HbIX TeJl, MEXHYKJIEOCOMHasl (hparMeHTa-
st JJHK v paspeis teneii JJHK ¢ BeicBo60okneHrem 3'-OH rpymm. ®dpar-
meHTtauwust JJHK nmonasisiercs narnounropamu kacna3z AC-DEVD-CHO
u AC-YVAD-CHO [209].

Bbixon iutoxpoma ¢ U3 MUTOXOHIPUIA B LIUTO30J1b HA0JII01aeTCsI TTPU
WHKYOAIINU KOPHEHU pacTeHU I apaOnIOTICUCa WIN CYyCTIEH3UOHHOM KYJTh-
TYPbI KIETOK KyKypy3bl B TpucyTcTBUM D-mMaHHO3bBI [171]. D-MaHHO3a
MNPUBOAUT K pe3koMy yBeanueHuto JIHK-a3Hoit akTUBHOCTH B IIUTO30J1€
KJIETOK KYKYPY3bl, 3TO COMPOBOXIAETCS MOSBICHUEM CcielMUIecKoi
(35-x/1a) sHmoHYyKJIea3bl M BEIPAKEHHOM MEXXHYKIIEOCOMHOM (pparMeH-
tammeit JIHK. 3amyckaroniee anonTos neiicTBre MAaHHO3BI B pACTUTEILHBIX
KJIeTKax BecbMa crneumgunaHo: L-manHo3a, D-1moko3a u D-ranakrosa
TakuM JeficTBreM He obanatot [171]. Tem He MeHee, HYy>KHO UMETb BBULLY,
YTO y pacTeHUI CYIIECTBYIOT U TakKe (hOpMbI BbIPa)KEHHOTO arorTo3a,
MpU KOTOPBIX 3aMETHOTO BbIXOJa IIMTOXpOMA ¢ He BBISBISETCS, Kak,
Harpumep, Ipyu MHAYLUUPOBAHHOM OMbLIEHWEM aromnTo3¢e B JIeTeCcTKax
netyHbu [203].

Pazymeercsi, c MUTOXOHIPUSMU CBsSI3aH KOHEUHO 1 aIloITo3, UHAYLW-
pyemblit ADK, reHe pripyeMbIMU MUTOXOHIPUSIMU. Y paCTECHUI C CYTIpEC-
CUPOBaHHON ajibTepHaTUBHOM okcumazoit (AO) pe3ko MoaHUMaeTcs
ypoBeHb ADK B MUTOXOHIPUSIX ITOCIIe 00paOOTKI aHTUMUIIMTHOM (MTHTH-
ouTop kKomruiekca I okucnurenbHOM Lenu 3JIeKTPOHHOTO TpaHCIOpTa) U
yernmBaetcs BeI3biBaeMbIit ADK amonros [116]. O6GBIYHO 3KCIIpeccus
AQO B 1UCTbSIX pacTeHUlt (apabuaorncuc) ObICTPO YBEIUUUBAETCS MO/
BO3/IEMICTBMEM aBUPYJIEHTHBIX OAKTEPU1 M 3HAUUTEIHHO MEIJIEHHEE 3TO
TIPOVICXOINT TIPY 3apaskeHUM MaTOTeHHBIMI MUKpoOamu | 164]. [Tpuaem,
1151 Takoi nHayKyu AQO o0s13aTesieH 3TiiieH. Takum 00pa3oMm, JToKaIbHas
nHaykuus AO, conpsikeHHasi c 00pa3oBaHUEM 3TUJIEHA, MOXET CITYKUTh
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3¢ HeKTUBHBIM 3JIeMeHTOM 3aIIUTHI 0T AD K T1pu THIIe puyBCTBUTETEHOM
OTBETE paCTEHUS.

K coxaneHnuto, posib IJ1acTU/L B alloNTO3€ ellle OUeHb MaJio U3y4yeHa,
TeM He MeHee, BKJaJ 3TUX CYOKJETOUHBIX OpraHesl B MHAYKIUIO U
peryjsiliMio arnonTo3a J0JKEH ObITh BECbMa BECOMBIM: OHM CJTyXKaT He
TOJIBKO MOITHBIM McTOUYHNKOM ADK (X10pOoI1acTsl), HO M M aHTUOKCH -
JTAaHTOB (XPOMOILIACTHI), a TaKXe, MO-BUAUMOMY, U CaMbIX Pa3IUUHBIX
0eJIKOBBIX (DAKTOPOB, KOHTPOJIUPYIOLIMX aIIOIITO3.

VIL. TOPMOHAJILHBIV KOHTPOJIb ATIIOIITO3A

Het coMHeHMi1 B TOM, YTO TOPMOHAJIBHBIE CUTHAJTBI SIBJISTIOTCS BEITY -
MU 3JIEMEHTaMU B PETYJISIIINN KIeTOYHOM nrdepeHIIMPOBKY 1 BCeit
IIpOTrpaMMBI Pa3BUTHSI, B TOM YKCIIE W 3alIpOrpaMMUPOBAHHON THOeTN
KJIETOK y pacTeHui. B kjieTKax IMHUK paHeBoe MopakeHKe U OTpe/IeSIEeHHOE
COOTHOIIIEHME [IMTOKMHWHA U ayKCUHA 3aMyCKalOT aromnTo3 ¢ (hOpMUPO-
BaHMEM COCYIMCTBIX DJIEMEHTOB M3 Me30(MUIbHBIX KJIeTOK [65]. MHTe-
PECHO, UTO ITpH T00aBICHNH K KJIIETKaM TpUIICKHA akTuBupyetcs Ca’*-3a-
BUCHMasl HyKJiea3a U YCUJIMBAIOTCS ierpaaaliysi Bakyoiu U (pparMeHTauust
sJTHK [80, 81]; mpu a3TOM ceKpelysi MHTMOMpPYyeMOii COEBbIM TPUTICUHOBBIM
MHTMOUTOPOM ITPOTEa3bl C MOJIEKYIsIpHOI Maccoii 40 k/1a KopperupyeT ¢
I hePeHIMPOBKOI COCYIUCTBIX 3JIeMEHTOB. MexXHyKIeocoMHast (ppar-
meHTauus JHK B xnetkax sHpocriepMa 3J1aKOB IMPOUCXOIUT MOCIIE
MakcuMyma obpasoBaHusl B HUX atujieHa [207]. «[opmoH cTapeHus»
STUJIEH PE3KO YTHEeTaeT aKTUBHOCTb ITPOTUBOCTOSIIIIEMY alloNTo3y dadreHa
B cTapelolux Jjenectkax ropoxa [141]. MHrubuposaHue odbpa3zoBaHust
9TUJIeHA 3aMelIsieT arnonTo3Hyto dparMeHTauuto JJHK y 3makoB, HO He
Moxert rpeaotBpatuTh 3T'K B aHmocniepme [207]. TTon neficTBreM aTuieHa,
obpa3syrolierocs 13 arpeiia (2-XJI0p3THICYIb(GOHOBASI KMCIOTA), UHIY-
LIMPYETCsI alONTO3 B IMTPOTOILIacTaxX KJieToK MopkoBu [210]. YcTaHoBI€HO,
YTO MHAYLUMPOBaHHAsi MUKOTOKCMHaMU (AAL-TokcuH, dymoHusuH B-1)
rM0eTh KJIETOK YYBCTBUTEIBHBIX PACTEHUI TOMATOB COIPSTKEHA C MHIYK-
el oopa3oBaHUs B HUX |-aMWUHOIIMKIIONIPOIIaH- 1 -KapOOKCHIOBOM
kuciotel (ALIK) u aTuieHa; nmoa aeiicTBUEM 3TUX TOKCMHOB B KJIETKaX
pactenuit ycunubaetcst oopazoBanue MPHK AILIK-cunrtassr n ALLIK-
oxkcupgassl [130]. [Mpomyuupyemslit Cochliobolus victoriae dutoTOKCHMH
BUKTOPHWH BBI3bIBAE€T TUITMYHBII aITOINTO3 B KJIETKAX JJUCTHEB OBCA, 3TOT
MIPOIIECC COMPOBOXIAETCSI MHTEHCUBHBIM 00pa3oBaHMeM 3TwieHa [ 134].
CuuTaercs, 4TO UMEHHO 3TWJICHY MPUHAMJICKNAT pellraioniasi poib B
WHIYIIPYEMOM TOKCMHOM aIloITO3¢ B JIUCTHSIX OBCA, TTIOCKOJIBKY MHTH-
OUTOpPBI CMHTE3a 3TUJeHa (TUOCYJb(haT cepedpa, aMUHOOKCUYKCYCHasT
KHCJI0Ta) Pe3KO MOAABIISIOT 3TOT anonTto3 [ 134]. Kak 061 H1 ObLITO, 3TUJIEH,
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PETYIUPYS SKCITPECCUIO COOTBETCTBYIOIINX TeHOB [162], KOHTpOIUpYeT
MPOLIECChl CTAapEHUs 1 amorTo3a y pacTeHuil. B KOpHsIX KyKypy3bl B
YCJIOBUSIX TMUTTOKCUHU PE3KO YCUIMBAETCSl 00pa3oBaHe 3TUIEHA, KOTOPbIi
3aIlyCKaeT aroriTo3 KJIETOK, MPUBOASILINI K (hOPMUPOBAHUIO 3alacaro-
meit kuciaopon aspeHxuMsl [55]. [lox Bo3aelicTBUEM 3THJIEHA YBEIM-
YMBAETCsl aKTUBHOCTD LIEJUTI0JIa3 Y KCUJIOTJIIOKAHAHIOTPAHCIVIMKO31JI1a3,
KOTOpbI€ YYaCTBYIOT B JieTpajlaliui KJIETOYHBIX CTEHOK aIlONTO3HbBIX
KJIETOK; BO3pacTaeT TaKxKe aKTUBHOCTb ITpoTeas, iunasz, JIHK-a3 u npyrux
TUAPOJUTUYECKUX (DepMEHTOB [55]. DTUJIEH 3aMyCKaeT TPaHCKPUITIIHIO
CBSI3aHHBIX CO CTapeHHWeM T'€HOB U MOIYJUPYET (YCKOPSIET) arnoriTos.
MyTaHTbI pacTeHU# apabuaoTcrca C HapylIeHHON BOCIIPUUMYKUBOCTBIO
K 3TUJIeHY 00J1a1atoT 00bIIeH MPOIOKUTEIbHOCTBIO XKU3HU 10 CpaBHE-
HUIO C KOHTPOJIbHBIMU PACTEHUSIMU IUKOTO TuIa [75].

Aocuuzonas kuciiota (ABK) nHrubupyer ¢parmentauuto JJTHK B
KJIeTKaX aJIeipOHOBOTO CJI0SI SIUMEHS1, a TH00epesioBast KUCI0Ta TOPMO3UT
3TO IeMCTBUE aOCLIM30BOM KUCJIOThI; ayKCUH U LIMTOKUHUH HE BIMSIIOT Ha
aroT npouecc [194]. B npucyrcrBun ABK nmpoTtoruiactsl KJ1eTok ajeipo-
HOBOT'O CJIOS SIMMEHST BIXKMBAIOT, 110 KpaliHeil Mepe, B TeueHue 20 1Heil, a B
MPUCYTCTBUU TUOOEpeIMHA Y OOJbIIMHCTBA MPOTOIIACTOB OBICTPO
HabmonaeTcs BoipaxeHHast 3I'K, compoBoxnatoiasicst aerpagamuei
JHK [38]. [uooepemnun 3anyckaet 3I'K B ajieiipoHOBOM ciioe STAMEeHsI
[38]. B oTinume oT anmonTo3a y JKMBOTHbIX, B KJIETKax ajelipoOHOBOTO CI0ST
STYIMEHST 00pa30BaHMSI alIOIITO3HBIX Tel He 00HapyxkeHo, a JIHK rumgpom-
3YeTCsl 10 BBICOKOMOJIEKYJISIPHBIX (hparMeHTOB 0€3 BhIPasKeHHOM MEXXKHYK-
JlecomHoi ¢pparmeHTauui [38]. Takum oopazom, 3I'K B aneiipoHOBOM cjioe
STYMEHST KaK 4yacTh MPOrpaMMbl pa3BUTUSI TIPOPOCTKA KOHTPOJUPYETCS
ropmoHajibHO. ABK TOpMO3UT anonTo3 B KjIeTKax aleiipoOHOBOTO CI0sI
meHUnsl [106] 1 B pa3BUBaOIIMXCSA MbTbHUKaX stameHs [193]. s
3alycka arornTo3a B BHAOCTIEPME 3€PHOBOK KYKYPY3bl CYILIECTBEHHOE
3HayeHue nMmeeT cooTHomeHne AbBK u stunena [207]. Mbl HaOmoganu,
yrto sk3oreHHass ABK B xonuenrtpamunu 10 M pe3ko CTUMYJIHPYET
anonro3Hyio ¢pparmeHtauuio JJHK B KomeonTuisix 3TMOIMPOBAaHHBIX
MPOPOCTKOB MIIEHULIBI (CM. PUC. 2), B TO BpeMsl Kak Bce ApyTrre UCcaeno-
BaHHBIE PETYIISATOPHI pocTa pacTeHuit (2,4-D, IUTOKMHWH 6-0eH3MITaMHU -
HOITypUH, TH00epe/UINH, (DYy3MKOKIIMH) B T€X K€ KOHLEHTPALIUSIX 1 IIPU
TeX e YCJIOBUSIX BbIpallluBaHUsl paCTeHUI CYIIECTBEHHO He BIUSUIM Ha
3TOT npouecc. U3BeCTHO, YTO IUTOKUHUHBI SIBJISTFOTCSI HEKUMU OMOJTaK 1 -
BalOILIMMU (PUTOrOPMOHAMU, KOTOPbIE CTUMYJIMPYET MO3eJIeHeHUE CTapeto-
X JUCTheB [18]. OgHako 6-0eH3MIAMUHOITYPUH HE BIUSET WU, 10
KpaliHeit Mepe, He TOpMO3UT anonTo3Hyto pparmenTanuio JIHK B koseor-
TUJISIX TIIIEHULIBI (CM. puc. 2). [To-BuarmMomy, OCHOBHOI MUILIEHBIO OMOJIa-
SKUBAIOLIETO ACUCTBUSI HIUTOKMHUHOB SIBJISIIOTCS TUIACTUIbI (XJIOPOIUIACTHI).
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CrapeHue JUCThEB Y pacTeHUI apabuaorncuca COMmpoBOXIAETCS
WHIYKIIMEH MHOTUX JOBOJIBHO CITeIUMPUIHBIX (MapKepPHBIX) TEHOB CTa-
peHus [133], B TOM uucjie TeHOB, KOAUPYIOIIMX MPOTeasbl, HUTPUIA3Y,
mmokcuiasy 11 [149]. Bo3pacTHoe yBeandeHre 9KCIIPECCUU TeHa HUTPH -
J1a3bl B CTapeIOIIMX JUCThSIX apabuI0TICHCca COMMPOBOXKIAETCS Mapaliesb-
HbIM yBEJMYEHUEM COIePXKaHUsI B IUCThSIX CBOOOIHOM MHIOINII-3-yKCyC-
Hoii kucaoThl [ 149]. ITpu crapeHUM JIeNeCTKOB JIMIUH BbIsSIBIEHA 9KCIpec-
CHS1 HECKOJIBKMX CTTelIM(bUUeCKUX TeHOB, KOTOPbIE HE 3KCITPECCUPYIOTCS
B MOJIOJIBIX TKAHSIX (JIUCThST) M KOPHSIX PACTCHUSI, CPEIN HUX UMEIOTCS
TeHbI, MPEANOJOXUTEIbHO KOAUPYIOIIUE TUAPOJIA3y KUPHBIX KUCIIOT,
acriaparvHoOBYIO MpoTenHa3sy, Hykieady Sl-tumna u npyrue [143]. Ilog
prusinueM ABK, yckopsitoleii crapeHue JienecTKOB, KOJTMYeCTBO TpaHC-
kpunToB (MPHK) HekoTOpbIX 13 3THX reHOB yBeJauunBaercs B 3—40 pa3
[143]. CrapeHue u arnonTo3 KJIETOK apadbujorcuca B CyClIeH3MOHHOM
KYJIBTYpE COTPSTKEHBI ¢ TPAHCKPUIIIIAEH TTO3THIX TeHOB srg ] (KomupyeT
Fell/ackopb6arokcumasy), srg2 (KogupyeT B-TIroKo3uaa3y) U srg3, KOTopble
BKCIIPECCUPYIOTCS TOJILKO B CTAPEIOLIMX OpraHax 3Toro pacreHus [43].

J10BOJIbHO MOILIHBIM POCT-PETYJUPYIOLIUM JEHCTBUEM Ha PACTEHUS
00J1aJ1aeT U3BECTHBIN (DPUTOTOKCUH (DY3UKOKIIMH. XOTSI MOJIEKYJISIPHbIE
MEXaHU3MbI IeMCTBUSI 3TOTO PETYJsITOpa pocTa pacTeHUil Bce ellle He
COBCEM SICHBI, OJIHAKO, OECCITOPHO, ITAaBHOU MEPBUYHON MUIIIEHBIO €TO
TEACTBUS SIBJISTIOTCSI MEMOPaHBI paCTUTETLHBIX KJIETOK 1 MEMOPAHOCBS3-
aHHbIe Oenku [21, 64, 182]. B yacTHOCTH, OH aKTUBUPYET MEMOpPaHHYIO
H(+)-AT®-a3y u crienmmdIHO MHAYLINPYET CBSI3BIBAHNE C HEM M3BECT-
HBIX PEeTYJISITOPHBIX 14—3—3 6eTKoB [64]. DTH 6€JIK1 MOTYT KOHTPOJIMPO-
BaThb allONTO3 B )KMBOTHBIX KJIETKAX U IaxKe MPeAroaraeTcsi, YTo MX OCHOB-
Hast GYHKIMSI COCTOMT UMEHHO B OJ10KMpoBaHuu anonTo3a [201]. He uc-
KJIIOU€HO, YTO OHU MOTYT UTpaTh aHAJIOTUUYHYIO POJIb U Y PACTEHUIA.
[ToaTomy hopMHUpoOBaHUE N3BECTHBIX CIIELIU(PUIECKIX KOMILIEKCOB (Py3u-
KOKIIMH—0e1oK 14—3—3 [21, 64, 182] MOXeT cKa3bIBaThCS Ha TIPOSIB-
JICHUM aITONTO3-PEryaUPYIOIINX (DYHKIIMI STUX CUTHATBHBIX PETyJISITOP-
HbIX OEJIKOB B PaCTUTEJbHBIX KJieTKax. OJHaKo AeficTBUE COOCTBEHHO
(y3MKOKIIMHA Ha aIlOTITO3 Y paCTeHU BCe ellle MPaKTUYeCKW He U3yYEeHO.
B Hammx mpeaBapuTeTbHBIX 9KCTIEPUMEHTAX C STHOTMPOBAHHBIMHU ITPO-
pOCTKaMM TILIEHUIIbl He yAal0Ch OOHAPYXKUTh KaKOTO-JIM00 3aMETHOTO
BJIUSIHUSI 9K30T€HHOTO (hy3UKOKIIMHA Ha aloITO3HYI (hparMeHTaluio
JHK B kiieTkax kosieontuist (cM. puc. 2). U3BecTHO, 4TO OOJBIIMHCTBO
(pUTOTOPMOHOB TPUHAIIIEKUT K TEPITIEHONIAM, KOTOPBIE OYeHb ITPOKO
pacnpocTpaHeHbl y pacTeHuii. [Ipu o0paboTke pacTeHUIT poMallKu
(Matricaria chamomilla) TepneHonaOM repanuojoM (5 MM) B KJeTKax
MpUMOPrEB MHAYLUpYyeTcs anonTos [90].
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K coxanenunto, MeXaHU3MBbI pETYJISIIINY aIToITo3a (DUTOTOPMOHAMH Y
pacTeHUI TTpaKTUIECKH He N3ydeHbl. MOXHO AyMaTh, YTO Y pacTeHU
(pUTOTOPMOHBI MOTYT PETyJIMPOBATH TPAHCKPHUIIIINIO TTPO- U aHTUAITOI -
TO3HBIX OCJIKOB, ITOAO0OHO, HATTPUMEP, TOMY, KaK TOPMOHBI (3CTPOTeH U
JIpyrue) y KMBOTHBIX KOHTPOJIMPYIOT TpaHCcKputmuuio Bel-2 [39].

VIII. METWJIMPOBAHUE JHK U ATIOIITO3

OHTOreHe3 KaK pealn3alusl TeHETUISCKO TTpoTrpaMMBl Pa3BUTHS
opraHu3ma rojapasyMmeBaeT YIopsIoUeHHbIE PENPECCUI0 U JEPETTPECCUIO0
COOTBETCTBYIOIINX TeHOB. Y3Ke TaBHO BEICKAa3aHO MIPEIAITOJIOXKEHIE O TOM,
yto 3T'K conpspkeHa ¢ gepenpeccreii ornpeae/eHHbIX TePMUHAIBHBIX TEHOB
crapeHust u cmeptu [1, 4]. U3BecTHO, YTO OMHUM M3 MEXaHU3MOB MHAK-
TUBALIMY T€HOB y pacTeHu saBisieTcsa MeTrnpoanne JJHK [5, 6, 10, 12,
186], n aTOT IIpOLIECC KOHTpoMpyeTcs ropMoHamu [ 10, 186, 191]. YeraHos-
JieHo, uto MetusinpoBaHue JIHK y sxuBoTHbIX [ 17, 187—189] 1 pacteHuii
[10,22, 186] TkaHecneU(UIHO Y 3HAYUTETTBHO YMEHbBIIIAETCS C BO3pac-
TOM, TIO3TOMY PE30HHO JyMaTh, YTO Bo3pacTHoe AeMeTmimpoBanue JHK
MOXET KacaThCsI I TEHOB, KOIUPYIOIINX alTONTOTeHHBIE 0eTKH ((DaKTOPHI).
Bo BcsikoM citydae, IMEIOTCS TaHHBIE O TOM, YTO C BO3PACTOM IPOMCXOMISAT
3aMeTHOE IEMETUIMPOBAHNUE CBSI3aHHBIX CO CTAPEHUEM TeHOB M aKTUBALIVS
WX TpaHCKpUNIWK. Tak, HampuMep, IMPU CO3pEBaHNU TLIOIOB TOMAaTOB
JEeMETUJIMPYIOTCSI TeHBI TTOJIUTAIaKTyPOHA3bI U LIeJUTIONA3kI [82].

JAHK-gemeTuaupyoiuii areHT S-a3alluTUAMH UHIYLIMPYET arorTo3
B HelipoHax [132] u cuJIbHO aKTUBUpPYeT 3Kcrpeccuto Le(y) aHTureHa,
CBSI3aHHYIO C MHAYKIIMel aronTo3a B A549 KiieTKax paka JIerkoro uejoBeka
[155]. C opyroii cTOPOHBI, 5-a3alIUTUAMH MOJABIISIET MHAYLIMPYEMBbIit
1,25-muruapokcuButaMruHoM D3 ammonTos B KJIeTKaX TJIMOMBI KPHICHL 1
3TOT 3(h(HEKT COXpaHSIETCS TOCIe HECKOIbKIX KIIETOTHBIX TEJICHUI, 9TO
yKa3bIBaeT Ha CYIIeCTBOBaHME SITUTEHETHUECKOTO KOHTPOJISI METHITHPO-
BaHueMm JIHK 3a 3T'K [44]. Y pacTeHuii 5-a3auuTUANH TakKKe UHIYLIMPYET
3KCITPECCHTO CaMBIX Pa3IMYHBIX TEHOB, B TOM YKCJIe U TEHOB 3aTlaCcHBIX
6enkoB [6].

[Tpwn MHKYGAITNH IIPOPOCTKOB MIIIEHUIIBI B IPUCYTCTBUM 5-a3aIlATH-
nrHa aronTo3Has ¢pparmenraums [JJHK B koyeonTuiie pe3ko Bo3pacTaer
(cM. puc. 2). OTo MOXKeT OBbITh CBSI3aHO KaK C Ieperpeccrueil U MHAyKIuen
aTTONITOTeHHBIX (DAKTOPOB, SHIOHYKJIea3, TaK U C YBETMICHUEM CTECIICHU
JOCTYIMHOCTH HyKJIeazaM aeMmeTuianpoBaHHoit JIHK B xpomatune. Cop-
MMPOBAHHBIN B IPUCYTCTBUH 5-a3alIUTUIITHA XpPOMATH MeHee KOMITAaKTeH
W3-3a TOTO, YTO TUCTOH H 1, ydacTBYIOIINIf B KOMITAaTU3aLIMH XpOMaTHHA B
MEXHYKJIEOCOMHBIX CITeMICepHBIX 00JIACTSIX, HE CBA3BIBAETCS C IEMETH -
ympoBanHoit JIHK.
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OuroHyKJIeoTUAB! ¢ THTMYHBIM CpG caiiTOM 3yKapHOTUIECKOTO
METWJIMPOBAaHUS OJIOKMPYIOT 3aBUCUMBII M He3aBUCHMBIN OT Kaclia3
arrorTo3 B XXMBOTHBIX KJIETKAX, a METWJIMPOBAaHHBIC aHAJIOTH 3THX XK€
OJIMTOHYKJIe0TUA0B, cogepxaiine m°’CpG MmociieqoBaTeIbHOCTU He
obnagaioT TakuM AeiictBueM [148]. XoTsa MexaHU3MBI 3TOM OJIOKaIbI
HESICHBI, MOXHO IyMaTb, YTO MCIIOJb30BaHHBIC HEMETWIMPOBAHHbBIC
OJINTOHYKJICOTHIBI KOHKYPUPYIOT C COIEPKAIIMMHI aHAJIOTMYHBIC HEMETH -
JIMPOBAHHBIEC CAaWTHl y9aCTKAMU FeHOMa 3a CBSI3bIBAHME C alTONITO3HBIMK
(dakTopamMu, a METHJIMPOBAHME 3TUX TTOCIIEI0BATEIEHOCTE B TEHOME B
MU3BECTHOM Mepe MOKET KOHTPOJIMPOBATH aIlONTO3.

B aT0i1 CBSI3M MCKITIOUNTEbHOE 3HAYCHHUE IMPUOOPETAIOT MONCKH,
XapaKTepHCTHKA W UCCIeTOBaHNE TIPO- M aHTHATIONITO3HBIX TEHOB U UX
MIPOIYKTOB Y pacTeHMiA. B rmepByro ouepeab 3To KacaeTcst TOMOJIOTHYHBIX
KUBOTHBIM p53[165], TNE Bar, Bis, Ras, Rho, cemeiictBa Bcl v ipyrux.
Kcratu, RholPs cIHK ropoxa yxe Ki1oHMpOBaHa U ITOKAa3aHO, YTO OHA
COOTBETCTBYET O€JIKY, KOTOPBI TpUMepHO Ha 60 % roMOoI0TMYeH APYTUM
6enkaM u3 Rho cemeiictBa 1 Ha 30 % romosyorndeH HeOoabmmM ['TD-
CBsI3bIBAIOLIMM Oesikam cemelicTBa Ras [204]. YXe uMmeroTcs cBeieHusl O
TOM, YTO KaK MeXaHW3MBI alloNTo3a, TaK M OTIEJbHbIe KOHKPETHBIE
HCTIOTHUTENbHBIE 351eMeHThI 3['K 5BOMIOIIMOHHO KOHCEPBATUBHBI; TaK,
HampuMep, THIMONTOPHI alTOINITO3a HACEKOMBIX M 0aKYJIOBHPYCOB SIBJISI-
10Tcs1 3(pHEeKTUBHBIMU UHTMOMTOPAaMU Kacria3bl-9 MiiekonuTaroimx [89].

IX. 3AKIIIOYEHUE

ATIONTO3 SIBJISIETCSI MHTErpabHOM YaCThIO Mpoliecca pa3BUTHSI pacTe-
HUI U Ipe/ICTaBIIsIeT COOOI FTeHETUUECKU IETEPMUHUPOBAHHYIO TTPOrpamMmy
CMepTHU KJIeTOK. Peann3zaiius 3Toit mporpaMMbl BOHTOT€HE3€e COMPOBOX-
JaeTcs cneluduIecKuMy U3MeHEHUSIMU MOP(OJIOTUN KJIETKH, CTPYKTYPbI
siipa U LIMTOIIa3Mbl, aKTUBallMeil Kacmnas, Hykiea3, cuHTe3a MTIHK,
JIOMEHHOI ¥ MEXXHYKJICOCOMHOM (pparmeHTaumeit saepHoii JJTHK. Drot
MpolecC MMUPOKO PaclpoOCTpaHeH y pa3HbIX PACTUTENbHBIX BUIOB U
00HapyKMBAETCs B CAMBIX Pa3IMYHbBIX TKAHSIX PACTEHU I, OH KaK KJIETOU -
Hast iuddepeHIMPOBKa (€€ TepMUHAIbHAsI CTaMs) MOXET KOHTPOJIMPO-
BaTbes (puToropMmoHamu. CTapeHre opraHOB pacTeHii, BOCHOBHOM, UJIET
10 MYTH arorTo3a U COMPOBOXIAAETCS Ieperpeccueii MHOTUX crieludu-
YyecKuX (MapKepHbIX) TeHOB CTapeHusl. B 11e710M, 110 CBOMM MPOSIBICHUSIM
1 MeXaHU3MaM aronTo3 Y pacTeHUI TOBOJBbHO CXOJEH C allonTo30M Y
>KMBOTHBIX. B KOHTpoJIe 3a aronTo30M y pacTeHU, Kak U Yy )KUBOTHBIX,
npuHumMarot yuactre NO, Ca’* u, mo-BuanuMomMy, KepaMuasl. B ogHoii 1
TOU XK€ pacTUTENbHOU KJIeTKE MOTYT CyIIeCTBOBaTh pa3dHble MYTU K
3anporpaMmmupoBaHHoii rnden. 3T’ K B pacTeHMsSIX MOXET 3aIycKaThCsl
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MHOTHMHU, B TOM YK CJie U HEOIaronpusiTHIMU (pakTopaMu (OKUCIUTENb-
HBII CTPeCC U APYrue); CYLIECTBYET 3aBUCUMBbIi OT CATULIMIIOBOI KUCIOThI
arnmonTo3. 3I'K MoxeT ObITh YacTblO TaK Ha3bIBAEMOTO TMIEPUYYBCTBU-
TEJIbHOTO OTBETA PACTEHMSI IPU aTaKe MaToreHaMu pasJInuHON MPUPOIbI
(BUpYyCHBIE, OaKTepUaIbHbIe U TPUOHbBIE MH(MEKIIUHT), 3TO OOBIYHO COMPO-
BOXKIIAeTCsT pe3KNM yBelmdeHreM oopaszoBanust AOK. KirroueBas posib B
WHULIMALIMU OTIPpeJeIeHHBIX BUIOB aIrloTo3a MPUHAIIEKUT MUTOXOH/I-
PUSIM: TAKXKE KaK 1 'y )KUBOTHBIX, UHAYLIMPOBAHHbII BBIXOJ] U3 MUTOXOH I~
pUil IUTOXpOMA ¢ U APYTUX OEIKOBBIX (haKTOPOB 3aMyCKaeT aronTo3 B
pPacTUTEJIbHBIX KJIeTKaX. AKTUBHbIE (DOPMbI KUCIOPOIA MOTYT CIYXKUTh
TPUTTEPHBIMU MOJIEKYJIaMM allonTo3a, a aHTUOKCUIAHThI MOAABJISIOT
arnomnTo3y pacTeHU.

Pa6ota nopnepkana rpantaMu POD®U Ne 99—04—48090 u 00—15-97920.
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