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Beeneuue

CMepTh KJIETKM — MTOr Kackala mMeTabonuueckux
cOoObITHH, 3aMmycKaemMoro curHanamu. MaeHtuduumpo-
BaHbl ABa TUNa rubenu KIETOK: HEKPO3 U Mporpam-
Mupyemasi kietoyHasa cMmeptbh (ITKC). B orinuwme or
Hekposa [TKC sanporpaMmupoBaHa reHeTUYECKH, Tpe-
Byer cuHTe3a OenkoB (Masuda et al., 2003) u sHep-
roobecneuenus: (Leist et al., 1997). CyuwecTByloT TpH
topmbr TTKC: anonmos, MapkepamMu KOTOPOrc SBJIsI-
I0TCsi 00pa30BaHUE AaNONTO3HLIX Tejel, aKTHBAUUs
Kacma3 M ofauroHykiaeocomHas dparmenrauust JHK,
aymogaeus, XapaKTePU3YIOWAsACs Y4aCTUEM THIAPOJIU-
THYECKUX (EPMEHTOB JIU30COM W Bakyonei, U agmo-
A43, NPWU KOTOPOM TMPOUCXOAWMT paspblB TOHOIJIACTA
BaKYOJIM KJIETKM DPACTeHMIl M BBLICBOOOXICHHUE €€ CO-
JEPKUMOr0 B UMTOIIA3MY.

Y pactenuit [TKC wnabnomaeTcst B OHTOreHE3e M
npy 3alIMTHOHN peakL MM pacTeHMil, onpeaensiowei ux
YCTOHUMBOCTL K TIATOTEHY, — TCUIEPUYBCTBUTENBHOM
otBere (['0). Knerku HEKOTOpbIX TKaHEd M OPraHoB
pacTeHUil B onpeneleHHbIH NEPUOR DPA3ZBUTUSL TOTU-
6aior. B psge cnydyaeB 3TO cnocoOGCTBYeT (hopMHUpPO-
BaHUIO crielmanu3upoBaHubix TkaHed. JIKC B oHTO-
reHe3e TNpPOMCXOAUT MpH Aerpajaundu  aneiipoHOBOrO

C10s1 B ceMEHax, OOpa30BAHWM adPEeHXUMbI B KOp-
HSIX pacTeHui, (OPMHPOBAHMHM KCHAeMbl W  ros-
MBI, (POPMMPOBAHUU JIMCTOBBIX TUIACTMHOK, ONAJaHMM
quctbeB u maonoB (Camyunos u ap., 2000a). T1IKC
conposoxnaaeT penpoaykuuio pacrenuit (Wu, Cheung,
2000).

['O sinsieTcss OCHOBHOM 3alllMTHOW peakuuei pac-
TeHUHA. Y3HaBaHue MaroreHa xJASTKAMM PacTeHMst oc-
HOBBIBACTCS HA CBA3BIBAHWM 3aucumopos (CM. HHXeE)
¢ pelenTopaMu KJIETKM, YTO CAYXMT CHCHajJoM K 3a-
nycky I'O u rubenn xnerok (Camyunor u ap., 2000a;
Tapuerckuii, 2002). Ilpu 'O He npoucxomut oJau-
roHyKJIeocOMHO# ¢parmedraumn JHK, xapakrepHoii
ansa anonrto3a: JHK nerpaampyer Ha kpynuHple dpar-
MeHTbl, KpaTHbie 50 Tbeic. m.H. (Lam, 2004). Ha6-
NIOJAETCS YYacTHME TNpoTeas, NOAOOHLIX KacrasaM, B
IIKC npu 'O (Chichkova et al., 2004). TIKC B 30-
HaX KOHTAaMMWHALKMM MPENnsITCTBYET NPOABMXEHUIO Na-
ToreHa B IybnL TkKaHed. CocedHHEe C NOPaXEHHOIA
30HOM KJIETKH BBIPAOATHIBAIOT M CEKPETMPYIOT BELIECT-
Ba, OKa3bIBAIOLIUE TYOUTENbHOE BMSIHWUE HA IATOTEH:
akTuBHbIe hopmer kuciaopoaa(APK), ¢eHonsl, rugpo-
JUTHYECKUE (DEPMEHThI, AaHTHOMOTUKU-PUTOANEKCHHDI
(Mittler, Lam, 1996).
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Puc. 1. Muvnunaums v peanusauus [1KC y pacrenuit.

| — kanbuuesas, 2 — NO-cuuTasHasi, 3 — MAP-xunasuag, 4 — NADPH-okcunasHas, 5 — nMriokcureHasHas, 6 — Hsp-aasuchmas,
7 — nopoBuas pS3-3aBUCHMON CHCTEMBI Tepefauy CHrHana
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Curuanbl ¥ nepejaya curuasion
B IIKC y pacrenuit

3anyck nporpaMMbl KJIETOYHOW rubenu OCylUecT-
BRsIETCH B Heckonbko atanos (puc. 1). Ha nepsom
sTane Kiaerka noayyaet curHan, nauuuupyowmin [TKC.
Taxkne curHanbl MOryT ObiThb KaK BHYTPHUKJIETOUHDIE,
TAK W BHEKJETOUHbIE (CUIHanW3alusi Ha YPOBHE Op-
rannama). CurHan nepegaercst B SIIPO TNPU Y4aCTUMU
IIPOTEMHKMHA3, KOTOPbie AKTMBUPYIOT TPAHCKPUAIIM-
OHHbIE (DAKTOPLI, BbI3bIBAIOLIME IKCIIPECCHIO TCHOB
M 3anycK MexanusmoB, ocywecrBasiowinx [TKC. Pac-
nag knetkun — uror [TKC. Jlunuabsl meMOpan noasep-
raloTcs Aerpajgaund npd  ydyactuu ¢oconumnas Aj,
C, D, ¢depmentoB nunoxkcurenasHoro nyrtu, A®OK
(Tapuesckuit, 2002; Mithofer et al., 2004). Paspyiue-
HUE HYKJIEMHOBBLIX KWUCJIOT W BGeAKOB N0 MOHOMEpOB
ocyiectasior Zn2t- u Ca2™-3aBMcUMblE SHAOHYKIIE-
azbl (Sugiyama et al., 2000) n pasfiMyHble TpOTEasbi
(Beers et al., 2000).

Oco06yio posnb B [TKC urpaior APK, obpasyiomy-
€csi B pe3yabTaTe OJHO3/MEKTPOHHOTO BOCCTAHOBICHHUS
Oy no O wu ero nanpHeiwux rnpespaweHuit. OHK
peryJiMpyioT MHOTME NPOLECCHI Y PACTEHMH: pasBUTHE
NMpOPOCTKOB, POCT KOPHSI, 3aKpbITME YCTbUI, Tnbenb
kiaeTok B ontoreHese, ['O (Laloi et al., 2004). ADK
y4acTBYIOT Bo Bcex Tpex atanax [IKC, sinsissck cur-
HanoM Kk rubenu (nonroxusyie A®K — HyO0; u
NO), ocyiuecTsisisi nepeaady CUrHaja U crnocobCTBYs
paspyLIEHUIO CTPYKTYp KIETKW (TMAPOKCHMIBHBIA pa-
nukan, OH, apyrue cBoOGomHOpaAuKaibHbie (OPMBI).
Mmuorue paGoTbl CBUIOETENLCTBYIOT 00 yuactum ADK
B IIKC y pacrennit (Camyunos u ap., 20006; Dat
et al., 2003).

BuekneTounbie curnanbl. GUTOropMoH smuner yua-
CTBYET B ONAalaHUM JINCThLEB, CO3PEBAHMM U ONalaHUM
nionos. ObpaboTka 3TUIEHOM BbI3blBala rubenb Kie-
TOK 3HAOCMEpMa 3J1aKOBbIX M (POPMHPOBAHHE adpEeH-
XUMBI B KOPHSX KYyKYpy3bl. Y MYTaHTOB Arabidopsis
thaliana 3x3oreHHbt aTUNeH ycunupan ADK- u Tok-
cunuuayuupoBaHHyo ITKC. Tlpu stom Habawoganoch
ycwieHue reHepaun A®K (Asai, 2000; Hoeberichts,
Woltering, 2002). ITo cBouM npu3HakaM 3THUJIEH-UHIY-
LIMPOBAaHHAsl CMEPTb KIIETOK (MeXHyK/IeocoMHas {par-
meHTtauusi JJHK, obpazoBanue anonTo3HbIX Tejiell) CO-
oreeTcTByer amnonrtody (Gunawardena et al., 2001).
B xnerkax A thaliana obHapyXeHO INATH PasJHUYHBIX
3TUJEHOBBIX PELENTOPOB, PACIIONOXEHHBIX TPAaHCMEM-
6panHo (Wang et al., 2002). [lepexnaya curHana npo-
UCXOOUT, BEPOSITHO, ¢ noMouibio MAP-kuHa3Horo (mi-
togen-activated protein kinase) kackana. ‘

Llumokununs: NMONABASAIOT NpoJMdepalHio KIETOK
u unayuupytor [MKC. Hutokunun NO6-GensunamuHo-
NypUH BbI3bIBI IIpOTpaMMHMpYeMyl0 THOeIb KAeTOK
MODKOBU W A. thaliana, NETEKTUPYEMYIO 0 KOHIEH-
CallMM XpOMaTHMHA, OJMTOHYKNEOCOMHON aerpagaunu
HAHK u BbIxoay 3 MUTOXOHAPHM B LUMUTOMAA3MY LIUTO-
XxpoMa c¢. [lefcTBHMe LUTOKMHUHOB MOXET ObIThb CBSI3a-

HO C aKkTHBauMeil MMM CHHTa3bl |-aMUHOLMKIIONPO-
naH- ! -kapOOHOBOM KHUCJIOTbI, SIBASIOLLIEHCS NPEIILecT-
BEHHWKOM 3THWJIEHA, XOTH BO3MOXHO HaJHM4yMe WHbIX
nyteit perynsauun [NKC uurokmuunHamu (Carimi et al.,
2003).

Ayrkcur ctumynuposan T1IKC B npopocTtkax Ta-
fbaka. WMHruburop TpaHcnopTa ayKCHMHa B KIETKU
2,3,5-TpuitonobeH30at rogasasia rubenns kierok. Ha-
fnoganach ayKCMH3aBUCHMMAas hparMeHTaumsl siiepHOi
JAHK. Mpenrnonaraercsi, 4To AeidcTBMEe ayKCHMHa CBsI3a-
HO ¢ aKTHBaLMEN CHHTE3a 3THIEHA, TIOCKOJIbKY WHIU-
outopbl cuHTe3a aTwiaeHa AgNO3 ¥ aMUMHOOKCHaUEeTaT
npenorBpawanin [TKC B npopoctkax (Yamada et al.,
2001). OnHako aykCMH MOAABJSIN ONMIOHYKIEOCOMHYIO
¢pparmentauuio JHK B kneTkax MOpKOBH, WHAYLMPO-
BaHHYIO uMtokuHuHOM (Carimi et al., 2003), a Takke
MpesoTBpalllal akTHUBalino ungyumMposantoro H»O»
MAP-KMHa3HOTO Kackaga B KJETKAaX JMCTbeB A. tha-
liana, cnocoberyiowtero 3anycky [TKC (Kovtun et al.,
2000).

Abcyuzosas kucaoma — peryisiTOp pPasBUTUS DH-
nocrnepMa 3nakoBbix. Habmonaercst ctumynsiuus [TKC
B 3HAOCIIEPME MYTAHTOB KYKYpPY3bl, HEUyBCTBUTE/b-
HbIX K aOCLM30BOH KHCJIOTE WM CUHTE3MPYIOLIMX €e
B HM3KMX KOHLeHTpauusix. [Ipennonaraercsi, yro Oa-
JIaHC MexXay aOCLM30BOM KMCAOTOM M 3TUIEHOM pe-
ryanpyeT uHumuuanuio [1KC B sHpocnepMme. AGcuM-
30Basg Kuchaota sawuwiaer kietkn ot INKC npu ¢op-
MHPOBAaHUM TIbIIbHMKA y siuMeHst B aHaporeHese (Ho-
eberichts, Woltering, 2002), npemorBpaiuaetT rudesns
KJIETOK U OJIUTOHYKJieoCOMHY10 (dhparmeHTanuio JHK,
BbI3BaHHY10 00paboTko¥ uuTokuHuHoM (Carimi et al.,
2003).

[Tpu npopacranuu cemsan [MKC aneiipoHoBbIX Kie-
TOK MHAYUHUPYETCs eubbepearunom, TOTAA KaK abCLM30-
Basi KMCJIOTA NOAAB/ISIET KieTouHylo rubenb. [lokasza-
HO, 4TO 3Ta (PUTOrOpMOHAIbHASI PeryIsiLiMsSl ONOCPENO-
BaHa ADK. BeposaTHo, rub6epenniuH CHUXAeT aHTUOK-
CHIaHTHYIO 3aiuTy Kiaerok pacteHuit (Hoeberichts,
Woltering, 2002).

XKacmonosasn kucroma SIBISIETCS CUTHANBHBIM COe-
IUHEeHUeM, cHHTesupylowumest npu 'O. 2KacMmoHoBas
KUCJIOTA WM METHJIKACMOHAT — KOHEUHbIE MNPOAYKThI
JIUNOKCUTEHAa3HOro curHajapHoro nytH {TapueBckuii,
2002; Mithofer et al., 2004). 2KacMoHoBast Kuciorta
CTUMYJIMPYET Tubenb mpoTtonnactoB A. thaliana, BbI3-
BaHHYIO TPUOHBIM TOKCHHOM ¢ymMoHM3MHOM Bl (Asai
et al.,, 2000). OmHako METUIXKACMOHAT HHCHUOUpYET
ozoHuHayuuposaHHyio [IKC y myTtaHTOB A. thaliana.
IIpennonaraercsi, 4TO >XACMOHOBAasl KUCJOTA CHUXKAeT
npoaykuuw ADK, wHayuuposanHyio o3oHoM (Hoebe-
richts, Woltering, 2002). Takum oOpa3oMm, xacMOHar
B Pas3AMYHBIX YCJIOBMUAX MOXET OBITb KakK NO3WTHB-
HBIM, TAK ¥ HEraTUBHbLIM PEryJIATOPOM MPOTPaMMHUpY-
emoit rubenn (Lam, 2004).

Caauyuaosas kucaoma, Kak 1 MHAYUHPYIOLLMI ee
obpazoBanme HyOj, ABnseTCs OAHUM W3 TNABHBLIX CHUI-
HanbHbIX coeauHeHuit npu I'O. BpisiBneHo, uTto omHa
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M3 nByx MAP-kuHa3z, soBnaeueHHbIX B 'O Kietok Ta-
Daka, MHAYLMUpYETCS CcaluuUMIOBOH Kucioroil. [loka-
3aHa AKKyMVJISILMSI CANUUMIOBOR KHUCIOTbl B KIETKaXx,
OKPYXKAIOLMX MECTO 3apaKeHUsl NMaToreHoM. Y TpaHc-
FeHHbIX PpACTeHWH, He CHHTE3MPYIOUIMX CaJULMIAT,
CHHXAJCSl ypOBeHb rMbenn K1eTok, uHayuupyemoi Os
Uy anucurtopamu rnaroreHos (Hoeberichts, Woltering,
2002). ITKC, uHayuMpoBaHHasi TOKCMHOM rIpuba @y-
MoHM3MHOM Bl, omocpespoBaHa HaKOMAeHHEM B KJET-
Kax canuuunosor kucioTol (Asai et al., 2000). M-
TEPECHO, YTO CAJIMLMIOBASI KMCJIOTA SIBJISETCS WHIH-
OMTOPOM KaTanasbl M MEPOKCHAA3, ODeCTeurBaIOHIMX
sawuty kietku or APK (Tenhaken, Ribel, 1997).

Daucumopsl — CUTHAJIbHBIE MOJIGKYJbl PA3TMUHON
npupoabl, uHayuupyiomue IHKC npu I'O. B ocHos-
HOM 3TO BELLECTBa, BXOMSILLME B COCTaB KJIETOYHOMH
CTEHKU, MeMOpaK NnaToreHa WAM 3KCKpeTUpyeMmble ma-
TOreHHbIMK OakTepusiMu W rpubamu. benky ob6onou-
KM OTHENBHBIX BMPYCOB TOXe OONafaloT 3JIMCUTOP-
HBIMM CBOWMCTBaAMH. BJMCUTOPLI MOI'yT O0pa30BbIBATh-
cs Npu (hepMEHTATUBHOM paCIUEIIEHWH KYTUKYAbl U
NOJIMCAXapui0B KIETOUYHBIX CTEHOK CaMMX pacTeHUi
(Tapuesckuit, 2002). K anucuropam OTHOCATCS apaxu-
JIOHOBAsl M 3MKO3afEHTAEHOBAs KMCJOThI, XWMTO3aHbI,
SJMACUTUHBL (HEOONbUWIKME MENTHUAbI, TPOAYLUpYEMble
Phytophthora w Pythium, HanpuMep KpUNTOTEUH), Xap-
NUBbL (6akTepuanibHble OEJIKOBBIE DJMCUTOPLI), AEKCT-
DPMHBI, Ha3bIBaeMbI€ OJIMTOCAXapHHaMH (MPOAYKTHI TMJI-
pOJIM3A KJIETOYHBIX CTEHOK DACTEHMSI, COCTOsILIME M3
HECKOJIbKMX OCTAaTKOB IJIIOKO3bl).

CN~™ He sBaseTCS YYXEPOAHBLIM [/t pacTeHMH
(Camymnaos u ap., 2000a). Muorne pacrenust (Kie-
BEp, BMIUHSI, C/IMBA, MAHMOK U AP.) COAEPXAT LIMAHO-
reHHbIe IMIMKO3KMIb], 3aLIMLIAI0IME UX OT (PUTONATOre-
HOB. Y pacteHnii CN™ MoxeT oOpa30BLIBATLCS: a) NPHU
nerpanauuy LuaHoreHHbIX ramkosuaop (Vetter, 2000);
6) Npy OKUCACHMH |-aMHHOUMKIIONPONaH-1-KapOoHO-
BOM KHUCJOTHI Ha KOHEYHOM 3Tame OGHOCHHTE3a 3TH-
JeHa, npu 3toM obpasylorcs stuned, HCN u CO,
(Wang et al., 2002). LlmaHung dHruOGUpyeT reMoIpo-
TeuHbl. B xnerkax pacreHur CN~ nomasnsieT (oTto-
CUHTETHYECKHMII M JAbIXaTENbHbIA (C yyacTHeM LIMTO-
XPOMOKCHAa3bl) NEPEHOC JIEKTPOHOB, CHMUXAET aKTHB-
HOCTb KaTajladbl U MEepoKcHaa3 — (PEepMeHTOB, ocylle-
creisiiowmx perpagauuio HoO;. CN— Beizwiraer ITKC
y pacrenuii (Ryerson, Heath, 1996; Camyunos u mp.,
20006, Samuilov et al., 2003).

Buyrpukierounbie curHannl. CUrHaibl, 3aryckaio-
ume [MKC, nmoctynaloT He TONbKO M3BHe. Tak, Heob-
paTMMbIC HApyUIEHUsT BTOPMYHON CTPYKTYPbl O€NKOB
KJIETKM WHMLMUPYIOT nporpammy rubenu. Jenamypa-
yusa 6eako8 BBIZBIBACTCSI TEIUIOBbIM, OKHCIIMTEIbHbBIM
W COJIEBBIM BO3AEHCTBUSIMU, TSDKEJBIMM MeETaJlJIaMH,
MyTaUMSIMM W HapylLIEHWSIMU B CHCTEME SKCIIPECCUM
IeHOB.

[osiBneHue B Kierke JE€HATYPUPOBAHHBIX GENKO-
BbIX MOJIEKY] aKTUBUPYET CHHTE3 OCOOBIX OeJIKOB —
GenkoB Teruiooro woka (Hsp, heat shock proteins),

K KOTOPbIM OTHOCHT LIANEepOHbl — ceMmelcTBo Oe-
KOB, BOCCTAHABAWBAIOWIMX CTPYKTYPY HEHATYPHPOBAH-
HbIX OenkoB kiaeTkH. floxasano, uto Hsp 70, Hsp 90 u
Hsp 27 saBasitorcst WHTHOMTOpPAMM anonrosa y XKi-
BOTHBIX (Beere, 2004). Hapywienue BTOPHUHON CTPVYK-
Typbl OEKOB B KIETKE BbI3LIBAET OOPa30oBAHME MX
KOMIUIEKCOB ¢ HSp — lianepoHbl BOCCTAHABIMBAIOT
NPaBUWIbHYIO TIPOCTPAHCTBEHHYIO YKIAAKY OC/IKOBLIX
Moniekya. B cBsizaHHOM cocTtosinuu Hsp He moryT no-
JABASTL afionTo3, M KaeTKa norubaer.

Tennoso#i WoOK y pacteHuit 3anyckaer HKC (Ishi-
kawa et al., 2003). I'1KC, Bbi3BaHHasi Teraosoii odpa-
foTkoll KieTok Tabaka, COTIPOBOXAAETCSI YCHJIEHHEM
rerepauni ADK. Tlpu 3TOM B KJIETKAX YMEHbLIUACTCS
AKTMBHOCTbL ackopbarrepokcunasbl (Vacca et al., 2004)
M Hapyuiaetcsi paboTa MMTOXOHAPHAIBHOH 31EKTPOH-
TpaHcnopTtHoit uenu (DTL). Benku rtennosoro iioka
MpeNoTBPALLAIOT Jerpafjaluio KJICTOK PACTEHMH U MX
KoMiioHeHToB. CHMXEHME 3KCIpPecCHu reHa Oenka
Hsp 70, nOKaaM30BaHHOIO B XJOPOMAACTAX OAHOKJIE-
TOYHOH BOLOPOCAM XJIAMUIOMOHAMAbI, MOBBILIALO UYB-
cTBuTeNbHOCTL oTocucTeMbl (PC) 11 K pazpyluuTeb-
HOMY [OEHCTBMIO MHTEHCHMBHOIO CBETd, 4 CBEPXIKC-
npeccust 3awmwaia OC 1l or dorouHrnéuposaHus
(Schroda et al., 1999). MyTtauus XJ10pOMniacTHOroO lua-
rniepoHuHa 608 y A. thaliana swrispisana IIKC (Ishika-
wa et al., 2003).

Hapywenus cmpykmypsr JHHK, Hanpumep npu
Y®-o6nyyenun, Bui3niBaloT IIKC y >XXMBOTHBIX M pac-
teHuit. [Tpu nospexaeHunn JHK B kjieTKe XMBOTHBIX
AKTUBUPYETCSI NPOAYKT reHa pd3. Jrtor Oenok obpa-
3yeT KOPOTKOXHMBYIIMHM KOMILIEKC ¢ Oeakom Mdm?2
(murine double minute 2), KoTOpblii B HOpME YOMK-
BUTUHMpPYeTcs: W paspywaercs. [lospexaenuss JHK
BbI3bIBAIOT (ochOpUIMpOBaHUE P53 U JAMCCOLMALMIO
KoMmruiekca p33-Mdm2, B pesynbTare yero p33 nepe-
CTaeT TOABEPraThCsl MNPOTEO/IM3Y W €ro KOHLEHTpa-
UMsT B KJIETKe Bo3pacTaer. AKTuBaLUUs P53 MpuUBOAUT
K OCTaHOBKE KJIETOYHOTO LMKJIAa K obecrieyuBaeT pe-
napauuio JHK. Ecan noepexaenue JHK Heobparu-
MO, pS3 cnocoberByer 3anycky ITKC (Lakin, Jackson,
1999). ITokaszaHo, YTO pPS3 aKTUBUPYET IKCIIPECCHUIO
TeHOB npoanonTo3Hbix Oenkop Noxa, Puma, Bid, Bax,
npuHamiexawux K cemeiictsy Bcl-2 (B-cell lympho-
ma/leukemia-2), OCYyWIECTBASIOUWIMX 3aMyCcK TIIpOrpam-
Mbl kjieTouHoM rubenu. Kpome Toro, p53 ycunusaer
reHepauuio AQK, BeposiTHO, MOCPeACTBOM aKTMBAaLMU
JKCTIpeCcCHU reHa eppenokcuHpenykrasbl (Fridman,
Lowe, 2003).

XoTa y pacreHMi He oOHapyxXeHO romonora p53,
HeJIb3S WCK/IIOYMTh Haluuue Y HuX p53-noao6Horo
uny anvrepHatuBHbIX myteit MHaykuuu [TKC. Crape-
IOlilME CEMEHa NPOpacTaloT MelJIeHHEee MOJIOAbIX. JTO
00yCI0BJIEHO 3aaepxKoit B ¢aze G1 KiIeTOYHOro LUK-
na. B crapeloliMx CeMEHax YPOBEHb IOBPEXAEHMI
JHK Bbillle, MO3TOMY 3afepXKa IMpu HX IPOpacTaHUuU
MOXeT GbiTh BbI3BaHA AaKTMBaLiMel Oeika, MogoGHO-
ro p53, NpvOCTaHABIAMBAIOIIETO KJETOYHBIM LUKI U
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3aNyCKAIOIErc cucTeMbl pernapaunu. [1poandepauus
KJIETOK B CEMEHAX 3anyckacTcs TI10CE€ [OYHMHKH T1O-
spexacHuoit [JHK (Whittle et al., 2001). Yastpadu-
oner (Y®), sni3piBaowunit nospexnenus AHK, wnu-
ayuupyet [IKC y A. thaliana, npyu kKotopoil Habio-
1AeTCsl OJIMTOHYKJIeocOMHast dparmeHTauust JHK n
ydactie kacnazonogobHeix npotead (Danon et al.,
2004).

Ilepenava curnana. HaoeHtUdULMPOBAHL CUCTe-
Mbi, NEPCAAOLINME CHUTHAJ B SAPO KICTKH, YTO BbI3bI-
BAET aKTUBAUMIO (DAKTOPOB TPAHCKPUIILUMHK U IKCHpec-
CHiO TEHOB. BhisiBNeHO yuyacTne aneHMIaTUMKJIA3HOM,
MAP-kurassoi, pochaTHiHOM, KUILLUEBOM, NHIIOK-
cureHasHoi, NADPH-okcumasHoin, NO-cuHTA3HOH,
3aBucumoit or HY-momn curnansHeix cuctem npu IO
(Tapuesckuit, 2002). OueBuaHo, B TOH MM MHOM CTe-
NEHW 3TH cucteMbl 3auzeiictBoBanbl B IIKC. Cuunraer-
cs, 4yTo Haubonee BaxHyio posib B [IKC y pacreHuit
UrpaioT Kajbuuesas, AunokcureHasHas, NADPH-oxk-
cupasHasi, NO-cuHTazHast ¥ MAP-KUHa3Hasg cUCcTeMbl
(puc. 2).

Kanvuuesass curHanpHas cucTeMa AaKTHBMPYETCS
Mpy NOBbIIUEHUH KoHUeHTpauuu Ca?t B uuroniasme.
[TocTynaiolmii B K1eTKy CUrHajJd BOCNPUHMMAETCS pe-
uentopoM. Casi3aHHbIM ¢ HUM peryiastopHblii G-0e-
Jok axtvBupyeT hochonumnaszy C, KoTopasi xaTaausu-
pyer ruapoaus cbocharuanauHoO3UTONA-4,5-1udocdaTa
B IuUla3MaTtuyeckoil MeMmOpane ¢ obOpa3zoBaHWeM AMa-
uMArIMuepona M uHosutosn-1,4,5-rpucdocdara. Muo-
sutontpudocdar BoizbiBaeT MoOuamsaumio Cat u3
BHYTPUKJIETOUHBIX AEN0 W M3 MEXKICTOYHOTO [1po-
crpaHceTBa B uurtoniasmy (Tapuesckuii, 2002). Hakon-
nenue Cal* B uuTOnasMe MOXET CTHMYIUPOBATH-
cs A®K (Mori, Schroeder, 2004). Ca2t pauser Ha
AKTHBHOCTb pasiivdHbiX OenkoB. y A. thaliana obHa-
pyXeHO okosio 250 GenkoB, MMEIOWMX XOTS Obl Of-
Hy Ca2"-cBA3LIBAIOLYIO AMMHOKHCIOTHYIO MOC/IEI0BA-
tenbHocTh (Day et al., 2002). duauumarmwuuepon
nosbienne Konuentpauuu Ca?t akTuBupyer npore-

——> DAT

®NC ——>Ud, ———> Ca”"—» MK C)

1

J )

Curnan — Peuenrop——i» MAPKKK

unkuHasy C, kortopas Hapsizy ¢ Ca2t-3apucHMbIMM
MPOTEMHKMHA3aMHM BbI3bIBAET aKTHUBALMIO (DAKTOPOB
TPAHCKPHIILUK U DKCMPECCUIO I'eHOB, HHULMHUPYIOLLIMX
[KC (Tapuescknit, 2002; Hirschi, 2004).

HelictBue aunokcueenasznod CUTHAJLHOM cuUCTe-
MbI XapaKTEPUIYETCA OKHCICHHUEM TONWMHEHACBIILEH-
HBIX KUPHBIX KHCAOT. PasiuuHble CHMrHANbl AKTHUBH-
pytoT dochonunazy A, KaTAIM3UPYIOLLYIO BbICBOOOX-
HEHWE >XXMPHBIX KUCAOT U3 MemOpaHHBIX (ocdonu-
NMUAO0B. HCHaCbILL[CHHbIC JKMPHbIE KHCJIOTbLI SABJISIIOTCA
cyOCcTpaTaMu AN O-AMOKCHIE€HA3bl, MEPOKCHAA3 U JIK-
MOKCUIeHa3, OKHUCHsioMX MX. OKHCIEHHE XMPHBIX
KucaoT moxer ocyuwecTensiteesi ADK., B pesyavTarte
OKMC/IEHUs 0DPa3ylOTCsl MMAPONEPEKUCH XXUPHBIX KHC-
JoT. Hexortopble U3 HuX (OKCHIMIIMHbL, HanpUMeEp
(pUTONpOCTaH, O-KETOJ, Y-KeTOJ, TpaBMaTHHOBasl KHC-
0Ta, (PUTOOAMEHOBASE KMUC/AOTA) UIrpatdT POJb KIETOY-
HbIX METa0OJMTOB, PETYAUPYIOLUX IKCTIPECCUIO TEHOB.
W3 ¢buTonueHoBONH KHUCAOTbl MOTYT CHUHTE3UpOBATh-
Cs1 XKACMOHOBAsl KMUcaoTa M MeTuykacMmoHar (Tapues-
ckuit, 2002; Mithofer et al., 2004).

OcHoBHbIM  MeTaboautoM NADPH-okcudaznozo
CUTHIBHOTO MYTH, BKJIOYAIOLIErocsl, HalpuMmep, Mnpu
0, seasercs HyO,. Ilpu 'O 3anyckaercsi kackan
peakuuit (puc. 3), npuBomsilMit K rubenn KIeTKH,
a Takxke X OOpa30BaHMIO CUTHAIbHBLIX COEAWMHEHUMN
(H,09, canuuuaoBass KHUCIOTA), aKTHBUPYIOUIMX pas-
JUYHbIE 3allMTHLIE MPOLECChl B COCENHMX KJIETKax
(Mittler, Lam, 1996; Tenhaken, Ribel, 1997). BroTt
Kackaj BKjlouaeT Bxofd B kierky Ca?* m HT u Bbixon
Kt u CI™. Veeauuenue konuedtpauuu Ca* B uu-
TOIJIa3ME KJIETKH Bhi3biBaeT akTupauuio NADPH-ok-
cHOa3bl TjazmaTtuveckoit memOpanbl (Jiang, Zhang,
2003). bonbwas cyowenunuua NADPH-okcuaassl nMme-
er ape peryasitophbie Ca2t-CBA3bIBAIOIME AMHHOKHMC-
JIOTHBIE TOCIEJ0BATENIbHOCTH. KpoMe TOro, cyluecTBy-
eT HenpsiMasi aktusauusi KanbuMem NADPH-okcuna-
3pi: Ca?™ akTUBMpYET KalbLMii-3aBUCUMYIO NMPOTEMH-
knHasy (CDPK), nunyuupyoumyio NADPH-oxkennasy;

S ——

A 3nK
NO-cuxraza—»NO >l > cGMP—> -NK .
\ 4
MAPKK —>MAPK >—> QT —»Skcnpeccus

/y A reHoB
—CK ;
NADPH-okeugasza—» H,0,—— MK ‘

[ SUPUIP RS Ip— Nporpammupyeman
mbenb

ONA,—> KK —> Okeununuusl—» MK )

nor

Puc. 2. Yuacrue xanpuuesoit (1), NO-cunrtasHoi (2), MAP-kunashoii (3), NADPH-okcupasHoit (4) v aunokcure-
HasHoi (5) curHanbHeiX cucTeM B [IKC y pacTeHwmii.

ITIXK — ruoponepekdcH XupHsix kucnoT, 'Ll — ryanunatumknasza, AT — anaumnmiuuepon, U®D; — unHosutontpudocdar,

K3MK — xansumiizaBucumas nporernkuHasa, JIOT — nunokcureHasa, [1K — mpotenuxunasa, 1K C — nporeunkunasa C, CK —

canuumnosast kucnoTa, PJIA; — docdonunaza Ay, PIC — docponunaza C, ®T — akrop TpaHckpunuu, cGMP — mukye-
ckuit ryaHosnuMmouodocdar (no: Tapueackuit, 2002}
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Puc. 3. CunepuyBcTBUTESIbIbIK OTBET.

NADH

[T — natoreH, 3 — anucutop (no: Wojtaszek, 1997; Grant, Loake, 2000)

CaZt-cBa3biBalOWIMIA GEN0K KalbMOMYIMH AKTMBUDYET
NAD-kuHa3zy, xatanusupylowyio npespawieine NADH
B NADPH — cy6erpar NADPH-okeuaasst (Grant,
Loake, 2000). BaxHyo pons B perynsuuud NADPH-
OKCHAa3bi urpaer peryasitophblit GTP-cBa3biBarolmii
G-6enok Rac (Jiang, Zhang, 2003).

Axtusauns NADPH-okcuaassl BbI3elBaeT obpa-
3oBaHue ADK — cyrnepokcHIHOro aHMOHa-panMkana
(03) u H»0,. O6pazosanue H,O; Moxer ugtn u
NpU Y4acTMM TNEpPOKCUOA3bl KJIETOYHOH cTeHKU (Woj-
taszek, 1997). Ilpn 3TOM CHMXAaeTCst 3KCIpeCcCHUsd Ie-
HOB (bepmeHTOB, Yyruausupyowmx H,O; — ackopbar-
nepokcunasbl W Karanasnl (Mittler et al., 1999). H;0O,
npu 'O pe#cTBYET: a) KaK CUrHANIbLHOE COEAUHEHMWE,
Bbi3blBalOLIEe TMOEIL KIETOK pacTeHMH M 3KCIpec-
CHIO TEHOB ycToluuBocTH K nartoreHy (Levine et al.,
1994); ©6) kax aHTUCENTHK IO OTHOWUEHMIO K IaTo-
reHy, B) KaK COEXMHEHMWE, BbI3bIBAKOLIIEE - yIIPOYHE-
HME KJIETOYHBIX CTEHOK B MECTE 3apaxeHus (Mexa-
HMYECKHUI Oapbep Mist: MaToreHa, NpPensTCTBYIOIUA
ero TNPOHMKHOBEHHUIO). YBeIMUYEHHE NPOYHOCTH Kie-
TOYHBIX CTEHOK IPOMCXOAMT 3a CYET OKMUCJAEHMS Tie-
POKCHMIOM OCTATKOB THPO3MHA B 0ejKax KJIETOYHOM
crevku (Brady, Fry, 1997) u octatkoB (eHOIbHbIX
COEOMHEHWM, BXOOALIMX B coctas aurduHa (Camyu-
JoB ¥ ap., 20000), 4yTO BBI3BIBAET HUX NEPEKPECTHYIO
CLUYBKY.

NADPH-okcuaasHass cUrHajapHasi CUCTEMa TECHO
c¢BA3aHa C Kanbuuepoit U MAP-kMHa3HOI -cucteMa-
MK Tiepenayu curHaia. Bo3mMoxHa HenocpeACTBEHHas
peryasiuusi pasiuyHbiX GepMeHToB M (HakTOpOB TpaHC-
KPUIUXK riepokcuaoM Bompopoia. Oxucnenue SH-rpymn-
Nbl OCTaTKA LMCTEMHa ¢ nomoiupio O; wm HyOp
MOXET APUBOIWUTh K M3MEHEHMIO KOHdopManuu, 00-
pa30BaHUIO AMCYAbGUAHBIX MOCTMKOB M CLUMBKE 6ei-
KoB. OBbIYHO TaKMe U3MEHEHHs TEePEeBOAST (BepMEHTHI
B HEAKTHBHOE COCTOSIHME, HO ecTb OejKM, aKTUB-

HOCTb KOTOPbLIX NOBbIiIaercss npu okuchenun (Than-
nickal, Fanburg, 2000). B xJeTkax >XWBOTHBLIX €CTb
PENOKC-YYBCTBUTEIbHbIE TPAHCKPUITUMOHHDLIE (PAKTO-
pot (NF-xB — nuclear factor-xB, HIF-la — hypoxia
inducible factor-1la), aktusupyiounecst HrO> unn apy-
v AOK (Haddad, 2002). ¥V gpoxoxei Takxke oOHa-
py:KeH (haKTOp TPAHCKPHUIILMM, OKHCAEHHE KOTOPOro
M3MEHSIET ero KOH(OpMauHic M akTHBHOCTL (Tapuen-
ckuit, 2002; Neill et al., 2002; Mikkelsen, Wardman,
2003). Baxnyio ponb B NADPH-okcuaazHom curHa-
JILHOM [IYTH MIPaeT CaJMLMIOBAs KMUCAOTa, €€ KOH-
UEHTpauMsi B KJETKE IpU JeACTBUM 3JHCHUTOPOB HIH
H>0; Bo3pacraeT B AeCSTKHM pas.

- NO, obpa3sylolUMiicss M3 AprHHMHA TNPH aKTHBa-
. NO-cunmazsl SNMCUTOPAMU  TATOTEHOB, MOXET
WUrpaTh pOJNb CUTHANLHOW MOJEKYNbl, BbI3bIBAsi CHH-
Te3 (QUTOMIEKCHMHOB W 3aiuTHBIX Genkos. Tlpeanona-
raercst, 4YTO Iiepegavya CHTHajla B SAPO NPOUCXOAUT
MpK aKTUBaLMK OKCHIOM a30Ta r'yaHWaaTuMKa3bl, KO-
Topasi Kkaranusupyer oOpaszosanue cGMP uz GTP.
c¢GMP Moxer aKTMBUPOBATb KIbL{MEBbIE KaHasbl, [10-
Bbluas KoHuentpaumio Ca?t B umTtonnasMe, a Takxke
SIBASITCA MHIYKTOPOM HEKOTOPBIX MMPOTEMHKHHA3, pe-
rynupylowmux akcrnpeccuto redos (Tapuesckuit, 2002;

~ Neill et al., 2002). NO cnocobeH HUTPO3WIUPOBATD

[YTATHOH, HU3KOMOJIEKYJISIPHBIM AHTMOKCUAAHT, M pas-
nnuHble 6enku (Mikkelsen, Wardman, 2003). S-uutpo-
3WIMpPOBaHME T/YTATMOHA M OEJKOB MOXET peryim-
pOBaTb AKTMBHOCTL KJIETOYHBIX (PEPMEHTOB M TPAHC-
kpunuuio reqos (Neill et al., 2002). Oxcun a3oTa cno-
CcOBEH BJUSATH HAa AKTUBHOCTb PENOGKC-4yBCTBUTENbLHBIX
thakTOpOB TpaHCKpPUNUMK U psfa (HEPMEHTOB.
®ochopunnpopaHue aBaseTcss HanboJee YHUBED-
CaJIbHBIM MEXaHM3MOM IepeJadyM CUrHana B SIAPO KJIET-
Ku. MAP-Kkun@3Has CUTHANbHAs CUCTEMA MNpENCTaBNs-
eT 'co00i Kackaj IOC/eAOBaTENbHO AaKTHUBUPYIOLLMXCS
NpoTeMHKMHa3. AktuBauusa MAP-kuHa3z koppenupyer
c obpasosanuem H,O, (Ren et al., 2002). Kackan
MAP-kuna3 sanyckaercs uugykropamu I[IKC y pac-
TeHWH (nucuTOpamMu pasnuuHoi npuponsi, ADK,
YD-cBeTOM, COMEBBIM U TEIMJIOBBHIM 1IOKOM, CAIMLIAIIO-
BOI KMCJIOTOM, 3THJIEHOM, ayKCMHOM). ['eHoM A. tha-
liana komupyetr okono 20 pasanuHbx MAP-KMHa3
(Zhang, Klessig, 2001). Kackan MAP-xuHa3 perynupy-
eTca ocdarazamu. MAP-kuHa3pl akKTUBMPYIOTCH TipH
(hochopuNMPOBAHUHM OCTATKOB TPEOHUHA MW TUPO3H-
Ha. Docdaraswl, Karanusupys RedochopunrpoBaHye
MAP-knna3, neakrusupyrot ux (Gupta, Luan, 2003).

Yyactue muroxouapuii B INKC y pacrenuit

Muroxonapuu wurpaior BaxHyio poip B [IKC vy
»unBoTHBIX (Kroemer, Reed, 2000) u, BO3MOXHO, pac-
tennit (Lam, 2004). MHorue CYMTAIOT WX LEHTpaNb-
HbIMM OpraHesnamu, peanmayommmu TTKC.

Murtoxonapun — A®K-renepupyiomme CTpYKTY-
puoi. B KieTkax XMBOTHBIX MMTOXOHIPMM T€HEPHUDY-
o1 AQK (Boveris, Chance, 1973; Cxynaues, 2000).
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I —3% 31eKTPOHHOTO IOTOKAa B MMTOXOHAPHSIX MO-
XeT ObITb MOOMAM30BAaHO HA OJHOMIEKTPOHHOE BOC-
craHoneHue O, ¢ obpasopanuem O;. B obpasopanum
ADOK yyacteyior komruiekesl 1 u Il awixateanHoi
uenu (Konstantinov et al., 1987; Korshunov et al.,
1997; Bunorpanos u np., 1999). Ilpu anonrosze oGpa-
3oBaHue ADK B MUTOXOHOPHSAX CYLUECTBEHHO YCHIM-
Baercst (Zorov et al., 2000).

B oTiuuue OT XMBOTHBIX MWUTOXOHIPHUM pacTe-
HUMA MMEIOT BO3MOXHOCTb YCTORYMBOIO K POTEHOHY
rnepeHoca anekrTpoHos ¢ NAD(P)H, Haxoasiuerocs
B MaTpUKCE MKW MEXMEMOpPAHHOM NpOCTPAHCTBE, Ha
YOHXMHOH, & TAaKXKE Yy HUX CYLIeCTBYET ajlbTepPHATHB-
Hast okcuaasa (AQ), ocyulecTBasiIONas NMEPEHOC 3eK-
TpoHOB ¢ yOuxumHoHa Ha Oj. HecMorpss Ha pasnu-
Yusl . B CTPYKTYPC, MMUTOXOHAPWM pacTeHui, nosobHo
MHTOXOH/IPHSAM >XMBOTHBIX, CIOCOOHBLI T[€HEPHPOBATh
A®K (Mackenzie, Mcintosh, 1999). 3aperucrpupoBa-
HO YCWJIGHME MUTOXOHIAPHaJIbHOIO TPAHCIIOPTa 3/EeKT-
pouoB u reHepaumun ADPK npu [IKC y A. thaliana,
BbI3BAHHON okucaurenbHbiM cTpeccoM (Tiwari et al.,
2002). AO saBnsieTcss aHTUOKCUAAHTHBIM (hEPMEHTOM —
noselucHue ypoBHs AMK B KieTkax pacteHuit CTH-
MYJIMPYET MEpEeHOC 3eKTPOHOB ¢ yyactueM AO (Mac-
kenzie, Mclntosh, 1999). Aktusauust AO npeaoTspa-
lHana nporpaMMupyemylo rubeib Kinertok tabaxa (Van-
lerberghe et al., 2002).

MMUTOXOHAPUH — HUCTOYMHHKH (DAKTOPOB, HHIYUHPY-
wumx ITKC. Ilpu anonrto3e y >XMBOTHLIX M3 MHTO-
XOHIPUM B UMTOMJAA3My BBICBOOOXIAIOTCS (aKTOPb
(Ravagnan et al.,, 2002), cnocobcrBytouie rubenu
KJNETKH: LIMTOXPOM ¢, MHUUMHUPYIOIIHH aKTUBALMIO
kacnaz; dnasonporenH AIF u samonykieasa G, Bbi-
3pIBAIOLIME KaclaszoHe3aBucuMmywo aerpaganuio JHK;
Smac/DIABLO wu cepunoBast nporeaza Omi/HtrA2,
aHTaroHucTol OenkoB IAP — MHruGMTOPOB anonTto3a.

BbIx0l npoanonTo3HbiX (PakTOpOB M3 MHUTOXOH/-
pHii MPOMCXOAMT B pe3y/lbTaTe NOBLILIECHMS NPOHMULA-
€MOCTM MHTOXOHIPHUAIbHLIX MeMOpaH. B MUTOXOHI-
pusix obpa3yeTcsi KaHal, NTPOHU3BIBAIOUIMI HAPYXHYIO
U BHYTPEHHIOIO MHUTOXOHApHajbHble MemOpaHsl — PTP
(permeability transition pore). Komnoneutamu PTP
apnsiiorest VDAC (voltage-dependent anion channel),
ANT (adenine nucleotide translocase), LUKIOPUUIMH
‘D u, sepoatHo, 6enok Bax (Kroemer, Reed, 2000).
3a cuer BBICOKOTO CONEPXKAHMs OENKOB B MAaTpUKCE
MUTOXOHIPHUI Tyda YCTPEMJIIETCS. BOJAA, MUTOXOHAPUSI
HalyxaeT, U ee BHEUIHAS MeMOpaHa paspblBacTCsi, CO3-
AaBas BO3MOXHOCTb s Bbixoda Oenkos (Ckynaues,
2000; Kuwana, Newmeyer, 2003).

A®K moryr BeibiBath obpaszoaHue PTP u Bbi-
cBoboxaenue OenkoB u3 mutoxonapuit (Kroemer,
Reed, 2000). B cBoio ouepeny obpazoanue PTP 3ua-
YHTEAbHO ycuauBaeT reHepanmio APK B MUTOXOHA-
pusix (Zorov et al., 2000). YBenuyeHue KOHUEHTpA-
uuu Ca?t cTUMyaupyeT UMK TPMKApOOHOBBIX KHMC-
JIOT B MaTPUMKCE MUTOXOHAPUM, YCUJIMBAET TCHEPALMIO
A®K u npupomur x obpazosanuio PTP (Kroemer,

Reed, 2000). Benku cemeiictsa Bcl-2 (B-cell lympho-
ma/leukemia-2) MrpalT BaXHYIO pOJb B pEryasaLUU
PTP. D10 ceMeHCTBO BKIIOYAET KaK IPOAINONTO3HbIE
(Bax, Bak, Bid, Bim, Puma, Noxa), Tak u a"THanof-
to3Hele (Bcl-2, Bcl-xp) Oenkrd (Kuwana, Newmeyer,
2003). :

Y pacteHuit He OOHAPYXEHO MPSIMBIX FOMOJIOrOB
AlF, Smac/DIABLO u Omi/HtrA2. Xots ackopbat-
penykTasa pacreHuit romonornudHa AIF (Daugas et al.,
2000), oHa He oOnamaeT npoanonrosHoih QyHkuuei.
Menanuon (AQK-reHepupyiolIUit areHT) BbI3bIBal Bbl-
CcBOOOXIEHNE LUTOXpOMA ¢ W3 MMUTOXOHAPUH B LMU-
TO30JIb ¥ THOEeNb npoTornacroB tadaka (Sun et al.,
1999). Habaoganvcey HapyluieHHe MPOHULIAEMOCTH MHU-
TOXOHIApHaNLHON MemOpanbl (oTkpeiTe PTP) u BbI-
xon uuroxpoma ¢ npu IIKC y A. thaliana, BbI3BaHHON
H,0, (Tiwari et al., 2002). BsicBoGoXaeHne LMTO-
XpOMa ¢ M3 MUTOXOHAPHA MPOMCXONMIO MPU TapnHH-
WHIAYLUMPOBAHHOM rubean KylabTypbl KNeTOK A. thalia-
na (Krause, Durner, 2004). TokCHUH BHKTOpHMH CTUMY-
auposan otkpoithe PTP-nop B kierkax osca (Curtis,
Wolpert, 2002). NO unayuuposan [IKC, conposox-
JAIOLLYIOCS MageHUeM MUTOXOHAPUATIBHOTO MemOpaH-
HOro noreHuuana (Ay) y pacTeHHi, KOTOpoe NpeioT-
BPALIANOCh LMKIOCIOPUHOM A — HMHIHOUTOPOM 00-
pazoBanust PTP (Saviani et al., 2002). O30H BbI3bIBaJ
BbIXOJ LIMTOXpPOMA ¢ M3 MUTOXOHIAPHI KJIETOK Tada-
Ka, akTtMBauuio nporeas # dparmenrauuio JHK (Pas-
qualini et al., 2003). Myrauuss y mOACOJHYXa MH-
LyUMpoBana ‘BbICBOOOXACHHWE HMTOXpPOMA C B UMTO-
nJasMy, MpoOHCXOAMBLIEE N0 XapaKTepHbIX Mopdono-
ruyeckux uameHeHuM B xietkax (Balk, Leaver, 2001).
Tem He MeHee TOKA OCTAETCSl HESICHO, SIBASETCSl A
BBICBOOOXXAEHUE LIMTOXPOMa € KIIIOUYEBBIM COOBITHEM
B IIKC 'y pacteHuit, 3anyckamliuM rudenb Kie-
TOK, WIN Xe 9TO AWWDL PE3yAbTAT Aerpajalivu
MUTOXOHApPHUI B KoHeyHo# craaguu [1KC (Yao et al.,
2004). B MexmeMOpaHHOM NPOCTPAHCTBE MHTOXOHJ-
pHit pactenmit jokanusyetcs Mgt-zaBucumasi oH10-
HyKJIea3a, OCyLIEeCTB/istollas paspesanue saepHon JJTHK
Ha ¢parmeHTH iKMHoM ~ 30 Tbhic. m.H. (Balk et al.,
2003). Dta 3HAOHYKJIEA3a, IO-BUIMMOMY, SIBASIETCSI
aHanoroM 3HpoHykseaspl G (Lam, 2004). I'omonoru
-benkoB cemeiictBa Bcel-2 y pacteHuit He HaideHbl,
OJIHAKC 3Kchpeccuss reHa Oenka Bax, BbI3wIBaiollero
obpaszopanue PTP, crumynupyer INKC, denorununye-
CKHM CcXOfHYyK ¢ rubenpto knerok npu I'O (Lacomme,
Santa Cruz, 1999). Okcnpeccust reHOB aHTHANONTO3-
HeIX OenkoB Bel-2 u Bel-x; y T1abaka npenorspa-
wana repouuua-uHayuuposanuyio ITKC. OrMmeuyeHO
HaKOIUIeHUE 3TUX OeNKOB B MHUTOXOHADHSIX M XJIOPO-
nnactax (Chen, Dickman, 2004).

Bo3moxHoe yyacTue XJOPOIIACTOB
B IIKC y pacrennii

XJ1I0pOnAacThl UMEIOT COOCTBEHHBIA T'€HOM, KOOM-
pyownit ~ 100 GenkoB (B OCHOBHOM Oejku (oTo-
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CHHTETMYECKOro anmnapara, CHUCTEM TPAHCKPUINUMH U
TpaHcasuuun). Hdpyrue Genku X10pomniacTos (BCero Mx
okono 3000) xoaupyiorcs siaepHbiM reHoMmoM (Leister,
2003). Ilo crpyktype ¥ (QYHKUMAM XJIOPOMAACTbI AO-
CTaTOYHO OMM3KKM K MUTOXOHApHsIM. JloruyHo npen-
NONOXHUTh, YTO OHM [0 AHAJOIMH C MMTOXOHAPHSIMU
MOTYT MrpaTh BaxKHyio posib B [1KC.

XJ10pOMAacTel SBASIIOTCS MCTOYHMKAMM aKTHUBHbBIX
(hopm Kucnopopa, npuyeMm obpazoBaHue ADPK B Hux
3HAYUTENILHO BbIILUE, YeM B MUTOXOHApUsSX. CHHI/IET-
ubiit  kucaopon (10,) o6pasyetcs B xI0pomaacrax
Ha CBETY — BO3DYXIEHHBIH XA0po(uil, nepexoist B
TPUIJIETHOE COCTOSIHME, MOXET B3aMMOJEHCTBOBATL C
Kuciopoaom, obpasya !0, (Kneitton; 1984). ITopdu-
PMHOBBIE MHTEpMeEIMaThl, obOpasywolmecs npu 6Guo-
cuHTede xnoepodunia (Gray, 2003), v npomyxTsl pac-
naga xjiopoduina o6aanalT CcBOHCTBaMM (POTOCEH-
CHOMNM3aTOpPOB, CIHOCOOHBIX reHepuposaTh ADK B
xierkax. O; obpasyercs Npu OJHOJIEKTPOHHOM BOC-
CTaHOBJIEHWU KHcnopoaa komnoHeHTamu ITIL xno-
poruiactoB, npenmyinectBeHHo PC I (Fe-S-uenrpamu
Fx.a.B). Kpome ToTO, OGpasoBaHue O5 MOXeT WATH
npu yyacTuu eppeaokcrHa u deppenokcuH-NADPT
peaykrassl. Ha Boccranosnenune Oj mo O; Moxer
ObITb MOOMIN30BaHO 10 30% 3JIeKTPOHHOIO MOTOKA B
3TU xnoponnacros (Asada, 1999).

AODK, reHepupyeMmbie B XJIOpOMJAcTax Ha CBETY,
aKTUBUPYIOT 3KCIPECCHUIO T€HOB AHTMOKCHAAHTHOI 3a-
LUMTHI KJIETOK. Takxke MokKa3aHoO, YTO PEHOKC-COCTOS-
Hue ruiacToxuHoHa DTLl xjopornacToB peryaupyer
JKCNPECCUI0 TEHOB NYyTeM aKTMEALMM TMPOTEMHKMHA3
(Rodermel, 2001). CrpykrypHoe u (YyHKUHOHAILHOE
CXOICTBO XJIOPOIUIACTOB C MUTOXOHIPHSMH, BbICOKas
cnocobHocTb K obpazoBaHuio ADPK u cBeTozaBUCH-
- Masl peryislius 3KCOPECCUM SAEPHBIX TEHOB — Ipe-
MOCHIIKM 3HAYMMOI#t ponu xioporiactoB B [IKC.

XoTs B Hacrosilliee BpeMs HeT IMpsIMbIX [10Ka3a-
TEJIbCTB, MMEIOTCSI HEKOTOPbIE KOCBEHHBIE MOATBEPX-
JIeHUS TOro, 4yro xiopomnactel ydyactsyioT B I1KC.
‘MyrtauMs (neneuus) B reHe iuanepoHuHa 60B, Genka
XJOPOIJIACTOB, BbI3bIBAJA NPOrPaMMUPYEMYIO THOENb
KIeToK B NHUCTbsiX A. thaliana (Ishikawa et al., 2003).
CHuxeHUe YpOBHs xjoporuactHoro o6enka DS9, ro-
Monora GakTepuasibHONH Mertannonporteasbl FtsH, npu-
BOAWJIO K yckopeHHio I'O u accouMMpoBaHHOM ¢ HUM
MPOrpaMMHpYeMOH Tubean KIETOK JIMCTheB Tabaka,
WHOULMPOBAHHOTO BUpYycOM TabayHoOM Mo3auxu (Seo
et al., 2000). Myrauun no xomnponopdupnHoren-III-
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PROGRAMMED CELL DEATH IN PLANTS:
SIGNALS, SIGNAL TRANSMISSION, AND THE INVOLVEMENT
OF MITOCHONDRIA AND CHLOROPLASTS

D.B. Kiselevsky, V.D. Samuilov, M. V. Gusev

Controlled cell death, along with cell proliferation and differentiation, is essential for the
life-sustaining activities of an organism. Programmed cell death (PCD) is involved in individual
developmental program and the maintenance of tissue homeostasis. It is also prerequisite for the
operation of the immunity system and interactions with abiogenic factors.

PCD in animals and humans is sufficiently well understood. Less information is available
concerning the mechanisms of cell death in plants. However, the data obtained up to now
suggest that the signal-transducing pathways in animal, plants, and fungi are general. This paper
discusses the PSD-triggering signals in plants and the systems involved in their transduction.
Mitochondria perform an important function in the apoptosis of animal cells. Chloroplasts are
structurally, functionally, and phylogenetically related to mitochondria, and they are apparently

involved in plant PCD.



