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B 0630pe n3noxkeHbl COBpeMEHHEBIE IPEACTABICHUS O CTPOSHUM, MEXaHU3MaX PErYJISIIUN U (DYHKIIMOHATIBLHOMN
poiu mophl Hecnelmpmaeckoii npoxnuiaeMoctu (mPTP) Bo BHyTpeHHE MeMOpaHe MUTOXOHIPHIA SKMBOTHBIX
u pacteHuii. [IpuBeaeHbl HEKOTOPbIE OCOOEHHOCTH, XapakTepu3ytolue ¢pyHKiunoHupoBanue mPTP B Mu-
TOXOHIPUSIX pacTeHuil u ee peryssiimio o BausiHieM Ca2t u AOK. CyMMUpOBaHbI MMEIOLECS B JIUTE-
paType moKa3aTelbCTBa, CBUIAETEIbCTBYIOIINE 00 YJ4AaCTMM MUTOXOHIPUIA B MPOrpaMMUPyeMOii rubein
KJIETOK pacTeHMIi, B TOM uucie 6aarogaps nnaykuuy mPTP. HaMmeyeHbl HanpaBiieHUs JaJbHEHAIIINX MC-

cnengoBaHuii mPTP B MUTOXOHAPUSIX pacTeHUIA.

KumoueBble ciioBa: Ca2+/A<DK—3aBI/1cnmaﬂ Hecneuuduyeckas nopa, FyF;-AT®-cuHTa3a, u3MeHeHue Npo-
HULIAEMOCTU BHYTpPeHHeil MeMOpaHbl, MeMOpaHHBI MOTeHLMAJ, MHWTOXOHIPHUMU, MIpOrpaMMUpyeMast
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BBEJEHUWE

MUTOXOHIPUY SIBJISTIOTCS LIEHTPAJIbHBIMU OpTraHe-
JIaMU JbIXaHUSI U SHEPreTUKU KJeTKU. OCylecTBIIsis
MpeBpalleHUe OPraHUYECKUX COENUHEHUN W CUHTE3
AT®, HeoOXOOAUMBIN IS MOAAEPXKAHUS XU3HEeAes -
TEeJIbHOCTU KJIETKW, MUTOXOHAPUU, BMECTE C TEM, B
HEOJaronpUsITHbIX YCIOBUSIX, CTIOCOOHBI aKTUBUPO-
BaTh €¢ 3amporpaMmMupoBaHHylo ruoens (PCD) [1].
Kpome Toro, MUTOXOHAPUSIM OTBOAUTCSI OCHOBHAsl
pOJIb BO BHYTPUKJIETOUHOM CUTHAJIMHIE, B KOTOPOM
Y4aCTBYIOT BTOPUYHBIE MECCEHIXKEPHI, Hanpumep, Ca’"
wm ADK [2, 3]. BaxkHO OTMETUTD, YTO BHYTPEHHSISI MU -
ToxoHApuaibHast MmeMOpaHa (IMM) B cCOOTBETCTBUM C

Cokpamennsi: CBY — peakums cBepxuyBcTBUTeIbHOCTH; CK —
canuuwioBas kucioTa; LIcA — uukinocnopuH A; AIF — amo-
NnTo3-akTUBUpYloMii dakrop (orT aHml. Apoptose Inducing
Factor); ANT — nepeHOCYMK aJeHUHOBBIX HYKJIECOTUOOB (OT
aHm1. Adenine Nucleotide Transporter); IMM — BHyTpeHHsIsI
MeMOpaHa MUTOXOoHApuii (0T aHI. Inner Mitochondrial Mem-
brane); OMM — BHelIHsSIsI MeMOpaHa MUTOXOHIPUA (OT aHIJI.
Outer Mitochondrial Membrane); PCD — 3anporpamMmMmupo-
BaHHasl rubenb kietok (ot aHmi. Programmed Cell Death);
mPT — nmepmeabuiuzanusi BHyTpeHHel MeMOpaHbl MUTOXOH-
npuii (ot aHm1. Mitochondrial Permeability Transition); mPTP —
nopa HecneuupuyecKoil MPOHMUIIAEMOCTU BO BHYTPEHHEM
MeMOpaHe MUToXoHApuit (oT aHm1. Mitochondrial Permeability
Transition Pore); mAY — anexTpuyeckuii MeMOpaHHBINA MO-
TeHIIMAJl Ha BHYTpeHHe MemOpaHe mMutoxoHapuii; VDAC —
NOTeHLIMAI-3aBUCUMbIIf aHMOHHBIM KaHal (0T aHII. Voltage-
Dependent Anion Channel).

XEeMMOCMOTUYECKOI KOHlIenyeidr MuTdenna Herpo-
HHU1laeMa He TOJIbKO LISl IPOTOHOB, HO MPaKTUYECKU
JUJISI BCEX META0OJUTOB M CUTHAJIBHBIX MOJICKYJI, a 151
WX TPaHCMEMOPAHHOTO TpaHCTIOPTa TPpeOyIOTCs cIie-
LIMaJIbHbIE TIEPEHOCYMKU WJIM KaHajbl. [Ipu sTOoMm
BHEIIIHSISI MUTOXOHIpMajbHasi MemOpaHa (OMM)
0oJiee mpoHuUllaemMa JJisi MOHOB 1 paCTBOPEHHBIX Be-
ILIECTB, YTO OMOCPEJOBAHHO HAaJTUYUEM MOTEHLIMAJ-
3aBUcUMOro aHuoHHoro KaHaia (VDAC) u npyrux
CeJIEKTUBHbBIX KaHaIOoB [4—6].

B panHHux paborax ObLIO MOKa3zaHO, YTO TpU
oIpeeJeHHbIX YCJIOBUSX ITpoHuIiaeMocTh IMM mo-
JKeT pe3KO BO3pacTaTh, TOTAA MPOTOHBI U pa3iuuyHbIe
WOHBI, a TaKXXe HEOOJIbIINE MOJIEKYJIbl MOTYT CBO-
OOIHO MPOXOIUTH B MATPUKC OpraHesl. DTO SIBJICHUE
(U3MeHeHre MPOHUIIAeMOCTU BHYTPEHHEN MeMOpa-
HbI) MOJYYWJIO Ha3BaHUE MUTOXOHAPHAIbHON Tep-
meabunuzauuu (mPT). CymecrBoBanne mPT B mu-
TOXOHAPUSIX XMBOTHBIX BIIEPBbIE ObLIO OOHAPYXKEHO
u uzyyeHo Haworth u Hunter [7—9]. BHavase 310 oT-
KpBITHE OBIJTO BOCIIPUHSITO KaK apTedakT, CBI3aHHBIN C
MOBPEXIEHUEM MUTOXOHIPUIA, OMHAKO TMO3AHEee ObLIO
nokaszaHo, uto mPT Bo3HMKaeT B pe3yabTaTe OTKpPbI-
TUSI BO BHYTPEHHEU MeMOpaHe CrielualbHOro Mera-
kaHaja uwiu nopsl (mPTP) non neiictBremM pasinny-
HBIX (pakTOpOB (Harpumep, npu HakoreHuu Ca’* B
matpukce) [10]. Baarogapst mocToSTHHOMY MHTEPECY
nccaemoBaTeneit, 3a 6onee yeM 40-1eTHIOIO NCTOPHIO
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M3y4eHUSI STOT0 KaHajla ObUIO OITyOJIMKOBAaHO He-
CKOJIbKO ThICSTY cTareil. OKa3zajoch, UTO HapylleHUe
dyskumonnpoBanuss mPTP nmpuBogut K nuchyHKIMN
MUTOXOHAPUIA, BCICACTBUE Y€TO BO3HMKAIOT MHOTHE
OOJIE3HM dYeJloBeKa: OT 0oJie3HW AJublreiiMepa M
WIIEMUYECKON 0O0JIe3HM cepAua, OO OHKOJIOrMye-
CKUX M HelipoaereHepaTUBHBIX 3a0oJieBanmii [ 11, 12].
IToaToMy pe3ynabTaThl M3yYE€HUSI TOrO MerakaHajia
BakHbI HE TOJIbKO ISl (pyHAAaMEHTaIbHOI HAayKu, HO
TaK:Ke UIST JIyYIIeTO ITOHMMAaHMS NPUPOIBI MHOTUX
MaTOJIOTUiA, BKJIIOYasi, TIO-BUAMMOMY, OOJIE3HU pacTe-
Huii (cM. Hike). [TockonbKy HaubobIIIero mporpecca
B M3YYEHUU CTPYKTYpPBI, MEXaHM3MOB PETY/ISIUN U
dyHKimMoHanbHOM ponmu mPTP ymanock moctuyb Ha
MUTOXOHAPUSIX SKUBOTHBIX, IIPEICTABISIETCS HEO0XO0-
IVMMBIM BHadajle JaTh €€ KpaTKyIO XapaKTePUCTUKY B
9THUX OpraHesax.

CTPOEHME, PEI'vJiAUMA U ®YHKLUUA
mPTP B MUTOXOHIAPUAX )KNBOTHbIX

VY xusotHbix mPTP onpenensior, kak Ca’t-3aBu-
CUMOE U LUKIIOCIIOPMH A-YyBCTBUTEJIBHOE YBEIWYe-
HME IPOHUIIAEMOCTH BHYTPEHHEM MUTOXOHIPUATHLHOM
MeMOpaHBbI IS IPOTOHOB U BEILIECTB C MOJIEKY/ISIPHOM
Maccoil MeHblie 1.5 kJla pa3TuyHON IPUPOIbI: HA3-
KOMOJIEKY/ISIPHBIX MOHOB, caxapoB, HYKJICOTUIOB U
1.0. [11, 12]. Cocrostnue mPTP perynupyercs pas-
JIMYHBIMU MOAYJISITOPAMU, KOTOPbIE JIMOO MHTUOU-
pytor (uukiocrnopud A, AI®, AT®, HAI-H, Mg?*,
H* u np.) wnu akrusupyior (Ca?*, )KUpHbIe KUCIOTHI,
P, AOK u ap.) ee orkpbitue [10—14]. YuursiBas
BaXXHYIO POJIb 3TOTO KaHajla, MEXaHU3MBI, PETYINPYIO-
e ero TIepeXol U3 3aKPHITOTO B OTKPHITOE COCTOSI-
HUE, YpE3BbIUAITHO CJIOXKHBI 1 HE 10 KOHIIA U3y4YeHbl. B
pa3HbIX 0030pax IpuBoguTcs O0oiee 40 pasIMIHBIX
3¢ dHEeKTOPOB, CIIOCOOHBIX OKa3bIBaTh IPSIMOE WMJIH
ornocpedoBaHHOE BIMsIHUE Ha aKTUBHOCTHL mMPTP B
MUTOXOHAPUSIX XKMBOTHEIX [10—13].

HaunbGonee BaXHbIM PETYJSITOPHBIM KOMITOHEH-
oM mPTP gaBnsiercsa manepon uukimodwaud [ [10,
12, 13, 15]. B npucytctBum P; 3TOT 6€710K CBI3bIBAET-
cs ¢ cyobenuHuneit AT®-cunrazer OSCP, uro mpu-
BoauT K oTKpbiTuio mPTP. lHukinocnopun A (1LcA),
IMyTeM CBSI3bIBAHUSI C HIUKJIODUIUHOM | MHIyLIMpyeT
ero orcoequHeHune oT ATM-cuHTa3bI, OJIOKUPYS 00-
pazoBaHue mopkl [13, 15]. UyBcTBUTEABbHOCTE K LICA
YacTO CIYXXUT TUAaTHOCTUYECKUM TECTOM (hYHKIIMO-
HUPOBaHUS TTOPbl B MUTOXOHAPUSIX XKMBOTHBIX, OHAKO
B MUTOXOHAPUSIX PACTEHUI TaKOE MIHTMOUMPOBAHUE HA~
OJiromaeTcs He Bceraa (CM. HUMKe).

Kitouesyto poinb B peryisiiiuu mPTP B MutoxoH-
IPUSIX XUBOTHBIX UrpaioT uoHbl Ca?t. [1oBbllIeHUE
koHueHTpauuu Ca’* B MaTpuKce, HapsiLy C yBeJuye-
HueM ypoBHsI ADPK, MpUBOAUT K OTKPBITUIO TIOPHI,
kosnancy mAY n Habyxanwuio opranenn [10, 12, 14,
16—18]. Xopo1uo uszsectHo, uro Ca?*, ABiassch aKTU-
BatopoM OoTKpeITHS MPTP B pmsnonormyeckux yciro-

BYLUAHELILL u np.

BUSIX, CITOCOOEH HaKarlJIMBaTbCsl B MUTOXOHIPUSIX B
OOJIBIIIOM KOJIMYECTBE 03 YBEJIMUEHUS ITPOBOTUMO-
CTM BHYTpEHHe MemOpaHbl. PasinuuHble 3HAOTeH-
Hble MonyisiTopbl MPTP criocoOHBI MI3MEHSTH ITOPOT
KoHLeHTpauuu Ca’", He0OXOAMMOI /11 UHULIMALINI
JAHHOTO TIpoliecca. AIEHUHOBBIE HyKJIeoTUabl (A1D,
ATD® u AM®), BeposITHO, SIBJISTFOTCSI HanboJjiee MOIII-
HbIMHU 3HIOTeHHbIMU MHIruoutopamu mPT, yBennyu-
Bas ropor KoHuenrpauuu Ca’>*, mpu KOTOpoOM Ipo-
WCXOOUT CHOHTaHHOE OTKphITHE Mophbl [7—10, 18].
B otnnuue or Ca’" npyrue OByXBallEeHTHBIE KATUO-
Hbl ST2%, Mn?* u Ba?' 4Bag10TCSI CUJIbHBIMYA UHTH-
outopamu mPT, npenarcrys nputoky Ca?* BHyTpb
MUTOXOHAPUIA, a Mg?>* TOPMO3UT OTKPBITUE ITOPLI
MyTeM KOHKYypeHTHOro nHruouposanus [7—10]. He-
JIaBHO ObUTIO MoKazaHo, yto Ca’?' cBa3biBaeTcsa C
AT®-cuHTa301 Ha yJacTKe OJIM3KO pPaCIOIOXKEeH-
HOM K caiiTy cBsa3biBaHust Mg?t Mexiy o- u -cyonb-
enuHuIIamu [ 14, 18].

JpyrumMu BaXKHBIMA SHIOTE€HHBIMHU PETYJIITOpaMU
otkpbiTigd MPTP gapnsiorcss ADK, a Takke aKTUBHbIE
¢dopmbl azota (ADPA). M3BeCTHO, UTO MUTOXOHAPUU
SIBJISTFOTCSI, KAK OCHOBHBIM MCTOYHMKOM, TaK ¥ MUIIIE-
Hbto 11t AOK/ADA. TTokazaHo, uto mPTP upe3BbI-
YaifHO YyBCTBUTEIbHA K U3MEHEHUIO CBOETO PEIOKC-
cocTossHUSA. OKMCIIMTEIBHBINA CTpecC, HanboJjiee u3y-
yeHHblid MHAYKTOp MPTP. ADK 1 npookcuaaHTb
crrocobcTByioT Ca?t-MHAyLIMPOBAHHOMY OTKPBITHIO
mPTP, BbI3bIBasi M3MEHEHHE PEIOKC-COCTOSIHUS
SH-rpynn B MoJieKyjax 6e1KoB, (QOPMUPYIOLINX WU
perynupyiominx aktnBHocTh mPTP Bo BHyTpeHHeH
MeMOpaHe MUTOXOHIPUM XXKUBOTHHIX [1, 17—19]. O6-
Hapy>XeHa BblcoKast 4yBCcTBUTENbHOCTh K ADK F, F-
AT®-cunTase, SIBISIONIEICSI, B COOTBETCTBUU C CO-
BPEMEHHBIMHU IIPEICTABICHUSIMU, OCHOBHBIM KOMITO-
HeHToM MPTP B MUTOXOHApUSIX XXKUBOTHBIX [20, 21].

Kpome Toro, unaykuuss mPTP perynupyercs Be-
mmunHoi mAY u ApH Matpukca, KoHpopMamuei
TpaHCJIOKaTopa aIeHMHOBBIX HyKJIeoTua0B (ANT) u
apyrumu 3dpdexkropamu [10]. Kak m ageHMHOBBIC
HYKJIeOTUABI, BBICOKMA MAY yaep:kuBaeT mophbl 3a-
KPBITEIMU, B TO BpeMs KaK €ro CHIKeHHE CIOCO00-
ctByeT crnoHTaHHoit mHaykuuu mPT. ITomoOHbIi
KoHTpoJib MPTP co cTOpOHEBI 3JIEKTPOXUMUYECKOTO
rpaauenTa npotoHoB (AUH™) coznaer KoHLENTYaIb-
HYIO OCHOBY I “TIPUMMPEHUST” WM COINIaCOBAHUSI
cymectBoBanusa mPTP ¢ xemmocmormyeckoii Teo-
pUE, TJIaBHBIM ITOCTYJIATOM KOTOPOM, KaK U3BECTHO,
SIBJISICTCSI HEIIPOHUIIAEMOCTh BHYTpEeHHEIl MemOpa-
HBI MUTOXOHIPUIA 1151 I poTOoHOB [ 12]. [Toka3ano, uyTo
nHrnoutopel ANT — aTpakTiio3un U OOHTKpEeKOBast
KHCJIOTa IIPOTHBOMOJIOKHEIM 0O0pa3oM MOMYJIMPYIOT
¢yskumonupoBanue mPTP, coorBeTrcTBeHHO, CHo-
COOCTBYSI M TIOJABJISISI €€ OTKPBITHE. DTU Pe3yJIbTaThl
MOCIYKWUJIM OTHOU U3 MPEAITOCHUIOK JIsl PEAToo-
xeHus o6 ygactum ANT B popmupoBanum mPTP
[10, 12].
®U3UOJIOTUS PACTEHUN Ne 6
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Vxe B paHHMX paboTax ObLIO MOKA3aHO, YTO Y KM -
BoTHBEIX MPTP MoxeT QyHKIIMOHMPOBATH B IBYX OC-
HOBHBIX COCTOSIHUSIX: C HU3KOM (¢ aMIumTynoi 0.3—
0.7 nS) u BeIcOKOI (1.5 nS) mpoBoauMocThIo [22, 23].
OtkperiTie mPTP B cocTosTHMI BEICOKOM TIPOBOIMMO-
ctu wim “kimaccudeckoin” mPTP (p-mPTP), nocur
JTOJITOBPEMEHHBIN 1, KaK IIPaBUJIO, HEOOPATUMBbI Xa-
pakTep. OHO COMPOBOXAAETCS TIOTHOM AMCCUTIALICIA
mAY Ha BHyTpeHHeil MeMOpaHe, HapylleHeM UOHHO-
IO ¥ OCMOTHUYECKOTO TOMEOCTa3a B MAaTPUKCE, BLICOKO-
AMIUIMTYIHBIM HaOyXaHMEM MUWTOXOHIPUIL, Hapylle-
HHUEM LEeJIOCTHOCTU BHEIIHEH MeMOpaHbl OpraHeul 1
BBICBOOOXICHUEM M3 MEXMEMOPAHHOIO IIPOCTPaH-
CTBa psia MPOAIOITO3HBIX OEJIKOB (LIMTOXpoMa ¢, Oen-
ka AIF u npyrux). 9Ti 0eJIK1 MOTyT 3aITyCKaTh IIPOLIECC
amoIiTo3a IOCPEICTBOM aKTHUBALIMA COOTBETCTBYIO-
IIMX IIpoTeas (Kacmas) U Hykjieas B nuTo3ode [1, 12,
16, 22, 24]. B cocToIsHMM BBICOKOI MPOBOIMMOCTH
mPTP mpogBasgercs, Kak IIpaBHJIIO, B CTPECCOBBIX
CUTYyalMsIX, KOIIa HabJIogaeTCs cepbe3HOe Hapylle-
HUEe pabOTHl MUTOXOHIPHIA, CBSI3aHHOE, HAIIPUMED, C
MOBBIIIEHHOM TeHepanunii opraHeiiamu AD®K 1 Bo3-
HUKHOBEHHMEM OKHUCIHUTENbHOTO cTpecca [1, 18, 20].
Ecnu 310 TIpOoMCXOoUT ¢ OTOCIBHBIMU MUTOXOHOPUSI-
MU, KoJutanic mAY MoxeT aKkTMBUpOBaTh MUTO(MAruio,
LIEJIBIO KOTOPOI SIBSIETCS yAaJeHYE TTOBPEKICHHBIX
opraHe/l1 (Tak Ha3bIBa€MBbIl “MeXaHU3M KOHTPOJISI
KadecTBa MutoxoHapuii”) [12]. B Tom ciaydae, Korma
nHaykiys p-mPTP oxBaTeiBaeT OOJIBIIIYIO YACTh ITOITY-
JISLIMY MUTOXOHAPUIA, KOTOPOE COMPOBOXIACTCS YBe-
JINYeHEeM 00beMa MaTpUKCca, MICYE3HOBEHNEM KPHCT, a
Takke Tiepmeadbmm3anyeit OMM BcencTBre akTUBA-
. OMM-nopoo6pasytomux 6enkoB (BAX, BAK),
3amyckaercs npouecc PCD mo mytu amonrTo3a win
HEKpOo3a B 3aBUCUMOCTU OT KOJIUUECTBA OCTABIINXCS
B KJIETKE HEMOBPEXKACHHBIX MUTOXOHIPUIL, CLIOCOO-
HBIX TToaAepXuBaTh cuHTe3 AT [12, 18].

B cocTosiHuM HM3KOI MPOBOAUMOCTU WHAYKIIWS
mPTP yBennuuBaer nponunaemocts IMM n1s1 po-
TOHOB U, IMO-BUAUMOMY, HEOOIbIINX KaTuoHOB (K*
Na*, Ca?"), uTo BeeT K €€ YACTUYHON WIN TIOJHOM
NeTnoJsIpr3allnim, a TaKKe pa3001eHUI0 OKUCITUTENb-
HoTro (pochopunmmpoBanus. [TokazaHo, 9TO OTINMYN-
TEeJIbHBIMA OCOOE€HHOCTSIMU 3TOTO TIOJCOCTOSHUS
mPTP (v t-mPTP) sBnsttoTcs: lerkass o00paTUMOCTb,
HEYYBCTBUTEILHOCTh K 3K3oreHHomy Ca?*, crmabas
YyBCTBUTEILHOCTD K LICA W OoTCyTCTBUME HaOyXaHWS
MHUTOXOHIpUiA [21, 23, 25, 26]. OtkpbiTiie mPTP MoxeT
OBbITh KaK KpaTKO-, TaK U JOJTOBPeMEHHBIM [23, 24].
IIpy 3TOM HMMEHHO JOJTOBPEMEHHOE OTKPBhITHUE
mPTP B 106011 13 1ByX KOH(pOpMaL1ii BeAeT K He00-
paTUMbIM (PYHKIIMOHAJIBHBIM W3MEHEHUSIM B MUTO-
XOHIPUSIX U (haKTUYECKU OMpeaessieT Cyab0y KIIeTKU
[22, 23, 27]. UHoykuus mPTP B cocTossHUM HU3KOM
MPOBOJIMMOCTH BO3HUKAET CIIOHTAaHHO B IIpoliecce
HOPMaJIbHO# (DPU3UOJOTUYECKON aKTUBHOCTU MUTO-
XOHApUI (Hampumep, B pe3yiabTaTe HaKOIJIeHUS
Ca?* BHyTpu oprasesul). B pesynbrate nocTyIuIeHUS
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H* u3 uuTo30/15 B MUTOXOHIpPUM CHIKaercss pH
MaTpUKCa, YTO CIOCOOCTBYET 3aKPHITUIO ITOPHL. B Ta-
kux ycioBusx mPTP MoxeT OBICTpO mepeXoanTh u3
3aKPBITOTO COCTOSIHUS B OTKPBITOE 1 00OPaTHO B PE3YJIb-
Tare IepepacnpenesicHus MIOHOB MEXIY LIMTO30JIeM U
MaTpUKCOM MUTOXOHIpUii [ 18, 25, 28]. beicTphIit IUK-
JIMYECKUI TTepexo] U3 OTKPBITOTO B 3aKPHITOE COCTO-
saaue t-mPTP, xoropoe Ha3piBaioT “MepHaHuem”
(flickering) mopbl, MOXHO PETrMCTPUPOBATh C MC-
MOJIb30BaHUEM (QIYOPUMETPUYECKOM TEXHUKH B
M30IUPOBAHHBIX MUTOXOHIPUSIX 1 MHTAKTHBIX KJIET-
Kax [23, 28, 29]. Borpoc 0 ToM, MOXET I OTKPHITHE
t-mPTP kaTtajim3aupoBaTh NaCCUBHbBIN BBIXOI MOHOB
Ca’" 13 MaTpyKca B IMTO30J1b I10 TPAJAUEHTY €I0 KOH -
LIEHTpaLlUM OCTaeTCsl MUCKYCCUOHHBIM. TeM He MeHee,
B psae paboT IMOKa3aHO, YTO B COCTOSIHUM HM3KOM
nmpoBoauMoctT mMPTP mpoHumaema He TOJBKO IJIST
IIPOTOHOB, HO U JIJISI HU3KOMOJICKYJISIPHBIX KATUOHOB
(K™ Na®, u, no-suaumomy, Ca>*). B atom cocros-
AN pyHKonoHuposane mPTP Moxer yuactBoBaTh
B nepenade Ca’"-curHana u/wiam B peryasiuuu (ro-
MeocTatTupoBaHum) yposHs Ca’" B MaTpuKce 3a cyeT
ero OwICTpOro BeIXoma m3 opraneinr [12, 22, 30]. Ta-
KHUM 00pa3oM, KpaTKOBPEMEHHYIO MHIYKIIUIO TTOPHI
B cocTtossHUM t-mPTP, mo-BuauMomMy, MOXHO pac-
CMaTpUBaTh B KAYECTBE IIPOTEKTOPHOTO MEXaHU3Ma,
MPEIOXPAHSIONIETO MUTOXOHAPUU OT U3OBLITOUHOTO
HakoruteHust Ca?t B matpukce u ot Ca2t-3aBUCUMBIX
U3MEHeHUi MeTaboim3Ma opraHesul, HarmpuMmep, Mo-
BbIIIeHHOTO o6pa3oBanust ADK [18].

HecmoTps Ha 3HauUMTENBHBINA MTpoOrpecc, JOCTUT-
HYTBIii B U3y4eHUU (haKTOPOB, PETYJIUPYIOIIUX WUH-
aykunio mPTP, oTKpEITBIM OCTaeTCs BOIPOC O €€
cTpykrype. CoracHo 6oJiee paHHUM TTPENCTaBIEHUSIM,
CTpYKTYpHBIMU KoMmtoHeHTamMu mPTP, dopmupyemoit
B MeCTe KOHTaKTa MUTOXOHAPUAIbHBIX MeMOpaH, BbI-
CTYIIAJIA BOJIBT-3aBUCUMBI aHMOHHBIN KaHat (VDAC)
WA TIOpUH (BHEIIHSST MeMOpaHa), a Takke ANT
(BHYTpeHHSsII MeMOpaHa) U acCOLUMUPOBAHHBIN CO
CTOPOHBI MaTPUKCa KOHCEPBATHUBHBII OEJTOK LIMKIIO-
¢ummn M [18, 31, 32]. Ilo3mHee OBLIO BBICKA3aHO
MpearnonaoxeHune, 4To B cTpyktypy mPTP Bxoaut me-
peHocuuk ocdaTa, KOTOPBIi, CBA3BIBASICH C LIUKJIO-
¢ummHoM I u ANT, o6pasyeT Bo BHYTpEeHHEH MeM-
OpaHe MUTOXOHIPUIA TTOPY, PETYIUPYEMYI0 UOHAMU
Ca?* [10, 27]. OnHako yKa3aHHbIE MOIEJINA CTPOCHUS
mPTP He HallUIM cBOEro NOATBEPKIECHUS B XOI€ I'e-
HETUYECKUX HCCeqoBaHuil. bbulo Toka3aHo, 4YTO
dyukumonuposanue mPTP coxpaHsuioch B MUTO-
XOHIPUSIX, BbIICIEHHbBIX U3 TPAHCTEHHBIX PACTEHUM,
Yy KOTOPBIX IKCIIPECCHSI TeHa (I HECKOJIBKUX T€HOB),
KOAUPYIOLINX KaXIblii M3 YKa3aHHBIX BBIILIE CTPYK-
TYPHBIX KOMIIOHEHTOB ObLIa monasieHa [18, 33, 34].

Boiee coBpeMeHHEBIE TIPEICTAaBICHMS O CTPYKType
mPTP cBs13aHBI ¢ TIpeAnogoxeHueM o popMupoBa-
Huu mPTP c yuactuem FF,-AT®-cunrassi [12, 13, 18,
26]. B Hacrosiiee BpeMsl mpeajiaraiorcs IBe paboune
MOJIETN BEICOKOAMIUIATYIHOM MOPHI: “TUITOTE3a TUMe-
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00000

Puc. 1. [unoretTnyeckoe cTpoeHre MOphl Hecnenuduieckoil nponuiaeMoctu (mPTP) Bo BHyTpeHHeit MeMOpaHe MUTOXOH-
npuii B Bune AT®-cruHTacoMbl — KOMILIEKCa, cocTosiero us nuMmepa AT®-cunTasbl (ATPase) 1 aneHMIaTHOrO TpaHCHIoOpTEpa
(ANT). I1pu GyHKIIMOHMPOBAHUM KOMILIEKCAa B COCTOSIHUM BBICOKOI mpoBoaumocTtu (p-mPTP) kaHai, mpoHuliaeMBblii 1j1st
pacTBOPOB BELIECTB C MOJIEKY/ISIPHOI Maccoit MeHblie 1.5 k/la, oOpa3syercs, wimn mexny asymst MosieKyiaamu AT®—cuHTaskbl,
WIN BHYTPY €€ MOHOMEPA, MO-BUANMOMY, B KOJIbIIE C-CYOBETUHUIL (TOJICThIE CTPEIKM). B cOCTOSTHUM HU3KOM IMTPOBOANMOCTH

(t-mPTP), kaHas1, MPOHULIAEMBIii TOJIBKO IIJIs1 IPOTOHOB U, BOBMOXHO, HEOOJIBIIIMX KATHOHOB, BKIIoYast Ca

BHYTPM IIEPEHOCUMKA aJleHWIATOB (TOHKAs CTPeKa).

pa” m “runore3a c-kKombna”. CorjacHO TIEpBOIA,
Ca’'-MHIyLMpOBaHHOE M3MEHEHUE KOH(pOpMaLun
IUMepa BBI3BIBA€T 0Opa3oBaHME MOPHI HAa TpaHULIE
IByX MOHOMepoB AT®-cunTassl [35]. Bropas rumnore-
3a Tpeamnojaraet (gopMUpOBaHKME KaHala B pe3ybTaTe
KOH(hOPMAITMOHHBIX U3MEHEHUI B KOJBIIE C-CyObea-
Hul AT®-cuHTa3bl, THAYIUPOBAaHHBIX noHamu Ca’*
[36]. MMeeTcss HECKONBKO IIPSIMBIX HOKA3aTeIbCTB
Toro, 4ro AT®-crHTa3a y4acTByeT B 0Opa3oBaHUU
mPTP. Bo-niepBbix, nzonupoBaHHass AT®-cuHTa3za
WU ee c-cyOobennHulIa (UIn ee 1uMep), BCTPOSHHBIE
B MICKYCCTBEHHBII 61cioii, reHepupytor Ca’"-unmy-
LUPYEMBbIii IOTOK BEIIECTB BLICOKOI TPOBOAVMOCTH,
KOTOPBIN 3JIeKTPOPU3NOIOTUIYECKN SKBUBAJIEHTEH
nuaykumy p-mPTP [35, 36]. Kpome Toro, reHeTnye-
cKkue uaMeHeHus1 cyobenuHUL ATM-crHTa3bl 3aMETHO
BIUSIIOT Ha yyBcTBUTENbHOCTE MPTP K ee peryinsito-
pam [36—39].

HenaBHo, ¢ McnOJIb30BaHUEM TEHETUUECKUX Me-
TOAOB ObLIU TMOJIyYEHBbI NOKAa3aTeabCTBa TOTO, YTO
ANT u AT®-cuHTa3a MOTYT OBITH HE3aBUCUMBIMU
KaHajJlaMM, OTBETCTBEHHbIMU 3a (DYHKIIMOHUPOBa-
Hue mPTP B cocTostHuM HU3KOI 1 BEICOKOI ITPOBO-
IUMOCTH, COOTBeTCTBeHHO [40—42]. OCHOBBIBasICh
Ha 9TUX JAHHBIX, OblIa MPeJIoKeHa HOBast UHTepeCcHast

+, dopmupyercst

Monenb ctpoeHust mPTP, kotopast CMHTETUYECKHM CO-
eNVHWJIA IBE IpYTUe MOAEIU, paHee TTPUBJIEKIIe Hau-
Oonblllee BHUMaHUe ucciaenoBareseii. ComtacHO HO-
Boit Mogenu ctpykrypa mPTP ¢dopMmupyercs u3 nByx
OCHOBHBIX (PYHKIMOHAIbHBIX 3jeMeHTOB, ANT u
AT®-cuHTa3bl, 00bEINHEHHBIX B €IUHBII KOMILJIEKC
non, Ha3zBaHueM ATdP-cuHtacoma (ATP synthasome)
(puc. 1) [13, 18]. MoXHO HEe COMHEBAThCSI, YTO 3Ta
HoBeiimass Mmoaenb ctpoeHuss mPTP Takke npubie-
yeT 00JBIITOe BHUMAaHNE MUTOXOHIPHUOJIOTOB 1 OyIET
MOABEPIrHyTa BCECTOPOHHEMY U3YYEHUIO U TTPOBEPKE.

OCOBEHHOCTHU ®YHKIMOHWUPOBAHUWA
mPTP B MUTOXOHIPUAX PACTEHNUN

3a 6osiee yeM 25 JIeT MPOoLIEAIINX MTOCe TePBOro
coobmienus o npucyrctBu mPTP B MuTtoxoHIpusx
pacTeHUil (3TUOJUPOBAHHBIX CTeOei ropoxa) [43],
TaHHBIE O TPUCYTCTBUM M CBOMCTBAX STOM MOPHI OBI-
JIN TIOJYYeHBI TIPU M3YICHUM MUTOXOHIPWi, BbIIE-
JICHHBIX U3: JIUCThbeB oBca [44], Ki1yOHel KapTodens
[45, 46], KopHeii TIIeHUIIHI [47], KIIETOYHOM KYIbTY-
pol Arabidopsis thaliana [48], nucTbeB KaHabuca [49],
cemsnoiieii monuHa [50] 1 HEeKOTOPBIX APYTUX pac-
TUTEJIbHBIX 00beKTOB. Cyns 1o 3TuM JaHHBIM, mPTP
B MUTOXOHIPHUSX PACTEHUI, KAK 1 B MUTOXOHIPUSIX
®U3UOJIOTUS PACTEHUN Ne 6
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KMBOTHBIX, MOXET (DYHKIIMOHUPOBATH B IBYX METa00-
JIMYECKUX COCTOSTHUSIX (MJTU TMOACOCTOSTHUSIX) — BBICO-
KOi1 1 HU3KOIi MpoBoauMocTy. Hampumep, pyHKIIM-
oHMpoBaHue MHAynupyemoit Ca?>* u P, TunuaHoi
(nnu kanoHn4eckoii) mPTP 0b110 MoKazaHo B MUTO-
XOHOPUSIX KIIyOHel KapTodelsi, KOpHei MIIeHWIIHI,
JIMCTHEB OBCA U HEKOTOPBIX IPYTUX pacTeHuit [44, 45,
47]. OtkpeiTie mPTP B 3THX opranesiiax COIpoBOX-
nJaioch koyutaricoM mAYW, a Takke BBICOKOAMILIH-
TYAHBIM HaOyXaHMEM MaTpuKca C IOCIeayIOIUM
BBIXOJIOM M3 OpraHesul nutoxpoma c. Ilpu aTtom, MH-
nykuuss mPTP, HanmpuMep, B MUTOXOHIPUSIX KITyOHEH
kaptodest uHruorponanach LICA KOTophlii, Kak yxke
OTMEUAaIOCh, CIIY:KUT KJIIOUEBBIM TECTOM JUJISI MIOCH-
Tudnkanm aktupHoctTn MPTP B mMuTOXOHIpHMSIX
SKUBOTHBIX [46]. MIHTepecHO, YTO B MMTOXOHAPUSIX
KIyOHel KapTodesns u KopHeil nmiueHuusl Ca?™-3aBu-
cumast uHaykuuss mPTP u BbIXom M3 MUTOXOHIPUIA
LIMTOXpOMA ¢ HAOIIONAJINCh B YCJIOBHUSIX HEOOCTAaTKa
KHUCJIOpoa B cpenie uHKyoaumu [46, 47]. ITpu oToM ca-
Ma o cebe aHOKCHS ObLIa He CIOCOOHA MHAYLIMPOBATh
otkpeiTie MPTP u moTepro MUTOXOHIPUSIMU ITUTO-
xpoma ¢ [47]. Kpome Toro, Ca?"-uHaynupyeMoe Haoy-
XaHNE MATOXOHIPHUI TOPMO3WIOCH ITpU CHYKeHuu pH
(c 7.4 mo 6.6) 1 aKTUBMPOBAJIOCH B IPUCYTCTBUU TIPO-
OKCHIAHTOB (mramMuaa v (heHmIapCceH-0KCHIa), a Tak-
K€ JIMHOJIECHOBOI KHCJIOTBI, YTO B IIEJIOM aHAJIOTUYHO
YCJIOBUSIM, CITOCOOCTBYOIIMM MHAYKIUKU mMPTP B Mu-
TOXOHIPUSX XXUBOTHBIX [46]. BMecTe ¢ TeM, cpa3sy ke
OOHAPYKMINCHh 1 HEKOTOPBIE OCOOEHHOCTH, XapaKTe-
pusytonie mPTP B MUTOXOHAPUSIX pacTeHUIA.

Bo-mepBblx, w1t Ca?'t-3aBUCUMOIl MHAYKLUU
mPTP 65110 HEOOXOTMMO IPHUCYTCTBHE B Cpelie MHKY-
6aumy BbICOKOI KoHueHTpauuu Ca’™ (0.5-2.5 MM),
YTO, 10 MHEHUIO aBTOPOB, MOIJIO OOBSICHSITHCSI HU3KOM
AKTUBHOCTBIO TIEPEHOCYMKA 3Toro noHa (Ca?*-yHu-
ropTepa) B MUTOXOHIPHSIX, HATIpUMeEp, KIyOHei Kap-
TodelIst, KOpHEeH MIIeHUIIEI 1 JIMCTheB oBca [45—47]. B
npyrux ciaydaax Ca’t-zaBucumast uHaykuuss mPTP
Jocturaiack omarogapst mpucyrcersuio Ca?t-nonodo-
poB, Hampumep, A23187, obecrneynMBaIOIIEro TPaHC-
ropT 1 HakoruieHue Ca’t B MaTpuKce MUTOXOHIPUIA
JMCTheB oBca [44]. Bo-BTOpPBIX, YyBCTBUTEIHBHOCTH
mPTP k LIcA B MUTOXOHOpPUSIX, BBIACICHHBIX, Ha-
npuMep, M3 KiIyOHel KapTodeis IIpOsSBIsUIach B
MPUCYTCTBMU MoLIHOTO BocctaHoButenst — JATT [46].
B npyroii padorte, unaykuuss mPTP B cocTossHAM BbI-
cokoii mpoBomumoct (p-mPTP) B MuToxoHmpusix
KOpHEN MIIEHMIIbI OKa3ajach HE UYyBCTBUTEJILHOM K
LicA [47]. TlpyuuHa pa3IUYHON YYBCTBUTEILHOCTHU
mPTP B pacturensHBIX MuTOXOHIpUIX K LIcA ocTa-
eTCs HEM3BECTHOM, XOTS OENKM ceMeicTBa IIMKIIO-
dunuHa /1, a Takke GepMeHT NENTUIUITIPOJIVIT Yuc-
mpanc n3omepa3sa (peptidylprolyl cis-frans isomerase),
yepe3 B3auMOIECTBHE C KOTOPBIMU PeaIM3yeTCs pe-
ryasatopHoe aeiictBue LIcA Ha akTuBHOCT mPTP B
MUTOXOHAPUSIX XKNBOTHBIX, OOHAPYKEHBI U B pacTe-
HUSIX, HAIIpUMEP, B MUTOXOHIApUsix Arabidopsis thali-
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ana un Glycine max [45, 51, 52]. B HenaBHei1 paboTe
coTpynHUKOB Jaboparopumn A. Vianello [53] Takke
OBLIO TTOKAa3aHo, yTo peryasuusgd mPTP non Bimsgan-
eM LICA ocymiecTBisiiach B pe3yabTaTe €ro IpsSMOro
B3aMMOJEMCTBUS ¢ HUKIOoOPUINHOM I B MUTOXOH-
Ipusix cTedlieii ropoxa.

OcobeHHocThIO (yHKUMOHUpoBaHUI mMPTP B
MUTOXOHAPUSIX CTeOJIeii ropoxa, KOTopasi UHIYLIUPO-
Bajach IocJie HAKOIUJIEHUSI B MaTpUKce (C TTOMOIIbIO
Ca?* nonodopa ETH129) 240-720 MKM 5K30reHHOTO
Ca’" u conpoBoxnaiack puccurnauyeii mAY, asisger-
Cs1 TO, YTO OHA B OTJIMYME, HAIIPUMEDP, OT MUTOXOHAPHIA
KJTyOHel KapTodeiss He COIPOBOXIAIach Ha0yXaHuEM
MaTpUKCa M MOTepeil IIMTOXpoMa ¢c. DTO XapaKTEepHO
TSI QYHKIIMOHMPOBAHMS ITOPHI B COCTOSIHUM HU3KOM
nposoanMocTu [53]. Kpome Toro, 0p10 mokasaHo,
yT0 KpoMe noHoB Ca’t, aktusaropamu mPTP, xoro-
phbie ITOBHIIIANIM €€ YYBCTBUTEIBLHOCTH (“sensitized”)
K OCHOBHBIM PETY/ISITOPaM B 3TOM COCTOSIHWM, SIBJISI-
JIUCh MTPOOKCUIAHTHI, HATIPUMED, AUaMu U heHuIap-
ceH-oKkcna, a Kpome LIcA manykimsts mPTP narnomn-
poBajiach B NPUCYTCTBUU cyOocTpaToB AT®M-cuHTa3BI
(Mg-AI® u Mg-AT®). [Io MHEHHMIO aBTOPOB 3TO
O3HayaeT, YTO MEXaHU3MBbI, PETYJIUPYIOIIe U3MEHEe-
HUE NPOHUIIAeMOCTU BHYTPEHHEN MEMOpaHbl B MU-
TOXOHIPUSIX Topoxa B pe3yJibTate MHAykKiuu mPTP B
COCTOSIHUM HU3KOU mpoBoguMocTu (t-mPTP), 6mu3-
KU K TAKOBBIM, MOIYJIMPYIOLIUM aKTUBHOCTb TUITHY-
Hoit mPTP B cocTOSSHMU BBICOKOII IMPOBOIAUMOCTU
(p-mPTP) B MuTOXOHAPUSX XXUBOTHBIX [53]. Hamu
OBUIM M3yYeHbl YCJIOBUS WHAYKIIMU W HEKOTOPEIE
cBoiictBa mPTP, dyHkumoHupymolieii B COCTOSHUN
HU3KOM ITPOBOANMOCTH B MUTOXOHIPUSIX CEMSITOJICIA
mormHa [50, 54]. BaxxHO, YTO 3T MUTOXOHIPHUH OT-
BEYaJIM OCHOBHBIM KPUTEPUSIM HATUBHOCTH, B YaCT-
HOCTH, XapaKTepU30BaJIMCh MHTAKTHBIMU MeMOpa-
HaMM, a TakKKe IIPOYHBIM COMNPSIKEHUEM IIPOIIECCOB
okucieHus u pochopunupoBanus. [1pu okucieHun
neixatelibHBIX cyocTtpaTroB LITK, B wacTHOCTH, CyK-
LIMHATa, MUTOXOHIPUU CeMsIoJieil ObUIN CITOCOOHBI
IUTeNbHOE BpeMs TtoanepxuBath mAW, kak 3a cuer
pa6otrel DTL, Tak u B xome AT®-a3Hoii peakuuu
IIPY UTHTMOMPOBAHUM IbIXaTeILHOM LIETIM, HAIIpUMED,
B ycJIoBUSIX Tunokcuu. IlokasaHo, 4yTto qobaBieHNE B
MHKYOALIMOHHYIO Cpeay IbIIAIINX MUTOXOHAPUIA
monuHa camnuioBoii kuciiotel (CK), akTuBupyro-
meit oopazoBanue ADK, nim npookcuaanTa (heHu-
JlapceH-okcuaa), wim 50—100 mxM CaCl,, BbI3bIBaTIO
T0CJIe HETIPOAOJDKUTEILHOTO JIar-nepuona (8—10 MmuH),
noJHyo auccunaunio mAY, ykasbpiBass Ha MHIYKIIVIO
TIPOTOHHOM TPOBONMMOCTA BHYTPEHHEN MeMOpaHHI,
KOTOpasi He COIIPOBOXAajach HA0yxaHEM OpTraHeT
[50, 54]. Taxke ObLTO OOHAPYKEHO, 4TO Kosutarc mAY
nox, neiictBueM Ca?" M IIPOOKCUIAHTOB HAOJIONAIICH
npu TopmoxeHur DTL B yciaoBusx aHaspobuosa u
TMOJTHOCTBIO OOpalliajics MpU a’palvu cpeibl MHKyOa-
muu. Kpome toro, nuccunaumsa mAY He uHrnbupona-
Jachk B ripucytcTBuU LIcCA, HO MOTHOCTEIO IpenoTBpa-
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IIayIach OJIaromapsi IIPUCYTCTBUIO B Cpele MHKYOalu
OTT wm xenartopos Ca*t (BI'TA u BATA). Ha ocHo-
BaHMU IMOJTYYEHHBIX PE3YJIbTAaTOB aBTOPbI IMIPUIILIA K
3aKJIIOYEHUIO, YTO B MUTOXOHIIPUSIX CEMSIIOEH JTI0-
nvHa nHAyKurs mPTP B coctossHUMY HU3KOM ITPOBO-
JVMOCTU MPOUCXOAMIA IPU IMTOBBIILIEHUU B MAaTPUKCE
ypoBHs ADPK u Ca?*, a Taxke mpu TOPMOKEHUM pado-
Tl OTLI B yCIOBUSIX TUTTOKCUU, KOTOPbIE, TTO-BUINMO-
MY, IOOIIOJIHUTEIHLHO IIOBBIIIAIOT YyBCTBUTEIILHOCTh
(“ceHCMOMIM3UPYIOT”) TIOPBl K €€ aKTUBaTopaMm, B
yacTHOCTH, K moHaM Ca?* [54]. CnemyeT TakKe OTMe-
TUTh, YTO MUTOXOHIAPUU CEMSIIOJEH JIIOTTMHA MOTYT
CIIyXXUTh YIOOHOM MOJIEIIBIO IS U3yYeHUSI CBOIICTB
mPTP, mockoJbKy cmocoOHBI 06€3 MCITOJIb30BaHMS
Ca’>" 1oHO(DOPOB MOIIOLIATH Y HAKATUIMBATH SK30T€H-
Hb1i1 Ca?t, XoTs U ¢ 60J1e€ HU3KOI CKOPOCTBIO, YEM MU -
TOXOHIPUM XKNBOTHBIX (II€UEHU KPBICHI). ITO BaXKHO,
TaK KaK OAHOI M3 IIaBHBIX TPYJIHOCTEN B aKTUBALMU
mPTP B MUTOXOHAPUSIX, BBIACICHHBIX U3 MHOTHUX
pacTUTENILHBIX OOBEKTOB, SIBIISIETCS, KaK YK€ OTMeE-
4yajioCh, HU3Kask aKTUBHOCTh MEXaHU3MOB, obecre-
YMBAIOILIMX TPAHCIIOPT B MATPUKC 3K30reHHoro Ca’",
B IIEPBYIO oYepenb, HU3Kask aKTUBHOCTh B 3TUX OpTra-
Hesutax Cat-yHunoprepa [46, 53].

Hecmotpst Ha mojTHOE OTCYTCTBHE Pa0dOT, CIIeIIAIb-
HO TTOCBSIIIIEHHBIX N3yYeHUIO MOJIEKYJIIPHOM CTPYKTY-
pbl PT mopbl B MUTOXOHAPUSIX PaCTeHU, OOIIETIPUHSI -
TO, 4YTO OHA He JOJIKHA CYILIECTBEHHO OTJIMYAThCS OT
TaKOBOII B MMTOXOHAPHMSX XKMBOTHBIX W IPOXOKEit,
YYUTBIBasi CXOJACTBO OCHOBHBIX MEXaHU3MOB PETYJIsI-
U1 X akTuBHOCTHU [25, 55]. KpoMe Toro, B MUTO-
XOHAPHSIX PaCTeHU IIPUCYTCTBYIOT BCE T€ K€ OCHOB-
Hble KoMImoHeHTeI MPTP, koTophele B pa3Hoe BpeMs
OBLIM BKJIIOUEHEI B ee CTpyKTYypy: VDAC, TpaHcioka-
TOp ameHMHOBBIX HyKiIeoTunoB (ANT), muxmodu-
quH I, nepeHocuuk P;, AT®-cunTaza u ap. [55].
B 3T0i1 cBsI3U cegyeT OTMETUTH ellle OJHO OOCTOSI-
TeIbcTBO. Kak oTMedeHO BEIIIE, B MUTOXOHIPHUSIX
KUBOTHBIX U pacTeHUi PyHKunoHuposaHnue mPTP
B Pa3]IMYHOM COCTOSIHUU PEryJIUpyeTcs IIPUMEPHO
OIMHAKOBLIM CIOCOOOM, T.€. akrtupupyercsa Ca’t,
A®K, mpookcumaHTaMu, THOI-OKUCISIOIINMM areH-
TaMW, aHOKCHEl, a TOpPMO3UTCS B TIpucyTcTBUM LICA
(XoTs1 y pacTeHMii He Bcerma), aHTUOKCUIAHTOB,
HITT, aneHnnaToB, a TakxKe Mpy CHKeHUH pH cpenbl
WHKYOaIl OpraHeJI. YYWUThIBasi, 4TO AKTHUBHOCTH
mPTP B cocTosiHUM BBICOKOM M HU3KOM MPOBOAUMO-
CTH, COITIACHO COBPEMEHHEBIM ITPEACTaBICHUSIM, KaTa-
JIM3UPYIOT IBa pa3InYHbIX KaHaia, 00pa3yeMbIX CO-
orBeTcTBeHHO AT®-cuHTazoir 1 ANT, momoGHOe
CXOJICTBO B PETYJISILIUM UX aKTUBHOCTU MOXET CBUIC-
TEJILCTBOBATH O OJIM3KOM KOHTAKTe YKa3aHHBIX Iepe-
HOCUYMKOB B MHTAKTHBIX MUTOXOHIPUSIX PACTCHUIA.
JeicTBUTENbHO, KaK yXe ObLUIO OTMEYEHO BBIIIIE,
WMEIOTCSI JaHHBIE O TOM, YTO B MUTOXOHIPUSIX XH1-
BOTHBIX AT®M-cuHTa3a o6pa3yeT CTaOMIBHYIO CBSI3b
v O6am3kuii KoHTakKT ¢ ANT M mepeHOCYUKOM
docdara, dopmupys, Takum obpazom, ATD-cuH-

tacomy [18]. Tlomararor, 4yTro Omaromapss TaKOMY
ctpoeHuto mPTP Bo3MoxxHa, HarpuMmep, MeXaHUu-
yecKas repegada peryjisTopHoro Bosaeiicteus Ca’"
yepes coorBeTcTByIomKe Ca?t-cBa3bIBalOIINeE LEH-
Tpbl AT®-cuHTa3bl U UBMEHEHHUE ee KOH(popMalIuu,
Ha n3MeHeHne koHpopMaumuu ANT, Kkatanu3mupyio-
11IETO TIPU HAJIMYMU JIOTIOTHUTEIbHBIX YCJIOBUM (DyHK-
LIMOHUPOBAHUE MOPHI B COCTOSTHUM HU3KOI MPOBOIU-
moctu [18]. He nckimoueno npucyrcteue AT®-cuHTa-
COMbBl W B MUTOXOHAPUSIX PACTEHUIA, ITOCKOJbKY
MEXaHU3MBbI PETYJISILMY €€ (PYHKIIMOHUPOBAHUSI B CO-
CTOSIHUM HU3KOW W BBICOKOI MPOBOAMMOCTU TaKXkKe
WMEIOT MHOTO OOIIIero.

Bri3biBaeT MHTEpEC ydacTUe HEKOTOPBIX CTPECCO-
BBIX (DUTOTOPMOHOB, Tipexe Bcero, CK u putomena-
TOHMHA B Ka4eCTBE BO3MOXHBIX peryiasitopoB mPTPy
pacteHuit, oaromapsi, Mpex/ae BCero, ux BIAUSHUIO Ha
obpazoBanue ADK opraHe/uiaMu 1 MoaAep>KaHUE pe-
JIOKC-TOMEeOCTa3a B pa3IMUHbIX KOMIapTMEHTaX KJIeT-
KU, BKJIIo4yasi MUToxoHapuu. [TokazaHo, 4To npu Ha-
KoruteHun sHaoreHHot CK B kieTkax pacTeHUit B
YCJIOBUSIX OMOTUYECKOTO U abMOTUYECKOTO CTpecca, a
TakKe TIpu aevcTBun sk3oreHHor CK Ha m3onmpo-
BaHHbIE MUTOXOHIPUH, OHA aKTUBUPYET 0Opa3oBaHUE
A®DK, ByacTHOCTH, IEPEKUCU BOAOPO/A, KOTOPAasi SIB-
JIsieTCsl BTOPUYHBIM MMOCPEIHUKOM Mepeaauu CurHaia
¢duUTOropMoHa U CTUMYJIUPYET SKCIIPECCUIO TCHOB aH-
TUOKCUIAHTHBIX (PEPMEHTOB W JPYTvMXx 3allUTHBIX
6enkoB [56—59].

OnHako eclii aHTUOKCHUIAHTHAS 3alllnTa KJISTKU
He cpabaTbIBaeT (HarpuMep, IIpy JajdbHeIeM HaKoI-
nernn CK), B MUTOXOHOPHUSIX BOZHUKAET OKUCIINTEIIb-
HEBI cTpecc. B atom cimygae CK crmocobHa MHTHONPO-
BaTh DT u cunTe3 AT®D, uyto BeneT K JaabHEHIeMy
MoBhIIeHNIO YPOBHSI ADK B MUTOXOHAPUSIX U KJIET-
Ke ¢ mociaenymouieir unaykuuein PCD [56, 60, 61].
Kpowme Toro, 610 nmokaszaHo, uto CK MoxXeT uHIy-
mupoBath AMK-3aBUCHMYyI0O IepMeaOIM3alio
BHYTpEHHEN MeMOpaHbl MUTOXOHIPHWI XKUBOTHBIX U
pacTeHuii BclieaACcTBUE OTKPbITUS B Heli mPTP, hyHK-
LIMOHMPOBaHNE KOTOPOI IPUBOIUT K ITOJTHOM IETIOJISI-
pu3alyy BHyTpeHHEeir MeMOpaHbl, a B MUTOXOHIPUSIX
MEeYeHU KPBICHI TAKXKE K BHICOKOAMILIUTYIHOMY Ha-
OyXaHMIO OpraHeJUI U BHIXOAY M3 MaTPUKCa IIMTOXPO-
Ma ¢ [50, 62]. Bo3aMoxeH 1 apyroii myTb MHAYKIIAU
rnepMeabuAM3alMd BHYTPEHHEH MeMOpaHbl IO
pmusinHueM CK, He cBs3aHHEBIN ¢ TeHepauneit ADK.
B pa6ote Belt ¢ coaBr. [58] moka3ano, uro CK B3au-
Moneiictyer ¢ OTILl mMuTOXOHApPUWI pacTeHUit Ha
YPOBHE YOMXWHOHA, KOTOPHIM SIBIASCTCS OMHUM M3
peryinsiTopoB aktTuBHOCTM MPTP B MuToxoHDpHSIx
>KMBOTHBIX [12].

duToMeIaTOHUH, TIPUCYTCTBHE KOTOPOIO y pac-
TEeHUIT OBUIO ITOKAa3aHO HEMHOTIUM OoJiee 25 JIeT Ha-
3a1, OyIydn MOIIHBIM AHTUOKCHUIAHTOM, IIPSIMO M
KOCBEHHO BOBJICUEH B IIPOLIECCHI PEAOKC-PETYIISIIUN
B MUTOXOHAPUSIX U KJIETKAaX, 0COOEHHO B CTPECCOBBIX
ycaoBuUsIX [63, 64]. MHOroYmncIEHHbIE UCCIIEA0BAHUSI
®U3UOJIOTUS PACTEHUN Ne 6
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MoKa3ajau, YTO MeJIAaTOHUH BO B3aMMOJEUCTBUM C
JIPYruMu (PUTOTOPMOHAMU, UTPAET KIJTFOUEBYIO POJIb B
MOBBIIIIEHUU UMMYHUTETa pacTeHUi U (hopMUpOBa-
HUN HecrenOn(pUIEeCKOM YCTOMYMBOCTH K JeHCTBHUIO
pa3JIMYHBbIX BUJIOB aOMOTUYECKOTO U OMOTUYECKOTO
cTpecca [63, 65]. OgHaKO MeXaHU3MBI, TTOCPEIACTBOM
KOTOPBIX 3TOT UHIOJIAMUH TOBBIIIAET CTPECC-YCTOM -
YHUBOCTb PACTEHUI, OCTAIOTCS HE 10 KOHIIA BbISICHEH -
HbIMU. BMecTe ¢ TeM, BecbMa BEpOSITHO, YTO, KakK U B
ciygae ¢ CK, muimneHpio (Wi OMHOM W3 MUIIICHE)
NeCTBUSI MEJTaTOHUHA CTaHYT MUTOXOHAPUU, KOTO-
pble, HapsiLy C XJIOpOILJIacTaMU, SIBJISIIOTCSI MECTOM
O6uocuHTe3a 3Toro ropmoHa. IlokazaHo, Hampumep,
yTO 00pabdoTka MemaToHnHOM (200 HM) npenoTBpa-
mana HakorieHne ADK, IHK dparmMeHramuio, BbI-
X0/l LIMTOXpOMa ¢ U3 MUTOXOHIpUii 1 Pb-unayuupy-
emyto PCD B kJjieTouHOI1 KynbType Tabaka TuHuu BY
2 [66]. Hamu GBLIO TIOKAa3aHO, YTO MEJIATOHWH CITO-
COOEH CylIeCTBEHHO MHIMOMpOBaTh OOpa3oBaHUE
A®DK (Trepekncu BogOpoaa) MUTOXOHIPUSIMU CEMSI-
JloJIeH TIoTIMHA TPU OKUCIeHU U cyKuuHaTta [59]. MH-
TEpPECHO, YTO 00padboTKa IIPOPOCTKOB A. thaliana me-
JIJATOHUHOM TIOMUMO WHAYKIIMU IKCIPECCUU T€HOB
AHTUOKCUIIAHTHBIX OeJIKOB (ackopOaTnepoKcuaasbl
U KaTajla3bl), TAaKXkKe aKTMBUpPOBaJia rpoliecc ayroda-
ruu. DTo paccMaTpUBAETCS aBTOPaAMU KaK TOTOJIHU-
TEJIbHBIM CIOCO0 3alUThl pAaCTeHUI MEJIATOHUHOM,
CMOCOOCTBYIOIIMI MX BBIXKMBAHUIO B YCJIOBUSIX OKMC-
JIMTEJIBHOTO CTpecca, KOrJa aHTUOKCUAAHTHAs CU-
cTeMa He cpabaTblBaeT U HEOOXOAUMO ylajeHUue 13
KJIETKU ITOBPEXIECHHBIX OEIKOB [67].

Ha MuTOXOHAPUSIX JKMBOTHBIX (CKEJIETHBIX MBIIIILL)
MoKa3aHo, yto MesnatoHuH (104—10° M) npenoTspa-
a7l UHAYLUUPYEMYIO MPOOKCUIAHTaAMU NEToJsIpu3a-
LIMI0O MUTOXOHIIpUIA 1 OTKpbITUE p-mPTP, myteM cHu-
JKEHUs ee 4yBCTBUTEIbHOCTU K noHaM Ca?' [68]. Ha
MUTOXOHJIPHSIX MO3Ta KPbIChI OOHApYXXeHO, YTO MeJla-
TOHMH Y TIEPBUYHbBIE MPOIAYKThI €0 MeTabOIM3alInK, B
YaCTHOCTU LIMKIWYECKMIA 3-TUAPOKCUMEIATOHUH, HE
nHruovpoBasm oTkpeiTie MPTP, a ctabunsupoBamm
€€ B COCTOSTHMM HU3KOM ImpoBoaumocTtu (t-mPTP),
YTO, 10 MHEHMIO aBTOPOB, MOXET MIPaTh BaxKHYIO
MPOTEKTOPHYIO POJIb B YCIOBUSIX OKMUCIUTEIHLHOTO
cTpecca, npenoTBpaiias u30bITOUHOE HAKOIUJIEHUE B
martpukce Ca?*, orkpeitue mPTP B cocTossHUM BBI-
COKOI1 MPOBOAMMOCTH X MHAYKIMIO artonTo3a [69]. K
COXaJIeHWIO, B JIUTepaType MOKa MPaKTUYECKU HET
JNIaHHBIX O BAMSHUM (hUTOMETaTOHMHA Ha (PyHKIIUO-
HupoBaHue mPTP B MUTOXOHIPUSIX pacTeHUIA.

BO3MOXHOE YYACTUE MUTOXOHIPUI
Y UHAYKIMUW mPTP B [TPOLIECCE
MPOTPAMMMWPYEMOWM CMEPTU
KJIETOK PACTEHUH (PCD)

Ecmu ipucyrctBne mPTP B MutoxoHmpusix pacre-
HUI1 He BBI3BIBAET COMHEHMI, BhISICHEHUE ee (DyHKIIM-
OHAJIBHOI ponu, Hanpumep, B miporecce PCD y atux
OpPraHM3MOB, B HACTOSIIEE BpeMsl, COIPOBOXIAETCS

OU3UNOJIOTUI PACTEHUU Ne 6

ToM 70 2023

569

OXXMBJIECHHBIMU IHCKyccusiMu. MI3BecTHO, 4TO y X1-
BOTHBIX M pacTeHUI (PYHKLMOHUPYIOT pa3NYHbIC
IyTH, BeOyllre K CMEPTU KJIETOK, KaK B Ipolecce
HOPMAaJIbHOTO Pa3BUTHSI OpraHu3Ma, TaK U B Pe3yiib-
TaTe NeMCTBUS Ha HETO Pa3IMYHbIX CTPECCOBBIX (hak-
TopoB. Ilo aHanmornu ¢ ocHoBHbIMU TUIlaMu PCD y
XKMBOTHBIX (allONTO3, HEKPO3 1 ayTodarus), BhIAe-
JsiioT Tpu nytu (unu tumna) PCD y pacTenuii: amno-
nTo30-noao6HbI (AL-PCD), Hekpo30-mogoOHbIi
(NL-PCD) umm uHe nmuzocomublii PCD, n ayroda-
ruio (Autophagy) [70, 71]. Iloctymupyercsl, 4TO y
pacCTeHMIA OTCYTCTBYET Psifi OTJIMYUTEIBEHBIX MOPQOJIO-
TMYECKNX MPU3HAKOB, XapaKTEPU3YIOIINX aroIlTo3 B
KJIETKaX >KMBOTHBIX, TaKUX KaK (pOpMHpOBaHME aro-
MTO3HBIX TeJiell U X nomioleHue (engulfment) B xone
daronnTo3a JIM30COMaMM cocemHUX KiaeTok [70].
KpomMe Toro, y pacreHuii OTCYyTCTBYIOT HEKOTOpbIE
OMOXMMUYECKIE MEXaHU3MbI, 00CCIIeUMBAIOIINE TH-
JIYKITHIO M TIPOXOXKICHNE “KIIAaCCMYSCKOTro” armomnTo3a ¢
y4acTMEM MUTOXOHAPUI KMBOTHBIX. B wacTtHocTH, ¥
HUX He OBITM HaiineHbI TeHBI OeJTKOoB ceMeiicTBa Bel-2,
PEryJInpyIONIX IPOHUIIAeMOCTh BHEIITHE MeMOpa-
Hbl MUTOXOHIPUM JKMBOTHBIX, a TAKXKe I€HbI CITeII1-
¢uyeckux mpoTeas — Kacmnas, aKTUBUPYEMbIX ITpOa-
MONTO3HBIMU OesikaMu (IuT. ¢ 1 AIF), BeIxomsmmmMu
M3 MUTOXOHIPUI TIpU TIepMeaduIn3aliii BHEITHEH
MmeMOpaHbl [70, 72]. [ToaToMy, B KJlacCUUYECKOM Ba-
pUAHTE 3TOrO0 IIOHSITHS allONTO3 Y paCTeHUIA OKA He
obHapy:keH, a mpoiiecc AL-PCD no HekoTopbIM TTa-
pameTpaM 6osee 630k K mPTP-ungynmpyeMmomy
HEKPOIITO3Y Y XKMBOTHEIX, pa3zHoBUIHOCTH mMPCD, B
KOTOPOIi BaxKHYIO POJIb UTI'paeT MOBBIIIEHUE B MaT-
pukce ypoBHs1 Ca?", a taxoke reHepaunsg ADK muro-
XOHAPUSIMU U TIepMeaOuan3alinsi BHyTpeHHEe MeM-
OpaHBI OpraHesUl B pe3yabTaTe OTKphITUS LIcA-uyB-
creurenpHoii mPTP [73]. Tem He MeHee, TepMHUH
AL-PCD TpagullMOHHO WCHOJB3YIOTCSI TPUMEHU-
TEeJIbHO K pacTeHUSIM, ITOOYEepKUBasi, B TOM YHCIE,
KOHCEPBAaTMBHOCTh HAYaJIbHBIX 3TAllOB 3TOTO THUIIA
PCD, npoxonsiux ¢ ydacTueM MUTOXOHIpuUii (00-
pa3oBaHue IIop B MeMOpaHax opraHeJuI, JUCCUTIAIINS
mA'Y, BBIX0I B IMTO30JIb IUTOXPOMA € I aKTUBAIIUS
npoTeas), KOTopble ObLIM OOHapyXeHbl B KJIETKax
KMBOTHBIX, pacTeHMid 1 Apoxckeit. Kcratu, mo MHe-
HUIO HEKOTOPBIX aBTOPOB, Y pACTEHUI HET U TUTTMYHOMI
ayTodaruu, eciii CTpOro MpUaepKUBAThCS OMpee-
JeHust 3Toro npoitecca PCD mist skmBoTHEIX [70].

B mocnenHee BpeMsl BbICKA3bIBAIOTCSI COMHEHMUS
OTHOCUTEILHO KOPPEKTHOCTH MCHOJIb30BaHUS TEP-
muHa AL-PCD nig o603Ha4eHWsST OOHOTO M3 ITyTel
PCD y pacrenuii. Hampumep, ucxoas U3 OTCYyTCTBUS
BmusitHus LIcA 1 DI'TA Ha nanykuio mPCD Brico-
KOif TeMmeparypoi B IIPOTOIUIACTaX KJIETOK Tabaka
gquHun BY-2, a Takxke ciensi 3a UBMEHEHUSIMUA UX
MOP(OJIOTH, BBEICKA3BIBAETCS MHEHME, YTO Y pacTe-
HUIA allONTO3HBIN ITyTh CMEPTHU KJIETOK HE COXPaHMJICS,
a OCHOBHBIM CITOCOOOM HX YTUJIU3ALIMU SIBJISIETCS IIPO-
mecc ayrodaruu, T.e. “caMornepeBaprUBaHUs” KIIETOY-
HOTO COOEP>KMMOTO, MPOTEKAIOIIMii BHYTPU BaKyoJjei
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[74]. HecomHeHHO, MpUBeIeHHBIC BBINIe (haKThl TOBO-
PSIT O TOM, YTO IPOLIECC aIloITO3a B KJIETKaX paCTeHUIA
CYILIECTBEHHO MoauduimpoBaH. OQHAKO MPeaCTaB-
JIEHHWEe O TOM, YTO B PACTECHUSX IMOJIHOCThIO OTCYT-
ctByeT AL-PCD, BKIIIOYast ero HavyaJbHYIO CTaIMIO,
B KOTOPOM KIIIOUEBYIO PETYJISITOPHYIO POJIb UTPAIOT
MUTOXOHAPUM, HA HAIIl B3MJISII, HEAOCTATOUHO 000C-
HoBaHO. Bo-TIepBEIX, B pacTeHMSIX OOHAPYKECHEI aIlo-
MITO30-IIOAO0OHBIE TEJIblia, KPOME TOIO, IOSIBIISIFOTCS
JIOKA3aTeIbCTBA, UTO BaKyOJIb MOXET OBbITh KITIOUEBBIM
3BEHOM Ha IMyTH YIaJICHUS TIOBPEKACHHBIX PACTUTE b~
HBIX KJIETOK U KJIETOYHBIX CTPYKTYp, T.€. BBHIIIOJHSTH
¢GyHKIIMN, aHAJIOTMYHbIE (harOLIMTO3y Y KMBOTHBIX B
xope arorTo3a [75]. Bo-BTopbIx, 3TO IIpeacTaBlIeHUE
IIPOTUBOPEYUT OOJIBIIOMY KOJUYECTBY APYTUX IKC-
MepUMEHTAJIBHBIX JAHHBIX, OJTYYSHHBIX TP U3yde-
Huu nipouecca mPCD, uayiiero no nytu AL-PCD
BO MHOTMX PACTUTEIBbHBIX O00BbEKTaX U MHAYLUPYES-
MOTO pa3INYHBIMU cTpecc-pakTopamu [75].

Crenyet cpa3dy OTMETUTh, YTO, B OTJIUYUE OT XKU-
BOTHBIX, POJIb MUTOXOHIAPUIA paCTEHUI B Ipolieccax
PCD ocraercst HenoctaToUHO M3ydyeHHO#. TeM He
MeHee, 3TOMY BOIPOCY, YAEISJIOCh U YAeseTcs 10~
BOJILHO MHOTO BHUMaHus. HauboJiee yacto B Takux
MyOIMKALUX, KOTOPbIE CYMMUPOBAHbI B HUKETIPU-
BeIEHHbIX 0030pax, Haxoausa MOATBEPXKIASHUE BaXK-
Has WM Iaxe oIpenesisionias pojb MUTOXOHIPUIA,
BKJIIo4Yast nHAyKLuo mPTP, B ipoiecce rubenu Kie-
TOK pacTeHuii, uayiemy 1o nytu AL-PCD [75—80].
B ykazanHbIx 0630pax mprBeaeHbI U IPOaHATU3UPO-
BaHbI XapaKTepHble MOP(OJIOTUYECKUE N OMOXUMU-
yeckue npu3Haku AL-PCD B kjeTkax pacTeHUi, KO-
TOpbIe aHAJIOTUYHBI TTPOLIECCY aIloITo3a: YMEHbIIIEHE
(KoHAeHcalusl) oobeMa KJeTKu (IpoToIviacTa), Mpu
COXpaHEeHUM 1IEJIOCTHOCTU TlJIa3MaieMMbl, KOHIEHCa-
1IMsI XpOMaTWHA C TMOCEAYIOLIeH onuroMepusalmeit
Mosiekyn JIHK BcnencTBue akTMBaliMy SHAOHYKJIEA3 U
nosBieHue “JIHK-nectHumm” (DNA-laddering) B re-
JISIX TIpU 2JekTpodopes3e, MOBBIIIEHHas reHepalus
A®DK muroxoHnpusimu, uHaykKuust p-PTP u nuccumna-
ust mAY, HapyllleHre 1IeJIOCTHOCTU MeMOpPaH, BbIXOI
B LIMTO30)1b IuTOXpoMa ¢, AIF 1 mpyrux 6e1KoB, JIoKa-
JIM30BAaHHBIX B MEXMEMOpaHHOM ITPOCTPAHCTBE, a
TaKXKe aKTUBaIMS Kacla3o-MoJI00HbIX ITpoTeas (MeTa-
Kacras). BaxxHo, 4To Bo MHOTHX ciTy4asix ObLIa IIpojie-
MOHCTPHpPOBaHa YyBCTBUTEJILHOCTS Ipoliecca PCD k
LIcA u npyrum n3BecTHbIM nHruomTopam mPTP.

Bo MHorux uccienoBaHusIX Ha pa3IMYHbIX MOJIETb-
HBIX PaCTUTENIHLHBIX O0BEKTAX U KJIIETOYHBIX KYIbTYpax
B YCJIOBUSIX i/ Vivo OBLIN IIPOAEMOHCTPUPOBAHBI I1C-
cunauyst mAY, Beixon uutoxpoma ¢, AIF, JHK Hyk-
Jiea3bl U3 MEXMEMOPAHHOIO IIPOCTPAHCTBA MUTOXOH-
Ipuii, ¢ mocnemytomeii ¢pparmeHranmeit saepHoit JJHK
U MHAYKIMel rudein KJIeTOK B X0/Ie pa3BUTHSI pacTe-
Huii (popMupoBaHue KCujieMbl U Tpaxeun) [81], mpu
IEeACTBMM Ha pacTeHUs: aOMOTMYECKOIo cTpecca
(BBICOKOI1 TeMIiepaTyphbl, 3aCOJICHUS, YIbTpaduroseTa)
[80—84], paznmumyHbIX MeTaO0OIUTOB (MAHHO3EI, IIPO-
tortopdupuHa IX) [85, 86], duTtoropmoHoB (Hampu-

BYLUAHELILL u np.

mep, CK) [87], a Takke BUPYCHBIX TOKCMHOB ¥ MHAYK-
TOPOB PeaKIIMU CBEPXYYBCTBUTEIBHOCTU (BUKTOPUHA,
rapnuHa) [2, 88]. Kpome toro, o poau mPTP B yBenu-
YeHUU IIPOHMUIIAEMOCTH MEMOpaH MUTOXOHIOPHUI U
nHaykuun PCD y pacTeHmMit CBUIETEIHLCTBOBAJIO
MpenoTBpalleHUe WX 3aMelJIEHUE IO BpeMEH Hada-
Ja muccnmnanu mAY, BeIxoma IMTOXpoMa ¢ U Haly-
XaHWUsI MUTOXOHJIPUIT MMociie 00pabOTKM pacTeHU ee
nHruouropom — LIcA [44, 48, 83—85, 87, 89]. B yacr-
HOCTH, OBUIO IOKA3aHO, YTO M30BITOK YIbTpaduoieTa
nHayuupoBai PCD B niporomacrax A. thaliana [84].
B sTOoM mpolecce yyacTBOBaJIM KacIa3o-IIOAOOHEIS
MpoTea3bl, OH COIPOBOXIAICSA KOHICHCALMEH U
dparMeHTaIMen saep, MEKHYKICOCOMHOM Jaerpana-
et JJHK, mosteiienmem “JIHK-nectHUIBI” M ouc-
cumnanueit mAY mutoxoHapuii. C UCITOIBL30BaAHUEM
METOI0B MUKPOCKOITMHU 1 (PIyOpeCLIEHTHBIX UHIMKA-
TOPOB OBLIO OOHAPYKEHO, YTO 0OpabOTKAa pacTeHUIA
UV-C uHoyumpoBaja pe3Kylo akTUBalIMIo 00pa3oBa-
Hust AOK MUTOXOHIpUSIMU U XJIO0pOIUIacTaMU. A Tipe-
JIUHKYOAIWsl paCTeHUI ¢ aCKOPOMHOBOI KUCIIOTOU U
LcA cymectBenHo 3amemrsia passutiue PCD n cHn-
»Kajia MpoLEeHT NPOTOIIACTOB MOABEPKEHHBIX TMOEIN
nociie oonyyenust UV-C [84]. B apyroii padote, ¢ uc-
MMOJIb30BaHMEM IIPOTOYHOI IIMTOMETPUM OBLIO U3y4de-
HO y4yacTre MUTOXOHApui B nHIykuu PCD B nipoTo-
IutacTax Tabaka mpu IeiicTBUM COeBOro cTpecca. [1o-
Ka3aHo, 4To o0paboTka npororactoB 200 MM NaCl
MpUBOAWJIA K PE3KOMY YBEJIMUYECHMUIO OOpa3oBaHUS
AD®K muroxoHapusmu u guccurnauu mAY, koro-
pble PETUCTPUPOBANIMCH OO TOSBICHMUS IPU3HAKOB
PCD (“AHK-necTHULIBI), 1 KOTOpBIE MHTUOUpPOBa-
JIUCh TIpenoopaboTKoit pacteHuii LIcA [83].

MMeroTcss MHOTOYMCIIEHHBIE JTaHHbIE O BaXKHOM
pOJI MUTOXOHAPHWIA B 3aIIMTE PACTEHUI OT OOJIE3HEN,
BbI3BaHHBIX TaTOT€HaMW, BUPYCHBIMU TOKCUHAMM U
anucutopamu [88—91]. buoTtuueckuii crpecc, BbI-
3BaHHbBIN aTakoW OUOTPOGHBIX MATOTEHOB WJIM UX
TOKCHMHOB MHAYLIMPYET PE3KYI OTBETHYIO peaKIIMIO
opraHu3aMa — peaklUl0 CBEPXYYBCTBUTEJIbHOCTHU
(CBY), koTopasi CONpoBOXAAETCSI CO3IaHUEM B MO-
paXkeHHOM TKaHU (HarpuMep, JIMCTA) JJOKaJbHOM 3a-
LIIMTHOM 30HBI, COCTOSIIIECH U3 MEPTBBIX KJeToK. Cys
0 UMEIOIIENCS IMTEPATYPe MOXKHO 3aKJIIOYUTD, YTO
B xone CBY MUTOXOHAPHUU UTPAIOT KIIOUEBYIO POJIb B
perynsguuu PCD, cyMmmupyst 1 MHTErpupyss MHOTHE
CUTHAJIbI, MMOCTYMNAMIINE B KJIETKY Pa3INnYHbIMU My-
tamu [89, 90]. Cpeau TakvMX CUTHAJIOB MOTYT ObITb,
CTpECC-UHAYLIUPYEMOE TOBBIIIEHUE B I1IMTO30J€
ypoBHg Ca?*, a takxke ADK, NO u npyrux AQPA, Ha-
KOIUJIEHUE CTPECCOBBIX (DUTOTOPMOHOB, HAIIpUMED,
CK, neiicTBue KOTOPbIX HA MUTOXOHIPUU ONpenessieT
ITanbHENIIYIO Cyab0y KileTKu. HeogHOKpaTHO OBIIO
MOKa3aHO, YTO B 30HE MOPaKEHMSI TKAHU TUOEITh KJIETOK
npoxoaut Takxke no nytu AL-PCD, mockonbKy oHa
COMPOBOX/IAETCS KOHJEHcAaluen snep, hparmMeHTa-
uueit JIHK, morepeit mAY MUTOXOHAPUIA, BBIXOAOM
U3 HUX LTUTOXpOMaA ¢ U aKTHUBallMell Kacra3o-1noao0-
HBIX IpOTea3, KOTopas YaCTUYHO oOpamiaeTcss oopa-
®U3UOJIOTUS PACTEHUN Ne 6
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o0orkoii pacrenuii LIcA [44, 75, 88—90]. YuurniBasi,
YTO B JINTEPAType J0 HETaBHETO BpEMEHU OTCYTCTBOBA-
JIN TaHHBIE O CIIOCOOHOCTU IIUTOXpOMA ¢ WIN APYTHX
GEIIKOB, BBIXOISIIX M3 MUTOXOHIPHUIA, AKTUBUPOBATH
MMPOTea3bl B IUTO30JI€ PACTUTEIbHBIX KJIETOK, BhICKA-
3pIBAJIOCh MHeHME, YT0 CBY-MHIyLMpyeMEbIil BBIXO
LUTOXpPOMaA ¢ U3 MUTOXOHAPUI MOXET OTpaXKaTh KO-
HEUYHYIO CTaguIo TUCHYHKIIMU OpraHelll, ObITh ITPU-
YUHOI MOBBIIIEHHOI reHepanun uMu ADK, HO He
SIBJISIThCS HeTlocpeacTBeHHBIM Tpurrepom PCD [90].

OnHako HE MCKIIIOYEHO, YTO IIOJIOXCHUE IeJI C
BO3MOXHOCTBIO IIPSIMOIO B3aUMOAECUCTBUS (M aKTH-
BallMM?) IUTOXPOMA ¢ U TIPOTea3 WIK IPyrux 0eJIKOoB,
yyacTByloiux B mpouecce PCD y pacTteHmii, MOXeT
Ccepbe3HO N3MEHUTHCS. Bo-TiepBhIX, OBIJIO ITOKA3aHO,
YTO, XOTSI KAHOHMYECKME Kacmasbl OTCYTCTBYIOT Y
pacTeHuii, TeM He MeHee, IpoTeaskl, IeiCTBUTENLHO,
BoBJiedeHBI B mpoliecc PCD y pacrenmii, meMoH-
CTpUpPYS MPU 3TOM Kacnazo-MoJo0HYIO crieluduy-
HocTb [92, 93]. Bo-BTOpPBIX, C UCITOJIb30BAHUEM METO-
JIOB IIPOTEOMMKM OBLJIO OOHAPYKEHO, YTO IIMTOXPOM C
A. thaliana B ycnoBUSIX in vitro MOXeT crielin(pUuIecKu
KOHTaKTUPOBATh B IUTO30J1€ PACTUTEbHbIX U KBOT-
HBIX KJIETOK C OECITBhIO Pa3IMYHBIMM O€IKaMu,
YYACTBYIOIIMMU B PAa3IMYHBIX OMOXUMUYECKUX MTPO-
meccax (0eJIKOBOTo (POIAMHTa, PErYyJISSLN TPAHCIISI-
LY U T.A.), B TOM YUCJe, ¢ IIpoTea3aMu, UTParoIIr-
MU KJIF0ueBYl10 poib B Iipoiecce PCD [94]. Hakonelr,
HeJaBHO ObLIa OOHapyxeHa ellle OJHAa MHTepecHas
MUIIIEHb IIMTOXpOMA ¢ — 3TO n3odopma oenka 14-3-3i
A. thaliana, gBnsiomiasicss aHaAJIOTOM COOTBETCTBYIO-
mero 6enka 4yejioBeka (14-3-3e), KOTOPHIi SIBISISTCS
naruonTopom AlIF 1 urpaer KiodeByro pojb Ha Ha-
yasibHOM 3Tane PCD y xuBotHbIX [95]. B ycnoBusx
in vivo 1 in vitro IoKa3aHo, YTO LIMTOXPOM ¢ CIIOCOOEH
omokupoBath 14-3-3i m, TaknM 00pa3oM, peryanpo-
BaTh H,O,-unnyuupyemsiii npouecc PCD B npoTo-
miacrtax A. thaliana [95].

CrnenyeT Takke OTMETUTD, UTO MOSIBJICHUE [TUTO-
XpoMa ¢ B LIUTO30JIe KJIETOK pacTeHuit (1 yyacTue B
nponecce PCD), mo-BuauMoMy, BO3MOXHO 0€3 OT-
kpbiThsl p-mPTP 1 HabyxaHust MutoxoHapuii. B nu-
TepaType eCTh JaHHbIe, yKa3bIBalollle Ha BO3MOX-
HOCTb MHAYKIIMW MOPHI BO BHELIIHEN MeMOpaHe MU-
TOXOHAPUI PACTEHUU C ydacTHUEM MOPOOOPA3YIOIIUX
oenkoB tumia BAX [77]. B yacTHOCTH, mOKa3aHO, 4TO
reTepojiornueckasi KCIpeccuss >KMBOTHOTO Oeska
BAX unnyuuposaina PCD B pacrenusix A. thaliana,
KOTOpas Mmoaasisiach CyrepaKcnpeccrueii ero MHru-
o6utopa — BI-1 (BAX Inhibitor 1) [96]. [TocTynupyeT-
cs1, yto BI-1 saBisieTcss 2BOJIIOIMOHHO KOHCEPBAaTUB-
HbIM O€JIKOM 1 Yy4yacTBYeT B peryjsiliuu Ipoliecca
PCD y xuBoTHbIX u pacteHuii [77, 97]. C yyeTom
BBILIENPUBEACHHBIX JTaHHBIX O MHOXECTBEHHOCTHU
MUILIEHEeH LUTOXpoMa ¢, 3TU pe3yJbTaThl, Ha Hall
B3I, TIOATBEPXKIAIOT BO3MOXHOCTD CYIIIECTBOBAHMS
y pacteHuit mexaHuzMa PCD, gaBistomerocs 0Jm3-
KUM aHaJIOTOM KJIAaCCUYECKOTO aronTo3a. DTOT Me-
XaHU3M BKJIIOYaeT 00pa3oBaHUE MOPbl BO BHEIIHEN
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MeMOpaHe opraHeaa ¢ ydactueM Bcl-2-momoOGHBIX
OeJIKOB, a TakxKe (hOpMHpPOBaHHE arloIITOCOMO-TIO-
JTIOOHOTO KOMILIEKCA MOCJIe BhIXOAAa LIMTOXpOMa C U
JIPYTUX TIPOATOIITO3HBIX OSIKOB U3 MUTOXOHAPUIL B
uTo30isb 75, 77, 98].

Kak yxe ormeuanoch BeIllie, MHOYKIINS mPTP B
COCTOSTHUYM HU3KOI TTPOBOAUMOCTU B MUTOXOHIPUSIX
JKMBOTHBIX MOXKET UCIOIL30BaThCS B KQUECTBE MeXa-
HU3Ma, 00eCeUnBaIOIETO OBICTPBIM BBIXOA U3 MaT-
pukca noHos Ca’*, 6iarogapst 4eMy OHU CIIOCOOHBI
UTPATh KJTIOYEBYIO POJIb B TOMEOCTATUPOBAHUM YPOB-
HSI 3TOr0 KaTMOHAa B LIMTO30JI¢ KJIETOK, MPUHUMATh
akTuBHOE y4yactue B Ca’"-curHanuure, a Takxe 3a-
IIUIIATHL OPTraHeJUIbl OT KPUTUUECKOTO MOBBIIIICHUS
ypoBHs Ca?t u AOK B matpuxce [22, 30, 99]. K co-
KaJEHUIO, IJISI MUTOXOHIPUIA paCTeHUIA 3TOT BOIIPOC
ocTaeTcsl MAJIOM3yYeHHBIM, XOTsI HaMU ObLIO TToKa3a-
HO, YTO MepMeabuIn3alys BHYTPEHHE MeMOpaHbl
MUTOXOHAPUI ceMsmolieil TonrHa, BCISICTBUE OT-
KpeiTus t-mPTP, comnpoBoxkianack TOBOJBHO OBICT-
pBIM BBIXOZOM M3 MaTpuKca HakoruieHHoro Ca?t [54].
Tem He MeHee, 3Ta CKOPOCTb ObLIA CYILIECTBEHHO HIKE,
yeM B ipucytcTBum Ca’"-nonodopa (A23), a, Kpome
toro, Bbixon Ca?t Mor ObITh CBSI3aH C aKTUBaLUEi
WU IeMacCKUPOBaHVEM (B pe3yibTaTe MHTMOUPOBAHMUS
sHeprosasucuMoro umnopra Ca?*) apyrux TpaHc-
MOPTHBIX MexaHu3MoB, Hanpumep, Ca’*/Nat- win
Ca?"/H"-aHTunoprepoB, KaTaIU3UPYIOLIUX 3KC-
MOPT 3TOr0 KATMOHA M3 MUTOXOHIPUIA KUBOTHBIX U
pactenuii [96, 100]. [ToaToMy, 11T BBISICHEHUSI BO3-
MoxkHOI pyHkuu t-mPTP B MutoxoHapusx pacre-
Huii B KauectBe Ca?'-xaHana, wim pa3o0LaroIero
KaHaJia, B cJiydae TpaHCIIOpTa HEOOIbIINX KATUOHOB,
HEOOXOIUMBI JOITOJTHUTENIbHBIE UCCIIEIOBAHUS.

CymMupyst M3J0XEHHbIE B 0030pe MaTepuaibl
clienyeT OTMETUTD, 9YTO, HECMOTPSI Ha CYIIIECTBEHHBII
Mporpecc, JOCTUTHYTHIA K HACTOSIIEMY BPEMEHU B
nzydyeHurn mPTP B MUTOXOHAPUSIX XXUBOTHBIX, “0€-
JIBIC TISITHA” BCE eIIe OCTAIOTCs, KaK B OTHOIIIEHUHU €€
CTPYKTYPBHI, TAaK 1 MEXaHU3MOB PETYJISIIINNA aKTUBHO-
ctu. OmHako ropasno 6oJiee 3aralouHbIMU B HACTOSI-
IIee BpeMsl IPeICTaBISIETCS peTyIsiius (DYHKIIMOHM -
poBaHud u u3nonorndeckas poib mPTP B Mmurto-
XOHAPUSIX PACTEHU, ecliu alpuopu IPU3HATH ee
CTPOEHHE TOXIECTBEHHBIM C aHAJIOTOM Y XXUBOTHBIX
[55]. deicTBUTENBHO, B IUTEpATypE HE CTUXAOT CIIO-
pbl oTHOCUTENBHO cyliectBoBaHus AL-PCD y pac-
TEHUI1, Jaxe C YIETOM eT0 CIEHU(PUKA, YTO CO3AAeT
npobiemy ¢ onpeneiseHneM GyHkumm mPTP. Kak
yKe 0OTMEeUaJioch, B MOC/eaHee BpeMsl B KaueCTBE OC-
HoBHoro Iyt PCD y pacTteHuit paccMaTpUBalOTCS U
HanboJiee aKTUBHO MCCIICIYIOTCS ITPOILECcChl ayToda-
MU, a TAKXKe ee CeJIEKTUBHOU (pOpMbI — MUTODarumn
[101, 102]. OgHako cliemyeT OTMETUTh, YTO IIpUBE-
JIEHHbIE BHIIIIE IIPUMEPHI HE IIPOTUBOPEYAT TOMY, UTO
pasnuuHbie TuIbl PCD, BKiIIoyast ayrodaruio, uMe-
IOT MECTO y PACTEHMIA B XO¢ X HOPMAaJIbHOTO Pa3BU-
THSI 1 B CTPECCOBBIX YCIOBUSIX. 3HAaUeHNE ayToParnm
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(Mutoarun) y pacTeHuil, KaKk U y XUBOTHBIX WA
JIPOXIKEN 3aKIIIo4YaeTcs, TM00 B MOMACPXKAHUM KU3-
HEIESITEeIbHOCTU KJIETKW MYTeM YyOaJeHUSI IOBpe-
XKIEHHBIX MOJIEKYJI 1 MUTOXOHAPUI, ITyTeM 3aKJII0-
YeHMS UX B OTpaHUYCHHEBIC IBOMHOI MeMOpaHOii Be-
3UKYJIbl — ayTo(arocoMbl, MPEISTCTBYS BHEIXOIY M3
HuX 0eyikoB nHuLupytommx PCD, nu6o B uHIyKIIMn
ee rubeJiv, B TOM clIydyae, eCIv ITOBpeXAeHUE yKa3aH-
HBIX KJIETOYHBIX CTPYKTYpP HOCTHUIJIO KPUTHUYECKOTO
macmrTaba [102—104]. Apyrmmu ciaoBaMu, ayTtoda-
TYsI MOXET OBbITh KAK MHTMOUTOPOM, TaK M aKTUBATO-
powm nipouiecca PCD y pacrenuii. bosiee Toro, He uc-
KJTI0OYeHO, 9TO pazanmuHble TUITHI PCD mporekaror B
KJIETKaX pacTeHUi IOCIeI0BaTeIbHO WIN Tapalieib-
HO U, HalIpyuMep, MUTO(arust MOXeT ObITb IIEPBUYHBIM
OTBETOM KJICTKM Ha TOSIBJICHNE TTOBPEXICHHBIX MUTO-
XOHAPUIA, XapaKTEePU3YIOIIUXCSI MOBBIIIEHHBIM 00pa-
3oBaHueM ADPK u notepeit mAY BcriencTBue MHIYK-
i mPTP [102, 105]. TTokazano, HarpuMep, 9TO TIpHA
obOpa3oBaHuM nepdopaluii B JUCTbIX Aponogeton
madagascariensis B xone PCD, uayiiero 1o nyty Me-
ra-ayrogarum, Ha paHHEM 3Talle B KJIeTKax ObLIN 00-
HapyXeHbl MHOTOYMCJIEHHbIE BE3UKYJbI, COlepxkKa-
IIe€ arperaTbl MOBPEXIEHHBIX, JUIIEHHbIX mMAY
MUTOXOHAPUIA, KOTOPbIe MUTPUPOBAIM B BAKyOJIH HA
no3gHeM 3tane PCD. I1pu atoM miporiecc niepdopa-
LM JIMCTBhEB CYIIECTBEHHO 3aMEmJISLICS IpU o0pa-
6oTke pactenwmit LIcA [98, 106, 107].

SAKJIIOYEHHME

Takum oOpa3oM, aHATU3UPYST UMEIOIIUECS B JIN-
Teparype TaHHBIS, MOXXHO 3aKJIFOUMTh, UTO B XOJIE pOCTa
U Pa3BUTUSI PACTEHUIA B HOPMAaJIBHBIX U CTPECCOBBIX
YCJIOBUSIX MUTOXOHAPUM, OyIy4Md LEHTPOM DHEpPre-
TUYECKOIO M IUIAaCTUYECKOro 0OMeHa, UTpaloT KiIio-
YeBYIO POJIb B Mpolleccax BOCOPUATUSI, MHTErpallin
¥ aMIUIM(UKALIMY CUTHAJIOB, MOCTYMNAIOIINUX B KJIET-
Ky pa3jinYHbIMU OYTSIMU U BBEICTYIAIOT B KA4eCTBE
OCHOBHOTO perynsropa npouecca PCD He3aBucumo
ot ero Tuna. Ha 3To yka3pIBaeT CXOOCTBO MHOTUX pe-
TYJISITOPOB M CUTHAJIOB, MHAYLIUPYIOIINX Pa3IMIHbIC
nyi PCD: yBennuyenue ypoBHst ADK, ADA 1 KOH-
neHTpauny noHos Ca?* B IMTO3071€ U MAaTPUKCE MHU-
TOXOHAPUI, Aenoyisipu3alnsl BHyTpeHHeil MeMOpaHbI
MUTOXOHAPUIA, YBeJIMYEeHNE KOHIIEHTpPAIlMU CTPEeC-
COBBIX (UTOTOPMOHOB M T.1. OO 3TOM CBUIETEIh-
CTBYeT M HEOMHOKPATHO JIOKa3aHHasl 2KCIepUMEH-
TaJIbHO KOHCEPBAaTUBHOCTh IIEPBUYHBIX 3TAIIOB MHIYK-
min PCD B KJTeTKaxX JKMBOTHBIX M pacTeHWI, BKITIOJast
nuccunauuio mAY, Bcaencteue mnaykiuu mPTP,
BBIXOJ 13 OpraHe/Ul IIUTOXpoMa ¢, a TaKXKe obpailie-
HHE 3TOro Ipoiiecca noxd BausHueM LlcA. Bpuro 0n1
YAUBUTEIBbHO, €CU Obl MUTOXOHIPUU, CIIOCOOHBIC
aleKBaTHO 1 CUCTEMHO pearupoBaTh HAa U3MEHEHUSI
MeTaboJI1M3Ma B X01e HOPMAJIbHOTO Pa3BUTHSI PACTEHUIA,
a Takke Ha JefCTBUE pa3IMUHBIX HEOJIaronpUsiTHBIX
¢GakTOpOB cpenbl, MONACPXKUBasI XKNU3HEAEITSIIbHOCTh
KJIETKY, ObLIM MCKJIIOYE€HBI U3 YIaCTHS B IIpOrpaMMax,

HAaIIpaBJICHHBIX Ha YITOPSIIOYEHHBI pa3dbop KIIeTOd-
HBIX CTPYKTYP B XOJIe €€ €CTECTBEHHOM MJIU CTPECC-NH-
IyuupyeMoit rmoenn. KoHeyHo, 111 BEISICHEHUSI KOH-
KPETHBIX MEXaHU3MOB, O0eCHeYMBAaIOIINX B3aUMO-
CBSI3b MEXIY HapylleHueM (QYHKIIMOHUPOBAHMS
MUTOXOHAPUIA ITO BIMSTHUEM BHEIITHUX I BHYTPEHHUX
dakTOopoB, N MHAyKIMel pa3HbIX THTIIOB PCD y pacre-
HUI HEOOXOIVMBI JOTIOJIHUTEIbHbBIC MCCICAOBAHYISI.

PaboTa BbITToIHeHA TpU (DMHAHCOBOM MOMIEPXKKE
MuHucTepCcTBa 00pa3oBaHUs U Hayku Poccuiickoii
Denepanmt B paMKaxX TOCYIapCTBEHHOTO 3amaHUsI
(Homep Tembl 121040800153-1 “MexaHu3Mbl agamnTa-
LIMM pacTeHuit K (hakTopam apuan3anuu riodaibHO-
ro KJiIuMaTa U aHTPOIIOTEeHHOMY 3arpsi3HEHUIO OKpPY-
>Karolei cpeapr”).

ABTOpBI 3asIBJISIIOT 00 OTCYTCTBMM KOH(PJIMKTa
nHTepecoB. Hacrosiast pabota He COnEepXKUT KaKnX-
MO0 MCCIIeNOBAaHWI ¢ y9aCTUEM JIIOIEU W JKUBOTHBIX
K KauecTBe OOBbEKTOB MCCJISIOBAHUS.
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