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B 0630pe n3noxkeHbl COBpeMEHHEBIE IPEACTABICHUS O CTPOSHUM, MEXaHU3MaX PEryJISIIUN U (PYHKIIMOHATIBLHOMN
poiu mophl Hecnelmpmaeckoii npoxnuiaeMoctu (mPTP) Bo BHyTpeHHE MeMOpaHe MUTOXOHIPHIA SKMBOTHBIX
u pacteHuii. [IpuBeaeHbl HEKOTOPbIE OCOOEHHOCTH, XapakTepu3ytolue ¢pyHKiunoHupoBanue mPTP B Mu-
TOXOHIPUSIX pacTeHuil u ee peryssitmio nox BausiHieM Ca2t u AOK. CyMMUpPOBaHBI UMEIOLIMECS B JIUTE-
paType moKa3aTelbCTBa, CBUIAETEIbCTBYIOIINE 00 YJ4AaCTMM MUTOXOHIPUIA B MPOrpaMMUpPyeMOii rubein
KJIETOK pacTeHMIi, B TOM uucie 6aarogaps nHaykuuu mPTP. HaMeyeHbl HanpaBiieHUs JaJbHEHAIIINX MC-

cnenoBanuii mPTP B MUTOXOHAPUSIX pacTeHUIA.

KumoueBble cioBa: Ca2+/A<DK—3aBI/1cnmaﬂ Hecneuuduyeckas nopa, FyF;-AT®-cuHTa3a, u3MeHeHue Npo-
HUIIAEMOCTH BHYTpPEHHE!l MeMOpaHBI, MeMOpaHHBI IOTEHIIMAJ, MHUTOXOHIPHHU, IIPpOrpamMMupyeMasi
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BBEJEHUWE

MuUTOXOHIPUY SIBJISTIOTCS LIEHTPAJIbHBIMU OpraHe-
JIaMU JbIXaHUSI U SHEPreTUKU KJeTKU. OCylecTBIIsis
MpeBpalleHUe OPraHUYECKUX COENMHEHU W CUHTE3
AT®, HeoOXOOUMBIN TSI MOAAEPXKAHUS XU3HEeAes -
TEeJIbHOCTU KJIETKU, MUTOXOHAPUU, BMECTE C TEM, B
HEeOJaronpUsITHBIX YCIOBUSIX, CTOCOOHBI aKTUBUPO-
BaTh €¢ 3amporpaMmmupoBaHHylo ruoens (PCD) [1].
Kpome Toro, MUTOXOHAPUSIM OTBOAUTCSI OCHOBHAsl
pOJIb BO BHYTPUKJIETOUHOM CUTHAJIMHIE, B KOTOPOM
YYaCTBYIOT BTOPUYHBIE MECCEHIXKEPHI, Hanpumep, Ca’"
wm ADK [2, 3]. BaxkHO OTMETUTD, YTO BHYTPEHHSISI MU -
ToxoHApuaibHast MmeMopaHa (IMM) B cCOOTBETCTBUM C

Cokpamennsi: CBY — peakums cepxuyBcTBUTenbHOCTH; CK —
cajnuuwioBas kucioTa; LIcA — uukinocnopuH A; AIF — amo-
NnTo3-akTUBUpPYlOWMii dakrtop (oT aHml. Apoptose Inducing
Factor); ANT — nepeHOCYMK aJeHUHOBBIX HYKJIECOTUOOB (OT
aHm1. Adenine Nucleotide Transporter); IMM — BHyTpeHHsIsI
MeMOpaHa MUToxoHapuii (oT aHmI. Inner Mitochondrial Mem-
brane); OMM — BHelIHsSIsI MeMOpaHa MUTOXOHIPUA (OT aHIJI.
Outer Mitochondrial Membrane); PCD — 3anporpamMmMmupo-
BaHHas1 rubenb Kietok (ot aHri. 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).

XEeMUOCMOTUYECKOI KOHlIeneid Mutuenna Herpo-
HHU1laeMa He TOJIbKO LISl IPOTOHOB, HO MPaKTUYECKU
TSI BCEX METAOOJUTOB M CUTHAJIbHBIX MOJICKYJI, a 151
UX TPaHCMEMOPAHHOTO TpaHCIOPTa TpeOyIoTCs cIie-
LIMaJIbHbIE TIEPEHOCYMKMW WJIM KaHajbl. [Ipu sTOoM
BHEIIIHSISI MUTOXOHIpMajbHasi MemOpaHa (OMM)
0oJiee mpoHuUllaemMa JJisi MOHOB 1 paCTBOPEHHBIX Be-
ILIECTB, YTO OMOCPEJOBAHHO HAJTUYMEM MOTEHLIMAJ-
3aBucuMoro aHnoHHoro kKaHana (VDAC) u npyrux
CeJIEKTUBHBIX KaHaIoB [4—6].

B panHux pabGorax OBLIO ITOKa3aHO, YTO IIpU
oIpeieIeHHbIX YCJIOBUSX IpoHulIaeMocTh IMM mo-
JKET pe3KO BO3pacTaTh, TOTAA MPOTOHBI U pa3iuuyHbIe
HWOHBI, a TaKXXe HEOOJIbIINE MOJIEKYJIbl MOTYT CBO-
OOIHO MPOXOIUTH B MATPUKC OpraHesl. DTO SIBJICHUE
(MU3MeHeHre MPOHUIIAeMOCTU BHYTPEHHEN MeMOpa-
HbI) MOJYYWJIO Ha3BaHUE MUTOXOHAPHAIbHON Tep-
meadbunuzauuu (mPT). CymecrBoBanue mPT B mu-
TOXOHAPUSIX XMBOTHBIX BIIEPBbIe ObLIO OOHAPYXKEHO
u uzyyeHo Haworth u Hunter [7—9]. BHavasie 310 OT-
KPBITHE ObLIIO BOCIIPMHSITO KaK apTehakT, CBSI3aHHBIN C
MOBPEXIEHUEM MUTOXOHIPUI, OMHAKO MO3AHEee ObLIO
nokaszaHo, uto mPT Bo3HMKaeT B pe3yjbTaTe OTKpPbI-
THUSI BO BHYTpEHHE MeMOpaHe CrelnaJbHOro Mera-
kaHasa uiu nopsl (mPTP) non neiictBrem pazinuy-
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 cTareit. OKa3zajoch, UTO HapylleHUe
dyskumonnpoBanuss mPTP nmpuBogut K nuchyHKIMN
MUTOXOHAPUIA, BCICACTBUE Y€TO BO3HUKAIOT MHOTHE
OOJIE3HM dYeJloBeKa: OT 0oJie3HW AJblreiimMepa M
WIIEMUYECKON 0O0JIE3HM cepAua, OO OHKOJOrnye-
CKUX M HelipoaereHepaTUBHBIX 3a0oJieBanmii [ 11, 12].
IToaToMy pe3ynabTaThl M3YyUYEHUSI 3TOr0 MerakaHajia
BakHbI HE TOJIbKO ISl (pyHAAMEHTaIbHOI HAayKu, HO
TaK:Ke UIST JIyYIIeTO IMOHMMAaHMS MPUPOIbI MHOTUX
MaTOJIOTUiA, BKJIIOYasi, II0-BUAMMOMY, OOJIE3HU pacTe-
Huii (cM. Hike). [TockonbKy HanbobIIIero mporpecca
B M3YYEHUU CTPYKTYpPBI, MEXaHM3MOB PETY/ISILUN U
dyHKuMoHaMBEHONM pon mPTP ymamock nmoctnuns Ha
MUTOXOHAPUSIX KUBOTHBIX, IIPEICTABISICTCSI HEO0XO0-
IMMBIM BHadajle JaTh €€ KpaTKyIO XapaKTePUCTUKY B
9THUX OpraHesax.

CTPOEHME, PEI'vJiAUMA U ®YHKLIUWA
mPTP B MUTOXOHIAPUAX JKNBOTHDBIX

V xusotHbix mPTP omnpenensior, kak Ca?*-3aBu-
CUMO€ U LIUKJIOCIIOPUH A-4YyBCTBUTEJIBHOE YBeIMYe-
HUe TIPOHUIIAEMOCTH BHYTPEHHE MUTOXOHAPUATBHOIM
MeMOpaHBI JIj1s1 TIPOTOHOB 1 BEILIECTB C MOJIEKYJISIPHOI
Maccoil MeHblie 1.5 kJla pa3Tu4HON IPUPOIbI: HA3-
KOMOJIEKYJISIPHBIX MOHOB, CaXapoB, HYKJICOTUIOB U
1.0. [11, 12]. Cocrostnue mPTP perynupyercs pas-
JIMYHBIMU MOZYJISITOPAMU, KOTOpPBIE JIMOO MHTUOM-
pytoT (uukiocnioput A, A1®, AT®, HAI-H, Mg?™,
H* u np.) wnu akrusupyior (Ca?*, )KupHbIe KUCIOTHI,
P, AOK u ap.) ee orkpbitue [10—14]. YuursiBas
BaXKHYIO POJIb 3TOTO KaHAaJla, MEXaHU3MBI, PEryJIMPYIO-
IIME €To TIepeXol U3 3aKPBhITOTO B OTKPHITOE COCTOSI-
HUE, YpE3BbIUAITHO CJIOXKHBI 1 HE 0 KOHIIA U3y4YeHbl. B
pa3HbIX 0030pax ImpuBoguTcs 6oiee 40 pa3IMIHBIX
3¢ HEeKTOPOB, CIIOCOOHBIX OKa3bIBaTh IPSIMOE WMJIH
ornocpegoBaHHOE BIUsIHUME Ha aKTUBHOCTHL mMPTP B
MUTOXOHIPUSIX XKMBOTHEIX [10—13].

HaunbGonee BaXHBIM PETYJSITOPHBIM KOMITOHEH-
oM mPTP gaBnsiercs manepon uukimodwaud [ [10,
12, 13, 15]. B npucytctBum P; 3TOT 6€710K CBI3bIBAET-
ca ¢ cyobenuauieit AT®-cunrasel OSCP, uto npu-
BoauT K oTKpbiTuio mPTP. HHuxkinocnopun A (1LIcA),
IMyTeM CBSI3bIBAHMSI C IUKJIODUIUHOM J| MHIyLIUpyeT
ero orcoenuHeHne oT ATM-crHTa3bl, OJIOKUPYS 00-
pazoBaHue mnopkl [13, 15]. UyBcTBUTEABbHOCTD K LICA
YacTO CIYXXUT TUATHOCTUYECKUM TECTOM (hYHKIIMO-
HUPOBaHUS TTOPbl B MUTOXOHAPUSIX XKMBOTHBIX, OHAKO
B MUTOXOHAPUSIX PACTEHUI TaKOE MIHTMOMPOBAHUE Ha-
OromaeTcst He Bcerga (CM. HIKE).

KitoueByto poinb B peryisiiiui mPTP B MutoxoH-
IPUSIX XUBOTHBIX UrpaoT uoHbl Ca?t. [1oBbllIeHUE
koHueHTpauuu Ca’* B MaTpuKce, HapsiLy C yBeJude-
HueM ypoBHsI ADPK, MpUBOAUT K OTKPBITUIO TIOPHI,
kosnancy mAY n Habyxanwuio opranemnn [10, 12, 14,
16—18]. Xopo1o uszsectHo, uro Ca?*, Biassch aKTU-
BatopoM oTKpbeITHsS MPTP B dumsnonormyeckmx ycio-
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BUSIX, CIIOCOOEH HaKarlJIMBaTbCsl B MUTOXOHIPUSIX B
OOJIBIIIOM KOJIMYECTBE 03 YBEJIMUEHUS ITPOBOTUMO-
CTU BHYTpEHHe MemOpaHbl. PasiuuHble SHAOTEeH-
Hble MonysaTopbl MPTP criocoOHBI U3MEHSITh MOPOT
KoHLeHTpauuu Ca’", HeoOXOAMMOI /11 UHULIMALINI
JAHHOTO TIpoliecca. AIeHUHOBBIE HyKJIeoTUabl (A1D,
ATD u AM®), BeposITHO, SIBJISIFOTCSI HanboJiee MOIII-
HBIMHU 3HIOTeHHbIMU MHruoutopamu mPT, yBennuu-
Bas ropor KoHueHntpauuu Ca’>*, mpu KOTOpoM Ipo-
MCXOIUT CIIOHTAaHHOE OTKphITHE mopsl [7—10, 18].
B otiinuue ot Ca’" npyrue OByXBallEHTHBIE KATUO-
Hbl ST2%, Mn?* u Ba?' 4Bag10TCSI CUJIbHBIMYA UHTH-
outopamu mPT, npenarcrys nputoky Ca?* BHyTpb
MUTOXOHAPUIA, a Mg?>* TOPMO3UT OTKPBLITUE ITOPLI
IMyTeM KOHKYypeHTHOro nHruouposanus [7—10]. He-
JaBHO ObUIO MoOKazaHo, yto Ca’' cBa3bIBaeTcsa C
AT®-cuHTa30i Ha yJacTKe OJIM3KO pPaCIOJIOXKEeH-
HOM K caiity cBsa3biBaHust Mg?t Mexiy o- u -cyonb-
enuHuamu [ 14, 18].

JpyrumMu BaKHBIMU 3HIOTE€HHBIMHU PETYJIITOpaMU
otkpbiTgd MPTP gapnsiorcss ADK, a Takke aKTUBHBIE
¢dopmbl azota (APA). M3BeCTHO, UTO MUTOXOHAPUU
SIBJISIFOTCSI, KAK OCHOBHBIM MCTOYHMKOM, TaK ¥ MUIIIC-
Hblo 11t AOK/ADA. TTokazaHo, uto mPTP upe3BbI-
YaitHO YyBCTBUTEbHA K UBMEHEHUIO CBOETO PEIOKC-
coctossHUSA. OKMCIIMTEIBHBINA CTpecC, HanboJjiee u3y-
yeHHblii nHAYKTOp MPTP. ADK 1 npookcuaaHTb
crrocobcTByioT Ca?t-MHAyLIMPOBAHHOMY OTKPBITHIO
mPTP, BbI3bIBasi M3MEHEHHUE PEIOKC-COCTOSIHUS
SH-rpymnmn B MoJIeKyj1ax 6eJIKOB, (pOpMUPYIOIIUX VUJIN
perynupyiomnx aktnBHocTh mPTP Bo BHyTpeHHeH
MeMOpaHe MUTOXOHIPUM XXKUBOTHHIX [1, 17—19]. O6-
Hapy>XeHa BblcoKasi 4yBcTBUTENbHOCTh K ADK F, F-
AT®-cuHTase, aBisiouieiics, B COOTBETCTBUU C CO-
BPEMEHHBIMU IIPEACTABICHUSIMU, OCHOBHBIM KOMIIO-
HeHToM MPTP B MUTOXOHAPUSIX XXUBOTHBIX [20, 21].

Kpome Toro, nunaykuuss mPTP perynupyetcs Be-
mmunHoi mAY u ApH Matpukca, KoHpopmMmamuei
TpaHCJIOKaTopa aJleHUHOBBIX HyKJIeoTunoB (ANT) u
npyrumu 3dpdexkropamu [10]. Kak m ageHMHOBBIC
HYKJICOTHABI, BeiIcOKUiT MAY ynepkuBaeT MOpPHI 3a-
KPBITEIMU, B TO BpeMs KaK €ro CHIMXXEHME CIT0CO0-
ctByeT crnoHTaHHoit mHaykuuu mPT. ITomoOHbIi
KoHTpoJib MPTP co cTOpOHEBI 3JIEKTPOXUMUYECKOTO
rpaauenTa nporoHoB (AUH™) coznaer KoHLENTYaIb-
HYIO OCHOBY I “TIPUMUPEHUS” WM COINIaCOBAHUSI
cymectBoBanusd mPTP ¢ xemmocmormyeckoii Teo-
pUE, TJIAaBHBIM ITOCTYJIATOM KOTOPO, KaK U3BECTHO,
SIBJISICTCSI HEIIPOHMIIAEMOCTh BHYTpEeHHEIl MeMOpa-
HBI MUTOXOHIPUIA 1151 I poTOoHOB [ 12]. [Toka3ano, uyTo
narnoutopel ANT — aTpakTiio3ug U OOHTKpeKOBast
KHCJIOTa IIPOTHBOMOJIOKHEIM 0O0pa3oM MOMYJIUPYIOT
¢yskumonupoBanne mPTP, coorBeTcTBeHHO, CHo-
COOCTBYSI M TIOIABJISISI €€ OTKPBITHE. DTU Pe3yIbTaThbl
MOCTYKWUJIM OTHOU U3 MPEATIOCHUIOK ISl MPEAToo-
xeHus o6 ygactum ANT B popmupoBanum mPTP
[10, 12].
®U3UOJIOTUS PACTEHUN Ne 6
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Vxe B paHHUX paboTax ObLIO MOKAa3aHO, YTO Y XK1 -
BoTHBEIX MPTP MoxxeT QyHKIIMOHMPOBATH B IBYX OC-
HOBHBIX COCTOSIHUSIX: C HU3KOM (¢ aMIumTynoii 0.3—
0.7 nS) u BeIcOKOI1 (1.5 nS) mpoBoauMocThIo [22, 23].
OtkpeiTie mMPTP B cocTOSTHMM BEICOKOM TIPOBOIMMO-
ctu wim “kimaccudeckoin” mPTP (p-mPTP), nocur
JIOJITOBPEMEHHBIN 1, KaK MPaBWIO, HEOOPAaTUMBI Xa-
pakTep. OHO CONPOBOXKIAETCS TIOJTHOM IVICCHUTIALIECH
mAY Ha BHyTpeHHel MeMOpaHe, HapyllleHeEM HOHHO-
IO 1 OCMOTHMYECKOI'O TOMEOCTa3a B MAaTPUKCE, BHICOKO-
aMIUIUTYIHBIM HaOyXaHME€M MUTOXOHIpWIi, Hapylle-
HUEM 1IeJIOCTHOCTH BHEIITHEl MeMOpaHbl OpraHesul 1
BBICBOOOXICHUEM M3 MEXMEMOpPaHHOTO IPOCTpaH-
CTBa psifia MPOAIONTO3HBIX OEJIKOB (LIMTOXpoMa ¢, Oe-
ka AIF u npyrux). OTH 0eJIK1 MOTyT 3aIyCcKaTh IIPOLIeCC
arnonTo3a IOCPEICTBOM aKTUBAIUM COOTBETCTBYIO-
IIMX IIpoTeas (Kacmnas3) u Hykjieas B muTo3ode [1, 12,
16, 22, 24]. B cocTosTHUU BBICOKOII ITPOBOIUMOCTU
mPTP nposBasercs, Kak IpaBUJIO, B CTPECCOBBIX
CUTYyalMsIX, KOIraa HabIoaeTcsl Cepbe3HOE Hapyllie-
HYie pabOThl MUTOXOHJIPUIA, CBI3aHHOE, HAIIPUMED, C
MOBBILLIEHHOM reHepanuii opraHesnamu ADPK u Bo3-
HUKHOBEHUEM OKHMCIUTeJIbHOro crpecca [1, 18, 20].
Ecin 3T0 MpOMCXOOUT C OTASIbHBIMIA MUTOXOHIPUSI-
MU, Kojutaric mAY MoxkeT akTUBUPOBaTh MUTO(Aruio,
1LIeJIbIO KOTOPOI SIBJISIETCS yIaJeHNUE TTOBPEKICHHBIX
opraHesil (Tak Ha3bIBaeMbIM “MeXaHU3M KOHTPOJIS
KayecTBa MuToxoHapuii”) [12]. B Tom ciyyae, Koraa
nHAyk1us p-mPTP oxBaTbiBaeT OOIBIIIYIO YAaCTh MOITY-
JISIUMU MUTOXOHAPUIA, KOTOPOE COMPOBOXIACTCS YBe-
JIMYeHreM o0beMa MaTpUKca, MICYE3HOBEHUEM KPHCT, a
Takke riepmeadbunuzaineit OMM BclencTBUe aKTUBA-
i OMM-niopoo6pazyroiiux 6enkoB (BAX, BAK),
3amyckaetcs Tpouecc PCD mo myTu amornro3a Win
HEKpPO3a B 3aBUCUMOCTH OT KOJIUYECTBA OCTABIIUXCS
B KJIETKE HEMOBPEXIEHHBIX MUTOXOHAPUIA, CITOCO0-
HBIX ogiepkuBaTh cuHTe3 AT®D [12, 18].

B cocTostHuM HM3KO# MPOBOIUMOCTH UHIYKIIMSI
mPTP yBenuuuBaeT nponuiaemocts IMM mist mpo-
TOHOB U, MO-BUAMMOMY, HeGombnX KatnoHoB (K*
Na*, Ca?"), uTo BeeT K €€ YAaCTUYHON WIN TOJHOM
NenoJsIpr3allii, a TakKKe pa3001IeHUI0 OKUCTTUTENb-
Horo ¢dochopmmpoBanus. ITokazaHo, YTO OTIMUM-
TEeJIbHBIMA OCOOEHHOCTSIMU 3TOTrO TOACOCTOSIHUS
mPTP (v t-mPTP) saBnsttoTcs: ierkass o00paTuMOCTb,
HEYyBCTBUTEILHOCTL K 3K3oreHHomy Ca?*, crmabas
YyBCTBUTEIBLHOCTD K LICA W OoTCyTCTBUE HaOyXaHWUS
MUTOXOHIpUIA [21, 23, 25, 26]. OtkpbiTie mPTP moxer
OBbITh KaK KpaTKO-, TaK U JOJTOBPEMEHHbBIM [23, 24].
IIpy 3TOM UMMEHHO JOJTOBPEMEHHOE OTKPbhITHUE
mPTP B m060i1 13 1ByX KOH(pOopMaL1ii BeAeT K He00-
paTUMbIM (PYHKIITMOHAJIBHBIM W3MEHEHUSIM B MUTO-
XOHIPUSIX U (haKTUYECKU OMpeaessieT Cyab0y KIeTKU
[22, 23, 27]. Uaoykuuss mPTP B cocTossHuM HU3KOM
IMPOBOJIMMOCTH BO3HUKAET CIIOHTAaHHO B Ipoliecce
HOPMaJIbHO# (DU3UOJIOTUYECKON aKTUBHOCTU MUTO-
XOHApUl (Hampumep, B pe3yibTaTe HaKOTIJIEHUS
Ca?* BHyTpu oprasesul). B pesynbrate nocTyIuieHUs
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H* u3 uuTo30/15%1 B MUTOXOHIpUM CHIKaercss pH
MaTpUKCa, YTO CIOCOOCTBYET 3aKPHITUIO ITOPHL. B Ta-
kux yciaoBusx 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 LIUK-
JIMYECKUI IMepexo U3 OTKPBITOTO B 3aKPbITOE COCTO-
saaue t-mPTP, koropoe Ha3biBaioT “MepHaHueM”
(flickering) mopbl, MOXHO PErMCTPUPOBATh C MC-
MOJIb30BaHUEM (DIYOPUMETPUYECKOM TEXHUKU B
M30JIUPOBAHHBIX MUTOXOHIPUSX 1 MHTAKTHBIX KJIET-
Kax [23, 28, 29]. Borpoc 0 TOM, MOXET I OTKPHITUE
t-mPTP kaTtajim3aupoBaTh NaCCUBHBIN BBIXOI MOHOB
Ca’" 13 MaTpyKca B IMTO30J1b I10 TPAIAUEHTY €I0 KOH -
LEHTpallM1 OCTAaeTCs NMCKYCCMOHHBIM. TeM He MeHee,
B psne padoOT MOKa3aHO, YTO B COCTOSIHMU HM3KOM
nmposoauMoct mPTP mpoHumaemMa He TOJBKO IJIST
MPOTOHOB, HO 1 JUISI HU3KOMOJIEKYJISIPHBIX KATUOHOB
(K™ Na®, u, no-suaumomy, Ca>*). B atom cocros-
N pyHKInoHuposanme mPTP Moxer yuactBoBaTh
B nepenade Ca’"-curHana u/miam B peryasiuuu (ro-
MeocTatupoBaHuu) yposHs Ca’" B MaTpuKce 3a cyeT
ero OwICTpOro BeIxoma m3 opraneinr [12, 22, 30]. Ta-
KHUM 00pa3oM, KpaTKOBPEMEHHYIO WHIYKIIHUIO MTOPHI
B coctosiHuu t-mPTP, mo-BuauMomy, MOXHO pac-
cMaTpUBaTh B KAYECTBE IIPOTEKTOPHOTO MEXaHU3Ma,
MPEIOXPAHSIOIIETO MUTOXOHAPUU OT U3OBLITOUHOTO
HakoruteHust Ca?t B matpukce u ot Ca2t-3aBUCUMBIX
U3MEeHeHUi MeTaboim3Ma opraHesl, Hampumep, Mo-
BbIIIeHHOTO o6pa3oBanust ADK [18].

HecmoTps Ha 3HauUMTENBHBIN NpoOrpecc, JOCTUT-
HYTBIif B U3y4eHUU (haKTOPOB, PETYJIUPYIOLIUX UH-
aykuuio mPTP, oTKpBITBIM OCTaeTCs BOIPOC O €€
cTpykrype. CornacHo 6oJiee paHHUM ITPENCTaBIEHUSIM,
CTpYKTYpHBIMU KoMmtoHeHTamMu mPTP, dopmupyemoit
B MeCTe KOHTaKTa MUTOXOHAPUAJIbHBIX MeMOpaH, BbI-
CTYyIIAJIA BOJIBT-3aBUCUMBI aHMOHHBIN KaHa (VDAC)
WIN TIOpUH (BHEIIHSIST MeMOpaHa), a Takke ANT
(BHYTpeHHSsII MeMOpaHa) U acCOLUMUPOBAHHBIN CO
CTOPOHBI MaTPUKCa KOHCEPBATUBHbBII OEJI0K LIMKJIIO-
¢ummna I [18, 31, 32]. Ilo3nHee OBLIO BBICKA3aHO
MpeaIogoXxeHune, 4To B cTpyktypy mPTP Bxonut me-
peHocuuk docdaTa, KOTOPhIi, CBA3BIBASICH C LIUKJIO-
¢unmHoM I u ANT, o6pasyeT Bo BHYTpEeHHEH MeM-
OpaHe MUTOXOHIPUI TIOPY, PETYJIUPyeMyl0 MOHAMU
Ca?* [10, 27]. OnHako yKa3aHHbIE MOIEJIA CTPOCHUS
mPTP He HalLIM CBOEro MOATBEPKIECHUS B XONE Ie-
HETUYECKMX McclienoBaHuil. Bbuio mokazaHo, 4To
dyukumonuposanue mPTP coxpaHsuioch B MUTO-
XOHPUSIX, BbIICEHHbIX U3 TPAHCTEHHBIX PACTEHUM,
Yy KOTOPBIX IKCIIPECCHSI TeHa (I HECKOJIBKUX T€HOB),
KOAUPYIOLINX KaXIbIii M3 YKa3aHHBIX BBIILIE CTPYK-
TYPHBIX KOMIIOHEHTOB ObLIa monasieHa [18, 33, 34].

Boiiee coBpeMeHHEBIE TIPENCTaBICHUS O CTPYKType
mPTP cBsI3aHBI ¢ TIpeArnogoxeHueM o popMupoBa-
Huu mPTP c yuactuem FF,-AT®-cunrassi 12, 13, 18,
26]. B Hacrosiiiee BpeMsl mpeajiaralorcs IBe pabouue
MOZEIN BRICOKOAMITJIUTYTHOM ITOPHI: “TUIIOTE3a JUMe-
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p-mPTP

T

Puc. 1. [unoretTnyeckoe cTpoeHne MOphl Hecnenuduueckoil mpoHuiiaeMoctu (mPTP) Bo BHyTpeHHei MeMOpaHe MUTOXOH-
npuii B Bune AT®-cruHTacoMbl — KOMILIEKCa, cocTosiero us nuMmepa AT®-cunTasbl (ATPase) u aneHMIaTHOrO TpaHCHopTepa
(ANT). I1pu GyHKIIMOHMPOBAHMM KOMILIEKCAa B COCTOSIHUM BBICOKOI mpoBoaumocTtu (p-mPTP) kaHa, mpoHuliaeMBblii I1j1st
pacTBOPOB BELLIECTB C MOJIEKY/ISIPHOI Maccoit MeHblie 1.5 k/la, oOpa3syercs, wimn mexny asymst MosieKyiaamu AT®—cuHTaskbl,
WIN BHYTPY €€ MOHOMEPA, MO-BUIAMMOMY, B KOJIbIIE ¢-CYOBEMUHMUIL (TOJICTBIE CTPEIKM). B cocTOSTHUY HU3KOM TPOBOAMMOCTH

(t-mPTP), xaHay1, npoHMLIAEMBIii TOJIBKO TSI IPOTOHOB M, BO3MOXHO, HEOOJIBIIMX KaTUOHOB, BKIIo4ast Ca

BHYTPM IIEPEHOCUMKA aJleHWIATOB (TOHKAsI CTPeIKa).

pa” m “runore3a c-kKombna”. CorjacHO TIEpBOIA,
Ca’?'-MHIyLMpOBaHHOE M3MEHEHUE KOH(pOpMaLun
IrMepa BBI3BIBACT OOpa30oBaHMeE ITOPHI Ha I'paHUIIE
IByX MOoHOMepoB AT®-cunTassl [35]. Bropas rumnore-
3a IpearoaraeT (popMrUpPOBaHUE KaHala B pe3yJIbTaTe
KOH(hOPMAITMOHHBIX U3MEHEHUI B KOJBIIE C-CyOhen-
Hul AT®-cruHTa3bl, THAYHIUPOBAaHHBIX noHamu Ca’"
[36]. MMeeTcss HECKONBKO IIPSIMBIX HOKA3aTeIbCTB
Toro, 4ro AT®-crHTa3a y4acTByeT B 0Opa3oBaHUU
mPTP. Bo-niepBbix, nzonupoBaHHast AT®-cuHTa3za
WU ee c-cyObenuHulIa (MM ee TUuMep), BCTPOSHHBIE
B MICKYCCTBEHHBII O6ucioii, reHepupytor Ca’"-unmy-
LU PYeMBbIii IOTOK BEIIECTB BEICOKOI IPOBOANMMOCTH,
KOTOPBIN 3JIEKTPOMU3NOJIOTUIECKA 3KBUBAJICHTEH
nuaykumy p-mPTP [35, 36]. Kpome Toro, reHeTnye-
cKue uaMeHeHus cyobenuHUL ATM-crHTa3bl 3aMETHO
BAUSIOT Ha yyBcTBUTENbHOCTE MPTP K ee peryinsito-
pam [36—39].

HenaBHo, ¢ McnoOJb30BaHUEM T€HETUUECKUX Me-
TOIOB OBLIM TIOJyYeHBbl AOKa3aTesibCTBa TOrO, UTO
ANT u AT®-crHTa3a MOTYT OBITh HE3aBUCUMBIMU
KaHajJlaMM, OTBETCTBEHHbIMU 3a (DYHKIIMOHUPOBA-
Hue mPTP B cocTostHuM HU3KOI 11 BEICOKOI ITPOBO-
IUMOCTH, COOTBeTCTBEHHO [40—42]. OCHOBBIBasICh
Ha 3TUX JaHHBIX, ObLIa MpeIoKeHa HOBast UHTepecHast

+, dopmupyercst

mozenb crpoennss mPTP, KkoTopass CMHTETUUECKH CO-
eNVHWIIA IBE APYTUE MOIEIV, PaHee MPUBJICKIIINE HAU-
Oonblllee BHUMaHUe ucciaenoBareieii. ComtacHO HO-
Boif Mmogenu ctpykrypa mPTP dopmupyercs n3 nByx
OCHOBHBIX (PYHKIIMOHAIbHBIX 2jeMeHTOB, ANT u
AT®-cuHTa3bl, 00bEAUHEHHBIX B €AUHBI KOMITJIEKC
non HazBaHueM AT®-cuHTacoma (ATP synthasome)
(puc. 1) [13, 18]. MoxXHO HEe COMHEBAThCs, YTO 3Ta
HoBelmas Moaenb ctpoeHuss mPTP Ttakke mpusie-
qeT OOJIbIIIOE BHUMAaHUE MUTOXOHIPUOJIOTOB U OyIeT
MOIBEPTHYTa BCECTOPOHHEMY M3YYEHUIO U IMPOBEPKE.

OCOBEHHOCTH ®YHKIMOHWUPOBAHWA
mPTP B MUTOXOHIPUAX PACTEHNU

3a 6osiee yeM 25 JieT MPOLIESAIIUX TTOCe TePBOTo
coobmeHus o npucyrctBur mPTP B MutoxoHapmsx
pacTeHuit (3TUOIMPOBAHHBIX cTebell ropoxa) [43],
JIaHHbIE O MPUCYTCTBUU U CBOMCTBAX 3TOU MOPHI ObI-
JIM TIOJIyYeHBI IIPU M3y4eHUM MUTOXOHIPUIL, BBIAC-
JICHHBIX U3 JUCTheB OBca [44], k1yOHeit kapTodes
[45, 46], KopHeii TIIeHUIIHI [47], KIIETOYHOM KYJIbTY-
pbI Arabidopsis thaliana [48], nucTbeB KaHabuca [49],
ceMsigosieii mornuHa [50] 1 HEKOTOPBIX IPYTUX pac-
TUTEJIbHBIX 00beKTOB. Cys 1o 3TUM JaHHBIM, mPTP
B MUTOXOHIPUSIX PACTCHUI, KAK 1 B MUTOXOHIPHUSIX
®U3UOJIOTUS PACTEHUN Ne 6
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[TOPA HECITELUM®UYECKOMW IMPOHUIIAEMOCTU (mPTP)

KMBOTHBIX, MOXET (DYHKIIMOHUPOBATH B IBYX METa00-
JIMYECKUX COCTOSTHUSIX (MJTU TMOJACOCTOSTHUSIX) — BBICO-
KOi1 1 HU3KOIi MpoBoauMocTy. Hampumep, pyHKIIM-
oHMpoBaHue MHAynupyemoit Ca?>* u P, TunuuHoi
(nnu kanoHn4eckoit) mPTP Obu10 MoKazaHo B MUTO-
XOHAPUSIX KIIyOHel KapTodelsi, KOpHei MIIeHUIIHI,
JIMCTHEB OBCA U HEKOTOPBIX IPYTUX pacTeHuit [44, 45,
47]. OtkpeiTie mPTP B 3THX opranesiax COIpoBOX-
nJajioch koyutaricoM mAYW, a Takke BbICOKOAMILIM-
TYAHBIM HaOyXaHMEM MaTpuKca C IOCIeayIOINM
BBIXOJIOM M3 OpraHesu1 nuroxpoma c. Ilpu atoM, nH-
nykimss mPTP, Hanmpumep, B MUTOXOHIPUSIX KITyOHEH
KapTodeist uHruorponanach LIcA KOTophIii, Kak yxke
OTMEUAaJIOCh, CIIY:KUT KJIIOUEBBIM TECTOM IJISI MIOCH-
Tudnkaun aktupHoctn mPTP B mMuTOXOHIpuMsX
SKUBOTHBIX [46]. MIHTepecHO, YTO B MMTOXOHAPUSIX
KJIIyOHeili kapTodens 1 KopHeii neHuusl Ca2t-3aBu-
cumast uHaykuuss mPTP u BbIXom M3 MUTOXOHIPUIA
LUATOXpPOMA ¢ HAOIIONAIMCh B YCJIOBUSX HEOOCTAaTKa
KHUCJIOpoaa B cpenie uHKyoaumu [46, 47]. ITpu oToM ca-
Ma o cebe aHOKCHS OblIa He CIOCOOHA MHAYLIMPOBATh
otkpeiTie MPTP m moTepro MUTOXOHIPUSIMU ITUTO-
xpoma ¢ [47]. Kpome Toro, Ca?"-uHaynupyeMoe Haly-
XaHNE MUTOXOHIPHUI TOPMO3WIIOCH ITpU CHYKeHuU pH
(c 7.4 1o 6.6) 1 aKTUBMPOBAJIOCH B IPUCYTCTBUU TIPO-
OKCHIAHTOB (mramMuaa v (heHmIapceH-0KCUIa), a Tak-
K€ JIMHOJIECHOBOI KHCJIOTBI, YTO B IIEJIOM aHAJIOTUYHO
YCJIOBUSIM, CITOCOOCTBYIOIIMM MHAYKIUKM mMPTP B Mu-
TOXOHIPUSIX XXUBOTHBIX [46]. BMecTe ¢ TeM, cpa3sy ke
OOHAPYKMJINCHh 1 HEKOTOPBIE 0COOEHHOCTH, XapaKTe-
pusytonie mPTP B MUTOXOHAPUSIX pacTeHU.

Bo-mepBblx, mist Ca?t-3aBUCUMOIl MHAYKLUU
mPTP 65110 HEOOXOTMO IPHUCYTCTBHE B Cpelie MHKY-
Gauny BbICOKOI KoHueHTpauuu Ca’™ (0.5-2.5 MM),
YTO, 10 MHEHUIO aBTOPOB, MOIJIO OOBSICHSITHCSI HU3KOM
AKTUBHOCTBIO TIEpEHOCYMKA 3Toro noHa (Ca>*-yHu-
ropTepa) B MUTOXOHIPUSIX, HAIIpUMep, KIyOHei Kap-
TodelIst, KOpHEH MIIIeHUIIEI 1 JIMCTheB oBca [45—47]. B
npyrux ciaydaax Ca?t-zaBucumast uHaykuuss mPTP
Jocturaiack omarogapst mpucyrcersuio Ca?t-nonodo-
poB, Hampumep, A23187, obecrneynMBaIOIIEro TPaHC-
nopt U HakoruieHue Ca?t B MaTpukce MUTOXOHAPUIA
JMCTheB oBca [44]. Bo-BTOpBIX, YyBCTBUTEIBHOCTH
mPTP kx LIcA B MUTOXOHApPUSX, BbIACICHHBIX, Ha-
npuMep, U3 KIIyOHell KapTodellsi mposBisiach B
NPUCYTCTBUM MOLITHOIO BoccTaHoBuTe s — AT T [46].
B npyroii padorte, unaykuuss mPTP B cocTossHAM BbI-
cokoii mpoBomumoct (p-mPTP) B MuToxoHmpusix
KOpHEN TIIEeHMLbl 0Ka3aJlaCh HE YyBCTBUTEIBHOIN K
LicA [47]. TlpyuuHa pa3IUYHON YYBCTBUTEILHOCTHU
mPTP B pactureabHbIx MUTOXOHAPUX K LICA ocra-
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 aktuBHOCTE mMPTP B
MUTOXOHIPUSIX XUBOTHBIX, OOHAPYKEeHbI U B pacTe-
HUSIX, HAIIpUMeP, B MUTOXOHIPUSIX Arabidopsis thali-
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ana u Glycine max [45, 51, 52]. B HenaBHei1 paboTe
coTpynHuKOB Jaboparopumn A. Vianello [53] takke
OBLIO TTOKAa3aHo, 9To peryasunsg mPTP non Biusgan-
eM LICA ocymiecTBisiiach B pe3yabTaTe €ro IpsSMOro
B3aMMOJEMCTBUS ¢ HUKIoPUINHOM I B MUTOXOH-
Ipusx cTeblieil ropoxa.

OcobeHHocThIO (QYyHKUMOHUpoBaHUS mMPTP B
MUTOXOHIPUSIX cTeOJIeii ropoxa, KOTopasi UHIYLIUPO-
Bajach IocJie HaKOIUJIEHUSI B MaTpUKce (C TTOMOIIbIO
Ca?* nonodopa ETH129) 240-720 MKM 5K30reHHOTO
Ca’" u conpoBoxnaiack puccurnaumeii mAWY, asisger-
Cs1 TO, YTO OHA B OTJIMYME, HAIIPUMEDP, OT MUTOXOHAPUIA
KITyOHel KapTodelist He COIPOBOXAAIACH HA0yXaHEM
MaTpHrKCa ¥ moTepeil MUTOXpoMa ¢. DTO XapaKTepHO
IJ1s1 (DYHKIITMOHUPOBaHMS MOPbI B COCTOSTHUM HU3KOM
nposognMocTu [53]. Kpome Toro, 0p10 mokasaHo,
yT0 KpoMe noHoB Ca’?*, aktusaropamu mPTP, xoro-
phbie ITOBHIIIANIM €€ YYBCTBUTEILHOCTH (“sensitized”)
K OCHOBHBIM PETY/ISITOPaM B 3TOM COCTOSIHUM, SIBJISI-
JIUCh IPOOKCUIAHTBI, HATTPUMED, AUaMu U heHuIap-
ceH-okcna, a Kpome LIcA manykimsts mPTP narnomn-
poBajiach B NPUCYTCTBUU cyOocTpaToB AT®M-cuHTAa3BI
(Mg-AII® u Mg-AT®). [Io MHEHHMIO aBTOPOB 3TO
O3HavyaeT, YTO MeXaHU3MBbI, PETYJIUPYIOIIe NU3MEHEe-
HUE NPOHUIIAeMOCTU BHYTPEHHEN MEMOpaHbl B M-
TOXOHIPUSIX Topoxa B pe3yibTate MHAyKiuu mPTP B
COCTOSTHUM HU3KOU mpoBoauMocTu (t-mPTP), 6nus-
KU K TAKOBBIM, MOJIYJIMPYIOLIIUM aKTUBHOCTb TUTTHY-
Hoit mPTP B cocTossHUMM BBICOKOII MPOBOAUMOCTU
(p-mPTP) B MuTOXOHAPUSX XXUBOTHBIX [53]. Hamu
OBUIM M3y4YeHbl YCJIOBUSI WHAYKIMU U HEKOTOPEIC
cBoiictBa mPTP, dynkumoHupymolieii B COCTOSSHUN
HU3KOM ITPOBOANMOCTH B MUTOXOHIPUSIX CEMSITOJICIA
monuHa [50, 54]. BaxHo, 94TO 3T MUTOXOHIPUU OT-
BEYaJIM OCHOBHBIM KPUTEPUSIM HATUBHOCTH, B YaCT-
HOCTH, XapaKTepu30BaJIMCh WHTAKTHBIMU MeMOpa-
HaMM, a TakKe IPOYHBIM COMNPSIKEHUEM IIPOIIECCOB
okucieHus u pochopunuposanus. [Ipu okucneHnn
neixatelbHBIX cyocTtparoB LITK, B wactHOCTH, CyK-
LHUHATa, MUTOXOHJIPUU CEMSIIOJIEN OBIJIM CITOCOOHBI
JIMTeNIbHOE BpeMs noaaepxxuBatb mAW, kak 3a cueT
pa6orel DTL, Tak u B xome AT®-a3Hoii peakuuu
MPU UHTMOUPOBAHUM JbIXaTebHOI LI, HAITPUMED,
B yc/0BUSIX TuIokcuu. ITokasaHo, yto nodaBieHue B
MHKYOALIMOHHYIO Cpeay IbIIAIINX MUTOXOHOIPUA
JironrHa canuuuiaoBoit kuciotsl (CK), akTMBUpPYIO-
meii oopazoBanue ADK, nnm npookcuganTa (peHu-
JapceH-okcuaa), wim 50—100 mxM CaCl,, BbI3bIBATIO
MOCJIe HEMTPOIOJLKUTEIBHOTO jar-rieprona (8—10 MuH),
nojHyto quccnmnanvio mAY, ykaseiBass Ha MHIYKIIVIO
TMPOTOHHOM ITPOBOIMMOCTHA BHYTpPEHHEH MeMOpaHBbI,
KOTOpasi He COIIPOBOXIaaach HaOyXxaHMeM OpTaHeJLI
[50, 54]. Taxke ObLTO OOHAPYKEHO, 4TO Kosutaric mAY
ron, neiicteuem Ca’>t ¥ IIPOOKCUIAHTOB HaOMIONAJICA
npu TopmoxkeHnu DT1I B ycimoBusax aHa’pobuo3a u
TMOJTHOCTBIO O0palaics Mpu a’paluu cpeiabl UHKyOa-
nuu. Kpome toro, nuccunaryg mAY He nHruGupoBa-
Jachk B ripucytcTBuU LIcA, HO MOTHOCTEIO IpEenoOTBpa-
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IIayIach OJIaromapsi IIPUCYTCTBUIO B Cpele MHKYOalu
OTT wm xenatopos Ca** (BI'TA u BATA). Ha ocHo-
BaHMU IMOJTYUYEHHBIX PE3YJIbTAaTOB aBTOPbI IMPUIILIU K
3aKJIIOYEHUIO, YTO B MUTOXOHIIPUSIX CEMSIIOEH JTI0-
nvHa nHAyKuys mPTP B coctossHUMM HU3KOM ITPOBO-
JMMOCTH MPOUCXOANIA IPU IMMOBBIILIEHUU B MAaTPUKCE
ypoBHs ADPK u Ca?*, a Taxke mpu TOPMOKEHUM pado-
Tl OTLI B yCIOBUSIX TUTTOKCUU, KOTOPbIE, TTO-BUINMO-
My, IOMNOJIHUTEJIBHO IIOBBIIIAIOT YyBCTBUTEIHLHOCTH
(“ceHCMOMIM3UPYIOT”) TIOPBl K €€ aKTUBaTopaMm, B
yacTHOCTH, K moHaM Ca?* [54]. CnemyeT TakKe OTMe-
TUTh, YTO MUTOXOHIAPUU CEMSIIOJEH JIIOTTMHA MOTYT
CIIyXXUTh YIOOHOM MOJIEIIBIO IJISI U3yYeHUSI CBOIICTB
mPTP, MOCKOIBEKY CITOCOOHBI 0€3 MCITOIB30BaHUS
Ca’>" 1oHO(DOPOB MOIIOLIATH Y HAKATUIMBATH SK30T€H-
Hb1i1 Ca?t, XoT4 U ¢ 60J1€€ HUZKOI CKOPOCTBIO, YEM MU -
TOXOHIPUM XKUBOTHBIX (II€UEHU KPBICHI). ITO BaXKHO,
TaK KaK OAHOM U3 IIaBHBIX TPYJIHOCTEM B aKTUBALIMU
mPTP B MUTOXOHAPUSIX, BBIACICHHBIX W3 MHOTHUX
pPacCTUTENILHBIX OOBEKTOB, SIBIISIETCS, KaK YK€ OTMeE-
4yajoch, HU3Kask aKTUBHOCTh MEXaHU3MOB, obecre-
YMBAIOILIMX TPAHCIIOPT B MATPUKC 3K30reHHoro Ca’",
B IIEPBYIO oYepenb, HU3Kasi aKTUBHOCTh B 3TUX OpTa-
Hesutax Ca>"-yHunoprepa [46, 53].

Hecmotpst Ha mojTHOE OTCYTCTBHE Pa0dOT, CIIeIAIb-
HO TIOCBSIIIIEHHBIX N3yYEeHUIO MOJIEKYJIIPHOM CTPYKTY-
pbl PT mopbl B MUTOXOHAPUSIX paCTeHU, OOIIETTPUHSI -
TO, 4YTO OHA He JOJIKHA CYILIECTBEHHO OTJIMYAThCS OT
TAaKOBOII B MMTOXOHAPHMSX XKMBOTHBIX M IPOXOKEit,
YYUTBIBasi CXOJACTBO OCHOBHBIX MEXaHU3MOB PETYJIsI-
oun X aktuBHOCTHU [25, 55]. KpoMe Toro, B MuTO-
XOHAPHSIX pacCTeHUI IIPUCYTCTBYIOT BCE T€ K€ OCHOB-
Hble KoMrmoHeHTEI MPTP, koTophele B pa3sHoe BpeMs
OBLIM BKJIIOUEHEI B ee CTPyKTYypy: VDAC, TpaHcioka-
TOp ameHMHOBBIX HyKiaeoTunoB (ANT), muximodu-
quH I, nepeHocuuk P;, AT®-cunHTaza u ap. [55].
B aT10i1 CcBSI3U cieayeT OTMETUTD ellle OJHO OOCTOSI-
TeJIbcTBO. Kak oTMedeHO BEIIIE, B MUTOXOHIPHUSIX
KUBOTHBIX U pacTeHUi PyHKuMoHuposaHnue mPTP
B Pa3JIMYHOM COCTOSIHUM PEeryJIMpyeTcsi MpUMEpHO
OIMHAKOBLIM CIOCOOOM, T.€. akrtupupyercsa Ca’t,
A®K, mpookcumgaHTaMu, THOI-OKUC/ISIOIINMM arcH-
TaMW, aHOKCHEH, a TOpPMO3UTCS B IIpucyTcTBUM LICA
(XoTs1 y pacTeHMii He Bcerma), aHTUOKCUIAHTOB,
HATT, aneHnnaToB, a TakxKe Mpy CHKeHUU pH cpenbl
WHKYOAIl OpraHejlI. YYWUThIBasi, YTO aKTHUBHOCTH
mPTP B cocTosiHUM BBICOKOM M HU3KOM MPOBOAUMO-
CTH, COITIACHO COBPEMEHHEBIM ITIpEACTaBICHUSIM, KaTa-
JIM3UPYIOT IBa pa3IUYHbIX KaHaia, 00pa3yeMbIX CO-
orBeTcTBeHHO AT®-cuHTazoir 1 ANT, momoGHOe
CXOJICTBO B PETYJISILIAM UX aKTUBHOCTU MOXET CBUIEC-
TEJIL,CTBOBATH O OJIM3KOM KOHTAKTE YKa3aHHBIX Iepe-
HOCUYMKOB B MHTAKTHBIX MUTOXOHIPUSIX PACTCHUIA.
JeiicTBUTENbHO, KaK yXe ObLUIO OTMEYEHO BBIIIIE,
MMEIOTCSI 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, dyro Omaromapss TaKOMY
ctpoeHuio mPTP Bo3MoxkHa, HanmpuMep, MeXaHU-
yecKasl [epenaya peryjJsTopHoro sosaeiicrsus Cat
yepes coorBeTcTByIomKe Ca?t-cBa3bIBalOIINeE LEH-
Tpbl AT®-cuHTa3bl U UBMEHEHHUE ee KOH(popMalIuu,
Ha usMeHeHne KoHpopmanuu ANT, KaTaau3upyro-
11IETO MPU HATUYUU TOTOTHUTEbHBIX YCIOBUIA (DYHK-
LIMOHUPOBAHUE MOPHI B COCTOSTHUM HU3KOM MPOBOIU-
moctu [18]. He nckmoueno npucyrcreue ATD-cuHTa-
COMbBl W B MUTOXOHAPUSIX PACTEHUIA, ITOCKOJBKY
MEXaHU3MBbI PETYJISILIMY €€ (PYHKIIMOHUPOBAHUSI B CO-
CTOSIHUM HU3KOW W BBICOKOI MPOBOAMMOCTU TaKXkKe
MMEIOT MHOTO OOLIETO.

Bbi3bIBaeT MHTEpPEC y4acTUE HEKOTOPBIX CTPECCO-
BBIX (pUTOropMOHOB, nipexe Bcero, CK u uromena-
TOHMHA B Ka4€CTBE BO3MOXHBIX peryasitopoB mPTPy
pacteHuii, oiaroaapsi, Mpexyae BCero, ux BAUSHUIO Ha
obpazoBanue ADK opraHe/iaMu 1 MOAAEPKAHUE pe-
JIOKC-TOMEeOCTa3a B pa3IMUHbIX KOMIapTMEHTaX KJIeT-
KU, BKJIIoyasi MUToxoHapuu. [TokazaHo, 4To npu Ha-
KoruteHun sHaoreHHo CK B kieTkax pacTeHUil B
YCJIOBHSIX OMOTUYECKOTO U aOMOTUYECKOTO CTpecca, a
TakKe Tpu aevcTBum sk3oreHHon CK Ha m3onmpo-
BaHHbIE MUTOXOHIPWH, OHA aKTUBUPYET 0Opa3oBaHUE
A®K, BYaCTHOCTH, IEPEKUCH BOIOPOIIA, KOTOPAS SB-
JISieTCsl BTOPUYHBIM MMOCPETHUKOM Mepeaauu CurHaia
¢duTOropMoHa ¥ CTUMYJIUPYET SKCIIPECCUIO TCHOB aH-
TUOKCUJAHTHBIX (PEPMEHTOB W JPYTMX 3allUTHBIX
6enkoB [56—59].

OnHako eclii aHTUOKCHUIAHTHAs 3allnTa KJISTKU
He cpabatbIBaeT (Harpumep, Mpy JajbHeIeM HaKoT -
nexHnn CK), B MUTOXOHOPHUSIX BOZHUKAET OKUCIINTEIb-
HBIN cTpecc. B atom cimydyae CK crmocobHa MHTHOMPO-
Bath DTL u cunTe3 AT®, 4TO BeAeT K HaJIbHEUIIIEMY
noBbIIeHUIO YpOBHSI ADK B MUTOXOHIPUSIX U KITET-
Ke ¢ nocnenyiomein nanykuueinr PCD [56, 60, 61].
Kpowme Toro, 6b110 mokasaHo, yto CK MoxeT uHay-
mupoBaTh  AMDK-3zaBucuMylo  TepMeabUI3aLIUIO
BHYTPEHHEN MeMOpaHbl MUTOXOHAPUI XUBOTHBIX U
pacTeHuli BClIeACTBUE OTKPHITUS B Held mPTP, hyHK-
MOHUPOBAHNE KOTOPOii IPUBOAUT K IOJIHOM TEeTIONSI-
pu3aiiuy BHyTpeHHe MeMOpaHbl, a B MUTOXOHIPUSIX
MeYeHU KPBIChl TAKXKE K BHICOKOAMILIUTYIHOMY Ha-
OyXaHMIO OpraHeJUI X BHIXOIY M3 MaTPUKCa IIMTOXPO-
Ma ¢ [50, 62]. Bo3aMoxeH U Apyroii myTb UHIYKLIUU
nepMeadMIM3alluM BHYTPEHHEW MeMOpaHbl Mo
pmugHueM CK, He cBs3aHHBII ¢ TeHepauneii ADK.
B pa6ote Belt ¢ coaBr. [58] moka3ano, uro CK B3au-
mopeictyeTr ¢ OTI[ MuToXoHApUil pacTeHUWid Ha
YpOBHE YOMXMHOHA, KOTOPHIM SIBIASCTCS OMHUM M3
perynsaTopoB aktuBHOCTM MPTP B MuUTOXOHIpUSIX
KUBOTHBIX [ 12].

duToMeIaTOHUH, TIPUCYTCTBUE KOTOPOIO y pac-
TEHUIT OBUIO TTOKa3aHO HEMHOTUM OoJiee 25 JIeT Ha-
3ad, OyaIy4d MOIIHBIM AHTUOKCHUIAHTOM, IIPSIMO M
KOCBEHHO BOBJIEUYCH B IIPOLIECCHI PEIOKC-PEryISIINNU
B MUTOXOHIPUSIX 1 KIIETKaX, OCOOEHHO B CTPECCOBBIX
ycInoBusx [63, 64]. MHoroumcjieHHbIE UCCIIETOBAHUS
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MoKa3ajau, YTO MeJIAaTOHUH BO B3aMMOJEUCTBUM C
JIPyTUMH (PUTOTOPMOHAMMU, UTPAET KIIIOYEBYIO POJIb B
MOBBIIIIEHUU UMMYHHUTETa pacTeHUi U (hopMUpOBa-
HAN Hecrmenn(PUIeCKOM YCTOMYNMBOCTH 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, KaK U B
ciygae ¢ CK, MuineHpio (Wi OMHON M3 MUIIICHE)
NeCTBUSI MEJTAaTOHUHA CTaHYT MUTOXOHAPUU, KOTO-
pble, HapsiLy C XJIOpOILJIacTaMU, SIBJISIIOTCSI MECTOM
O6uocuHTe3a 3Toro ropmoHa. IlokazaHo, Hampumep,
yTO 00pabdoTka MemaToHMHOM (200 HM) npenoTBpa-
mana HakorieHne ADK, IHK dparmeHramuio, BbI-
XOJI LIMTOXpOMaA ¢ U3 MUTOXOHIIpUii U Pb-unayuupy-
emyto PCD B kJieTouHOI1 KynbType Tabaka tTuHuu BY
2 [66]. Hamu GBLUTO TIOKAa3aHO, YTO MEJIATOHWH CITO-
COOEH CylIeCTBEHHO MHIMOMpOBaTh OOpa3oBaHUE
A®DK (Tepekucu Bogopoaa) MUTOXOHIPUSIMU CEMSI-
JloJIeH TIoTHA IPU OKUCIeHU U cyKuuHata [59]. MH-
TEpPECHO, 9YTO 00padbOTKa IIPOPOCTKOB A. thaliana me-
JJATOHUHOM TIOMUMO WHAYKIIMU IKCIPECCUU TEHOB
AHTUOKCUJIAHTHBIX OEJIKOB (ackopOaTnepoKcuaasbl
U KaTajla3bl), TAaKXe aKTMBUpPOBaJia rpoliecc ayroda-
r'Muu. OTO paccMaTpUBAETCsl aBTOPaMU KaK JOTOJTHM-
TEJIbHBIM CIOCO0 3alUThl pACTeHU MEJaTOHUHOM,
CMOCOOCTBYIOIINI MX BBIXKMBAHUIO B YCJIOBUSIX OKMC-
JIMTEJILHOTO CTpecca, Korma aHTUOKCUIAHTHAasl CU-
cTemMa He cpabaTblBaeT U HEOOXOAMMO yhajeHue 13
KJIETKU TTOBPEKICHHBIX OEIKOB [67].

Ha MuToXoHApUSIX >KMBOTHBIX (CKEJIETHBIX MBIIIIIT)
MoKa3aHo, yto MesnatoHuH (104—10° M) npenoTspa-
a7l UHAYLUUPYEMYIO MPOOKCUIAHTaAMU NEToJsIpu3a-
LIMI0O MUTOXOHIIpUIA 1 OTKpbITUE p-mPTP, myteM cHu-
JKEHUs ee 4yBCTBUTEIbHOCTU K noHaMm Ca?' [68]. Ha
MUTOXOHJIPHSIX MO3Ta KPbIChI OOHApYXeHO, YTO MeJla-
TOHMH U1 TIEPBUYHbBIE MPOIYKThI €0 MeTaboIM3alnu, B
YaCTHOCTU LIMKIWYECKMI 3-TUAPOKCUMEIATOHUH, HE
nHruorpoBasm oTkpeiTie MPTP, a ctabunusrpoBamm
€€ B COCTOSTHMM HU3KOM ImpoBogumocTtu (t-mPTP),
YTO, MO MHEHUIO aBTOPOB, MOXET UIPaTh BAaXXKHYIO
MPOTEKTOPHYIO POJIb B YCIOBUSIX OKUCIUTEIHLHOTO
cTpecca, npenoTBpaiias u30bITOUHOE HAaKOIUJIEHUE B
matpukce Ca?*, orkpbitue mPTP B cocTossHUM BBI-
COKOI1 MPOBOAMMOCTH X MHAYKIMIO artonTo3a [69]. K
COXaJIeHWIO, B JIUTEepaType MOKa MPaKTUYECKU HET
JNIaHHBIX O BIAMSHUM (hUTOMETaTOHMHA Ha (hyHKIIUO-
HupoBaHue mPTP B MUTOXOHIPUSIX pacTeHUI.

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

Ecmu ipucyrctBue mPTP B MutoxoHmpusix pacre-
HUI1 He BBI3bIBAET COMHEHMI, BbISICHEHE ee (PyHKIIM-
OHAJIBHOI poyu, Hanpumep, B mporecce PCD y atux
OpPraHM3MOB, B HACTOSIIIEe BpeMsl, COIPOBOXIAETCS
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OXMBJIECHHBIMU IHCKyccusiMu. MI3BecTHO, 4TO y X1-
BOTHBIX M pacTeHUI (PYHKIIMOHUPYIOT pa3IMYHbIC
MyTU, Beayliue K CMEPTU KJIETOK, KakK B Ipoliecce
HOPMAaJIbHOTO Pa3BUTHS OpraHu3Ma, TaK U B pe3yjib-
TaTe NeMCTBUS Ha HETO Pa3IMYHbBIX CTPECCOBBIX (hak-
TopoB. [lo aHanornu ¢ ocHoBHbIMU TUIlaMu PCD y
XKMBOTHBIX (aloNTO3, HEKPO3 1 ayTodarus), BhIAe-
JsiioT Tpu nytu (unu tumna) PCD y pacTenuii: ano-
nTo30-noao6HbIi (AL-PCD), Hekpo30-nomoOHbIi
(NL-PCD) ummn He nmuzocomublii PCD, n ayroda-
ruio (Autophagy) [70, 71]. Iloctymupyercsl, 4TO y
pacTeHUii OTCYTCTBYET PsI OTJAMIUTEIBHBIX MOP(hOJIO-
TMYECKNX MPU3HAKOB, XapaKTEePU3YIOIIMX aroIlTo3 B
KJIETKaX >KMBOTHBIX, TaKUX KaK (pOpMMpOBaHME aro-
MTO3HBIX TeJiell U X nomioleHue (engulfment) B xone
daronnTo3a JIM30COMaMM cocemHMX KiaeTok [70].
KpomMe Toro, y pacreHuii OTCYTCTBYIOT HEKOTOpbIE
OMOXMMUYECKIE MEXaHU3MbI, 00CCIIeUMBAIOIINE TH-
JIYKITHIO W TIPOXOXKICHNE “KIIACCMYSCKOTro” armomnTo3a ¢
y4acTHeM MUTOXOHAPUI XXUBOTHBIX. B yacTHOCTH, Y
HUX He OBITM HaiineHbI TeHbI 0eJTKOoB ceMeiicTBa Bel-2,
PEryJIMpyIONIX IPOHUIIAeMOCTh BHEIITHEN MeMOpa-
Hbl MUTOXOHIPUI KUBOTHBIX, a TAKXKE T€HbI CITCLIM -
duyeckux mpoTeas — Kacmnas, aKTUBUPYEMbIX ITpOa-
MonTo3HbIMU OesikaMu (IuT. ¢ 1 AIF), BeIxomsimmmMu
13 MUTOXOHJIPUMN MpU TepMeaduaIn3anu BHEITHEN
MmeMOpaHbl [70, 72]. [ToaToMy, B KJlacCUUYECKOM Ba-
pUAaHTE 3TOrOo IOHSTHUS allONTO3 Y paCTeHUIA MOKA He
obHapy:keH, a nmpouecc AL-PCD no HekoTopbIM Ta-
pameTpaM 6omee 6i1mu3ok K mPTP-ungynmpyeMmomy
HEKPOIITO3Y Y XKMBOTHHIX, pa3zHoBUIHOCTH mMPCD, B
KOTOPOIi BaXKHYIO POJIb UTpaeT MOBBIIIEHUE B MaT-
pukce yposHsa Ca?*, a Takcke reHepauust AOK muro-
XOHAPUSIMU U TIepMeaOuan3alivsi BHyTpeHHEe MeM-
OpaHbI OpraHesul B pe3yabTaTe OTKpbITUS LIcA-uyB-
creurenbHoii mPTP [73]. Tem He MeHee, TepMHUH
AL-PCD TpagullMOHHO MCHOJb3YIOTCS MPUMEHMU-
TEJIbHO K pacTeHUsSIM, ITOOYEepKUBasi, B TOM YHCIE,
KOHCEPBAaTMBHOCTb HAaYaJIbHBIX 3TAllOB 3TOTO THUIIA
PCD, npoxoaginyx ¢ ygyacTueM MUTOXOHAPUIA (00-
pa3oBaHue IIop B MeMOpaHax opraHeJuI, JUCCUTIAIINS
mAY, BBIXOI B IUTO30JIb IUTOXPOMA ¢ U aKTUBALIUS
npoTeas), KOTopble ObLIM OOHApyKeHbl B KJIETKax
KMBOTHBIX, pacTeHMid 1 Apoxckeit. Kcratu, mo MHe-
HMIO HEKOTOPbIX aBTOPOB, Y pAaCTEHUIA HET Y TUTTUUHO
ayTodaruu, eciii CTpoOro MpuaepKUBaThCs ONpee-
JneHust aToro npoitecca PCD mirst skmBoTHEIX [70].

B nocnenHee BpeMsl BbICKA3bIBAIOTCSI COMHEHMUS
OTHOCUTEILHO KOPPEKTHOCTH MCHOJIb30BaHUS TEP-
muHa AL-PCD nis1 0603HaueHMST OMHOTO M3 MyTei
PCD y pacrenuii. Hanpumep, ncxons u3 oTCyTCTBUS
BaustHus LIcA n BT’ TA na nanykumio mPCD BeIco-
KO#f TeMmepaTrypoi B IIPOTOIUIACTaX KJIETOK Tabaka
Jquaun BY-2, a takke ciens 3a UBMEHEHUSIMHU UX
MOPQOJIOTH, BBEICKA3BIBAETCSI MHEHMUE, UYTO Y pacTe-
HUIA arONTO3HbIN IMTyTh CMEPTHU KJIETOK HE COXPAHMJICS,
a OCHOBHBIM CITOCOOOM WX YTUJIM3ALIMHU SIBJISIETCST IPO-
mecc ayrodaruu, T.e. “caMonepeBaprUBaHUs” KJIETOY-
HOTO COAEP>XKMMOTO, MPOTEKAIOIIMiIA BHYTPU BaKyoJei
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[74]. HecomHeHHO, MpUBeIeHHBIC BBINIC (haKThl TOBO-
PSIT O TOM, YTO IPOLIECC aIloITO3a B KJIETKaX paCTeHUI
CYILIECTBEHHO MoauduimpoBaH. OQHAKO MPEaCTaB-
JIEHWEe O TOM, YTO B PACTECHUSX IOJIHOCTBHIO OTCYT-
ctByeT AL-PCD, BKIIIOYast ero HavyaJbHYIO CTaIMIO,
B KOTOPOM KIIIOUEBYIO PETYJISITOPHYIO POJIb UTPAlOT
MUTOXOHAPUM, HA HAIIl B3MJISII, HEAOCTATOUHO 000C-
HoBaHO. Bo-T1epBEIX, B pacTeHUSIX 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.€. BBHIIOJHSTH
¢GyHKIIMN, aHAJIOTMYHbIE (harOLMTO3y Y KMBOTHBIX B
xope arorTo3a [75]. Bo-BTopbIx, 3TO IIpeacTaBiIeHIE
IIPOTUBOPEYUT OOJIBIIOMY KOJUYECTBY APYTUX 3KC-
MepUMEHTAJIBHBIX JAHHBIX, OJIYYSHHBIX ITPHU U3yde-
Huu npouecca mPCD, uayiiero no nytu AL-PCD
BO MHOTMX PACTUTEIBbHBIX 00BbEKTax U MHAYLUPYE-
MOTO pa3InYHBIMU cTpecc-pakTopamu [75].

Crenyet cpa3dy OTMETUTh, YTO, B OTJIUUUE OT XKU-
BOTHBIX, POJIb MUTOXOHIAPUIA paCTEHUI B Ipolieccax
PCD ocraercst HegoctaToUHO M3ydyeHHO#. TeM He
MeHee, 3TOMY BOIPOCY, YAEHSJIOCh U yAeAseTcs 10~
BOJILHO MHOTO BHUMaHus. HanboJiee yacto B Takux
MyOoIMKaLUSIX, KOTOPbIE CYMMUPOBAHbI B HUKETIPU-
BeEHHbIX 0030pax, HaXoausaa MOATBEPXKASHUE BaXK-
Has WU [axe oIpenesisionias pojb MUTOXOHIPUIA,
BKJIIoYas uHAyKuo mPTP, B ipouecce rudenu Kie-
TOK pacTeHuii, uayimemy 1o nytu AL-PCD [75—80].
B ykazanHbIx 0630pax mprBeaeHbI U IPOaHATU3UPO-
BaHbI XapaKTepHble MOP(OJIOTUYECKUE U OMOXUMU-
yeckue npusHaku AL-PCD B kjieTkax pacTeHUid, KO-
TOpble aHAJIOTUYHBI TTPOLIECCY aIloITo3a: YMEHbIIIEHNE
(KoHAeHcalusl) oobeMa KJeTKu (TpoToruiacta), mpu
COXpaHEeHUM LIEJIOCTHOCTU TJIa3MaieMMbl, KOHJEHCa-
1MsI XpOMaThHa C TMOCEAYIOLIe onuroMepusaliueit
mosiekyn JJHK BcnencTBue akTMBaLiMU SHAOHYKJIEA3 U
nosinerue “JIHK-nectaumpr” (DNA-laddering) B re-
JISIX Mpu aaekTpodopese, MOBbIIIEHHas reHepalus
A®DK muroxoHnpusimu, uHAyKuust p-PTP n nuccumna-
ust mAY, HapyllleHre 1IeIOCTHOCTU MeMOpPaH, BbIXOI
B LIMTO30J1b IuTOXpoMa ¢, AIF 1 mpyrux 6e1KoB, JIoKa-
JIM30BAaHHBIX B MEXMeMOpaHHOM ITPOCTPAaHCTBE, a
TaKXKe aKTUBAIMS Kaca3o-MoJI00HbIX ITpoTeas (MeTa-
Kacra3s). BaxxHo, 4To BO MHOTHX CTy4asix ObLIa IIpojie-
MOHCTPHPOBaHA YyBCTBUTEIHLHOCTH Tpoliecca PCD k
LIcA n npyrum n3BecTHBIM UHruoutTopamMm mPTP.

Bo MHorux uccienoBaHusIX Ha pa3IMYHbIX MOJIETb-
HBIX PACTUTEJIbHBIX 0OBbEKTaX U KJIETOUHBIX KYJIBTypax
B YCJIOBUSIX i1 Vivo ObUIY TPOJEMOHCTPUPOBAHbI IUC-
cunmauust mAY, Beixon nuuroxpoma ¢, AIF, JTHK Hyk-
Jiea3bl U3 MEXXMEMOPaHHOTO MPOCTPAHCTBA MUTOXOH-
Ipuii, ¢ mocnemytomeii pparmeHTaimeit saepHoit JJHK
W UHAYKIKENH TMOEeIU KJIETOK B XO/Ie Pa3BUTHUSI pacTe-
Huii (popMupoBaHue KCujleMbl U Tpaxeun) [81], mpu
NeUCTBUM Ha pacTeHus: abMOTHMYECKOTO CTpecca
(BBICOKOIT TeMIiepaTyphbl, 3aCOIeHUs], yIbTpacduoseTa)
[80—84], paznuyHbIX MeTaO0OIUTOB (MAaHHO3EI, IIPO-
tonopdupuna IX) [85, 86], dutoropmoHoB (Hampu-

BYLUAHELILL u np.

mep, CK) [87], a Takke BUPYCHBIX TOKCMHOB Y MHAYK-
TOPOB peaKIIMU CBEPXYYBCTBUTELHOCTU (BUKTOPUHA,
rapnuHa) [2, 88]. Kpome Toro, o ponmu mPTP B yBemm-
YeHUN IIPOHMUIIAEMOCTH MEMOpaH MUTOXOHIAPUI U
nHaykuuu PCD y pacTeHuit CBUAETEIbCTBOBAIO
npedoTBpallleHUe WM 3aMeVICHIE IT0 BpeMeH! Hada-
Ja guccunauuy mAY, BeIXona LIMTOXpoMa ¢ U Haly-
XaHUSI MUTOXOHJIpUI Mocjie 00pabOTKM pacTeHUI ee
nHruouropom — LIcA [44, 48, 83—85, 87, 89]. B wact-
HOCTH, OBIJIO TTOKAa3aHo, YTO M30BITOK YiIbTpaduoeTa
uHnyurponai PCD B niporomiacrax A. thaliana [84].
B sTOoM mpoliecce yyacTBoBajiu Kacmna3o-MoJ0OHbIE
MpoTeasbl, OH COMIPOBOXIAJICSA KOHICHCALIMEN U
¢dparMeHTaLIMe saep, MEKHYKJICOCOMHOM aerpaga-
et JJHK, mosseienmem “JIHK-necTHUBl” 1 omc-
cunauyein mAY muroxonapuii. C UCIIOIb30BaHUEM
METOI0B MUKPOCKOTIUU U (PIyOpPECLIECHTHBIX MHINKA-
TOPOB OBLIO OOHAPYKEHO, YTO 00pabOTKa pacTeHUIA
UV-C nnnynypoBaia pe3Kylo aKTUBalnio o0pa3oBa-
H1st ADK MUTOXOHIPUSIMU U XJIOpOILIACTaMU. A IIpe-
JUHKYOalMs paCTeHUI ¢ aCKOPOMHOBOI KUCIOTOI 1
LcA cymectBenHo 3amemrsiia pasputiue PCD n can-
>KaJia TIPOLIEHT MTPOTOIJIACTOB MOABEPXKEHHBIX THOETN
nocie oonydenust UV-C [84]. B opyroii padote, ¢ uc-
MOJIb30BaHMEM MPOTOYHOI IIUTOMETPUM OBLIO U3y4de-
HO y4acTue MUTOXOHIpUii B uHAyKIuu PCD B mpoto-
IutacTax Tabaka mpu IeiicTBUU COIeBOro cTpecca. I1o-
KazaHo, 9To oopadoTka mpotoriactoB 200 MM NaCl
MPUBOAWIA K PE3KOMY YBEJIMYEHUIO OOpa3OBaHUS
A®K muroxonapusmu u guccumnanuu mAY, koro-
pbIe PETUCTPUPOBAIMCH OO TOSBICHMS IIPU3HAKOB
PCD (“AHK-necTHULIbI’), U KOTOPbIE MHTUOMPOBa-
JIMCh IpenoopadboTkoit pacrenuii LIcA [83].

MMeroTcsi MHOTOUMCIIEHHBIE TaHHBbIE O BaxKHOU
PpOJIM MUTOXOHIPUIA B 3alIMTE pacTeHUIA OT OOJIEe3HEeiA,
BbI3BAHHBIX TaTOr€HaMW, BUPYCHBIMU TOKCHMHaMHU U
snucutopamu [88—91]. buotuyeckuit crpecc, BbI-
3BaHHbII aTakoil OMOTPO(MHBIX MATOTEHOB WU UX
TOKCHMHOB MHAYLIMPYET PE3KYI0 OTBETHYIO peaKIIMIO
opraHm3Ma — peaklMI0 CBEPXYYBCTBUTEIbHOCTHU
(CBY), xoTopasi COIpOBOXAAETCSI CO3MaHMEM B IO~
paXkeHHOM TKaHU (HarpuMep, JIMCTa) JJOKaJbHOM 3a-
ILIUTHOM 30HBI, COCTOSIIIE 13 MEepTBBIX KiIeToK. Cyns
0 UMEIOIIENCS INTEPATYPe MOXHO 3aKJIIOYUTD, YTO
B xone CBY MUTOXOHAPHUU UTPAIOT KIIOUEBYIO POJIb B
perynsauuu PCD, cyMmmupyst 1 MHTErpupyst MHOTHE
CUTHaJIbI, MMOCTYMNAMIINE B KJIETKY Pa3INnYHbIMU My-
tamu [89, 90]. Cpeau TakvMX CUTHAJIOB MOTYT ObITb,
CTpECC-UHAYLIUPYEMOE TMOBBIIIEHUE B 1IMTO30J€
ypoBHg Ca?*, a takxke ADK, NO' u npyrux AQPA, Ha-
KOIUJIEHUE CTPECCOBBIX (DUTOTOPMOHOB, HAIIpUMED,
CK, neiicTBue KOTOPbIX HA MUTOXOHIPUU ONpenessieT
ITanbHENIIYyIO Cyab0y KileTKu. HeogHOKpaTHO OBIIO
MOKa3aHO, YTO B 30HE MOPaKEHMSI TKAHU TUOEITh KJIETOK
npoxonut Takxke no nytu AL-PCD, mockonbKy oHa
CONPOBOX/IAETCS KOHJEHcaluen snep, hparmeHTa-
uueit JIHK, motepeit mAY MUTOXOHAPUIA, BBIXOAOM
U3 HUX HUTOXpOMaA ¢ U aKTHUBallMell Kacra3o-nogo0-
HBIX ITpOTea3, KOTopast YaCTUIHO oOpaniaeTcst oopa-
®U3UOJIOTUS PACTEHUN Ne 6
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oorkoit pactenuit LIcA [44, 75, 88—90]. YuuTsiBas,
YTO B JINTEpAType J0 HETaBHETO BpEMEHU OTCYTCTBOBA-
JIN TaHHBIE O CIIOCOOHOCTU IIUTOXpOMA ¢ WIN APYTHX
GEIIKOB, BBIXOISIINX M3 MUTOXOHIPHUIA, AKTUBUPOBATH
MMPOTea3bl B IUTO30JI€ PACTUTEIbHBIX KJIETOK, BhICKA-
3pIBAJIOCh MHeHME, 4To CBY-nMHIylpyeMBlil BHIXO,
LUTOXPOMA ¢ U3 MUTOXOHAPUI MOXET OTpaXKaTh KO-
HEUYHYIO CTaguIo TUCHYHKIIMU OpraHelll, ObITh ITPU-
YUHOI MOBBIIIEHHO! reHepaiun nMu ADK, HO He
SIBJISIThCS HeTlocpeacTBeHHBIM Tpurrepom PCD [90].

OnHako He MCKIII0YEHO, YTO IIOJIOXEHUE IeJl C
BO3MOXKHOCTBIO TIPSIMOTO B3aUMOIeHCTBUS (1 aKTH-
BaMu?) MUTOXpOMaA ¢ U POTEa3 UJIN APYTUX OCIKOB,
yyacTBylolux B mpouecce PCD y pacTteHmii, MoxXeT
Cepbhe3HO N3MEHUTHCS. Bo-miepBhIX, OBIJIO ITOKA3aHoO,
YTO, XOTSI KAaHOHUYECKME Kacrasbl OTCYTCTBYIOT Y
pacTeHuii, TeM He MeHee, IIpoTeaskl, IeiCTBUTENLHO,
BoBJieueHBI B mipoliecc PCD y pacrenmii, meMoH-
CTpUpPYS MPU 3TOM Kacnazo-MoJoOHYI0 crieluduy-
HocTb [92, 93]. Bo-BTOpPBIX, C UCITOJIb30BAHUEM METO-
JIOB IIPOTEOMMKM OBIJIO OOHAPYKEHO, YTO IIMTOXPOM C
A. thaliana B ycnoBUSIX in Vvitro MOXeT crielinpuIecKu
KOHTaKTHPOBAaTh B IUTO30JI€ PACTUTEIbHBIX 1 XKUBOT-
HBIX KJIETOK C OECAThIO Pa3IMYHBIMM O€JIKaMu,
YYaCTBYIOIIMMHU B PA3JIMYHBIX OMOXUMUUECKUX TTPO-
meccax (0eJIKOBOTo (DOIAMHIa, PETrYJIsSILN TPaHCIISI-
IIMU U T.A.), B TOM 4YUCJe, ¢ TpoTea3aMu, UTPaoIIr-
MU KJIIoueBYyl0 poiib B ripoiecce PCD [94]. HakoHelr,
HeIaBHO ObLIa OOHapyXeHa elle omHa MHTepecHas
MUIIIEHb IIMTOXpOMA ¢ — 3TO n3odopma oenka 14-3-3i
A. thaliana, aBisitomiasicsi aHaAJIOTOM COOTBETCTBYIO-
miero oOenka denoBeka (14-3-3e), KOTOpBII SIBIISICTCS
nHruouTopom AIF 1 urpaet kirodeByio pojb Ha Ha-
yayibHOM 3Tane PCD y xuBoTHBIX [95]. B ycnoBusix
in vivo 1 in vitro moKa3aHoO, YTO LIUTOXPOM ¢ CITOCOOEH
omokupoBath 14-3-3i u, TakuM 00pa3oM, peryanupo-
BaTh H,0,-unaynupyemsiii npouecc PCD B npoTo-
miacrax A. thaliana [95].

CrenyeTt Takxke OTMETUTb, UTO TOSIBJICHUE 1IUTO-
XpoMa ¢ B LIMTO30JIe KJIETOK pacTeHuil (1 yyacTue B
npouecce PCD), mo-BuauMoMy, BO3MOXHO 0€3 OT-
kpbiTUsl p-mPTP 1 Habyxanust MutoxoHapuii. B nu-
TepaType eCTh JaHHbIe, yKa3bIBalollle Ha BO3MOX-
HOCTb MHAYKIIUU MOPHI BO BHEIIIHEW MeMOpaHe MU-
TOXOHAPUI PACTEHUU C yYacTHUEM MOPOOOPA3YIOIIUX
6enkosB tuita BAX [77]. B yacTtHOCTH, TOKAa3aHO, YTO
reTepojiornueckas KCIpeccust >KMBOTHOTO Oejka
BAX unayuuposaia PCD B pacteHusix A. thaliana,
KOTOpas Mmoaasjisiiach CyrepaKkcnpeccueii ero MHru-
outopa — BI-1 (BAX Inhibitor 1) [96]. [TocTynupyeT-
cs1, yto BI-1 saBisieTcss 2BOJIOIMOHHO KOHCEPBAaTUB-
HbIM O€JIKOM W y4yacTBYeT B peryjsiliuu Ipoliecca
PCD y xuBoTHbIX u pacteHuii [77, 97]. C yyeTom
BBILIENPUBEACHHBIX JaHHBIX O MHOXECTBEHHOCTHU
MHUILIEHEeH LIMTOXpOoMa ¢, 3TU pe3yJbTaThl, Ha Hall
B3I, TIOATBEPXKIAIOT BO3MOXHOCTD CYIIIECTBOBAHMS
y pacteHuii Mexanusma PCD, gssionierocss 0m3-
KUM aHaJIOTOM KJIAaCCUYECKOTOo arornTo3a. DTOT Me-
XaHU3M BKJIIOYaeT 00pa3oBaHUE MOPbl BO BHEIIHEN
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MeMOpaHe opraHeaa ¢ ydactueM Bcel-2-momoOGHBIX
OeJIKOB, a TakxKe (hOpMHpPOBAHHE arlOIITOCOMO-IIO-
JIOOHOTO KOMILIEKCA MOCJIe BhIXOAA LIMTOXpOMa C U
JIPYTUX TIPOATOIITO3HBIX OEIKOB U3 MUTOXOHAPUIL B
uTo301b [75, 77, 98].

Kak yxe ormeuasnoch Beillie, MHOAYKIINI mPTP B
COCTOSIHUY HU3KOI TIPOBOJUMOCTU B MUTOXOHIPUSIX
JKMBOTHBIX MOXKET UCIOIL30BAThCS B KQUECTBE MeXa-
HU3Ma, 00eCIeYnBaIONIETO OBICTPLINA BBIXOA U3 MaT-
pukca noHos Ca’*, 6iarogapst 4eMy OHU CIIOCOOHBI
UTPATh KJTIIOYEBYIO POJIb B TOMEOCTATUPOBAHUM YPOB-
HSI 3TOr0 KaTMOHAa B LIMTO30JI¢ KJIETOK, MPUHUMATh
akTuBHOE y4yactue B Ca’"-curHanuure, a Takxke 3a-
IIUINATh OPraHe/UTbl OT KPUTUYECKOTO IMOBBIIIECHUS
ypoBHs Ca?t u AOK B matpuxce [22, 30, 99]. K co-
KaJIEHUIO, IJISI MUTOXOHIPUIA paCTEeHUIA 3TOT BOIIPOC
ocTaeTcsl MAJIOM3yYeHHBIM, XOTsI HaMU ObLIO TToKa3a-
HO, YTO MepMeabuIn3alys BHYTPEHHEH MeMOpaHbl
MUTOXOHAPUIl ceMsimolieil TonrHa, BCISICTBUE OT-
KpeiTus t-mPTP, compoBoxkianack TOBOJBHO OBICT-
pBIM BBIXOZOM M3 MaTpuKca HakoruieHHoro Ca?t [54].
Tem He MeHee, 3Ta CKOPOCTb ObLIA CYILIECTBEHHO HIKE,
yeM B ipucytcTBum Ca’"-uonodopa (A23), a, Kpome
Toro, Bbixod Ca?t Mor ObITh CBSI3aH C aKTUBaLUEi
WU IEMacKUPOBaHVEM (B pe3ybTaTe MHTMOUPOBAHMS
sHeprozasucumoro ummnopra Ca?*) npyrux TpaHc-
MOPTHBIX MexaHu3MoB, Hanpumep, Ca’*/Nat- win
Ca’?"/H"-aHTunoprepoB, KaTaIU3UPYIOLIUX 3KC-
MOPT 3TOr0 KAaTMOHA M3 MUTOXOHAPUIA XKUBOTHBIX U
pactenuii [96, 100]. [ToaToMy, 11T BBISICHEHUSI BO3-
MoxkHOM pyHkiuu t-mPTP B MutoxoHapusx pacre-
Huii B kauectBe Ca?'-xaHana, Wwim pa3o0Larolero
KaHaJia, B cJiydae TpaHCIIOpTa HEOOIbIINX KATUOHOB,
HEOOXOIUMBI JOITOJTHUTENIbHBIE UCCIIEIOBAHUS.

CymMupyst M3J0XEHHbIE B 0030pe MaTepuabl
clienyeT OTMETUTD, 9YTO, HECMOTPSI Ha CYIIIECTBEHHBII
Iporpecc, JOCTUTHYTBIA K HACTOSIIEMY BPEMEHU B
nzydyeHun mPTP B MUTOXOHAPUSIX XXKUBOTHBIX, “O€-
JIBIC TISITHA” BCE eIIe OCTAIOTCS, KaK B OTHOIIIEHUHU €€
CTPYKTYPBHI, TAaK 1 MEXaHU3MOB PETYJISIIINNA aKTUBHO-
ctu. OmHako ropasno 6oJiee 3aralouHbIMU B HACTOSI-
1Iee BpeMsl IPeICTaBISIETCS pEeTyIsius (QYHKIIMOHM -
poBaHusg u usmonorndeckass poisb mPTP B Muro-
XOHAPUSIX PACTEeHU, ecliu alpuopu IPU3HATH ee
CTPOEHME TOXIECTBEHHBIM C aHAJIOTOM Y XXUBOTHBIX
[55]. deicTBUTENBHO, B IUTEpAType HE CTUXAIOT CIIO-
pbl OTHOCUTENbHO cyliecTBoBaHusi AL-PCD y pac-
TEHUI1, Jaxe C YIYETOM €TI0 CIELU(PUKU, YTO CO3AACT
npobiemy ¢ onpeneiseHneM GyHkumm mPTP. Kak
yKe 0OTMEeUaJloch, B MOC/eaHee BpeMsl B KaYeCTBE OC-
HoBHoro Iyt PCD y pacTteHuit paccMaTpUBarOTCS U
HanboJiee aKTUBHO MCCIICIYIOTCS ITPOILecChl ayToda-
MU, a TAKXKe ee CeJIEKTUBHOU (pOpMbI — MUTODarumn
[101, 102]. OgHako clienyeT OTMETUTh, YTO IIpUBE-
JIEHHbIE BBIIIIE TIPUMEPHI HE IPOTUBOPEYAT TOMY, UTO
paznuunbie Tunbl PCD, Bkiniouas ayrodaruio, nme-
IOT MECTO y PACTEHMI B XO¢ X HOPMaJIbHOTO pa3BU-
THSI 1 B CTPECCOBBIX YCIOBUSIX. 3HaUeHNE ayToparumu
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(Mutoarun) y pacTeHuil, Kak U y XUBOTHBIX WA
JIPOXCKEN 3aKIIIo4YaeTcs, TM00 B MOMACPXKAHUM KU3-
HEIESITEeIbHOCTU KJIETKW MYTeM YyOaJeHUSI IOBpe-
XKIEHHBIX MOJIEKYJI M1 MUTOXOHAPUIA, IIyTeM 3aKJII0-
YeHMS UX B OTpaHUYCHHEBIC IBOMHOM MeMOpaHoOiif Be-
3UKYJIbl — ayTO(arocoMbl, IPEISTCTBYS BEIXOIY M3
HuUX 0eyikoB MHuLMupytommx PCD, 1160 B uHIyKIIMA
ee rudeJiv, B TOM clIydyae, eCIv ITOBpeXAeHUE yKa3aH-
HBIX KJIETOYHBIX CTPYKTYpP HOCTHUIJIO KPUTHUYECKOTO
macmrTaba [102—104]. Apyrumu ciaoBaMu, aytoda-
TYsI MOXET OBbITh KaK MHTMOUTOPOM, TaK U aKTUBATO-
pom nipouiecca PCD y pacrenuii. bonee Toro, He uc-
KJIIOYeHO, 9TO pazanmyHble TUITHI PCD mporekaror B
KJIETKaX pacTeHUi IOCIeI0BaTeIbHO WIN Tapalieib-
HO U, HalIpuMep, MUTO(arust MOXeT ObITb IIEPBUYHBIM
OTBETOM KJICTKM Ha TMOSIBICHKE TTOBPEXICHHBIX MUTO-
XOHAPUIA, XapaKTEePU3YIOIIUXCSI MOBBIILIEHHBIM 00Opa-
3oBaHueM ADPK u notepeit mAY BciencTBue MHIyK-
it mPTP [102, 105]. IToka3aHo, HaripuMep, YTO TIpH
obOpazoBaHuM nepdopaluii B JUCTbIX Aponogeton
madagascariensis B xone PCD, uayiiero 1o nytu Me-
ra-ayrogaruu, Ha paHHEM 3Talle B KJIeTKax ObLIU 00-
HapyXeHbl MHOTOYMCJIEHHbIE BE€3UKYJbI, COlIepkKa-
IIMe arperaTbl MOBPEXICHHBIX, JUIIEHHbIX MAY
MUTOXOHAPUIi, KOTOPbIe MUTPUPOBAIX B BAKyOJIH HA
nmo3gHeM sTarie PCD. ITpu aTom npouecc nepgopa-
LI JIMUCThEB CYIIECTBEHHO 3aMEIJISLICS IpU o0pa-
60oTke pactenwmit LIcA [98, 106, 107].

SAKJIIOYEHHME

Takum oOpazoM, aHAJIM3UPYS UMEIOLIUECS B JIU-
Teparype TaHHbIE, MOXKHO 3aKJIFOUMTh, UTO B XOJIE€ pOCTa
N pa3BUTHA paCTeHI/Iﬁ B HOPMAJIBHBIX U CTPECCOBBIX
YCIOBUSIX MUTOXOHIPUM, Oyay4ud LICHTPOM BHEpre-
TUYECKOIO M IUIAaCTUYECKOro 0OMeHa, UTpaloT KiIio-
YEeBYIO POJIb B TIPOILIECCAaX BOCHPUSITUSI, MHTErpalliu
¥ aMIUIM(UKALIMY CUTHAJIOB, MOCTYNAIOINUX B KJIET-
Ky pa3jiIuYHbIMU OYTSIMU U BBICTYIAIOT B KA4eCTBE
OCHOBHOTO perynsaropa npoiecca PCD He3aBucumo
ot ero Tuna. Ha 3To yka3pIBaeT CXOACTBO MHOTUX pe-
TYJISITOPOB M CUTHAJIOB, UHAYLIUPYIOIIMX Pa3IMIHbIe
nyti PCD: yBennuenue ypoBHst AOK, ADA 1 KOH-
neHTpauny noHos Ca?* B IMTO3071€ U MAaTPUKCE MHU-
TOXOHIIpUIA, JETNOJisipru3alisi BHYTpEHHEe# MeMOpaHbI
MUTOXOHIPU, yBeJIMUYCHNE KOHIICHTpPALIUM CTPEC-
COBBIX (UTOTOPMOHOB M T.1. OO 3TOM CBUIETEIh-
CTBYeT M HEOMHOKPATHO JIOKa3aHHasl SKCIepUMEH-
TaJIbHO KOHCEPBAaTUBHOCTh IIEPBUYHBIX 3TAIIOB MHIYK-
1y PCD B ki1eTKax XKMBOTHBIX M PACTCHMIA, BKITIOYAsT
nuccumnauuio mAY, Bcaencteue nnaykiuuu mPTP,
BBIXOJl M3 OpraHesII IUTOXpOMa ¢, a TakKKe oOpallie-
HHE 3TOro Ipoiiecca noxd BausHueM LIcA. Bpuro 0n1
YAUBUTEIbHO, €CU Obl MUTOXOHIPUU, CIIOCOOHBIC
aJIeKBaTHO U CUCTEMHO pearupoBaTh HAa U3MEHEHUSI
MeTaboJI1M3Ma B X01e HOPMAJIbHOTO Pa3BUTHSI PACTEHUIA,
a Takke Ha JefCTBUE pa3IMUHBIX HEOJIaronpUsiTHBIX
¢dakTOpOB cpenbl, MONASPXKUBasI XKNU3HEAEITEIIbHOCTh
KJIETKY, ObLUIM MCKJIIOYEHBI U3 YIaCTHS B IIpOrpaMMax,

HAaIIpaBJICHHBIX Ha YITOPSIIOYEHHBIN pa3dbop KIIeTOd-
HBIX CTPYKTYP B XOJIe €€ €CTECTBEHHOM MJIU CTPECC-NH-
IyuupyeMoit ruoenn. KoHedHo, 111 BEISICHEHUSI KOH-
KPETHBIX MEXaHU3MOB, O0eCHeYMBAIOIINX B3aUMO-
CBSI3b MEXIYy HapylleHueM (QYyHKIIMOHUPOBAHMS
MUTOXOHAPUIA ITO BIMSTHUEM BHEIITHUX I BHYTPEHHUX
dakTopoB, N MHAyKIMel pa3HbIX TUIIOB PCD y pacre-
HUI HEOOXOIVMBI JOTIOJIHUTEIbHbBIC UCCICAOBAHYISI.

Pa6oTa BbITToIHeHa TpU (DMHAHCOBOM MOMIEPXKKE
MuHucTepcTBa 00pa3oBaHUs UM Hayku Poccuiickoii
®enepanini B paMKaxX TOCYTapCTBEHHOTO 3amaHUsI
(Homep Tembl 121040800153-1 “MexaHu3Mbl aganTa-
LIMM pacTeHuit K (hakTopam apuan3anuu riodaaibHO-
ro KJiuMaTa U aHTPOIIOTEeHHOMY 3arpsi3HEHUIO OKPY-
>Karolei cpeapr”).

ABTOpBI 3agBJISIIOT 00 OTCYTCTBUM KOHGMJIUKTA
nHTepecoB. HacTosas paboTa He CONEPKUT KaKUX-
00 MCCIIeNOBAaHWI ¢ y9aCTUEM JIIOIEU M JKUBOTHBIX
K KauyeCTBE OOBEKTOB MCCICIOBAHMS.
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