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MUTOXOHAPUM MHOTHX OPraHU3MOB (KpOMe MJIEKOIUTAIOIIMX, apXeil, HEKOTOPhIX TPUOOB U IIPOCTEMIINX) [IOMU-
MO KJIaCCUYECKOM IIUTOXPOMOKCHIA3HI AbIXaTEIbHOM LI COAepKaT HEUYBCTBUTEIbHYIO K IEMCTBHIO IMAHWIA T.H.
ajpTepHAaTUBHYIO oKcumasy (AQ), JIOKaJIM30BaHHYIO Ha BHYTPEHHE MWTOXOHIPHAILHON MeMOpaHe, IepEeHOC
3JIEKTPOHOB Yepe3 KOTOPYIo He conpsikeH ¢ cuHTe3oM ATP u 3anacanuem sHepruu. B 063ope paccMOTpeHbl Mexa-
HU3MBI, JIeXaIllle B OCHOBE MHOTOYMCICHHBIX (DYHKIINI, BHITOJTHsSIEMbIX AQ y OpraHu3MOB pa3HOI CIOXKHOCTH Op-
raHu3auuu (OT APOXKCKEH 0 pacTeHUit). DTo, Mpexkae BCEro, BO3MOXHOCTb BRDKUBAHUS 3a cueT padoThl AO mpu
WHTHOMPOBAHUY TEPMUHAJIBHBIX KOMITOHEHTOB OCHOBHOM JbIXaTeJbHOM LIETTW WJIN YyTpaTe CITOCOOHOCTA CUHTE3U-
poBaTh 3TH KOMITOHEHThI. OueBMIHA XU3HEHHO BaXXHasi POJIb AlIBTEPHATBHON OKCHIA3bl B TEPMOI€HE3E TEPMO-
TeHHBIX OPraHOB pacTeHui, Korna AO CTaHOBUTCS eMMHCTBEHHOM BHICOKOAKTUBHOM TepMHUHAJIBHOM OKCHUAA30i 1
SHEPTUS OKUCIICHUS CyOCTPATOB Yepe3 3TOT OKUCIUTEIbHBIN ITyTh IMPEBPAIIAETCS B TEIIIO, UCIIOIb3yeMOE JIJIST UC-
MapeHus JIETYYMX BEleCTB, IIPUBJIEKAIOIINX HACEKOMBIX, KOTOPbIE OIBUISIOT pacTeHus1. BaxHeiiinyio posib AO ur-
paeT B YMEHBIIEHUN WU TPEIOTBPAIEHUN OKUCIUTEILHOTO CTpecca, YTO 00ecTieYnBaeT 3alluTy TPy IeHCTBUN
pa3nu4HbIX (aKTOPOB cTpecca (M3MEeHEHUE TEMIIEPATYPhl M MHTEHCUBHOCTHU CBETa, OCMOTHUYECKUI CTpece, 3acyxa,
aTaka HECOBMECTUMBIMU IITAMMaMK OaKTepHaJbHbIX TAaTOT€HOB WM (DUTONATOIeHOB WK MX 3ucuTopoB). [Toka-
3aHa posib AO IIpy BDKMBAHUM ITATOTEHOB B KJIETKAX XO3sMHA, AaHTUBUPYCHOM 3alIUTe, METAOOIMIECKOM peopra-
HU3ALMU pacTeHUsI BO BpeMsl aMOpuoreHesa u nuddepeHuranun Kjietok. [1pyuBeneHbl mpuMepbl UCITOIb30BaHUS
aJIbTepHATUBHOM OKCHUIA3bl B KAYeCTBE BO3MOXKHOI'O TEParieBTUYECKOTO CPEACTBA TIPU PA3TUYHBIX TTOBPEXKICHUSIX
CHUCTEMbl MUTOXOHIPUAILHOTO OKMCIUTEILHOIO (hoCOPUINPOBAHMS B KYJIBTUBUPYEMBIX KJIETKAX M LIEJIBIX XKM-
BOTHBIX.

KJIIIOYEBBIE CJIOBA: ansrepHaTMBHasi OKcuaasa, akTUBHbIE (hOpMbl KUCJIOPOJIA, aTaka MaToreHamMu, rpuobl,

JAPOKKU, HpOCTefHHPIe, pacTeHud, OKUCJTUTETBbHBIN CcTpEcCC.

MuUTOXOHAPUM MHOTHX OPTaHU3MOB (OOJIBIINH-
cTBa rpubOOB, BOAOPOCIEA U HEKOTOPHIX MPOCTeii-
IINX) B JOMOJHEHNE K KAHOHMYCCKOM ITUTOXPOM-
OKCHJAa3€e IBIXaTeIbHOM LIeI, MHTMOUpYyeMOI 11a-
HUIOM, coAepxKaT HEUYBCTBUTEIbHYIO K IEMCTBUIO
LIMaHWAA, HO WHTUOMPYEeMYIO THIPOKCAaMOBBIMU
KHCJIOTaMU, TEPMUHAIBHYIO OKCHAA3y, Ha3BaHHYIO
ansrepHaTUBHOM okcuaasoii (AO). AO — ato Koau-
pyeMbIii siI€pHBIM T€eHOMOM OEJI0K C MOJI. Maccoit
32—36 x/la, 10KaIM30BaHHBI Ha BHYTPEHHEN CTO-
pOHE MUTOXOHIPHATbHOM MeMOpaHbl M KaTaJlM3H-
PYIOIIUI YETHIPEX3JIEKTPOHHOE OKMCIEHNE BOCCTa-
HOBJIEHHOTO YOMXMHOHA (YOMXMHOIAa) KUCIOPOIOM
1o Boapl [1—3]. IlepeHoc anekTpoHOB Uyepe3 AO He
conpstkeH ¢ cuHTe3oM ATP u 3amacaHueM 3Hep-

IIpunsaTeie cokpameHus: AO — aabTepHaTUBHASL OKCH-
na3a; AOK — aktuBHBIE (hOPMBI KMCIOPOIA.

* Anpecat JJ1s1 KOPPECIIOHACHLIMH.

MU, a SHEePryus OKUCJICHUS YOMXWHOJIA KUCIOPO-
JIOM BBIIEJIsIeTCsT B Buae Tera [1, 4—6].

B psime 1poxcKkeBhIX OpraHu3MOB a3pO0OHOIO TH -
nma obmeHa, aktTuBHass AO TIpPUCYTCTBYET Ha BCeX
HUCCIeNOBaHHBIX cTagusx pocta [1]. HampoTtus, B
npoxcokax D. magnusii (E. magnusii) [1] 1 HEKOTOPBIX
JIPYTUX OpTaHM3MaX B HOPMaJIbHBIX YCIOBUSX (T.€. B
YCJIOBUSAX (DYHKLIIMOHUPOBAHUSI OCHOBHOM, hocdo-
PWIMPYIOIIEH OBIXaTEJIbHOM LIEIIA U B OTCYTCTBHUE
dakTopoB cTpecca) akTuBHOCTH AO MO0 HM3KA,
MO0 coBceM He oOHapyxkuBaercs. OgHaKo ee aK-
TUBHOCTb (Ha MpuUMepe APOXKKeil) 3HAUYUTEIbHO
BO3pacTaeT IIpd WHIMOMPOBAHMU TePMUHAJIbHOM
YaCcTH OCHOBHO# JBIXaTeJIbHON LEIH B Pe3yiIbIare:
1) BBIpallIMBaHUS KJIETOK Ha cpenax, Ae(ULINTHBIX
110 MOHaM XeJle3a, cephbl WIM MeIu; 2) BhIpalluBa-
HUST WJIM MTHKYOAIIY ITOKOSIIIMXCS KJIETOK B IIPUCYT-
CTBUM aHTUMMLMHA A, LIMaHUAA WK a3uja; 3) Bbl-
pallluBaHUS WJIM MHKYOAlIMM MOKOSIIMXCS KJIETOK
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B IIPUCYTCTBUU MHTUOMTOPOB MMTOXOHApPHUAIbHOMI
TPAaHCKPUIMILNU 1 TpaHCISIUUU; 4) MyTallMOHHBIX
W3MEHCHUM SIIEPHOTO WJIM MHUTOXOHIPHAIBLHOTO
TeHOMa; 5) UHTMOMPOBAHUS CUCTEMbI OKHUCIUTEb-
Horo ¢hochoprIMpoBaHusl; 6) CHUKEHUST KOHIIEHT-
pauuu kuciopoma [1]. Takoro poma M3MeHEHUs
(BBIBOIHI clejlaHbl HA OCHOBAHUM YBEJIMYEHUS KO-
JIM4YecTBa TpaHCKpuIiTa win 6enka AQO, a Takxke ak-
THBallMM LIMAHUI-PE3UCTEHTHOTO aJIFTEPHATUBHO-
IO OKMCJIUTEIBHOTO MYTH) TTIOKa3aHbI He TOJIBKO IS
npoxckeit [1, 7—10] u rpuboB [11—14], Ho u Bogo-
pocaeii [15], pactenmii [16], npocteitmmx [17] u
npo3oduisl [18].

INostBneHMe MaHWI- M AHTUMHUIWH A-HE4yB-
CTBUTEJBLHOIO NbIXaHWSI B MMTOXOHAPUSX MOXKET
OBITh CBSI3aHO C M3MEHECHHEM (DU3MOJIOTMIECKOTO
COCTOSIHMSI TKaHU, opraHa uiau opraHusma. Kiac-
CUYECKUI TTpUMEP — 3TO MHOTOKpPATHOE, JJAaBUHO-
obpa3Hoe Bo3pacTtaHune akTuBHOCTH AQO B TepMoO-
TeHHBIX TKaHSX apOMIHBIX pacTeHUIl B TEYCHUE
HeCKONbKUX AHell [19—21], nmpu 3tom AO cTaHO-
BUTCS €IMHCTBCHHOM TEPMUHAJIBHON OKCHUIA301 1
OKHCJIEHIE CyOCTpaTOB B ObIXaTEIbHOM IIEITH COII-
POBOXIAETCs BbIACICHUEM Terula, JOCTaTOYHOIO
IIJI1 00pa3oBaHUs JIETyYHX aTTPaKTaHTOB, TPUBJIE-
KaoIIMX HACEKOMBIX, OMBbUISIONINX 3T PacTCHUS.
Jpyroii SIpKuii IpUMep — 3TO pa3jIUdHAs CTECIICHb
skcrnpeccut AO y TpUITAHOCOM Ha pa3HBIX CTAgusIX
pa3BuTUs opraHusma. B ¢opme, Haxomsiueics B
KPOBOTOKE, MUTOXOHIPHU JINIIEHBI IINTOXPOMOB, 1
JIbIXaHUE OCYIIECTBIISIETCS WCKITIOYUTENBHO depe3
AO. C napyroii CTOPOHbBI, Y HAaCEKOMBIX MMEETCs
MOJIHOCTBIO c(hOPMHMPOBAaHHASI IIUTOXPOMHASI CHC-
Tema, a CTabMIbHOCTh TpaHCKpuITa AO MHOTOKpaT-
HO yMeHblaercs [22]. B knetkax apoxckeit Y. lipo-
Iytica (panee C. lipolytica n Schizosaccharomycopsis
lipolytica) n P. membranifaciens, BbIpallleHHBIX Ha
rmoko3de, AO uHAyLMpoOBajdach MpU TMepexoje
KYJBTYphI B CTallMOHApHYIO a3y pocTa, pu 3TOM
AO (pyHKIIMOHMpPOBaAIa OTHOBPEMEHHO C IIMTOXPOM-
HOM 4yacThlo AblxaTelbHON Lenu [23—25]. B apox-
xKax P. pastoris aktuBHOCTb AO MOHOTOHHO BO3pac-
Tajla 10 Mepe PoCcTa KYJIBTYpPHI, a 3aTeM PE3KO CHU-
Kajlach IIpY MCYEPIAHUU TJIIOKO3BI B Cpelie BhIpa-
muBaHug [2]. B MutoxoHapusx rpuda Metarhizium
anisopliae HanbOoJbIIasg akTUBHOCTL AO Habm01a-
JIach B HaJaJjie ¥ KOHIIE IIMKJIa Pa3BUTHS, IIPH IIPO-
pacTaHWM BO3AYIIHBIX KOHUAWNM 1 DOPMUPOBAHUN
MOTrpyXKeHHbIX KOHUAui [26]. B numopdHOM rpude
P. brasiliensis, BBI3BIBAIOIIEM MapaKOKIININOMHUKO3
YyeJIoBeKa, JKCIpeccHsl IeHa, komupymomiero AQ,
CyILIECTBEHHO BO3pacTaja Mpy MpopacTaHUU KOHU-
Wi 1 00pa3oBaHUM APOXKeBOit ¢opmbl [27—28].
Y remubuorpodHoro rpuda M. perniciosa, Tponu-
YeCcKOTo MaToreHa, BbI3bIBaloOIIEero 0oJjie3Hb Kakao,
KOJIOHM3UPYIOIIIETO CHayasla KUBbIe TKAaHU XO351U-
Ha (6morpodHas (Pasza), a 3aTeM pacTymiero Ha
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MEPTBOM pacTeHuu (HeKpoTuuyeckas ¢aza), Hau-
boJblIee KoandecTBo TpaHcKputita AO MMeso Mec-
TO B OuoTpodHoit daze [29]. CrapeHue cpe3oB Kap-
todens [30] u co3peBanue 1miogos [31—32], kak
ObUIO MOKa3aHO, TakXKe COIPOBOXIAETCS 3HA4YM-
TellbHOM akThBanneir AO.

B npoxckax [33—34] u pacteHusix [35—40] ypo-
BeHb aKcrpeccur AO 3aBucel OT IOCTYITHOCTH TH-
TaTeJbHBIX BEIIECTB Y UCTOUYHMKA YIJIePoa.

Y rpuboB akTMBHOCTh AO HIM KOJIMYECTBO
TpaHckpunTa AQO CylIeCTBEHHO BO3pacTajo Mpu
MSITKOM TeTIJIOBOM I1oKe [41], a Takke B YCIOBUSX
okucimuTenbHoro [9—10, 19, 28, 41—43] u ocMoTH-
yeckoro [41] ctpeccoB. B rpubax-naroreHax akTUB-
HocTh AO pe3Ko Bo3pacTaia Ipu JAeHCTBUU aHTU-
rpUOKOBEIX mpernapaToB [44]. JIas pacTeHniT TakxKe
II0Ka3aHO, YTO B 3aBUCUMOCTH OT THUIIA TKAHU, Op-
raHa, aspl pa3BUTUSI M1 META0OJIMYECKOTO CTaTyca
[3, 45—47] ypoBeHb akcnpeccunn AO 3HAYNTEILHO
BO3pacTajl B OTBET Ha IIMPOKUIA IUANa30H YCIOBUIA
cTpecca ¥ HeOJIaronmpUsITHBIX SKOJIOTMIECKUX YCII0-
BUIi, TAKMX KaK U3BMEHEHME TeMIlepaTypbl U UHTEH-
cuBHOCTH cBeta [47—53], ocMOTMYECKMIi cTpecc
[54—56], 3acyxa [54, 57], OKMCIUTEIBbHBINA CTpeECC
[58—59], aTaka HECOBMECTUMBIMU LITAMMaMM Oak-
TepUaAIbHBIX MATOT€HOB WJIM (DUTOIIATOTEHOB WU
Ux snucuropamu [60—64], mpu o6paboOTKe ITHIIC-
HoM [65], NO [65], moGaBieHMU CaIULIMIOBOI
KUCJIOTHI [66—68].

Ponp He cBsI3aHHOIO C 3amacaHUEM SHEPTUU
aJIETePHATUBHOTO ITyTU MPUBJIEKaeT BHUMaHUE MC-
clegoBaTesieil B Te4eHUE HECKOIbKUX TE€CATUIETUM.
Br110 BRICKa3aHO HECKOJIBKO TMITOTE3, C KOTOPHIMU
MbI ¥ TIO3HAKOMUM YUTATE]Is.

OueBugHa ¢usznoaornyeckas pojib AO B Tep-
MOTeHe3€e TEPMOI€HHBIX pacTeHUil. B MuToxoHapu-
SIX LBETYIINX TEPMOICHHBIX OPraHOB IIPOMCXOIUT
KapAWHaJIbHAs IIePeCTPOiKa CTPYKTYPHI IbIXaTeIb-
HOM 11er, Ipu KoTopoit AO CTaHOBUTCS €TUHCTBEH-
HOM TEPMHMHAJILHOM OKCHUOA30M, €€ aKTUBHOCTh
OYCHb BHICOKA M BHEPTUSI OKUCIICHUSI CyOCTpaTOB
yepe3 IBIXaTeJIbHYIO 1Ieb IIpeBpaliacTcs B TEILIO,
KOTOPOE HUCIIOIb3YeTCs IJIs1 UCTIapeHUsI JIETYIrX Be-
IIECTB, MPUBJIEKAIOIINX HACEKOMBIX, OIThLISIOIINX
pactenud [19, 20].

IMonsaTHa posnb AO U Tpu UHTUOUPOBAHUU TEP-
MUHAJIBHBIX KOMIIOHEHTOB OCHOBHOI IbIXaTellb-
HO IIETIN WJIM yTPaTe CITOCOOHOCTH CUHTE3UPOBAaTh
3TH KOMIOHEHTHI. DYHKIIMOHUPOBaHNE aJIETepHA-
TUBHOTO ITyTU B 3TUX YCIOBUSIX 00eCIIeYnBaeT BO3-
MOXHOCTh PEOKMCJICHMS LUTOILIa3MaTHICCKOTO
NADH u, ciemoBaTelbHO, BO3MOXHOCTb BbIKHBa-
Hus. Kpome Toro, mpu aToMm noaaepxkuBaercs ¢oc-
¢opunupyomiasi aKTUBHOCTb 32 CYET COBMECTHOTO
(GYHKIIMOHUPOBAaHMUS 1-TO IIyHKTa COMNPSDKEHUS U
cyocTpaTHOro ochopuanpoBaHusl, a TAKXKe BbICO-
Kasli OKHCIWTENIbHas aKTUBHOCTh, HeoOXommmas
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IUJI oAAepXKaHUsI OMOCMHTETUYECKUX TIPOLIECCOB,
IIPOTEKAOIINX B MUTOXOHApUSIX. OIMrcaHHAasI CUTY-
aums uMeeT Mecto U B 1. brucei, BO30yauTeJie COH-
Hoi 6osnie3Hu. Ha omnpenesieHHOU cTaguu pa3BUTUS
(B dopme, xuBytieit B KpoBr) AO gBIsIeTCS eIUH-
CTBEHHOI TEpMMHAIBLHOI OKCHAA301, obecneyrnBa-
IoIIeii JbIXaHVe Y BbDKMBaHUE ITaTOreHa B KJIETKaX
xo3siHa [22]. CxomHast KapTHa HAOJII0IaeTCs U B
naToreHHoM rpude Philasterides dicentrarchi, BBI3BI-
BalollieM 00JIe3Hb IajTyca. B yCIIOBUsSIX HOPMOKCHU
NIbIXaHW€ MMaToreHa YyBCTBUTEJIbHO K IEHCTBHUIO aH-
TUMUIIMHA A, THTUOMTOpA LIMTOXPOMHOI 1IEITH, a B
YCJIOBUX TMITOKCUHM MHIAYLIMPYETCS IIMaHUI - 1 aHTH -
MMIUH A-pe3uCTeHTHOE AbixaHue [69].

SlcHa Takke pyHgaMeHTanbHasa GpyHkiusg AO B
YMEHBIIIEHNN WK MPEeIOTBPAIICHUN OKHUCIUTEIb-
Horo crtpecca. HemaBHue pabOTHI MOKa3aiau, 4YTO
npomoTtop reHa AOXIa 4yBCTBUTEEH K JEHCTBHUIO
nepokcuga Bomopoda [70]. CHMXeHHe CTeneHM
BOCCTAaHOBJICHUSI KO3H3MMa Q, JOHOpa BOCCTAaHO-
BUTEJIbHBIX KBUBaJIeHTOB 111 AO, CHUXaeT oopa-
30BaHUE CYNIEPOKCUI-aHUOH pajarKaja v, B KOHeU-
HOM UTOTe, IIepOKCHIa BOOOPOIa, Hanboaee yCToM-
YMBOI aKTUBHOM (popMbl Kucjaopoda. Takue maH-
HbIE TTOJIYYEeHBI JUIST IpoXoKkeit [2, 9, 24, 26, 71, 72],
rpu6os [28, 41—43, 73—76], Bomopociaeit [15] u
pacteHuil A. thaliana [77—78]. bnarogapsi cBoemy
y4acTHIO B MOJABJICHUM OKUCIUTEIBHOIO CTpecca
AO MOXEeT CHMXaTbhb TIOPOT, BHI3LIBAIOLINI TM0OeNb
KJIETOK [79].

B aroii cBs13u moHsgaTHA U hyHKIMS AO B OTBETE
Ha 3aCyXy, OCMOTUYECKMUIA CTPECC, NEMCTBUE TOKCHU-
HOB, 2JINICUTOPOB U IIATOT€HOB.

Kak n3BecTHO, 3acyxa 1 OCMOTUYECKHUIA CTpecc
COIPOBOXIAIOTCS U OKUCIUTENbHBIM cTpeccoM. B
YCIIOBUSIX COJIEBOTO cTpecca y A. thaliana mponcxo-
JUJIO YBEJIUYEHKE YPOBHSI BHYTPUKIETOUHOro Na*
u nponykuuu APK. IMpu aTtom Habm0maI0CH pe3-
KOe yBeJndeHue dKcrpeccuu reHa Atdoxla [55].
Bricokast aktuBHOCTH AQ B KOPHSIX ¥ IOPOCIIH pac-
TeHUs1 TToMoraeT A. thaliana pactu B cpele, Hachl-
meHHoil NaCl u nmonaepXuBaTb HU3KMI YPOBEHb
BHyTpuKiIeTouHoro Na* [55]. Yuactue AO B oTBeTe
Ha COJIEBOI1 CTpecc MoKa3aHo Takxe uid M. truncatu-
la [80], a nist Bomopociu Ch. reinhardtii, BeIpalieH-
HOI Ha cpelie, HACBILLIEHHON HUTPATOM, ITOKA3aHO
yuactue AO B mpolieccax HUTpaT- 1 HUTPUTPEAYK-
uu [81].

DNIUCUTOPHI M TOKCHMHBI PaCTUTEIbHBIX MaToTe-
HOB YBEJIMYMBAIOT O0pa3oBaHME MUTOXOHIPHUAIIb-
Heix ADK [82]. MapUIMpoBaHUE ITaTOreHAMU U
BUpYCAMM TNPUBOIUT K HAKOIUICHUIO IEepOKCUAa
Bogopona, NO, aTujieHa, CaJTuIIUI0BOM KUCIOTH 1
METHJIOBOTO 3(Hpa KaCMOHOBOM KHCIIOTHI, KOTO-
phIe CIyKaT CUTHAJIbHBIMU MOJIEKYJIAMU IS UH-
OYKIIMU 3alIUTHOM peaKUMU paCTeHU U MHIAYLMN-
PYIOT 3KCTIpeccuio reHa(oB), Kogupyoliero(nx) AO

POI'OB, 3BAT'MJIbCKAA

WIM YBEJWYMBAIOT KOJMYECTBO OejiKa pacTeHUi
[83]. Bce aTi coenmHeHNS THTUOMPYIOT IIMTOXPOM-
HBIII IyTh MEpeHOCa 3JICKTPOHOB B JBIXaTEJIbHOM
uenu. MHGuumpoBaHue natoreHaMu UMeEeT CBOMM
CIIEICTBMEM M aKTUBALIMIO ITeHTO30(dochaTHOrO
nytd 1 NADP-3aBucuMoro manuk-pepmMeHTa, 4To
B CBOIO OYepedb NPUBOIUT K YBEJIMYCHUIO IIyja
NADPH wu nupyBata, SIBISIIOIIETOcsl aKTUBATOPOM
AO pactenuit. Myrautel N. tabacum, He UMeIOIINE
AO, xyXe TIepeHOCUJIN CTPECC, CBSI3aHHBIN ¢ aTaka-
MM MATOTEHHBIX OaKTepUii ¥ TPUOOB, COCYIIMX Ha-
CeKOMBIX. B KiteTkax ObLIO 3aMe€UYe€HO IMTOHUXKEHHOE,
II0 CPAaBHCHUIO C OTUKUM TUIIOM, COACPXKAHHE 3a-
IIUTHBIX META0OJINTOB, BhIIIE comepxkanne ADK u
MPOLIEHT KJIETOYHOM cMepTH [62, 84]. Takum obpa-
30M, AO B paCTeHHSIX MOXKET OBITH YHUBEPCATTBHBIM
MEXaHM3MOM OTBeTa Ha OKMCIMTEIBHBINA CTpecc
[85] u ycimoBus cTpecca B 1iejioM [62].

CraHoBuUTCS Bce Oosiee MOHATHOU U poib AO B
OTBETe pacTeHMIi Ha cBeTOBOI cTpecc [48]. B doto-
CHHTE3UPYIOIINX OpraHM3MaXx XJIOPOILIACThI TPAHC-
(opMUPYIOT SHEPIUIO CBETA B BOCCTAHOBUTEIHHbIE
skBuBaNeHTH. [lockonbky Ha ¢uxkcaumio CO, uc-
MTOJIb3YyeTCsT TOJIBKO ~50% OT TOTJIOIIEHHOM CBETO-
BOIl 3HEpPruM, OYeBUIHO, YTO B X0oAe (hOTOCUHTE3A
o0Opa3zyeTcsl U30bITOK BOCCTAHOBUTEJILHBIX SKBUBa-
JICHTOB U, €CJIA HE IIPOUCXOAUT pacCeMBaHMSI SHEP-
TMU, 3TOT U30BITOK MOXKET BbI3BaThb OKWCIUTEIb-
HBII CTpecC U MOBpeXIeHNe (POTOCHMHTETUYECKOTO
ammapara. BHenmHue ¢akTophl cTpecca YMeHBIIAIoT
uxcaunio CO,, 4TO CIIOCOOCTBYET €l1lie OObIIEMY
HakorieHuio ADK B xnopormtacrax. CoBepllieHHO
OYEBHUIHO, YTO HEOOXOAMMBI MEXaHU3MBbI, IIPEOOT-
Bpalllalollie TepeBOCCTAHOBIEHNE KOMIIOHEHTOB
(bOTOCMHTETUYECKON LIEMU MepeHOca JIEKTPOHOB.
Mg aroro ciyxut naaykous AO, Hapsay ¢ DKC-
IMOPTOM MaJlaTa 13 XJIOPOILJIACTOB B MUTOXOHIPHUH C
MOMOIIBIO MaJIaT-0KCaJI0alleTaTHOTO IITYHTA U KC-
MOPTOM IJIMKOJIaTa B IIEPOKCHCOMBI, Ill€ OH IPEeB-
palmaeTcs B INIMIMH, a 3aTeM IIMLUH TPaHCIIOPTH-
pyeTcsl B MUTOXOHAPUH, TIE OKHCIISETCS 10 CepUHa
[50]. ITpu nuru6mposanru AO Ha CBETy B XJIOpoILIac-
Tax Tpoucxoamio OwicTpoe HakorieHne NADPH
MU, KaK CJCACTBHE, CBEPXBOCCTAHOBJIICHME AKIICII-
TopHOI yactu ¢otocuctemsl 1. I1pn nmpopactanuu
ceMsiH A. thaliana Ha cBeTy MyTaHTBI 10 TeHYy Aox la
IIPY TOJTOCPOYHOM CHMJIBHOM OCBEICHNH XapaKTe-
PHU30BaIMCh OOJIBIINM YpoBHEM ITpoaykKun ADK u
Hed(DEeKTUBHBIM HCII0JIb30BAHUEM BOCCTAHOBU-
TEJbHBIX 9KBUBAJIEHTOB B XJIOPOILIACTAX, YEM CEME-
Ha gukoro tumna [48, 86]. Takum obpazom, AO, Ha-
psimy ¢ IpYrMMHM MeXaHW3MaMW, YKa3aHHBIMU BhI-
11, OCYIIECTBIISIET 3aIIUTY OT CBETOBOIO CTpecca 1
IIpeIOTBpaIlaeT AeCTPYKINIO (DOTOCHHTETHIECKO-
o arnmapara.

ITomumo yxKe BbIllle MEepeUYUCICHHBIX HYHKIIUN
AQO, CBsI3aHHBIX C ONTHMMM3AIMEil IBIXaTEIbHOIO
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obMeHa, 3a1uToi oT n3osiTouHbix ADK, a B psame
CIy4yaeB M C BBDKMBaHUEM KieTOK, AO, B 3aBHUCHU-
MOCTH OT CTaINH Pa3BUTHsS, METaOOIMIECKOTO VTN
(13MOIOrMYeCKOro craryca KJIeTOK, OpraHOB WU
TKaHEeW MOXET BBIIIOJIHSITDH U Apyrue (YHKIIMH.

B mmatorenHbIx rpnbax [87] n mpocTenmmx [17]
AOQO yyacTByeT B 3alllMTe OpraHu3Ma Ipu cTpeccax 1
o0ecreuyrBaeT BbIKMBAHUE B YCIOBUSIX CYIIECTBO-
BaHMS BHyTpH xo3sguHa. AO 3ameiicTBOBaHa B IIPO-
leccax peryasiiy pocTa, Pa3BUTHS U OTBETa Ha
OKHUCJIMTEJIbHBIN CTpecc y HaTOreHHoro rpuoa S. scle-
rotiorum [76].

B mnarorennsix npoxxkax C. neoformans AO
SKCITPECCUPYETCSI B OTBET Ha U3MEHEHME TeMIlepa-
Typhl TeJa Xxo3sinHa. MytanTt C. neoformans, TuilIeH-
HbIlt reHa AQO, TIPOSIBIISIT MEHBIITYIO BUPYJICHTHOCTD
1 He OB YCTOMYMB K OKMCIMTEIBLHOMY CTPECCY
[72]. TToxoxue maHHbIE MOJYYeHBI U JJIs1 MaTOreH-
Horo rpuda P. brasiliensis [88], BEI3BIBAIOIIETO Y Ue-
JIOBeKa IMapaKOKIUINOMUKO3bl. OOTHMM M3 BaxX-
HEWIUX 3TanoB pa3BUTUsl P. brasiliensis sBnsieTcs
nepexoj rpuda U3 MULIEIUATbHON (POPMBI B IPOK-
JKeBYI0. DTOT IIepexol 3aMeIJISUICS IIPY MHTMOMPO-
BaHuM AO wiu III u IV KoMmiekcoB AbIXaTesIbHOMI
Lienu, JUOO BOOOIIE MpeKpallaiacs Mpu OTHOBpE-
MEHHOM MHTIMOMPOBAaHUN 00euX BETBEM JbIXaTelb-
HOI1 IIeTTH, 9YTO CBUIETEIBCTBYET O BO3MOXKHOI BOB-
neyeHHocTM AO B mpolecc mnepedopMUpOBaHUS
MeTaboIM3Ma IMaTOreHHOTo opraHu3ma [28].

AO MOXeT yJ4acTBOBaTh B IIpOLIECCAaX aHTUBU-
PYCHOI1 3aIIMTBI. DTO TTIOKA3aHO JJISI TOMAaTa U TeTy-
Huu [89].

B smoOpuorenese MopkoBu (Daucus carota L.)
reHbl AO (DcAOX1a v DcAOX2a) sxcnpeccupyroTes
mo-pa3Homy. Bo BpeMsi comatnueckoro smMopuore-
He3a TeH DcAOXIa, Kxomupyloliuii OOHY W3 U30-
dopm AO, He 3KCIIpecCHUpyeTcs, TOrga Kak TeH
DcAOX2a, xomupyrommii apyryto uszodopmy AO,
9KCIIpECCUpYeTCs BechMa akTUBHO. Ha Gotee 1o3-
HUX CTagusax sMoOpuoreHesa skcripeccust DcAOX2a
Takke yMmeHbInaetcs. JloGaBieHVe CalULIMITHI-
pOKCcaMOBOM KMCIOTHI, nHruoutopa AO, B haze co-
MaTU4YeCKOro MOpuoreHe3a He T03BOJIsSII SMOpHO-
HaM pa3BUBaThb 3apOABIIICBBEIC CTPYKTYPhI, M MX
pOCT 3aMeUIsUICs. DTOT mpoliecc ObUT 00paTUM M
3aBUCEJ OT KOHIIEHTPAIM 100aBI€HHOIO MHIMOU-
Topa. IlomydeHHBIE pe3yabTaThl IIPEAIOJIaraioT
yuyactie AO B MeTabOIMYEeCKON peopraHu3aluu
pacTeHus Bo BpeMsi aMOpuoreHesa u nuggepeHim-
auuu Kiaetok [90].

Takum ob6pazom, mHAyKLUS AO yBeIMYMBAET
MeTabOoJIMUECKYI0 TUIACTUYHOCTh KJIETOK, KOTOpasi
MOXKeT ObITb MOJIE3HOM JJIs1 OBICTPON amanTaluu K
MEHSIOIIMMCSI MCTOYHUKAM ITMTaHUs, OMOTHYEC-
KMM UM abuoTuyeckuM ¢pakTopaM cTpecca |3,
91-93]. Ilpu sTomM dyHKIMK AO MOTYT OBITH HE
B3aMMONCKITIOYAIOIIMMM, a JOIOTHSIOINIUMU APYT
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npyra [6, 79]. Boxnee Toro, B nocienHee BpeMst AO
paccMaTpuBaeTCss KaK MapKep YCJIOBHUI cTpecca U
KaHIUAAT ISl KJICTOYHOTO pelIporpaMMUPOBAHMS B
3THX yCnoBusX 5, 91, 92].

HenasHo AO npuBiekia BHUMaHUE UCCIea0Ba-
TeJie B Ka4eCTBE BO3MOXHOIO TepaIlleBTUIECKOIO
CpeACTBa IIPU Pa3INYHbBIX ITOBPEXICHUSIX CUCTEMBI
MUTOXOHJPUAJIBHOTO OKHUCIMUTENIbHOro hochopu-
ympoBanus. [ennl, kogupylomue AO 13 acunanun
Ciona intestinalis 1 psima apOUIHBIX paCTCHUI, OBLIN
(YHKIIMOHAJIBHO SKCIIPECCUPOBAHBI B KYJIBTUBUPY-
eMBbIX KJeTKax ueioBeka [94—97]. Dkcmpeccus
COIPOBOXIAJIACh YCTPaHCHWEM HAKOIUICHUS MO-
JIOYHOM KUCJIOTHI U M30BITOYHOTO HAKOILJICHMUS
ADK [94—95], nByx HanboJIee 4YacTO MPOABIISIEMbIX
CHMIITOMOB TOBPEXICHUSI CUCTEMbI OKUCIUTENIb-
Horo dochopuampoBaHus, a TAKXKe MpeaoTBpaliaia
WHTMOMPOBAHWE POCTa M MOBBIIIEHHYIO UYBCTBU-
TEJbHOCTD K IIPOOKCUIAHTAM B JUHUSIX, AeDULIUT-
HBIX IO LHMTOXpoMokcuaase [96]. Koskcmpeccus
NADH-pgeruaporeHassl (Ndil) S. cerevisiae u AO
Emericella nidulans monHOCTbIO BOCCTaHaBIMBaja
NADH DH/CoQ-penykrasnyio nu CoQ-okcumas-
HYIO aKTMBHOCTH B MbIIIIaX, JAIIEHHBIX MUTOXOH/I-
puanbHoit IHK u, ciemoBarenbHO, HEXM3HECIIO-
cobnbx [98]. Okcnpeccuss AO u3s C. intestinalis B
D. melanogaster IOIHOCTHIO WJIM B 3HAYUTEIBHOM
CTENEeHM MPeIoTBpallaia CMEPTHOCTh, BEI3BAHHYIO
TOKCMHaMU WX IJ100aJbHBIM MU YaCTUYHBIM TKa-
HecneunpuIHbIM HOKayToM cyobemmHui COX
CoVb u cIV uutroxpoMoKkcuaasbl AbIXaTeIbHOM 1ie-
nu [18], a Takxke medpunurom dakropa Surfl, or-
BETCTBEHHOTO 3a COOPKY IIMTOXPOMOKCHIA3HBI [99].
OHa TakxKe IIpedoTBpalllajla JIOKOMOTOPHBIN Je-
(hexT 1 n36bITOUHYI0 poayKirio ADPK B npo3odu-
Jlax ¢ MyTUPOBAHHBIM TeHOM dj- I3, TOMOJIOTOM Te-
Ha DJI 4enoBeka, 3aAeiCTBOBAaHHBIM B 0O0JIE3HU
ITapkuHcoHa [99] 1 BoccTaHaBiMBaia A0(paMUH-
3aBrUcuMylo Helipoperyasaiuio [100]. Dkcrnpeccus
AO B MBIIIaxX IOAAEpKMBajia LIMAHUI-PE3UCTCHT-
HO€ JIBIXaHWe B MHTAKTHBIX OpraHax, CIIOCOOCTBO-
BaJla IJIMTEJbHON 3allluTe MpU AEHCTBUM JIeTallb-
HBIX KOHIIEHTpAIlUil [IMaHWIA B [IEJIOM KMBOTHOM,
IIPY 3TOM CBOMCTBa caMoro (pepmMeHTa, KaK M aK-
TUBHOCTb KOMIIOHEHTOB OCHOBHOM IBIXaTeJbHOM
Hernu 1 3PPEKTUBHOCTh CUCTEMBI OKUCTUTEIBHOTO
dochopmmpoBaHs B N30IMPOBAHHBIX MUTOXOH]I-
pusix He MeHstuch [101].

OTU JaHHbIE YKa3bIBalOT Ha BO3MOXHOCTb MC-
moJib30BaHMs AO B Ka4eCTBE BaXKHOIO MHCTPYMEH-
Ta 1151 00PHOBI C MaryOHBIMM MOCAEACTBUSIMU OTpa-
HWYEHUSI aKTUBHOCTU OCHOBHOI ABIXaTEJILHOM 11e-
M U CUCTEMBI OKUCIUTENBLHOTO (hochOopuInpoBa-
HUSI B KJI€TKaX M HeIbIX XKUBOTHBIX. [Ipu aTom AO
MMO3BOJISIET OOXOAUThH HE TONBKO Ae(MEKTHBINA LINTO-
XPOMHBIN ITyTh, HO W TOAAEPXUBATH AKTUBHOCTH
TPpUKApOOHOBOIO IMKJIA B YCIOBHUSIX OTrpPaHUYCHUS

2*
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aKTMBHOCTU OCHOBHOWM IIUTOXpOMHOM 1ernu [102] n
OCJIa0JISITh TTOBPEXACHUE KJIETOK, BEI3BAHHOE MU-
toxougpuanbHeiMu ADK. HamomuwmMm, 9To muc-
(GYHKILIMS MUTOXOHIPUIT M U30BITOYHAS TTPOXYKIIUS
CYIEPOKCHIAa MUTOXOHIPUSIMU SIBJISIETCS CYILECT-
BEHHBIM (PaKTOPOM, OIIPEISITIOIINM MHOTHE 00-
JIE3HU YeJIOBEKA, OT CUCTEMHOM MaTOJOTUHU Y AETEN

11.

12.

JI0 KapIMOMUONAaTUM, UILIEMUM, paka U Hellpoaere-
HEepaTUBHBIX ITaTOJIOTHUIA.
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Mitochondria of all so-far studied organisms, with the exception of Archaeca, mammals, some yeasts, and protists,
contain, along with the classical phosphorylating cytochrome pathway, a so-called cyanide-insensitive alternative oxi-
dase localized on the matrix side of the mitochondrial inner membrane, electron transport through which is not cou-
pled with ATP synthesis and energy accumulation. Mechanisms underlying plentiful functions of the alternative oxi-
dase in organisms at various levels of organization ranging from yeasts to plants are considered. First and foremost,
the alternative oxidase provides a chance for cell survival after inhibiting the terminal components of the main respi-
ratory chain or losing an ability to synthesize these components. The vitally important role of the alternative oxidase
is obvious in thermogenesis of thermogenic plant organs, where it becomes the only terminal oxidase with very high
activity, and the energy of substrate oxidation by this respiratory pathway is converted into heat, thus promoting evap-
oration of volatile substances, attracting pollinating insects. The alternative oxidase plays a fundamentally significant
role in alleviating or preventing oxidative stress, thus ensuring defense against a wide range of stresses and adverse
environmental conditions such as changes in temperature and light intensities, osmotic stress, drought, and attack by
incompatible strains of bacterial pathogens, phytopathogens, or their elicitors. The participation of the alternative
oxidase in pathogen survival during its existence inside the host, in antivirus defense, as well as in metabolic rearrange-
ments in plants during embryogenesis and cell differentiation is described. Examples are given to demonstrate that the
alternative oxidase can be an important tool to overcome the adverse aftereffects of restricted activity of the main res-
piratory chain in cells and whole animals.
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