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I. BBEJEHUE

BaxHO# 0COOEHHOCTBIO MBIXaTEIBHOM IIEMH OOJIBITMHCTBA OPTAaHU3MOB
a’poOHOro THUTIIAa OOMEHA SIBIISIETCSI COCYIIECTBOBaHME Hapsiay ¢ pocdo-
PUIIUPYIONIEN HUTOXPOMHOM LENbI0 HEUYBCTBUTEIBLHOIO K JEHCTBUIO
[MAaHUJA U AaHTUMHUIIMHA A OKUCJIHUTEIBHOTO IMyTH C TaK Ha3bIBAEMOM
abTepHATUBHOM okcua3oi (AO) B KauecTBe TEpMUHAIBHOM OKcH1a3bl. B
paboTe npuBeeHbI cBesicHus 00 uctopuu oTkpeiThs AO. [IpencrariieHs
JIOKa3aTenbCcTBa, uTo AO MIMPOKO pacHpoCTpaHEHA CPEau OPraHU3MOB
Pa3HOM CTETIICHH CIIOKHOCTU OPTaHU3AIMU 1 HE OTPAHUYUBACTCS 11apCT-
BOM pacteHuil. He HaliieHa OHa TOJBKO y apXeW, MIIEKONUTAIOIIMX,
HEKOTOPBIX JPOXOKEH M mpocTednmx. Metogamu OMOUH(OPMATHKU
HalaeHsl nocneaosarenbHoCTH AQ y IpeacTaBUTENCH pa3HbIX TAKCOHO-
MUYECKUX TPYNN U HA OCHOBE MHOXXECTBEHHOI'O BBIPABHUBAHMS ITUX
MOCIIEIOBATEILHOCTEN MOCTPOSHO (PUIIOTEHETUIECKOE JAEPEBO, BOCIPOH3-
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BOJIAIIEE WX BO3MOXKHYIO 3BONIONMIO. OMHUCAaHBI CIOCOOBI aKTHBAIHH
AO, ee peryndnuu, peryisTOpHbIE B3aUMOOTHOIIEHUS C OCHOBHOMU
JpIxaTeabpHON 1enblo. CyMMUpOBaHBl JaHHBIE 0 cBoiicTBax AO, o
konupyromux AO reHax, 3KCIpecCUPYIOUIUXCS KaKk KOHCTUTYTHBHO,
TaK ¥ WHAYLHPYEMBIX pa3nu4HbMU (akropamu. CoOpaHbI CBEACHUS O
cTpykType AO, ee akTUBHOTO IIEHTpa U caiiTa CBS3bIBaHUA YOMXUHOHA.
Onucanbl BaxHedmme ¢yHkouun AQO, cBs3aHHBIE B PsAE CIydaeB C
BBDKHUBAHUEM KIIETOK, C ONTHUMHU3ALMEH AbIXaTeIbHOT0 0OMEHA, 3aIUTOH
OT U30BITOYHBIX aKTHBHBIX (OPM KHCIOpPOAA W a30Ta, C ajanTaluuei K
MEHSIOIIMMCSI UCTOYHUKAM MUTaHUs, OMOTHUYECKUM U a0MOTHYECKUM
¢axropam crpecca. [lonuepkusaercs, yto pyHKIuu AO MOTyT OBITH HE
B3aMMONCKIIIOYAIOIINMHY, a JOMOJHAIOIUMEI ApyT apyra. [IpuseneHs
mpUMepsl Hcnonb3oBaHuss AO B KadecTBE BaXKHOIO MHCTPYMEHTA JUIsS
00pbOBI C MaryOHBIMU IOCIEACTBUSIMU OTPAHUYECHHSI AKTHBHOCTH OCHOB-
HOH JpIXaTeIbHOM LIENH B KJIETKAX M LIEJIBIX >KMBOTHBIX. DTO MEPBbIN
BceoOseMITIoIui 0030p mo AO pa3HBIX OPraHU3MOB OT APOXOKEH U
MPOCTEUIINX JI0 PACTCHUI.

MMUTOXOHIPUH BCEX 10 CHUX MOP U3YUECHHBIX PACTEHHUMN, OOJIBIINHCTBA
rpu00B, BOZOPOCIIEH U HEKOTOPBIX IPOCTEHIINX, B IOTIOJIHEHUE K KAHOHU-
YECKOH ITUTOXPOMOKCHIA3€ IbIXaTeILHON TN, HHTHONPYEMON ITMaHH-
JIOM, COZIep>KaT HeUyBCTBUTENBHYIO K IEHCTBHIO IMAHHU/1a TEPMHHAIBHYIO
OKCHJa3y, Ha3BaHHYIO albTepHAaTHBHON okcuaazoil (AO). AO — sto
KOJIIUPYEMBIH SAEpPHBIM T€HOMOM HWHTETPaJbHBIN O€JIOK BHYTPEHHEH
MHUTOXOHPUATBHON MeMOpaHkl ¢ MoJl. Maccoit 32—-36 k/la, JokaIr30BaH-
HBIIl HA BHYTPEHHEH CTOPOHE BHYTPEHHEH MUTOXOHIPUAITEHON MEMOpaHBI
W KaTaJU3UPYIOIHUHA YeThIPEXAICKTPOHHOE OKHUCIeHUE YOMXHHOIA
(BoccTaHOBIICHHON (DOPMBI YOMXHWHOHA) KUCIOPOIOM JI0 BOJIBI (pHC. 1).
B ommuue or xommuiekcos I, III u IV npixarenbsHON Lenu, B KOTOPBIX
MIEPEHOC IEKTPOHOB COMPOBOKAAETCS TPAHCIOKAIEH TPOTOHOB Yepe3
BHYTPEHHIOIO MUTOXOHIPHAJIbHYIO MEMOPaHy € MOCIIEAYIOIUM HCIIOIb-
30BaHHMEM IIPOTOHHOTO I'pafueHTa A cuHTe3a ATP, mepeHoc 21eKTpoHOB
yepe3 AO He conpsikeH ¢ cuHTe3oM ATP u 3anmacaHueM sHeprum u
SHEPTHUsl OKUCIICHUS YOUXHHOJIa KHCIOPOAOM BBIACISIETCS B BUJIE TeIjia
[1, 2]. Baxxnas pons AO B Takux (yHAaMEHTAJIBHBIX MpoLEccax Kak
TEPMOI€HE3 TEPMOTEHHBIX OPIaHOB PACTEHUH, BBKUBAHHUE ITPOCTENIINX-
Napa3uToB, aaNTaIs OPraHU3MOB K MHOTOUUCICHHBIM OMOTHYECKUM H
abuotnueckuM (pakropam crpecca, peryisinust GOTOCUHTE3a Y paCTCHHUH
U 3amuTa (POTOCHHTETHYECKOrO amnapara OT JeCTPYKLHUH, BbI3BAHHON
OKHCJIUTEIBHBIM CTPECCOM, PETYIISIINS B3aHMOOTHOIIIEHHS PacTeHHE—T1aTo-
TeH U CTENEHH NaTOreHHOCTH Y IaTOT€HHBIX I'PHOOB BbI3BaJla HHTEPEC K
BBISICHEHHIO CTPYKTYPBI, CBOWCTB M, 0COOCHHO, perysiuu AQO.
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Puc. 1. CtpykTypa IbIXaTelbHOI Lenu pacTeHU U HEKOTOPBIX IPUOOB.

II. UCTOPUSA OTKPLITHUA AO

[lepBrie yka3zaHusi HAa CIIOCOOHOCTh KJIETOK HEKOTOPBIX BOJOPOCIEH U
IpUOOB COXPAHSITh JIIXaHHUE JIAXKE B IPUCYTCTBUH I[IMAHUIA, HHTHOUTOpA
OCHOBHOUM MHTOXOHJPHAJILHOM JIIXaTEJIbHOM 11elH, ObLUTH TOJY4YCHBI B
HayaJie mpoILIoro cToyeTus [cM. 3]. 3aTeM ObLIO HalJICHO, YTO ITHAHU/I-
PE3UCTEHTHOE JBIXaHUE CBOMCTBEHHO TAKXKE PACTECHHUSM U HEKOTOPHIM
MpOCTEHIMM. BBIIO TpeyioKeHO HECKOJIBKO THIOTE3 JIIsi O0BbICHEHUS
ero npupossl. Ha pons AO monepeMeHHO Tpe/iaraiuch GpraBonpoTeHH
C HHU3KHUM CPOJICTBOM K KHCIIOPOJIY, ITATOXPOM @-THUIIA, IIUTOXPOM b7
u Apyrue coeguHenus. He uckirodanack ¥ BO3MOXXHOCTb TOTO, YTO
aKTUBHOCTh IHAHUJIPE3UCTECHTHOTO aJIbTEPHATUBHOTO ITYTH MOXET
OOBSACHATHCA PAJAUKATBLHBIMU PEAKIUIMH C Y4aCTHEeM KOMITOHEHTOB
OCHOBHOH nbrxarenpHO# 1enu [cm. 3]. B 1971 . Bendal and Bonner
[cMm. 3] moka3anau HECOCTOSATENBHOCTh ATUX MpEnnoiaoxeHuil. bonee
TOTO, OHU JIOKa3aJIH, YTO BOCCTAaHOBHUTEbHBIE SKBUBAJICHTHI TIOCTYTIAIOT
Ha JIOKAJIN30BaHHYIO0 B MUTOXOHIpUSIX AO U3 OCHOBHOM JIbIXaTEJIbHON
IIETTH Ha CyOCTPaTHOW CTOPOHE aHTHMHIIMH A-UyBCTBHTEIHHON TOUKU
1 9TO aKTHBHOCTh AO HHTHOMpYETCS areHTaMH, XeIaTHPYIOUIUMHU
KaTHOHBI C NMEPEMEHHON BaJEHTHOCTHIO, TIaBHBIM oOpa3zom Fe. Oto
MTO3BOJIMJIO MPEATIONIOKNATE, YTO HanboJiee BEPOSITHBIM KaHIUIaTOM
Ha PO TEPMHUHAIBHON IMUAHUIPE3UCTCHTHOW OKCHIA3bl SBIISICTCS
HereMoBoe Jkene30. OTkpeiTHe OoJee crienuPUUECKUX UHTHOUTOPOB
AO — ruIpOKCaMOBBIX KHCIIOT, OJIOKHPYIONINX €€ B KOHIIEHTPAIUIX, He
BIIMSIIOIINX Ha aKTUBHOCTH OCHOBHOTO ITUTOXPOMHOTO TYyTH [4], Haps Ly
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¢ pa3paboTKOii OoJIee COBEPIICHHBIX METOJIOB aHATTN3a, CTI0COOCTBOBAIIN
OBICTPOMY Pa3BUTHIO ATOH 00MacTw uccienopannii. B 1978 1. u3 akTHBHBIX
TEPMOTEeHHBIX TKaHEeH pacTeHus Arum maculatum ynaaoch TMOIYYUTh
BBICOKOOUHITIeHHBIN penapar AO [5], B 1986—1987 rr. u3 TepMOTreHHOTO
pactenust Sauromatum guttatum OBIT TONYYECH BBICOKOOUMIICHHBIN
npenapar AO, KOppeIMPOBABIIHIA ¢ COZep)KaHNEM OSITKOB C MOJI. MacCOM
35,5-36 x/la [6, 7]. bpuin moTy4YeHbI MOHOKJIOHAJIBHBIC aHTUTENA K HUM
[8], koTophie pazountuchk o Becemy mupy. C nomorsio antutesn AO Obuia
uAeHTH(GUIUPOBaHA B MUTOXOHAPHX rpuda Neurospora crassa [9].

JByms ronamu noxke [10] uz JIHK-0ubnuorexku S. guttatum Obina
BoienieHa kJIHK, kogupyromias 38,9-x/la Genok, mpeiecTBeHHUK OJJHOM
wiu AByX ¢popm AO sToro opranuzma. C Tex mop BEICOKOOUHUIIEHHBIE HITH
YaCTUYHO OYHMIIeHHBbIE mpenapaTbl AO ObUTM BBIIEIEHBI U3 BOIOPOCIH
Chlamydomonas reinhardtii [11], opmsl Trypanosoma brucei, oduraro-
1ieit B KpoBoToke [ 12], repmorenHoi Tkauu A. maculatum [13]. I'ensl, konu-
pytome AO, ObITH BBIZENIEHBI U3 coH [ 14], Tabaka [ 15], meTunorpodHbIX
npoxokeit Pichia pastoris [16], TepmorenHoii Tkanu Symplocarpus reni-
folius [17]. [lockonbKy BbIJIeIEHE BRICOKOOYHIIIEHHBIX MpernaparoB AO
W3 paCTeHHI TPEICTABISIET OMpeesIeHHbIe TPYIHOCTH, B PsJie CIydacB
JUTSL OTIPEACTICHHSI CTPYKTYPBI, PErYIIIuu 1 (pyHKIIMOHATBHON poru AO
OBUTH HCITONB30BaHBI peKOMOWHATHBIE mTamMMbl [18-22]. Cramno sicHo,
yT0 AO IMUPOKO pacIpoCTpaHeHa B TPUPOE H, TO-BHIAMOMY, IOBOIHHO
KOHCEpBAaTHBHA.

1. PACITIPOCTPAHEHHUE AO

Hcnonp3oBanue MeTo10B OMOMH(DOPMATHKH TO3BOJIMIIO YCTAHOBHUTD, UTO
AO mmpoKo pacrpocTpaHeHa Cpeid OPraHU3MOB PA3HOM CTETIEHH CIIOXK-
HOCTH OpPTaHH3AIINH ¥ HE OTPaHUIMBACTCS IapcTBOM pacrenuit [23]. He
HaiiJleHa OHA TOJILKO Yy apXeu, MIIEKOIUTAIOLINX, HEKOTOPBIX APOKKEH
u npocteimmx. B pactermsix AO B kadecTBE TePMUHATBHON OKCHIIA3HI
HalIeHa y BCEX MOKPBITOCEMEHHBIX, HCCIICIOBAHHBIX HA CErO/IHS, Y psijaa
TOJIOCEMEHHBIX, a TaKXKe B MXaX, JIMmaWHuke Physcomitrella patens,
MIEYCHOYHHUKAX, JIMKOMIOIUSX,, TAIIOPOTHUKAX [24].

AQO mHaiineHa y MHOTHUX BUJOB APOXKeH, BKIoUdas Rhodotorula
glutinis [25], Candida lipolytica (tenieps Yarrowia lipolytica) [26, 27],
C. parapsilosis [28-30], C. albicans, C. krusei [31], Pichia anomala
(Hansenula anomala) [32], P. pastoris [16], P. stipitis [33], Debaryomyces
hansenii [34, 35], naTOreHHbIX Ui YejoBeka npoxkax Cryptococcus
neoformans [36] u psine apyrux. [lpunumaercs, yto AO cBoiicTBEeHHA
BCEM BHJIAM JIPOXKKEU C SIPKO BBIPAXKECHHBIM a3pPOOHBIM THUIIOM 0OMEHa,
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HECTIOCOOHBIX MOJICPIKUBATH )KU3HEOOECIIEUeHHIE TOIBKO 3 CUET TITHKO-
nu3a [em. 37]. Kak mpaBuio, AO HaXOmAT B T€X BUAAX IPOAOKEH, Y KOTO-
pBIX QyHKIIMOHUPYET KoMIuTeKce | nbixarensHol nenu. Mckimrouenue coc-
TaBJISIIOT, IOXKAMYH, npoxcku Debaryomyces (panee Endomyces) magnusii,
y KoTopbix B HOpMe AO oTcyTcTByeT, a KomIiuieke | GpyHKunonupyer Ha
BcexX cTaauax pocta. AO Hpu 3TOM CHHTE3MPYETCs MPH HapyIIEHUSX
OCHOBHOM ITUTOXPOMHOH LIETIH MepeHoca MeKTpoHoB [cM. 38]. He Haii-
neHa AO B apoxokax Saccharomyces cerevisiae n Shizosaccharomyces
pombe, y KOTOPBIX OTCYTCTBYET KOMIUIEKC | AbIXaTenbHOH Henu [cM.
37]. 1 310 HEYyIUBUTEIBHO, TOCKOJIBKY B MIPOTHBHOM CIIy4ae UMEJO Obl
MECTO HEKOHTpoJupyeMoe pazoliieHue Mutoxouapuii [39, 40]. beuio
BBICKa3aHO MPEJIONI0KEHNE, YTO B KaUECTBE aJIbTEPHATHUBBI TIOJIHOLICH-
HOW Qochopunupyromeil TUTOXPOMHON ABIXaTeNbHOW LEMU APOAOKH
CTaJIM UCIOJIB30BaTh MO0 a’3po0HYI0 (pepMeHTaINIO0, JIUOO JBIXaHUE C
nmomotibio AO. O0e cTpareruyl TO3BOJISIOT JAPOXOKAM METa0OTUIEeCKH
ru0KO pearupoBaTh Ha U3MEHEHHS YCIOBUH pocTa U 00eCreunBaTh aHTH-
OKCHJIAHTHYIO 3aIIIHTY.

AO obnapyxeHa B psane rpubos, Bimodast Ustilago ayclis [41], U.
maydis [42], Tapesia acuformis [43], Aspergillus niger [44], A. fumigatus
[19], Emericella nidulans [45], Ajellomyces capsulatus [46], Podospora
anserina [47, 48], Magnaporthe grisea [49], Phycomyces blakesleeanus
[50], ocmodumbHEIH aposkokenomoonbIit rpubd Moniliella tomentosa [51].

AO HaiineHa y psia maToreHoB: B (PUTOIATOTCHHBIX Tprudax Sclerotinia
sclerotiorum [cM. 52 v ccbutky B Hell | u Septoria tritici [13], matoreHHOM
JUTSL HACEKOMBIX Tpube Metarhizium anisopliae [53], maTroreHHBIX A
yenoBeka Apoxokax C. neoformans [36], repMaabHOM TUMOP(HHOM I1aTO-
reHHoM Tpube 4enoBeka Paracoccidioides brasiliensis [54], cnopax
OTHOCSIIIET0Cs] K TpuOaM BHYTPHUKJIIETOUHOTO Tapasura Antonospora
(Paranosema) locustae [55] ¢ peayuupOBaHHBIM METAa0OIU3MOM,
JUIICHHBIX KAHOHUYECKUX MHUTOXOHAPHUH M IUKIA TPUKApPOOHOBBIX
KHCJIOT, HO COXPaHUBIINX TPAHCIOKa3y aJCHUHOBBIX HYKJICOTHIOB LIS
ucnoib3oBanus ATP xo3suHa, B ony0OMoTpoHOM Tpube-1aToreHe
Moniliophthora perniciosa, BbI3bIBarolieM 00JIe3Hb Kakao [56], u 3H7e-
MUYECKOM Matorene aumopduom rpude Histoplasma capsulatum [57].
[Tarorensl nmpuodpenn cnocoOHOCTH 3KcrpeccupoBaTh AO B KiIeTKax
X035MHA, MPU 3TOM AQO BBITIONHSET BaXXHYIO POJIb B MX BBDKHBAHUH,
0COOEHHO, €CJIN KJIETKH XO35IMHA MOABEPratoTcs ASHCTBUIO pa3HbIX (ak-
TOpOB cTpecca [36].

AQO npuCyTCTBYET U B MUTOXOHJPHUAX Bojtopociel [46, 58—60], npo-
3odunbl [61], mpocreiimux, BkItodas Acanthamoeba castellanii [62,
63], A. polyphaga, cuzeBuka Dictyostelium discoideum [62, 64, 65] u
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B MHTOXOHJIPHUSIX Psijia TIapa3UTapHBIX MaTOTEHOB, U3 KOTOPBIX Hanbolee
xopoito usyueHa 7. brucei, Bo30yauteab ahpUKaHCKOW COHHOM 0OJIC3HU.
T.K. MUTOXOH/IpUU KPOBSIHBIX KIETOK Tapa3uTa JIMIICHBI [IUTOXPOM-
okcuaasel, ee AO sBISETCS €IUHCTBEHHON TEPMHHAIBLHON OKCHIA30M,
YTO OYCHb BAYKHO JIJIS1 BEDKUBAHUS B OpraHu3Me Xo3siuHa [ 1], 3To co3maer
XOpOUIHE MPEOCHIIKH it 00pbhOBI C BBI3bIBacMOM 7. brucei 60NE3HBIO
¢ nomouipto uHrHouTOpoB AO [1, 20, 66]. AO HalieHa 1 Y APYTHX IPOC-
TEHINX-TaTOreHOB — BO3OYAUTEINS TPONHUecKoi Massipuu Plasmodium
falciparum [67),y Philasterides dicentrarchi, BEI3bIBaIOIIETO CUCTEMHYO
0one3ns mantyca [68], a takxe y Cryptosporidium parvum, Blastocystis
hominis, T. congolense u T. evansi [69].

Cpenn XMBOTHBIX opraHn3mMoB AO unu ressl, kogupyromue AO,
ObuIM OOHApYKEHBI Y TYOOK, IIaCTHHYATHIX, CTPEKAIOIINX, KOJIBIATBIX
yepBell Arenicola marina, Nereis pelagica, Marenzelleria, cemyHKyu
Sipunculus nudus, yctpun C. gigas n C. virginica, MOITIOCKOB Mytilus
californianus Conrad , M. mercenaria, M. galloprovincialis, OproxOHOTHUX
A. californica, Ilyanassa obsoleta, Lottia gigantea Sowerby n Lymnaea
stagnalis, HeMaTon (KPYIJIBIX YepBEil), UTIIOKOKHUX, IEPBUYHOPOTHIX U
BTOPUIHOPOTHIX [cM. 70], acummuu Ciona intestinalis [71].

MetogamMu OHOMH(OPMATHKH HEIaBHO OBLIO HaimeHo Oonee 25
BHJIOB KUBOTHBIX, BKITFOUasI HU3IIINE XOPHOBEIe (Branchiostoma floridae,
C. savignyi, Molgula tectiformis), sxcupeccupyromux AO [cm. 70].
[Tomararot [cM. 70], 9TO OTIUUHUTENHEHOH 0COOCHHOCTHIO AO JKUBOTHBIX
seisiercst C-konteBoit MoTHB N—P—[ YF]-X-P-G—[KQE], ne xapaxrepHsIit
st AO mipenicTaBuTeNel Ipyrux MapcTB.

Haxonern, B a-mpoteobakrepun Novosphingobium aromaticivorans
0b11 06HapyxeH romonor AO sykapuot [72]. I'en N. aromaticivorans,
MPENNONIOKHUTELHO KOAUPYIOIHI OakTepranbHyto AO, ObUT KITOHUPOBAaH
W 3KcIpeccupoBaH B Escherichia coli. YpoBeHb KCIIPECCUH 3aBHCEN OT
KOHIICHTPAIIUH KKCJIOpO/Ia M MICTOYHUKA yriiepoa B cpene. AO rnporeodax-
Tepuit ocodeHHo cxoaHa ¢ AO pacTyIIuX Ha Cylle PaCTeHUH M KPacHBIX
Bozmopocei [69].

B nmanobakrepusx, a Takke B XJIOPOIUIACTaX BBICIINX PACTCHHUN
HaMJICHbI TCHBI TUIACTUIHOW TepMuHainbHOU okcuaassl (I1TO), He oueHb
Omu3Koro romoniora AQO, OKHCISIFOILETO HE YOUXHMHOJ, a TUIACTOXHHOJ.
I1TO npu 3ToM HYHKIHMOHUPYET B POTOCHHTETHYECKOH LIEMH IepeHoca
anexTpoHoB. O6a Oenka copepskar au-xeae3Hbli Kinactep U 20 KoHcep-
BaTHBHBIX aMUHOKHUCIIOTHBIX OCTATKOB, IIECTh M3 KOTOPBIX BOBJICYECHBI
B cBs3bIBaHME Jkene3a [73]. CymecTBoBaHHE STHUX OEIKOB COOTBETCT-
BEHHO B MHUTOXOHJPHUAX W IJIACTHIAX TO3BOJSET MPEINOI0KUTH, YTO
AO u IITO umenu oOmiero 0akTepUaTBLHOTO MPEAKA, SBISIOMETOCs
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JIU-)KEJIE3HBIM KapOOKCHIIATHBIM OEJIKOM, YbM (YHKIIMH, BO3MOXKHO,
OBLITM CBSI3aHBI CO CBS3BIBAHMEM M BOCCTAHOBICHHEM MOJEKYISPHOTO
KHCJIOPOZA U3 CPEIbI, HO 3aTEM B XOJI€ DBOJIIOLIMU OHU pa3aeninck. AO
crana GyHKIHOHHPOBATh B OaKTEpHsIX TeTepoTpPOPHOro TUma oOMeHa,
I1TO nosiBuiIach B aBTOTPOPHBIX OAKTEPHUSX, CIOCOOHBIX K OKCHTCHHOMY
¢dorocuHTe3y. benku 3BOMOINMOHMPOBATHN pa3AeibHo, mocie yero AO
MOCPEICTBOM DHI0CHMONO03a MOSBUIACH B MUTOXOHApHAX, a [ITO Tem
JKe IyTeM CTaja IPUCYTCTBOBATh B XJIOPOIIAcTax pacTeHui [1, 74].

IMonpoOHOEe paccmoTpenue OakTepraibHbix romoioroB AO u IITO
BBIXOJIUT 32 PAMKH 0030pa, OCHOBHBIM MPEAMETOM KOTOPOTO SIBISIOTCS
MUTOXOHApHaIbHble AO. MBI pHUBEIM 3TH JaHHBIE TOJIBKO AJISi TOTO,
49T00BI MOKa3aTh, 4T0 AO pacrpoCTpaHeHbl B IPUPOAE TOpa3io LIHpe,
yeM cuuTanoch 10 wiu gaxe 5 et Hazal.

Hanuuune mHorouncieHHbix nocienoBarenbHocTeit AO, HalJEHHBIX
B 9BOITIOIIMOHHO JAJIEKO OTCTOSIIIIUX JIPYT OT JApyra OpraHu3Max, MOKET
OBITH TTOJIE3HBIM MPH ONPEACIICHIH AMUHOKHCIIOT HITH JOMEHOB, UTPato-
IIMX BRXHYIO POJIb B KaTalln3e, Tomorpaguu B MeMOpaHe U MOCTTPaHC-
TISIIMOHHOH PETYISINH, 0COOCHHO, €CITH TaKHe JaHHBIC COTTPOBOXKIAIOTCS
CTPYKTYPHBIMH HCCIIETOBAHUSIMHU.

ITockonapky AO, Kak MOKa3aHO BBIIIE, IIUPOKO PACIPOCTPAHEHA
CpeIH pa3TNIHbBIX OPTaHU3MOB, TPEICTABIISAET HHTEPEC MIPOCIETUTH pac-
npeneneHne O6eiaKa B pa3HbIX TaKCOHAX M BOCIIPOM3BECTH BO3MOXKHYIO
spomoriiio AO. JIjis 3TOoro HaMH, B paMKax IaHHOH paboThI, METOIaMU
OromH(pOpMaTHKH ObLTH HAMIEHBI IEpBUYHBIE CTPYKTYpBI AO y TipescTa-
BUTEJIEH Pa3HBIX TAKCOHOMUYECKUX IPYTIIT ¥ HA OCHOBE MHO)KECTBEHHOTO
BBIPAaBHUBAHUS HAWJCHHBIX TTOCIIEA0BATEIIEHOCTEH ITOCTPOCHO (pHIIOTeHe-
TUYECKOE JIEPEBO, BOCTIPOU3BOIAIIEE MX BOZMOKHYTO IBOJIOLINIO (PHC. 2).

Puc. 2. ®unorenernueckoe apeBo AO, IOCTPOCHHOE Ha OCHOBAaHUU aHaIM3a Iep-
BUYHBIX CTPYKTYD.

[Tonck mocnenoBarenTbHOCTEH POU3BOIMIH C MTOMOIIBIO porpaMMbl BLAST
[75] (anroput™m blastp, mo 0aze nanubix k/IHK), rae B kauecTBe BXOAHBIX JaHHBIX
ObL1a ncnosnb3oBaHa nocuenosareabHOCTh AO u3 7. brucei [76]. Boibopka cocras-
JISUIACh TaKMM 00pa3oM, YTOOBI B HEell OKa3auch mociieoBareibHoCTH AO Kak MOYKHO
OOJIBIIIEro YUCIIa OPraHU3MOB, HO €CITH B OJTHOM OpPraHU3Me IPUCYTCTBYET HECKOIBKO
nzodpepmenToB AO, UCIIONIB30BAIN TOJIBKO OJWH, ¢ HAUOOJNBIIMM ITOKa3aTeleM
uaentnuHoctd AO u3 T brucei. MHOXXECTBEHHOE BbIPABHUBAHHE ITOCIIEI0BATEIb-
HocTel nponsBoanan Ha cepBepe BLAST mo anroputmy CLUSTALW?2 [77]. Busya-
nu3anyst GUIOreHeTHYECKOro epeBa MPOBOIMIIM ¢ ToMolkio cepsuca iTOL [78].

Puc. 2 — cm. cn. cmp.
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IV. CBOMCTBA AO

AOQO rnokanu3oBaHa BO BHYTPEHHEH MUTOXOHIpHAILHOW MeMOpaHe, ee
AKTUBHOCTh HE MHTHOUPYETCSI HE TOJIBKO IIMaHUJIOM, HO u a3ujgom, CO,
AHTUMHUIIUHOM A U MHUKCOTHa3010M. AO OTBETBISETCS OT OCHOBHOM
JBIXaTeTIbHOM e Ha ypOBHE YOMXUHOHA (CM. puc. 1) U KaTamu3upyet
YETBIPEXIIEKTPOHHOE OKHMCICHNE BOCCTAHOBICHHOIO YOMXHMHOHA (yOu-
XHMHOJIa) KUCJIOPOAOM JI0 BOJBI HE3aBUCHMO OT OCHOBHOM JBIXaTeIbHON
uenu [16, 79]. Kak yxe yka3blBaaoCh BBILIE, IEPEHOC ANEKTPOHOB uepes
AO =ne conpsixkeH ¢ cuHTe3oM ATP u 3amacaHuem 3Hepruu, a dHeprus
OKHUCIIeHUs] yOUXHHOIIA KHCIIOPOAOM BhIiensieTcs B Bue Tera [ 1, 2, 80].
AxtuBHOCTH AO 3aBUCHT OT IPUPOJIBI OKUCIISIEMOTO cyOcTpaTa, o01ei
KOHIIEHTpAINH YOUXUHOHA U €T0 PEJIOKC-COCTOSHUS B MEMOpaHe, a TAKKe
KOHIIEHTpAaIMu Kucjaopoaa B kietke [81]. XapakTepHoil 0cOOEHHOCTHIO
aTbTEePHATUBHOTO MYTHU SBISETCA er0o 3 ()EeKTUBHOE MHTUOUPOBAHIE
apoOMaTU4ECKUMH TMIPOKCAMOBBIMHU KucioTamu ¢ K. = 1,5 MM (Tunuy-
HBIM TIpeICTaBUTENh — CAMIUIATHAPOKcaMar). M XoTs Temepp sicHO,
YTO THAPOKCAMOBBIE KHUCIIOTHI HE SBIAIOTCS «MHTUOUTOpPAMHU OIHOTO
(dbepMeHTa», M0 CHX TOp OHHM OCTAIOTCS Hambojee YIOOHBIM W YacTo
WCTIONIb3YeMbIM HHCTPYMEHTOM IIpY 00HAPYKeHUHN [THAHUIPE3UCTEHTHOM
okcuaasbl. OnrcaHbl ¥ HEKOTOphIe Apyrre HHrHONTops! AO: 2,5-nnbpomo-
3-MeTnI-6-N30IPONIII-1-0€H30XUHOH, AUCYAbhUpam, S-Iemi-6-rui-
poxcu-4,7-TuoKco0eH30THA30II, TPONMITAIIIAT U PA3IINYHBIE THIPOKCO-
aMUHOBBIE KUCIIOTHI [37], ackodypanon [20].

[Jannsie o cponctee AO K Kuciopoay npotuBopeydussl [cM. 38]. [Tpu-
HUMAETCS, UTO KpUTHYECKast KOHIIEHTPAIHsI KUCIOPOAa /IS albTepHaTHB-
HOTO IyTH BBIIIE, XOTS U HEHAMHOTO, YeM JI1 OCHOBHOM JIbIXaTEeJIbHOM
uenu [1, 2]. UarepecHo, uro 3amena Thr-179 umu Cys-172 B AO u3
S. guttatum pUBOIUIIA K ABYKPAaTHOMY YBEJHMUYCHHUIO CPOJCTBA PepMEHTA
K Kucnopony [82].

OunmieHHslil pekoMOnHanTHBIN npenapat AO 7. brucei, nomay4eH-
HBIH B pe3ynbTare SKcnpecun GpepMenTa B ramme E. coli, iepuuuTHOM
MO TeMy, B3aUMOJCHCTBOBAN ¢ YOMXHHOJIOM-1 B COOTBETCTBHH C KJIac-
CHYECKOH KMHETHKOM Muxasmuc-Menren (K =338 kM u V= 601
MKMOJIB/MUH/MT Oenka) [20].
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V. UHAYKIMS AO

B psine ApoxoKeBBIX OPraHU3MOB a’pOOHOTO THIAa OOMEHa, BKIIIOYas
C. parapsilosis, Debaryomyces occidentalis u C. albicans, aktuBaast AO
MPHUCYTCTBYET Ha BCEX MCCJICIOBAHHBIX CTAJIUSAX POCTA, a B IpOokxkax D.
hansenii oHa He OOHAPYKUBACTCSI TOJIBKO HA CAMBIX PAHHHX CTA/IUSX POCTa
[em. 37]. Hanpotus, B apoxkxax D. magnusii (E. magnusii) [83], P. pastoris
[16] u P. angusta (Hansenula polymorpha) [84], rpubde N. crassa [85] n
HEKOTOPBIX IPYTUX OPraHN3Max B HOPMAJTBHBIX YCIOBUSIX (T.€. B YCIIOBHSX
(YHKIIMOHUPOBaHHS OCHOBHOM, (hOChOPUIINPYIOIIEH AbIXaTeIbHOM IeTn
U B OTCyTCTBHE (DaKTOpOB cTpecca) akTUBHOCTh AO b0 HU3Ka, 1100
coBceM He oOHapyxkuBaeTcs. OTHAKO, OHA 3HAYUTETHHO BO3PACTACT MPH
WHTUOMPOBAHUU TEPMUHAIBLHOW YaCTH OCHOBHOM JBIXaTeIbHOM Iieru
B pe3ylbTaTe: a) BhIPAIUBAHUS OPTaHU3MOB Ha Cpeiax, NeQUIIMTHBIX
M0 MOHAM JKelle3a, Cephl MM Menu; 0) BBIpAIllMBaHUS WM WHKYOaIrun
MOKOSIIIIUXCSI KJIIETOK B IPUCYTCTBUH aHTHMUIIMHA A, THAHU/IA WUITH a3K/1a;
B) BBIpAIIMBAHUS WM WHKYOAIIMU MOKOSIIMXCS KJIETOK B MPHCYTCTBUH
WHTHOMTOPOB MUTOXOH/IPHATIBHON TPAHCKPHUITIIUK U TPAHCIISIIHM; T') MyTa-
UOHHBIX U3MCHEHHH SIEPHOTO WIU MHTOXOHJAPHAIBHOTO TEHOMA;
1) UTHTHONPOBAHUS CHCTEMBI OKHUCIUTEIHHOTO (hochoprinpoBanus;
€) CHIDKEHHUS KOHLIEHTPalWu Kuciopoaa [cM. 38]; %K) MHTHOMpOBaHUS
(GYHKIIMOHUPOBAHUS [IUKJIA TPUKAPOOHOBBIX KUCIOT [86]. Takoro poxa
M3MEHEHUs (BBIBOJIbI C/ICJIaHbl HA OCHOBAHUHU YBEJIUYCHHUS KOJIMYESCTBA
TpaHcKpunTa uin oenka AO, a Takke aKTUBAIMY [IUaHUIPE3UCTEHTHOTO,
YYBCTBUTEIILHOTO K JICHCTBUIO TMPOKCAMATOB OKUCIUTEIBHOIO IYTH)
MOKa3aHbl HE TONBKO JUIst Apoxoked D. magnusii [83, 87], C. albicans
[88, 89], H. anomala [90], P. pastoris [16] u rpuboB N. crassa [85, 91],
P anserina [92, 93], M. grisea [49], A. niger [94], Phycomyces blakes-
leeanus [50], U. maydis [42], rpuba-naroreHa HaceKoMbIX M. anisopliae
[53], Ho i nuist H. capsulatum [57], pacternii [cM. 95-97 U CCHUIKYU B HUX |
u po3oduisl [71].

[NosiBneHwe MuaHKU/I- ¥ AHTUMHUIIMH A-HE4yBCTBUTEIILHOTO JIBIXaHUS B
MUTOXOHAPHUSIX MOXKET OBITh CBSI3aHO M C ©3MEHEHHEM (PU3UOJIOTHUECKOTO
COCTOSIHMSI TKaHU, OpraHa uiu opranusma. [lepBriii kiaccudeckuit mpu-
Mep — 3TO MHOTOKpAaTHOE, JTaBUHOOOPa3HOE BO3PACTAHUE AKTHBHOCTH
AOQO B TEPMOTCHHBIX TKAHIX aPOUJIHBIX PACTCHUI B TEUCHUE HECKOIBKHX
nueit [10, cm. 98, 99 u ccbuiku B HUX], pu 3TOM AO cTaHOBUTCA
€/IMHCTBCHHOW TEPMUHAIBHOW OKCHJIA30M M OKHCIIEHUE CyOCTpaToB B
JIBIXaTEIHHOM 1IeTTH COMPOBOXKIACTCS BBIJICIICHUEM TEIIa, IOCTATOYHOTO
JUTSE 00pa30BaHUsl JIETYYUX aTTPAKTAHTOB, IPUBJICKAIONINX HACCKOMBIX,
OTBUISIIOIINX 3TH pacTeHus. [Ipyroit mpumep — 3T0 pasziandyHas CTCICHb
skcrpeccurt AQ y TPUITAHOCOM Ha Pa3HBIX CTA/IMSAX PA3BUTHS OPraHu3Ma.
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B dopme, Haxopselicst B KPOBOTOKE, MUTOXOH/IPHH JIUIIICHBI [ATOXPOMOB
U JBIXaHUE OCyIIeCTRIsICTCS ucKmrounteapHo uepe3 AO [100]. Y Phila-
sterides dicentrarchi, BpI3bIBalOIero 00JIe3Hb MaITyCa, B YCIOBUAX
HOPMOKCHH JbIXaHUE YYyBCTBHUTEJIBHO K aHTHUMHILy A, a B YCIOBHUAX
THIIOKCUU MMEET MECTO aKTHBAIMsI aTbTEPHATHBHOTO IIMAHU- U aHTH-
MUIIUH A-pPEe3UCTEHTHOTO JbIXaTelibHOTo myTH [68]. B npoxokax Y. lipo-
Iytica (panee C. lipolytica w Schizosaccharomycopsis lipolytica) n
P. membranifaciens, BelpalieHHbIX Ha Titoko3e, AO HHAyHHUpyeTCs npu
nepexosie KylIbTyphl B CTallMOHapHYIO a3y pocta, npu 3ToM AO (yHK-
OUOHHUPYET OHOBPEMEHHO C IIUTOXPOMHOM YacThIO AbIXaTeIbHOM LenH
[37, 79, 101, 102]. B ¢uronarorene U. maydis aktuBHOCTE AO 3aBH-
cera OT CTaJuy POCTa KyJIbTYpPbl, UCTOUHUKA YIIIEpOaa U TEMIIepaTyphl
[103]. B mpoxokax P. pastoris aktuBHOCT AO MOHOTOHHO BO3pacTalia
[0 Mepe POCTa KYJIbTYpHI, a 3aTeM PE3KO CHUKAJIACh TIPU MCUEPIIAHUN
TJTFOKO3HI B cpejie BhIpammBanus [16]. B mutoxoHapusx rpuda Metarhi-
zium anisopliae Hanbonpinas akTuBHOCTE AQ HabOIIOaNach B Havyaie
W KOHIIE [MKJIa Pa3BHUTHS, IIPH MPOPACTAHUH BO3IYIIHBIX KOHHIHI
U 1pu GOPMHUPOBAHUM TOTPYKEHHBIX KOHUAWH [53]. B mumopdHOM
rpube P. brasiliensis, BBI3BIBAIONIEM ITapaKOKITUINOMUKO3 YEIOBEKa,
dKCIIpeccus reHa, koxupyomero AQO, CylecTBEHHO BO3pacTajia MpH
TIpOpacTaHU! KOHUAWA U 00pa3oBaHUU IpOoxkeBoi dopmer [104, 105].
YV remubuorpoduoro rpuda M. perniciosa, TpOIHIECKOTO TAaTOTCHA,
BBI3BIBAIOIIETO O0JIE3HB KaKa0, KOJOHU3UPYIOIIETO BHAYAIIE )KUBbIE TKAHU
xo3suHa (onorpodHas dhasa), a 3aTeM pacTyIero Ha MEPTBOM PacTCHUU
(mexporuueckas (haza), HauboJIbIIee KOMUecTBO TpaHckpunTa AO nmerno
MecTo B ouorpodHoi hase [56]. B Philasterides dicentrarchi nanGospiast
akTUBHOCTh AO MMeJia MeCTo B CTallMoHapHOH (ase pocra [68]. Crapenue
cpe3oB kaproders [ 106] 1 cozpeBaHue IUI0I0B, KaK ObLIO MOKA3aHO, TAKKE
CONPOBOXKIAETCS 3HaUnTEeNbHOM akTuBameir AO [107, 108].

B npoxoxax P. anomala (Hansenula anomala) ypoBeHb 3KCIIPECCUU
AO 3aBucen ot ucToyHrKa yrepoaa. OH ObUT HU3KUM Ha cpejie, coaep-
JKallei II0K03y, HO pe3KO BO3pacTall Ha Cpeiax ¢ NIULEPUHOM, JTAKTaTOM
wiu padunosoii [109]. CxonHble JaHHBIEC OBLIH MTOTYYESHBI IS APOFKIKEH
C. albicans, B KOTOPBIX YPOBEHb KCIPECCHH OTHOTO U3 T€HOB, KOTUPYIO-
mmx AO, yBeIMuuBacs Ha cpesie ¢ NIUMLEpUHOM Win aTaHosioM [110].

Y rpuboB u apokxkel akThBHOCTh AQ WITH KOJTMYECTBO TPAHCKPUIITA
AO cyniecBeHHO BO3pacTajo Mpu MATKOM TeruioBoM 1ioke [44, 101], a
TaKKe B YCIOBUSX OKUCIUTEIbHOTO [19, 44,49, 89,90, 105, 111] 1 ocmo-
TUYECKOTro [44] cTpeccoB, XOTS UMEIOTCSL U UCKIIIOYEHUS] — KOJIMYECTBO
TpaHckpunta AO B P. anserine CHUXanoCh MOJ NEUCTBUEM aKTUBHBIX
¢dopm kucnopona [112]. B rpube Ph. blakesleeanus akruBHOCTh AO
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YBEIMYUBANACh B YCJIOBHUAX BPEMEHHOUN TMITOKCHH WK aHokcuu [50].
B rpubax-marorenax aktuBHOCTh AO pe3Ko Bo3pacTayia Mpu JIEHCTBUH
AHTUTPHOKOBBIX ITpernaparoB [cM. 113 u cchiIku B HEH].

V pactenuii ypoBeHb dkcipeccul AO 3aBUCUT OT JOCTYITHOCTH IUTA-
TEJIbHBIX BEIIECTB, TaKuX Kak (ocdar [114—116], Hurpar unm aMMoHUi
[117-119]. B 3aBucuMoOCTH OT THIa TKaHH, OpraHa, (a3bl pa3BUTHS U
MeTabonnyeckoro craryca [cM. 120-123 u cchuiku B HHX], YPOBEHb
skcrpeccuu AO 3HaYUTENBHO BO3pacTall B OTBET Ha HIMPOKUIM AMana3oH
YCIIOBHH cTpecca U HeOIaronpuATHBIX 9KOJOTMYECKUX yCIOBUH, TAKHX
KaKk U3MEHEHHE TeMIIepaTypbl U MHTEHCUBHOCTHU cBeTa [122, 124-131],
ocmotuueckuit ctpecc [132—134], 3acyxa [132, 135 u ccbuiku B Hell |, OKuC-
nuTenbHbIN cTpece [126, 136—138], aTaka HECOBMECTUMBIMU IITAMMAaMU
OaKkTepranbHBIX MAaTOr€HOB WM (PUTONATOTCHOB MJIM HUX SJIHCHUTOPAMH
[139-142, 143 u ccbuiku B Heit, 144 u cchutku B Heli|, pu 0OpaboTke
strnieHoM [145], NO [144 u ccpuiku B Hell|, 10OaBICHNUU CANHUIIAIOBOM
kucnotel [10, 124, 126, 146, 147], uurpara [124]. B Arabidopsis, ren
AOXIa (onuH 13 reHoB, Komupyronmx AQ) UCTIONb3yeTCst KaK MOJIETbHBIN
TeH NpU U3YUYEHHUH OTBETA Ha pa3Hble BUIBI cTpecca [95, 148].

B psine ciydaeB npociexkeHa B3aUMOCBSI3b MKy JEHCTBHEM HEKO-
TOpPBIX (aKTOpOB cTpecca U uHAyKImel AO y pactennii. Tak, 3acyxa u
OCMOTHYECKHH CTPECC COINPOBOKAAIOTCS U OKUCIUTEIBHBIM CTPECCOM.
B ¢dorocunTe3upyommx opraHu3Max XJI0ponaacTel TPaHCHOPMUPYIOT
JHEPrUI0 CBETAa B BOCCTAHOBUTENIbHBIC SKBUBAJIEHTHI. [loCKOIbKY Ha
¢urcanuro CO, ucnonb3yeTcst TONBKO NPUMEPHO 50% OT MOMIOMEHHOH
CBETOBOW DHEPruH, OYEBUIHO, YTO B Xoje (OTOCHHTE3a 0Opasyercs
M30BITOK BOCCTAHOBHUTEIBHBIX SKBHBAJICHTOB M, €CIIM HE TPOUCXOIUT
pacceuBaHusi YJHEPTHH, 3TOT U30BITOK MOXKET BBI3BATH OKHUCIUTEIHHBIHN
cTpecc M MOBpexkaAeHHEe (POTOCHHTETHYECKOTo anmnapara. BHemHue
(axropsl cTpecca ymenbmaror ¢ukcanuio CO,, 4To crocOOCTBYET elie
oonbiemy HakoruieHHo ADK B xmopomnacrax. CoBepIeHHO 04€BHIHO,
YTO HEOOXOMMbI MEXaHU3MBI, TIPEIOTBPAIIAIOIINE TIEPEBOCCTAHOBICHHE
KOMITOHEHTOB ()OTOCHMHTETUYECKOH I[eMH MepeHOCca IEKTPOHOB. DTOM
ey ciykar uHAyKuua AO, Hapsiiy ¢ SKCIOPTOM Majara U3 XJIopo-
IJIACTOB B MUTOXOH/IPUH € TOMOIIIBIO MaJlaT-OKCcaJI0alleTaTHOT O IIyHTa U
9KCIOPTOM IVIMKOJIaTa B IEPOKCUCOMBI, T/I€ OH MIPEBPAIAETCs B TIINLUH,
a 3aTeM IJIMIHUH TPAHCIOPTUPYETCS B MUTOXOHPUH, IJI€ OKUCISAETCS JI0
cepuHa [cM. 128 1 CCBUIKY B HEl]. DIMCUTOPBI M TOKCUHBI PACTUTEIbHBIX
MaTOTCHOB yBEIMYMBAIOT 00pa3oBaHne MUTOXoHApHadbHbIX ADK [149].
WudunupoBanue natoreHaMyd U BUPYyCaMH NPUBOJUT K HAKOIUICHHIO
nepokcuaa Bogopoaa, NO, sTuiieHa, CaluUI0BON KUCIOThl U METUIIOBOTO
3¢upa >KaCMOHOBOM KUCIIOThI, KOTOPBIE CIIy’KaT CUTHAJIbHBIMH MOJICKY/IaMH
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JUTS MHAYKITAH 3aIIUTHON peakIiy pacTeHU 1 HHIYIUPYIOT 3KCIIPECCUIO
reHa, kogupytomiero AO Wi yBEIHUNBAIOT KOJTMIECTBO OCTTKa pacTeHUH
[em. 150 u cebutky B Helt|. Bee 3TH coennHeHNst ”THTHOMPYIOT IMTOXPOMHBIN
MyTh TepeHoca AIEKTPOHOB B JIbIXaTeNnbHON 1enu. HemaBHue paGoTh
MoKa3aJu, 4To mpoMoTop rena AOX1a 4yBCTBUTEINEH K IEHCTBHUIO TIEPOK-
cuza Bozopona [148]. MudunmpoBanue matoreHaMu MPUBOJIUT TaKKE K
akTuBanuu nenrozodocdarnoro mytu 1 NADP — 3aBrucumoro manuk-gep-
MEHTa, YTO, B CBOIO Ouepe/ib, MPUBOAUT K yBenuueHuto myna NADPH u
MUpyBaTa, SBISIOIIEToCcs, Kak Oy/leT MoKa3aHo HiKe, aktuaropoM AQO
pacTeHui.

B npyrux ciyuasix B3auMocBs3b MEXKILy JieiicTBUEM (pakTopa cTpecca
n aktuBanyen AO erie NpeacTOUT BBISICHUTE. Ho coBepIlieHHO OUeBUIHO,
4ro nHAYKIUs AO yBeTMUMBaET META00INYECKYIO IUIACTUYHOCTD KIIETOK,
KOTOPast MOXKET OBbITh I10JIC3HOHN B yCIIOBUSIX MEHSIOIIEICS TeMIIepaTyphbl,
MHTEHCHBHOCTH OCBEIICHNS, JOCTYITHOCTH IUTATEIbHBIX BELIECTB, a TAKKE
JIeHCTBUM OMOTHYECKUX M a0MOTHYECKUX (PAKTOPOB, OrPAaHUYMBAOIIMX
AKTUBHOCTb OCHOBHOI'O LIUTOXPOMHOTO ITyTH OKHCJICHUSI.

VI.TEHHBIE CTPYKTYPbI, KOAUPYIOLIUE AO

AO nmeer sifiepHOE IPOUCXOXkAECHNE. JIyullle BCero reHHbIe CTPYKTYPBI,
xonupytome AO, usydens! uis pacteHnil. B nx renomax AO npezncrasieHa
JIByMsl pa3HbIMU noacemeiictBamu reHoB — AOX1 u AOX2 [122, 151].
[lepBble 3KCIIPECCUPYIOTCS B OJHOOJBHBIX M JIBYIOJIBHBIX PACTCHHUSX,
a BTOPOE CEMEUCTBO XapaKTEpPHO TOJIbKO IJsd NBYHOJbHBIX [152].
I'ensr cemeiictBa AOX1 skcrpeccupyroTcs WHIYIUOETFHO B OTBET HA
HEKOTOPBIE BHJIBI CTPECCOB, BKIIOYAsi OKUCIHUTEIBHBIA CTpecC, aTaku
Mapa3nuToB, B TO BpeMs Kak reHbl cemeiicTBa AOX2 3KCIIPEeCCHPYIOTCS
KOHCTHTYTHBHO WJIM PETYJIUPYIOTCS IPyruMu mporeccamu [151, 153].
Cuuraercs, 9T0O IMEHHO ¢ DKCTpeccrueit TeHoB cemeiictBa AOX1 cBs-
3a"o ydactue AO B mpenorBpamieHun ADK-mHAYyIHPOBAaHHOTO aroll-
to3a [137]. I'ersr cemetictBa AOX1 B pacrenuu A. thaliana sBASIOTCS
KJIACCHYECKUM MPUMEPOM I'€HOB, aAKTUBHPYIOIUXCS B OTBET Ha IMOJaB-
JIEHUE IEKTPOHTpaHCIopTHOU memu [15, 95, 120, 151, 154-156]. OT0
pacTeHue uMeeT B cBoeM reHome 4 rena cemeiictBa AOX1 1 TONBKO OIUH
reH cemelictBa AOX2. B 3aBucumocti ot ypoBHS ADK B MUTOXOHIPUAX
AKCIIPECCUPYETCS OMHOBPEMEHHO pa3HOE YUCIIO reHoB ceMericTBa AOX1
[95, 120, 151], npuuem skcnipeccust reHoB Aoxa u Aox1d B HanOosbIIeH
CTEMeHN yCUIIMBAeTCs B yCIOBHIX cTpecca [127].

Vitis vinifera umeet B renome 2 reHa u3 cemeiicra AOX1 (doxla u
Aox1b), sBrstomuxcs TKaHeceuGpUIHBIMYA U HHAYIUPYEMbIMU B OTBET
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Ha OKHCIUTENBHBIN cTpecc. Aoxa dKCIpeccupyeTcst TOIBKO B KOPHSIX U
JIUCTBSIX, TOTNA KakK TeH Aox [ b XxapakTepeH 11 BETOB. Takke pacTeHue
umeeT 1 ren cemerictBa AOX2, sKCTIpecCUPYIOMUNACS KOHCTUTYTUBHO U
BO Bcex TKaHsx [157].

CyliecTBYIOT ¥ HCKJIIOUCHUSI, HAIPUMED, B TeHOMe Vigna unguiculata
(umeeT B reHOMe TeHbl Aox 1, Aox2a v Aox2b [126, 158]), Medicago sativa
u Medicago truncatula ren Aox2b w3 noncemericta AOX2 siBIsIeTCS HHTY-
UOENIbHBIM, €T0 AKCIIPECCHUS] YBEINYUBACTCS B OTBET HA OKUCITUTEIIbHBIH
crpecc [158].

MopxkoBb (Daucus carota L.) XxapakTepu3yeTcsl yHUKaIbHBIM HA00pOM
renoB AO [159]. Ona umeer 1o 2 reHa kaxjaoro cemeiictea — DcAOX]a,
DcAOX1b, DcAOX2awn DcAOX2b. YpoBEeHB SKCIIPECCHH I'€HOB BapbUPYyET
B 3aBHCHMOCTH OT Nepuoja pa3Butus pactenus [160].

Mertonamu OMOMH(OPMATHUKH [T0Ka3aHO, UTO reHbl ceMmeiicTBa AOX 1
BCTPEUAIOTCS M CPEAN HU3LIMX PACTCHUH, TAKUX KaK 3€JICHbIC U Oypble
Bozpopociu [24].

I'enst, komupytorme AO TprOOB, B OTIIMYME OT PACTEHUIA, TPE/ICTABICHBI
MEHee Pa3HO00pa3Ho, IpUUEM OOBIYHO B OpraHu3Me cymecTByet red AO
TOJBKO OJTHOTO W3 JBYX moacemeiicTs [1]. CanpodutHsriii rpud A. fumi-
gatus nMeeT enquHCTBeHHBIH TeH AO EFax, nHacuuTsiBatomui 1172
mapsl HYKJICOTHIOB, KOTUPYIOMNN OeIok Mojl. Maccoi okomo 40 k/la.
Dkcnpeccusi FeHa akTHBUPYETCs [P 100aBIEHUH B Cpely IPOOKCUIAaHTOB
MEHAJMOHA U IIapaKBara, 4To noarsepxkaaet ydactue AO B mpoueccax
AHTHOKCHIAHTHOW 3aIUTHI.

N. crassa Taxxe uMeeT ToIbKo oauH reH AO, sKcTpeccusi KOTOPOro
3aBUCHUT OT QYHKIIHOHAIILHOTO COCTOSIHUSI MUTOXOH/IpHIA [85].

B xnetkax apoxxeit P anomala AO xomupyeTcsi eAMHCTBEHHBIM
SJIEPHBIM TeHOM, B apoxokax C. albicans — nByMs reHaMH ceMencTBa
AOX1 [1, 37, 89], mpuuem B 3ToM opranusme ren AOX1a sxcrpeccupy-
€TCsl KOHCTUTYTUBHO, a TeH AOX1b uHIylMpyeTcsi B YCIOBUSIX cTpecca
[110, 161].

Perynsiumst aktuBaoct AO rpubda 4. niger B yCIIOBHSX OBBILICHHON
MPOAYKIUH JINMOHHOHN KHCJIOTHI IPOUCXOAUT TOCPEICTBOM TPAHCKPUII-
LMOHHOM perymnsauu sxkcnpeccun reHa A0X1a [44, 162].

Jist natoreHHbIX rpuboB, Hanpumep, P. brasiliensis u H. capsulatum,
MoKa3aHa MOBBIIIEHHAas dKcrpeccus TeHoB AO, MeHsIoIasIcs B 3aBUCH-
MOCTH OT CTaIMU >KU3HEHHOTO HKkia opranusma [ 104]. [luk aktuBHOCTH
AO u3 apyroro naroreHHoro rpuba Metarhizium anisopliae npuxoautcst
Ha repuoz criopoHoueHus [53], xors AO skcnpeccupyeTcst ”THTEHCHBHO
B TEUCHUE BCETO KU3HEHHOTO LIUKJIA.
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B nacrosmee BpeMs MpUXOANUT NOHUMAHHUE TOTO, YTO HOPMOM ISt
JIPOXOKEH SIBIISICTCSI HAJTMYME OJTHOM, a Jallle HeCKOJIbKUX uzodopm AO, a
orcytcTBUe AO SIBIISIETCS CKOpee HCKITIOUEHUEM, CBSI3aHHBIM C TIEPEX0I0M
K (hakynbTaTUBHOMY aHa’poOuosy [35, 163].

B tpunanocomax renst AO 3aKITI04EHBI B OOJIBIINE TOTUIIMCTPOHHBIE
KOHCTPYKIUH TIO/1 €JMHCTBEHHBIM ITPOMOTOpOM. BenenctBue satoro pery-
nsauus ypoBHS AO B opraHu3Me IMPOUCXOAWT B OCHOBHOM TPAHCKPHII-
[IMOHHO, a TaKXke Ha ypoBHE cTabuinbHocTH MPHK [1].

B renome ame0sb1 A. castellanii npucytctByer 2 konuu rea AO JiHON
1113 u 1125 map nykneorunoB. Kakaplil U3 TeHOB KOAMPYET OEJIOK C
MOJIEKYIISIpHOI Maccoit okono 42 k/la u umeeT Ha N-KOHIIE JTUACPHYIO
MOCJIEI0BATEIBHOCTD, OMPEAEIIAIONYI0 MUTOXOHIPHAIIBHYIO JIOKaJIN3a-
o [62]. Tpanchopmariys T00BIM U3 3TUX TEHOB E. coli IpUBOIUT K
TIOSIBJICHUIO Y OaKTepUH IMAHUPE3UCTEHTHOTO JABIXaHUs, THTHOUPYEMOTO
CaJMIIHITAIPOKCAMATOM.

Ipu nzyuennu npomotopoB reHoB AO A. thaliana ObI0 IOKa3aHO, YTO
npoMotop reia AOX1a coctout u3 93 nap HyKJICOTUOB, HAXOISAIIMXCS
repes] TeHOM, MHOTHE 13 KOTOPBIX OY€Hb KOHCEPBATHBHBI U HEOOXOMMBI
JUTSL aKTUBAIMH TPAHCKPHUIIIAN (PAKTOPaMHA MHTOXOHAPHAIEHON PEeTpo-
TpaJIHON PETYISIMH B OTBET Ha MTOAABJICHUE 2IEKTPOHTPAHCIIOPTHON LIETH
AHTUMHUITTHOM A WJTH ITUKJIa TPUKapOOHOBBIX KUCIOT MOHO(ITyopoarera-
ToM [95]. MyTamuu B MOCIEIOBATEILHOCTH IPOMOTOPA TPUBOIIIHA K
YACTUIHOMY WJIM TIOJTHOMY WHTHOMPOBAHUIO dKcrpeccuu reHa AOXa
[95]. dmst Tpuba N. crassa moka3zaHO HAIMYHE WHIAYKITMOHHOTO MOTHBA,
cocrosimero u3 aAByx nosropoB CCQG, pasneneHHbIX y4acTKoM B 7 map
HYKJICOTHJIOB, XapaKTEPHOT'O TAKKe JUISI TPAHCKPHUIIIIMOHHBIX (DaKTOPOB,
MMEIOIIMX [MHKOBBIE KiacTepsl. [Ipeamnonaraercs, 4To Takod MOTHB
XapakTepeH I BCeX TeHOB, Koaupyonmx rpudneie AO [164].

Kak mpaBumo, reast AO uMeroT 1o 4 »K30Ha, Pa3IeICHHBIX 3 TeHO-
crieu(UIHBIMU UHTPOHAMU [126], pa3iHyaronMMUCs 0 JUTUHE, YTO
MOJKET ABJIATHCS MEXaHU3MOM PEryJsUi MHTEHCUBHOCTU DKCIPECCUH
reHoB. PacnipocTpaHeHHast TeOpHs O TOM, UTO F€HbI, SKCIPECCUPYIOIIUECS
KOHCTHTYTHBHO H B OOJIBILIOM KOJTMYECTBE, HIMEIOT KOPOTKHE HHTPOHBI U
MX YUCIIO MaJio, He OIpaBbIBaeTcs Juid pacTutensHoi AO, Ie KOHCTUTY-
TuBHBIE TeHbl AOX2 UMEIOT HHTPOH, 110 JUIMHE COCTaBIIsomui 6onee 60%
reHa (TI0 UMEFOIIIUMCS TAHHBIM JUTs opranu3Ma Vitis vinifera no 62%), B To
BpeMsI Kak MHIyIIMOeIbHbIe TeHbI cemelicTBa AOX 1, skcrpeccupyrommuecs
B OTBET Ha OKUCIIUTEIBHBIN CTPECC, UMEIOT HHTPOHBI OOIIEH JITHHON He
ooiee 15% rena [157]. B mpotiecce 3BOMIOIMN MOTYIa TPOUCXOINTE IOTEPS
WM Ha000pOT, TPUOOPETEHHUE JINTIITHUX HHTPOHOB, IIOATOMY Y HEKOTOPBIX
OpraHu3MOB BCTPEUAIOTCsI T'eHbl, kKonupyromue AO, ¢ 2 uiv 4 UHTpOHAMU
[165].
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AO, xomupyemas aepHbIM T€HOMOM U CHHTE3UpyeMas Ha ITUTOpHOo-
coMax, TOJKHA TPAHCIIOPTHPOBATHCS B MUTOXOHAPHH, B €€ BHYTPEHHIOO
MeMOpaHy — KOHEUHBIH ITYHKT ee TUcIIoKaIuu. YToOb! epeceus MeMOpaHsbl,
OCJIKH JIOJDKHBI OBITh B COCTOSIHUM, KOMIETEHTHOM [T UMIIOPTa, KOTO-
poe JA0CTUraeTcs B3aWMOJAEWCTBHEM C IUTOIIA3MAaTHYECKUMH Iare-
ponamu B npucytctBun ATP. UToOb!l momacTb B MUTOXOHJIPUHU, OHU
JIOJDKHBI IMETh CIIeIM(PUIECKUH «aIpecy, ONPeaelIOIIUi HX TPAHCTIOPT
MMEHHO B MUTOXOHJpuH. Kak mpaBuiio, 3TH O€JNKH CHHTE3UPYIOTCS B
BUJI€ TIPEIIECTBEHHUKOB, IMCIOMINX OONBUIYI0 MOJICKYISIPHYIO Maccy,
4yeMm 3petibie (QyHKIIMOHAIBbHO-KOMIIETEHTHBIE) Oesiku. HecmoTrps Ha
CYIIECTBEHHBIE PA3JIMYUA B JJIMHE JHAEPHON MOCIET0BATENBHOCTH Y
PasHBIX MUTOXOHAPHAIBbHO-HANPABICHHBIX OCIKOB, BCE OHM JINIICHEI
OTPHLATEIBHO 3aPSDKEHHBIX aMHUHOKHUCIIOT, 000TaIIEHBI MTOJI0KHUTEIBHO
3apsHDKEHHBIMM AMUHOKHCIIOTHBIMM OCTaTKaMHM, ajJJaHMHOM, JICHLIMHOM
U CEPUHOM H CIOCOOHBI 00pa30BhIBaTh aM(PUMHUIBHYIO O-CITHPAITb.
MHUTOXOHAPHATILHBIC JIMAEPHBIE MOCIEI0BATENILHOCTU coAepxkaT N- u
C-xoneu. [Ipunnmaercs, uto N-KOHELl OTBEYAET 3a «y3HaBaHUE» Opra-
Hequtbl, a C-KoHell coep KUT MH(pOopMannio, HeOOXOAUMYIO Ul «IIpa-
BUJIBHOT0» OTIIEIJICHUS JIMJEPHON MOCIe0BaTeIbHOCTH [cM. 166,
167]. UmmopT GNTKOB BO BHYTPEHHIOIO MHUTOXOHAPHAIHHYIO MEMOpaHy
TpeOyeT HaIM4Yus PEeLenTOPOB Ha IOBEPXHOCTH MHUTOXOHAPHH M cIie-
IHPUICCKIX KOMIUIEKCOB TpaHciokaz TOM (TpaHCoKa3bl BHENTHEH
MHUTOXOHApHUATbHON MeMOpansl) 1 TIM (TpaHCiIOKa3bl BHyTpEeHHEH
MHUTOXOHIPHAIEHON MeMOpaHsbI). [ TaBHOM IBMKYIIEH CHITOM JTs IMITOpTa
OOJNBIIMHCTBA (€CTh HCKITIOYEHH ) OSITKOB BHY TPEHHEH MUTOXOHIPUATEHOM
MeMOpaHBI SIBISICTCS MEMOpPAHHBIH TIOTSHIUAN, TEHEPUPYEMBIH 3a cUeT
SHEPTHH OKHUCJICHHS CyOCTpPaTOB KOMIIOHEHTAMH JIbIXaTeIbHON IEIH.
BHyTpu MUTOXOHIIpHUI OETKU-TIPEAIIECTBEHHUKHN TO/IBEPTalOTCs Mpo-
LECCHHTY, B pe3yJIbTare KOTOPOTro OHM IOJ| ACHCTBHEM CHEHU(PUUECKUX
MENTH/Ia3 peBpaliaTcs B 3peibie popmbl. Mabopmanus, HeoOxonumas
JUTSL TIPABMJIBHOTO Y3HAaBaHUS MeCTa T'MJIpOIM3a JIMJAEPHOW MOCie0Ba-
TEJIbHOCTH, KaK MPaBUIIO, JIOKAJIM30BaHa BHYTPH JINJEPHON MOCIIE0Ba-
TEeIBHOCTH [cM. 166, 167].

Wndopmanus o tpancniopte AO B MUTOXOHIPHHU U3 PA3HBIX OPraHH3MOB
(parmenrapHa, Mbl IpUBeIeM Bee nMeroiuecs ceeaeHus. Ummopt AO u3
ceMs10JIel ¥ KOPHEH coM 3aBUCEN OT MeMOpaHHOro noteHuaia u ATP
Y CONPOBOKAAIICS MMPOLIECCUHIOM CHHTE3MPOBAaHHbBIX Ha IUTOPHOOCOMax
34- 1 36 x/la-6enKoB B 3peblii 0estok ¢ Mod1. Maccoii 32 k/la. C moMorsio
CalT-HaNpaBICHHOTO MyTareHe3a HalJeHO, YTO 3aMEHa aprHHUHA BO
BTOPOM IOJIOKEHUH Ha IIyTAaMHH MOJHOCTBHIO MOAABISIET MPOLECCUHT
npenwectseHHuka [168]. [lns umnopra npeamecrseHHruka AO B MUTO-
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XOHJIPUU MINMWHATA BAKEH OBLT HE TOJILKO OO MOJIOKUTENBHBIH 3apsi/]
JUEPHON TOCIIEeI0BATEIbHOCTH, HO U MOJOXKECHHUE TOKUTEIBHO 3aps-
YKCHHBIX aMHHOKHUCIIOT Ha C-KoHIIe TuaepHoro nentuaa [ 166]. Dxenpeccus
AO u3 S. guttatum B apoxokax S. pombe TpUBOAWIA K TOSBICHUIO B
JPOXOKaX MUAHUAPE3UCTEHTHOTO ABIXaHHs, HHTHOUPYEMOTO OKTHJI-Tall-
narom. [Tpu a3Tom Genok B popme npeamecTBeHHNKa 3HPEKTHBHO UMITOP-
THUPOBAJICSI, TIOJBEPIaJICS MPOILECCUHTY C 00pa30BaHUEM 3PEJIoi (POPMBI.
OTH JaHHBIE YKa3bIBalOT HAa CXOJCTBO M B3aMMO3aMEHSIEMOCTb CHUCTEM
TpaHCIOKauu OSNIKOB B paCTEHUSIX U Apoxokax [169].

st AO u3 marorennoit popmsl 7. brucei, B kotopoit AO pyHKIHOHH-
PYET B KaueCcTBE €AMHCTBEHHOH TepMUHATIBLHON OKCHIA3bI, ObLIO MOKa3aHo,
YTO CUTHAJIBI, OTIPECIISIOINE €€ UMIIOPT B MUTOXOHIPHHU, HAXOISATCS Ha
N-KOHIIE ¥ BHYTPU MOJIEKYJIbI (TIPEAIOIOKHUTENbHO MKy 115-b1M 1 146
aMUHOKHCIIOTHRIME ocTatkami [ 170], B nByx popmax 7 brucei nmmnopt AO
B MHUTOXOHJPUH OCYIIECCTBIISIICS C IIOMOILBIO IBYX Pa3HbIX MEXaHU3MOB
— B npouukianueckoil popme nmnopt AO 3aBucen oT MEMOpPaHHOTO
MOTEHLMANA, TPeOOBaJ BHEIIHUX LIUTO30JIbHBIX (hakTopoB 1 ATP, onHako B
¢dopme, obuTaroriei B KpoBOTOKe, oH 3aBucel oT ATP, Ho He MeMOpaHHOTO
noreHuuana [171].

VII. CTPYKTYPA AO

B pannux paborax akieHT OblJI cliefiaH, INIaBHBIM 00pa3oM, Ha BBISIBIICHHE
MeMOpaHHO# Jokanu3anun AO B MHUTOXOHJAPHUSAX PACTEHUH, MPUYEM
M3HAYaJIbHO CYMTAIOCH, YTO OHA UMEET 2 TpaHCMeMOpaHHbIE CIIUPANIN U
MEXIY HUMH UMeeTCsl HeOOJbIION y4acTOK, HAXOISIINICS B MaTPUKCE
[172, 173]. Ilo3nHee BBIICHUIOCH, 4TO AO SBIISE€TCS NOTYUHTErPaJIbHBIM
0€JIKOM U pacrioyiaraeTcsi BO BHyTpeHHe MeMOpaHe MUTOXOHAPHUH TaKUM
00paszoM, 4TO aKTHBHBIN IIEHTP €€ JOKAJIM30BaH B Marpukce [76, 174,
175]. BeuTO yCTaHOBIEHO TAaK)Xe, YTO B COCTaB aKTUBHOTO IieHTpa AO
BXOIHUT HeremMoBoe xene3o [176, 177], a katanmutndecku aktuBHas AO
eI11e KOHTAaKTUPYeT C XHHOHAMH, KUCIOPOJIOM U MeMOpaHOii.
CexBeHHPOBAHNE TEHOMOB XOPOIIIO U3yYEHHBIX OPTaHU3MOB TT03BO-
nuno HaTH B coctaBe AO KOHCEepBAaTHBHBIE OCTAaTKH IIyTaMmara u
ructuauna [ 173], KoTopbie, Kak BIIOCIEICTBUH BBISICHIIIOCH, COCTABIISLIN
JIUTaH]IBI I-)KEIE3HOT0 aKTHBHOTO LIEHTPA, & caM OeJIOK CTaIi OTHOCUTh
K CEMEHCTBY JM-)KeNe3HbIX KapOOKcnaTHbIX OenkoB [ 173, 174, 178-180].
HeremoBeie au-kene3Hble PEPMEHTHI SIBISIOTCS PazHOOOpa3HBIM H
MOBCEMECTHO MNPEACTaBICHHBIM CEMEHCTBOM METaNIONPOTEUHOB, HO
BCE€ OHM BCTYMAIOT B PEAKIUIO C KUCIOPOIOM U OOJBIIMHCTBO U3 HUX
Y4acTBYIOT B OKHCIIMTEIbHO-BOCCTAaHOBUTENbHBIX peakiusax [1, 37].
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OHU HCTONB3YIOT pa3HbIe CyOCTpPaThl M MOMAPA3EISIIOTCS HAa Pa3HbIE
MOJICEMENCTBA C Pa3HbIM HA0OPOM KaTAIUTHYECKHX (YHKINH, TAKUX
KaK OKMCIIeHHE, THAPOKCUIIMpOBaHHUE, Aecarypauusi. Hecmorps Ha
pa3HooOpa3Hbie (YHKIUU, OOJBITUHCTBO OCJIIKOB, OTHOCSIIHMXCS K
CEMEHNCTBY, UMEIOT CXOHBIE CTPYKTYpHBIE ieMeHTHI [ 174]. OHu BKITFOYatoT
B ce0s 4-crupainbHBId JOMEH, KOOPAMHUPYIOUINH KapOOKCHIAaTHBIMH
rpynnamMu Ju->KeJIe3Hbld aKTUBHBIN LIEHTP. B A0oMoNHeHne K 3TOMY, TOMEH
BBIMOJHSIET (DYHKIUIO aKTUBALUK MOJIEKYISIPHOTO KUciaopona [eMm. 1, 2,
22, 37]. Hanuare B AO 1u->ke1e3HOro Kiactepa ObUIo JIOKa3aHO METOIOM
napaMarHuTHoro pesoHanca [179, 181]. /lu-kene3Hblil akTUBHBIN LIEHTP
AO okcuassl npeacTasieH ABymst MoTuBamMu ExxH, rine koHcepBaTuBHbBIE
AMUHOKHCIIOTHBIE OCTAaTKU TMCTHIMHA U ITyTamara y4acTBYIOT B KOOP/IU-
HaIM AByX aTOMOB jkeJsie3a. TONbKO OIMH U3 aTOMOB JKEJIe3a BOBIICUEH B
MIPOLIECC CBA3BIBAHMSI KUCIIOPO/Ia BO BPEMsI KaTaIUTUYeCKoro ukia [ 182].

Pactutensnas AO cymecTByeT B BHIE JAUMEPA U PEryIupyeTcs
MOCTTPAHCISIIIMOHHO alib(a-KeTOKUCIOTAMH U CYKITMHAaTOM. B oTimuue
OT pacTHUTENbHOU, rpuOHast (1 apoxckeBasi) AO sIBISETCS MOHOMEPOM, He
perymupyercs ainb(a-KeTOKHCIOTaMH U CyKIIMHATOM, HO PETYJIUPYETCS HYK-
JIEOTHI-MOHO- U udocharamu (cM. moapodHee maBy «Perymsamms AO»).

B 2000 romy Joseph-Horne u kxosiern BmepBbIE CMOIEITUPOBATH
CTPYKTYPY AM-KEIE3HOTO KiacTepa rpuoHoit AO, a Takke YCTaHOBHIIH,
YTO HeOOXOIMMBIE IS TUMEPU3ANNHN Oellka IINCTEMHOBBIE OCTATKH, KOH-
cepBaTuBHBIC I pacTUTEIBHBIX AO, B AO rpuboB OTCYTCTBYIOT [43].

IlepBast mombITKa KPUCTAJUIN30BaTh M MCCIENOBAaTh CTPYKTYypy AO
METOJIOM PEHTTEHOCTPYKTYPHOTO aHaimm3a Obuta npeanpuasatas 2010 . B
KagecTBE 00BEKTa OBLT MCITOIF30BaH BHICOKOUHINICHHBIH npemapar AO u3
T. brucei [20]. B pe3ynbrare Obliia osryueHa CTpyKTypa ¢ pa3perieHnemM
2.9 A u Besmuunoit R-paxtopa 9,5%. Bbino BesicHeno, uto AO T, brucei
SIBJISIETCSI MOHOMEPOM, YCTAHOBJIEHA CTPYKTYpa AM-KEJIE3HOTO KJIacTepa,
OJTHaKO TOJTHOCTBIO CMOAIETUPOBATh CTPYKTYpy AO He yaanocs.

Kpome nu-xene3Horo akTUBHOTO IIEHTPA, BOCCTAHABIMBAIOLIETO
KUCIOpo 10 Bobl, AO JII0OBIX OPraHU3MOB UMEET CaiT MPUCOCAMHEHHS
yOMXMHOHA, BOCCTAaHABIMBAIOILETO areHTa. Ha 0CHOBE pelieHHBIX CTPYK-
TYp YOUXWHOH-CBSI3BIBAIOIINX OEKOB OBLIM HalICHBI HEKOTOpPBIE aMu-
HOKHCJIOTHBIE OCTATKH, XapaKTePHbIE IS CaliTa CBA3bIBAHUS yOMXUHOHA
B AO [cm. 183]. CocTaB 1 pacnonokeHne KapMaHa, B KOTOPBIN IOMa1aeT
MOJIeKyJla yOUXWHOHA, ObUIM ONPEAEICHBbl IMyTeM TOYCUHBIX MYyTalUi
MOJIXOSIINX aMUHOKHUCIIOTHBIX OCTAaTKOB. B pe3ynbrare ObL1o yCTaHOB-
JIEHO, 4TO MyTanuu B ocraTkax Gln-242, Tyr-253, Ser-256, His-261 wnn
Arg-262 npuBOAWIN K CYLIECTBEHHOMY CHIKEHUIO akTUBHOCTU AO U3
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T. brucei, a 3amena Trp-206 Ha QeHMIATAHUH WA TUPO3UH TOTHOCTHIO
osokupoBasia padory dhepmenta [1].

B AO u3 S. guttatum monekyna yOMXuHOHA CKOOPIWHAPOBAHA THII-
pohoOHBIM OKpYKEHHEM KapMaHa, 00pa30BaHHOTO aMUHOKUCIIOTHBIMH
OCTaTKaMHU KOHCEPBATHUBHBIX CIHpalied, MOTPYKEHHBIX B MeMOpaHy
(Val-155, Arg-159, Arg-173, Leu-177, Val-180, Leu-267, Glu-270, Ala-271
u Ser-274). IlonoXuTEIbHO 3apsSKEHHBIE AMUHOKUCIOTHBIE OCTAaTKU
apruHUHA U CEpUHA KOOPIWHMPYIOT MOJOKEHUS aTOMOB KHCIOpOAa
MOCPEACTBOM DJIEKTPOCTATUYECKUX B3aumozeicTBuil [22]. Toueunsie
MyTalUl 0 3TUM aMHHOKHCJIOTHBIM OCTaTKaM CHJIBHO CHIDKAIH Kak
BeIMYMHY K 110 OTHOIIEHHUIO K KMCJIOPOLY, TAK U MAKCUMAJIbHYIO aKTUB-
HocTh AO. Takum 00pazoM, yaanoch YCTaHOBHUTB, YTO MOJIEKYJIa yOUXH-
HOHA HAXOJMTCS HA PacCTOSHUM 4—5 A OT u-Kene3Horo HeHTpa, a ero
M30TNPEHOUTHBIA XBOCT MOKET KOHTAKTHPOBATh C MEMOpaHoii [22].

[lepBas Mozenb npocTpaHcTBEHHOM cTpyKTyphl AO (u3 1. brucei),
pelIeHHass MeTOJIOM PEHTTeHOCTPYKTYPHOTO aHaju3a, Oblia IMoTydeHa B
2013 . [76]. Cranu sicHBI U CTPOCHHUE aKTUBHBIX LEHTPOB AO, U Mexa-
HU3M ee MHTuOupoBaHus [22, 76]. YOMXHUHOH-CBS3bIBAIOIMIAN TIEHTP
T. brucei obpazyer KapMaH MEXJy YTOIUICHHBIMH B MEMOpaHy CIHpa-
JAMU 1 C(POPMUPOBAH CIEAYIOIIUMH aMHHOKHCIOTHBIMH OCTaTKaMHu:
Arg-96, Asp-100, Arg-118, Leu-122, Glu-123, Ala-126, Asp-162, His-165,
Leu-212, Asp-213 Asp-215, Ala-216, Thr-219 u Asp-266. I1pu aTom apo-
MaTHYECKO€ KOJIBIIO MOJIEKYNIbl YOMXWHOHA HAaXOMUTCS Ha PAaCCTOSHUHU
4,3 A oT IM-KeTE3HOTrO IEHTPA, YTO XOPOIIO COIIACYETCS C JAHHBIMH,
MOy4YeHHBIMH NTpH nccnenaoBannn AO pactenuii [76]. TouHbli MexaHH3M
nepeadr IEKTPOHA TP BOCCTAHOBICHNH KUCIOPO/A IO BOJIBI OCTAETCS
HEU3BECTHBIM, OJTHAKO CYUTAETCS, YTO B YETHIPEXAIEKTPOHHOM BOCCTA-
HOBJIEHUH KHCIIOPOJa IO BOJBI yUaCTBYET YOUXMHOH U PACIIONOKESHHBIH
psaoM octaTok TUpo3uHa (i 7. brucei 3to Tyr-220).

Crpykrypa AO apoxokeid 10 cux rmop He Obuia ycranosieHa. [Toatomy
Hamu OblTa MpoBeJeHa paboTa 1Mo MOUCKY U MOCTPOCHHUIO TPEXMEPHOM
monenu AO npoxokeit Y. lipolytica. Tenom Y. lipolytica cexBenupoBaH
[40], u noctynua oubnuoreka kJIHK storo opranusma. OnHako reHoM
AQHHOTHPOBAH HE MOJIHOCTBIO0, KPOME TOTO0, OOJTBIIAS YaCTh TeHOB aHHOTH-
poBasiack aBToMaTH4ecKu. [109ToMy HaM MPEACTOSIIO PEILIUTD CISAYIOIINE
3aa4n:

1. ITouck nocnenosarensHoctd AO B reHome Y. lipolytica (UniProt
ID - Q6CIMS_YARLI).

2. OnpeneneHrie BTOPHYHOW CTPYKTYPhI BEIOPAHHOTO O€IKa, MOMCK
0EITKOB-TOMOJIOTOB C PEIIEHHON MPOCTPAHCTBEHHON CTPYKTYPOH.
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CaWiT cBA3bIBaHUA YOUXMHOHA

Puc. 3. Moneins nipoctpancTBeHHOM CTpYKTYpbl AO nposokeit Y. lipolytica.

3. MognenupoBanue AO OpoxoKed MO TOMOJIOTHH U HOJydYeHHUE
nH(popMay 00 aKTUBHBIX IIEHTPAaX M 0COOEHHOCTSX CTPOeHUs Oenka.

B pe3synbrare Ob1a Ioy4eHa MOJIeIb IPOCTPAHCTBEHHOHM CTPYKTYPBI
AO npoxoxeit Y. lipolytica, cxemarnuno u300pakeHHas Ha puc. 3.

[To MHO>KECTBEHHOMY BBIPAaBHHBAHHIO U3BECTHBIX CTPYKTYP HalACHBI
HOMEpa M TOJIOKEHHS OCTAaTKOB aKTUBHOTO AM-KEJIEe3HOro LeHTpa. B
AO Y. lipolytica 6 aMUHOKHCIIOTHBIX OCTAaTKOB KOOPAWHUPYIOT 2 aroMa
Kenesa: 4 ocrarka nryTaMuHOBOM KucioThel: Glu-151, Glu-190, Glu-241,
Glu-297; a Taxxke 2 ocrtarka ructuauaa: His-193 u His-300. Ot amu-
HOKHCJIOTHBIE OCTAaTKH OYCHb KOHCEPBAaTHBHBI, TOTAA KaK OCTAaJIbHBIC
ocTaTky, (OpMUPYIOIIKE TOMEH, Oosiee BapraOeIbHbI, U CyAs MO BCEMY,
Y4YacTBYIOT B ITOAJICPIKAaHUH IIPABHIIBHOTO PACIIONIOKEHHUSI aMUHOKHCIIOT-
HBIX OCTAaTKOB aKTHBHOT'O LICHTPA. ATOMBI JKeJIe3a BCTABIICHBI C TIOMOIIBIO
nporpammbr VMD [184].

brin mpoBenen mouck HeoOxomuMmoro s pyHKIOHUpoBaHUS AO
caiita CB3bIBaHUS YOMXUHOHA. BBUTH MAEHTH(HUIIMPOBAHBI AMHHOKHC-
JIOTHBIE OCTAaTKH, KOOPAUHUPYIOIINE MOJEKyTy yOmxuHoHa: Arg-146,
Phe-147, Leu-150, Ile-153, Leu-240, Thr-247, u ygacTByfoIIHE B CO3AaHAN
ruapohoOHOTO «KapMaHa», B KOTOPOM MOXKET PacroaraTbesi MOJICKyia
yOuxuHona. B3anMmHoe pacnoiokeHHe MOJEKyJIbl YOUXHUHOHA W JU-
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’KEJIe3HOTO aKTHBHOTO LIEHTPA CXOJHO C TAKOBBIM B PELICHHON CTPYKTYpE
aJBTEePHATUBHOM OKCHU1a3bl 3 opranusma 1. brucei [76] u siBnsieTcst yao0-
HBIM JUIs TIpoIiecca Mepeayn MEeKTPOHa MEXTy aKTHBHBIM IIEHTPOM H
youxuHoHOM. ClieyeT OTMETHUTD, UTO TpeXMepHas Mojieinb AO qpoxokeit
MoJTy4eHa HaMH BIICPBEIC.

VIII. BUOT'EHE3 AO

Nzydenue Onorenesa aqpTepHATUBHOTO ITUAHHUIPE3UCTEHTHOTO OKUCITH-
TEJIPHOTO MyTH MOKa3ajio, 4TO OH BKJIo4YaeT 1Be craiuu. llepmas,
KaK TI0JIaraloT aBTOPbI, BKJIIOYAET CHHTE3 OEJIKOBOTO KOMIIOHEHTa Ha
[UTOIIA3MAaTHYECKUX pUOOCOMax (IPOIecC OJIOKUPYETCs IIUKIOTeKCH-
MUJIOM, HHTUOUTOPOM IMTOILIA3MAaTHYECKOTO OEIIKOBOTO CHHTE3a). JTa
CTaJusl CPaBHUTENBHO MEIJIEHHAas, 3aBUCUT OT TeMIeparypsl. Bropoit
aTan — OBICTPBIH, OTHOCHTEIILHO HE3aBUCHM OT TEMIIEPaTypPhl, HEUYBCTBH-
TeJIeH K JeHCTBUIO UKIOTeKCUMU 1A, TpeOyeT npucytcTBus nonos Fe (111)
W 3aKIII0YaeTCs, BEPOSITHO, B aKTHBAIL[MK OEJIKOBOTO MpE/IIeCTBEHHUKA,
CHUHTE3UPYEMOTI0 Ha NIEpBOH cTauM, U BCTpauBaHUHM Xkeje3a [cM. 38].

IX. PETVJIALIAA AO

Perynsus sxcripeccun reHoB AO ABISETCS YpE3BBIYAIHO CIIOXKHBIM U
TIOKa, K COXAJICHHUIO, HE OYEHb XOPOIIIO H3yHYEeHHBIM nporieccoM. [Tockonbky
AO GyHKIMOHHPYET B MUTOXOH/IPHSIX, @ €€ T'eHbI 3aKOIMPOBAHBI B S/ep-
HOM T€HOME, OHa SIBJISIETCSI XOPOILUM MPUMEPOM PETPOrPaTHO PEeryiu-
pyemoro Oenka [85], ogHaKo TOUHAas IPUPOJIA PETPOTPATHBIX IyTEH pery-
s AOX noka HensBecTHa. [Ipu nu3ydyennn xkoskcnpeccuu reHa AO u
JOPYTUX pa3iuvHbIX (akTopoB y N. crassa ObuIo mosydeHo 62 mraMMma
C YMEHbIIEHHOH akTuBHOCTHI0 AO nipu ee nHAyKuuu. Cpenu GakTopos,
BIMSAIOUIMX HA ypoBeHb AO, BBISBICHBI TPAHCKPHUIILUOHHBIE (DaKTOPBI,
KHHA3bl, MOHOTUOJIIITY TAPEIOKCUH, MUTOXOHpUaIbHBIN petentop Tom70
(KOMIIOHEHT TPAHCIIOKAa3 BHEIIHEH MUTOXOHAPHAIbHOM MEMOpPaHBbI) U JIp.
[cm. 85].

W3BectHO, uyTo AO perynupyercs ¢ NOMOLIbIO ABYX MEXaHH3MOB!
TPAaHCKPHUILIMOHHOTO U ITOCTTPaHCIAMOHHOTO. [IepBbIii cBOAMTCS K pery-
nsmnn Axcnpeccun reHoB AO u ¢pyrkimonanbHoctr MPHK, k0 Bropomy
OTHOCSATCSl BCE MEXaHHW3Mbl U3MEHEHUs akTUBHOCTH AO mOCpencTBOM
W3MEHEHUS! CTPYKTYPBbl, aKTUBHOCTH U CBONCTB CO3PEBILIETO OeJKa.

Hmst A. thaliana n3BecTeH ps MPSIMBIX PEPECCOPOB U AKTUBATOPOB
AO. Cpenn Hux ABA-HEUyBCTBUTENBHBIN TPaHCKPUIIIMOHHBIN (hakTop
4 (ABI4) [154], NAC (anis NAM — Non Apical Meristem), ATAF1-2



434 A.I'Pocosé u coasm.

(Arabidopsis thaliana Transcription Activation Factorl-2), CUC2
(Cup-Shaped Cotyledon2), ANACO13 (Arabidopsis NAC domain-
containing proteinl3) [185] u ANACO017 (Arabidopsis NAC domain-
containing protein17) (peryasitopsl AOX1a2) [186], TpaHCKPHUIIIINOHHBIC
¢axropet WRKY40 1 WRKY 63 (conepxaniue motus Trp—Arg—Lys—Thr),
COEJIMHSIONINECS] C IPOMOTOPHBIM PETMOHOM TeHa Aox/a ¢ MOMOIIbBIO
CIIELHAIbHBIX Cis-31eMeHTOoB [187].

ITokazaHo, yTo B perymsmuu axkcripeccud AO pacTeHHI TOCPEICTBOM
B3aMMOJCUCTBHSA C MPOMOTOPOM reHOB AO MPUHUMAIOT yyacThue OeNlKH
TpaHCIopTa ayKcuHa rao3p, rao4p, raoSp u rao6p [188], skcnipeccus koto-
PBIX 3aBUCHUT OT (PYHKIHOHAIBHOTO COCTOSIHUSI MUTOXOHAPHIA, a 3HAYMT,
JaHHBI BUJ PETYJSLMHU MOKHO CUMTATh PELUIPOKTHBIM OTBETOM Ha
YCIJIOBHS cTpecca.

J171s1 rprOOB M3BECTHO HECKOJIBKO TEHOB, OTBETCTBEHHBIX 32 PETYIISILIMIO
skcnpeccun AO. B perymsiuu tpanckpuniuu AO C. albicans ydacTByet
ructuauakuHaza [110]. B pananx paborax B reHoMe rpuba N. crassa
OBLT BBISBIICH T€H aod-2, OTBEYAIONINI 32 ypoBeHb akTUBHOCTH AQO
(cam reH, xopupytouii AO, Torna HaszeBaics aod-1) [9, 189]. Ilozauee
BBISICHAJIOCH, UTO B PETYIIAINN dKcTpeccuu reHoB AO N. crassa M MHOTAX
JIPYTUX TPUOOB yYacCTBYET /0 5 PazIUYHBIX TPAHCKPUIIIMOHHBIX (hak-
TOpOB, UMeromuX u aApyrue ¢Gyakmun [164, 190]. I'ensr ObuIH yCTIOBHO
Ha3BaHHl aod-4 , aod-5 , aod-6 n aod-7, © HOKAyT JNIOOOTO M3 HUX
MIPUBOIMII K CHIDKeHHUIO dkcmpeccun AO. Hambonee 3HAYNTETHHBIN
addexT Habmromaics Ipu HOKayTe TeHOB aod-2 u aod-5 [164, 191]. D10
TPaHCKPHUIITHOHHBIE (DAKTOPBI, UMEIOIINE B CBOEM COCTaBE 2 ITMHKOBBIX
kimactepa [192]. Opronoru aod-2 u aod-5 HalieHbBl BO MHOTHX OpTra-
HHU3Max, B ToM uucie B P. anserine [193], A. nidulans [194].

Okcnpeccust reHoB AO TprOOB 1 pPaCTeHUI MOJKET 3aBUCETH OT YPOBHS
cAMP u noHOB KanbIys B KieTKe. JloOaBieHue 1MUaHuga B KyJIbTypy
JpokKer adpoOHOTO THITAa 0OMeHa Y. /ipolytica mpuBOANIIO K IBYKPaTHOMY
yBenuueHuto Konndectsa ADP 1 maTHKpaTHOMY YBEJIMUEHHUIO KOJINYeCTBa
AMP B k11eTKe, YTO BBI3BIBAJIO AKTUBALIMIO [IMAHUAPE3UCTEHTHOTO JbIXa-
Hus [27, 195, 196].

ITocTTpancnsaunoHHO akTUBHOCTH AO peryiaupyercss MocpeacTBOM
JOCTYIHOCTH CcyOcTpara — KOHIIEHTpauued yOMXWHOHA, YPOBHEM €ro
BOCCTAHOBJICHHOCTH M KOHLIEHTpalueil kuciaopona B kietke [81]. Dto
XapaKTepHO JUI LENOro psiaa pacteHuil [cM. 1], u He Tombko [197].

¥V BeIcHIMX pacTteHuid, rae AO CylIecTByeT B BUAE TUMEPOB, CBI3aHHBIX
JIByMsI IIUCTENHOBBIMU «MocTHKaMm» B caiitax Cysl u Cysll, perynsanus
aKTUBHOCTHU O€IllKa MPOMCXOANT IMOCPEICTBOM M3MEHEHUS THIA CBS3H
MeX Ty MOHOMepaMmu. HekoBalleHTHO CBSI3aHHBIE MEXTy COOO0I MOJIEKYITBI
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AQO aKTHBHBI, B TO BpeMsI Kak 00pa30BaHNE KOBAJICHTHBIX CBSI3CH MEIKITY
PETYASTOPHBIMH [IUCTENHOBBIMU OCTAaTKAMHU BCIICACTBHE UX OKUCIICHUS
[198]) mpuBoauT Kk MHAaKTUBanUU GepmenTa [199].

AKTHBHBIN 0€JI0K (B BOCCTAHOBJICHHOW (hopMe) PaCTCHHI MOMKET
perynupoBartbes o-keTokucioTamu [200]. DTo ClIoXKHBIN TIpoIece, 3aBH-
CUMBIA OT KOHKPETHOTO aKTHBAaTOpa, a TaKXKe OT MECT PACIIOIOKEHHUS
ocTaTKoB ucTenHa. CTUMYIISIIUH THPYBATOM HE IMTPOUCXOIUT B H30dep-
MeHTaX, B KoTopblx Cysl 3aMeHeH cepuHOM, BMECTO 3TOr0 aKTUBHOCTb
AO crumynupyercs cykuunaroMm [1, 201]. V TepMoreHHoro pacteHus
A. maculatum navinena pasHoBugHoCTh AO, HE TOBEPIKEHHAS PETYISAN
¢ oMol mupysara [99, 202]. OObsCHSIETCS 3TO TEM, YTO PACTUTEIIbHBIC
AO umeroT koHcepBaTUBHBINA ydacTok — ENV-anement. I'en AmAOX]e,
KOHCTHTYTHBHO 3KCIIPECCUPYEMBbI B HEKOTOPBIX TKaHsIX A. maculatum [99]
kopupyroumii onHy u3 AO, BMecto perynsatopHoro ENV-anemenTta nmeercst
Tak Ha3biBaeMbld QNT-311eMEHT, XapaKkTepHbId CKOpee AJIs MPeICTaBU-
Tenei npyrux napcrs. Kpome toro nmokasano, uto A. maculatum nmeer
takke m3opopmy AO, aKTUBUPYEMYIO ITUPYBATOM, HO HEUYBCTBUTEIBHYIO
K cyknuHary. [ lupysar npuBoaut AO B GyHKITHOHATILHO aKTHBHOE COCTOS-
HHUE BHE 3aBUCUMOCTH OT YPOBHS BOCCTaHOBJICHHOCTH yonxuHoHa [202].

Uro kacaeTcs Tpu0O0B U IPOXOKEH, CHTYaITis B KOpHE HHast. [[poxoke-
Bass AO cyImiecTByeT B BH/Ie MOHOMEPOB 1 HEe 00T aeT UCTEHHOBBIMHU
PETYIATOPHBIMU OCTaTKaMu (moapobHee cM. B TiaBe «CTpykTypa AO»),
1, TAKUM 00pa3oM, He MOXKET PEeTyIUPOBAThCS O.-KeToKucioTamu [1, 172],
OJTHAKO aKTUBUPYETCS MPUCOETNHEHHEM ITYPHHOBBIX MOHO- 1 tnocda-
toB AMP, ADP, dAMP u GMP [27, 31, 32, 41-44, 172]. AO u3 rpuba U.
maydis MOXeT aKkTUBHPOBAThCS Kak fo0aBienneM GMP, Tak n nupyBata
TIPH €ro BBIpAIIMBAaHUM Ha CyKUuHare [42].

Jlnst mapasutuyeckoro mpocteiiiero A. castellanii mokasaHo, 4To
B OTJIMYHUE OT APYrux HykieoTuaoB, ATP okaspiBaeT MHrubupytomiee
neiicreue Ha AO, npuueM ATP KOHKYpEeHTHO CBSA3BIBaeTCS ¢ OEIKOM B
Mmecte npucoeanHenust GMP. Takum o6pazom, peryisiust aktuBHOCTH AO
MIPOMCXO/IUT 32 CUET COOTHOIIEHUS KOJIMUECTB Iy PUHOBBIX HYKJIEOTH/IOB B
KIeTke [62—64]. Takoii ke MeXaHU3M PEryIIsIuu HaOMAaeTCs y IPYroro
npocreiiiero D. discoideum [62, 64] u npoxoxeit C. maltosa [62, 64],
Y lipolytica [27] n C. parapsilosis [29]. Oqnako, MEXaHH3M B3auMOJIEHCT-
BUSI MaJIbIX MOJIEKY ¢ O6enkoM AO H3yueH JOBOJBHO c1ado.

Wntepecno, uro Bozaeiicteue ADQK na rpud P. anserina ymMeHbIIaio
konuuectBo MPHK u, coorBerctBenHo, aktuBHocTth AO [112], uto
SIBJISIETCS] ICKITFOUSHHEM 13 001IIel KapTHHBI, T1e MHIyKius AO BeICTyTIaeT
B Ka4eCTBE YHHBEPCAILHOTO OTBETA Ha OKUCIIUTENBHBIN CTpecC.
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X. PU3UHOJIOTHIYECKASA POJIB AO

Ponp He cBSI3aHHOTO ¢ 3amacaHWEeM SHEPTUU aJbTEPHATUBHOTO MYTHU
MPHUBJICKACT BHUMAaHUE MCCIISIOBATENICH B TCUCHUE HECKOJIbKUX JISCSATH-
neTwid. BpUTO BBICKa3aHO HECKOJBKO TMIIOTE3, C KOTOPHIMU MBI M TIO3HA-
KOMHUM YHTATEIIs.

OueBunHa puznonorunyeckas poib AO B TEpMOTeHe3e TEPMOTEHHBIX
pacteHnii. B MUTOXOHIPUSX IIBETYIIUX TEPMOTCHHBIX OPTaHOB ITPOUCXO-
JIUT KapAWHAJIbHAS IEPECTPOMKa CTPYKTYpHI AbIXaTenbHOW nenu — AO
CTAHOBHTCS €IUHCTBEHHON TEPMHUHAILHOW OKCHIA30M, €€ aKTUBHOCTH
O4YEeHb BBICOKA M SHEPTHUSI OKHCIEHHS CyOCTpaToB Yepe3 JbIXaTelbHYIO
[eNb MPEBPAIIAETCsS B TEIUIO, KOTOPOE UCTIOIB3YeTCsl I MCIIapeHUs
JIETYYHUX BEIIECTB, IPUBIICKAIONINX HACEKOMBIX, OIBUISIONINX PACTCHUS
[em. 1, 99 u ccplmku B HUX].

ITorsTHa pob AO 1 P HHTHOWPOBAHNHT TEPMHUHATIBHBIX KOMITOHEHTOB
OCHOBHOM JIBIXaTENBHOM e WIN yTpaTe CIOCOOHOCTH CHHTE3UPOBATh
9TH KOMITOHEHTHI (cM. mmaBy «Hmykmms AO»). OYHKIIHOHUPOBAHNE
aJBTEPHATUBHOTO MYTH B 3THUX YCJIOBUAX OOECTIEYMBAET BO3MOKHOCTH
peokuciienus nuroruiazmarnyeckoro NADH u, ciieroBaTesibHO, BO3MOXK-
HOCTH BeDKUBaHMs. Kpome Toro, mpu 3TOoM nognepsxkuBaetcs ¢hochopu-
JIUPYFOIIas aKTUBHOCTh 33 CYET COBMECTHOIO (DYHKIIMOHUPOBAHUS 1-r0
MyHKTa COTPSDKEHHSI U cyOcTparHOTro (HoCchHOpUIUPOBAHUS, a TAKKE
BBICOKAasl OKHCJIUTEIbHASI aKTUBHOCTD, HEOOXOIUMast JJIsl TIO/IICPIKaAHHSI
OMOCHHTETUYECKUX ITPOIIECCOB, POTEKAOIINX B MUTOXOHAPHIX. OrucaH-
Has cCUTyalust UMeeT MecTo U B 1. brucei, Bo30yiuTene COHHON 00JIe3HH.
Ha ompenenennoii craanu pa3Butus (B popme, xxuBymier B kposu) AO
SIBJISICTCSI €IMHCTBCHHOM TEPMUHAIBHON OKCHa30M, 00eCIeUrBaroIe
JIbIXaHWe W BbDKHMBaHWE maTtoreHa B kieTkax xo3suHa [100]. CxomgHas
KapTHHA HAOIIOASTCsI M B TATOTeHHOM rpube Philasterides dicentrarchi,
BBI3BIBAIOIIEM OOJIE3HB MaNTyca. B yCIOBUSX HOPMOKCHH JbIXaHHE
MaTOreHa YyBCTBUTEIBHO K JCHCTBHIO aHTHMHIIMHA A, UHTHOUTOpA
IIUTOXPOMHOM TETH, & B YCIOBUX THIIOKCUU MHIYIUPYETCS UAHUA- U
AHTUMULUH A-pe3ucTeHTHoe apixanue [203].

SlcHa Taxxke QyHmameHTanbHas GyHKIUS AO B yMEHBIICHUH WU
MIPEOTBPAIICHUN OKHCIUTEIHHOTO cTpecca. CHIKEHUE CTETIEHH BOCCTa-
HOBIIEHHOCTH KO3H3MMa (Q, IOHOpA BOCCTAaHOBHUTEIHHBIX IKBUBAJICHTOB
st AO, cHIbKaeT 00pa3oBaHue CYIIepOKCHI-aHUOHPaIuKaja 1, B KOHed-
HOM cYeTe, TEPOKCHIa BOJIOPO/Ia, HanOoIee YCTOHINBOM aKTUBHON (hOPMBI
KHcaopoaa. Takue JaHHBIC MONy4YeHBI U Ipoxokeit Y. lipolytica [27,
79], C. krusei [80], C. neoformans [36], P. pastoris [16, 153], rpuboB
U. maydis [42], S. sclerotiorum [204], P. anserina [48], M. grisea [205],
H. capsulatum [53], Bomopocneii E. gracilis [153], pactennii A. thaliana
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[206], N. tabacum [131, 141, 207], O. sativa [208]. [Toka3aHo TaKxe, 9TO
NoBBIIIeHHAs dKcrpeccusi AO yMEHBIIIAET MPOIYKIIMIO AKTHBHBIX (OPM
aszota [209]. bnaromapsi cBoeMy y9acTHIO B ITOIABJICHUH OKUCIUTEIHLHOTO
crpecca AO MOXKET CHIKATh TIOPOT, BBI3BIBAIONINI THOEIb KIeTok [153].
Ceepxokcnpeccust reHa AtAoxla B A. thaliana npenoBpaiiaia HHIYIHI-
POBaHHYIO AIITIOMUHHEM KJIETOYHYIO CMEPTh ITOCPEACTBOM YMEHBIIIEHUS
ypoBHsi ADK Ha HauanbHOH craguu [210].

B a710i1 cBsi3u monsiTHa 1 pyHKIMsE AO B OTBETE Ha CBETOBOI CcTpecc
[125]. [Ipu npopactanuu cemsiH A. thaliana Ha CBETy MyTaHTBI 110 TCHY
Aoxla npu NONTOCPOUYHOM CHUIBHOM OCBEIEHHH XapaKTepHU30BaJINUChH
OonbirM ypoBaeM nponyKiuun ADK u Heah(heKTUBHBIM UCTIONB30BAaHUEM
BOCCTAHOBHTEJbHBIX SKBUBAJIEHTOB B XJIOPOIUIACTaX, YEM CEMEHA TUKOTO
tuna [125, 206]. Ilpu uarubupoBanun AO Ha CBETy B XJIOPOIUIACTax
npoucxonuio osictpoe Hakomienne NADPH u, kak cinenctsue, cBepxBoc-
CTaHOBJICHHE aKLENTOPHOU yacTu horocuctemsl . Takum obpazom, AO
B PACTEHUSIX, OKHCIISISI BOCCTAaHOBUTEIbHbIE SKBUBAJICHTHI, 00€CIICUNBACT
3allUTY OT CBETOBOTO cTpecca [141, 207] u npenoTBpallaet AeCTpyKIUIO
(OTOCHHTETUYECKOTO amnmapara.

ITomumo yxe BhImenepedncieHHbIX GyHKIUA AQO, CBI3aHHBIX C
OIITUMU3ALMEH AbIXaTeIbHOr0 00MeHa, 3a1uToM OT H30bITOUHBIX ADK, a
B PsiZI€ CIIy4aeB U ¢ BbDKUBaHUEM KJIeTOK, AO, B 3aBUCUMOCTH OT CTaJUH
pa3BUTHA, META0OIMYECKOTO MM (PU3HOJIIOTHYECKOIO CTaTyca KJIETOK,
OPraHOB WJIY TKAHEH MOJKET BBIIONHATH U Apyrue GyHkimu. [Ipuanmaercs,
yTo uHAYKIKA AO yBeIMUUBaET META00INYECKYIO INTACTUYHOCTD KIIETOK,
KOTOpast MOXKET OBITh ITOJIE3HOH /17151 OBICTPOM aAanTaIliy K MEHSIOIIIUMCSI
WCTOYHHUKAM MMUTaHHS, OMOTHYECKUM 1 a0HOTHYECKUM (paKTopam cTpecca
[1,211-213]. ITpu aTom pynkimu AO MOTYT OBITH HE B3aHMOHCKITIOYAI0-
MM, a IOTIOTHAIOIINUMH JpyT Apyra [cM. 2, 153]. bonee Toro, B mocnenHee
Bpemsi AO paccmarpuBaeTcs Kak MapKep YCJIOBHI cTpecca W KaHIuaaT
JUIST KIIETOYHOTO PETPOTpaMMHUPOBAaHUS B 3TUX ycaoBusx [1, 211, 212].

B ycnoBusix coneBoro crpeccay A. thaliana mpoucxXomuiio yBellnueHne
ypoBHs BHyTpuKierounoro Na* u npoaykuun ADK. [Tpu stom Habmo-
JaJIoCh Pe3Koe yBenudeHue dKcrpeccuu rena Atdoxla [133]. Bricokas
akTUBHOCTh AO B KOpHSIX W MOPOCIH pacTeHus: nomoraetr A. thaliana
pactu B cpene, HackimenHoi NaCl u nmoanepkuBarh HU3KUH YPOBEHb
BHyTpuKiIeTouHoro Na“[133]. Yuactue AO B 0TBeTe Ha COJIECBOII cTpece
nokasaHo Takxe st M. truncatula [214], a s Bonopociu Ch. reinhardtii,
BBIPAIICHHOH Ha Cpezie, HACBIIIEHHOW HUTPATOM, NoKa3zaHo ydactiue AO
B [IpOLIECCaX HUTPAT- U HUTpUTpenyKuuu [60].

Pactenus N. tabacum, numennbie AQO, UMEIN B JINCThSIX MOBBIIICH-
Hpii yposenb H O, n O; [215-217]. Kpome toro, myrantsl N. tabacum,
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He umeromue AQO, Xyke TEPEeHOCHUIIN CTPECC, CBA3AHHBIA C aTakaMu
MATOTEHHBIX OAKTEePHil M TPHOOB, COCYIINX HACEKOMBIX. B KiteTkax ObL10
3aMe4YeHO MOHIKEHHOE 0 CPaBHEHUIO C JUKHUM THUIIOM COJIep KaHHe
3alIMTHBIX META0OJIUTOB, BhIlIe coaepskanne ADK u nmponeHT kieTouHom
cmeptu [141, 218]. Takum 06pazom, AO B paCTCHUAX MOXKET OBITh YHUBEP-
caJIbHBIM MEXaHN3MOM OTBETa Ha OKUCIIUTENBHBIN cTpecc [219] u ycnoBus
crpecca B rienom [141].

B narorennsix rpubax A4. fumigatus [220] u H. capsulatum AO y4act-
BYeT B 3alllUTE OpPTaHH3Ma MpPU CTpeccax M 0OecreyrBaeT BHKUBAHHE
B YCIOBUSAX CYIIECTBOBaHUS BHYTpH xo3siHa [57]. AO 3anmelicTBoBaHa
B MpOIIECCaxX PETYISLMH POCTa, Pa3BUTHSA M OTBETA HA OKUCIUTEIbHBII
cTpecc y matoreHHoro rpuda S. sclerotiorum [204].

B marorennsix apoxokax C. neoformans AO skcrpeccupyercs B
OTBET Ha MI3MEHEHHE TeMITepaTyphl Tena xo3siuHa. Myrtant C. neoformans,
nmunieHHbI TeHa AQO, TIPOSBISAI MEHBIIYIO BUPYICHTHOCTh U HE OBLI
YCTOWYUB K OKHCIUTEIBHOMY cTpeccy [36]. Iloxoxkue naHHbIe MOTyYeHb
Y JUIS TaTOTeHHOTO rpuba P. brasiliensis [54], BEI3BIBAIOIIETO Y YEIIOBEKA
MapaKOKITUINOMHUKO3BI. OTHUM M3 BaXKHEHIIINX ATArloB pa3Butus P. bra-
siliensis sBseTCS Tepexo rpuda W3 MHUMCIHATHHON (OPMBI B APOXK-
JKEBYI0. DTOT mepexop 3aMeusiics npu naruouposanun AO wmm 11 n
IV koMIuIekcoB IBIXaTeabHOM IenH, JU00 BOOOIIE MpeKpaImacs mpu
OTHOBPEMEHHOM MHTMOMPOBaHNHN 00EUX BETBEH IBIXaTEIbHOM IIETIH, 4TO
CBHIICTEIBCTBYET O BO3MOKHOH BoBJIeueHHOCTH AO B mporiecc repedop-
MHUPOBaHKS MeTaboIM3Ma maToreHHoro opranmsma [105].

AO MOXeT yJacTBOBAThH B MPOLIECCAX aHTUBUPYCHOM 3aIIUTHL. DTO
MMOKAa3aHo JJIs ToMaTa U meTyHuu [221].

B sMmOpuorenese mopkoBu (Daucus carota L.) renst AO (DcAOXIa
u DcAOX2a) sxcnipeccupytoTcs o-pasHomy. Bo Bpemst comatnieckoro
smbOpuoreHesa red DcAOXIa, xonupyromuii ogay u3 uzopopm AO,
HE dKCIIpeccunyercs, Toraa kak reH DcAOX2a, Kogupyiouuii ApyTyio
nzodopmy AO, skcrpeccupyercs BecbMa akTHBHO. Ha Gonee mo3aHux
craausix smoOpuorenesa skcrpeccust DcAOX2a Takxe yMEHbIIACTCS.
JlobaBneHne canmuuuiIruIpoKcaMoBOi KUCIOThl, MHrHOuTOpa AO, B dase
COMaTH4YeCKOro SMOpHoreHe3a He TI03BOJISIII0 SMOPHOHAM pa3BUBATh 3apO-
JBIIEBBIE CTPYKTYPBI, U HX POCT 3aMeUIsUICS. DTOT Mpolecc Obl1 00paTum
W 3aBHCEJI OT KOHLIEHTPAMK J100aBIeHHOTO HHruOuTOpa. IlomyueHHsle
pe3ynbraThl npennoiaraiot yuactue AO B MeTadonn4IecKoi peoprannsa-
LM PacTEeHUsI BO BpeMs sMOpuoreHesa u quddepeHunanny kietok [159].

HenaBno AO mpuBiekia BHUMaHHE HCCIIEOBATENCH B KaueCTBE
BO3MO)KHOTO TEPAIEBTHYECKOTO CPECTBA TP PA3THUHBIX TOBPEKICHUIX
CHUCTEMBI MUTOXOHJIPHAIIEHOTO OKUCIHUTEIHLHOTO (POCHOPHUITHPOBAHUS.
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I'ensr, komupyromue AO u3 actiunuu Ciona intestinalis v psiia apoOuTHBIX
pacTeHuii ObUTH (PYHKIIMOHAIBHO SKCIIPECCUPOBAHbBI B KYJIbTHBUPYEMbIX
KJIETKax 4eynoBeka [222-225]. DKCmpeccusi COmpoBOKIaIach yCTpaHe-
HUEM HAKOTUICHHSI MOJIOYHOW KHUCJOTHI MU MU30BITOYHOTO HAKOTUICHHS
A®K [222, 223], nByx Hanbosee 4acTo MPOSBISIEMbIX CHUMITOMOB ITOB-
PEXKACHUS CUCTEMbI OKUCIUTEILHOTO (POChHOPUIMPOBAHHUS, & TAKKE
MpeIoTRpaIlalia THTHOMPOBaHKUE POCTA U TIOBBIIIICHHY O YYBCTBUTEIIEHOCTh
K MPOOKCHJIAHTAM B JIMHUAX, NCQUIIUTHBIX 1O I[UTOXPOMOKCHUA3E
[224]. Koskcnipeccuss NADH-nerunporenassl (Ndil) S. cerevisiae u AO
Emericella nidulans nmomnocteio BoccTanaBimuBaia NADH DH/CoQ —
peaykrasznyto CoQ-oKCHIa3HYH0 aKTUBHOCTH B MBIIIAX, JIMIICHHBIX
mutoxoHapuanbHoi JIHK 1, cnenoBarenbHO, HOKU3HECTTOCOOHBIX [45].
Okcnpeccust AO u3 C. intestinalis B D. melanogaster noaHOCTBIO WIH B
3HAYHUTENBHOM CTENICHH ITPEI0TBPAIIalIa CMEPTHOCTh, BBI3BAHHYHO TOKCH-
HaMU WY II00QJTEHBIM HITH YaCTUYHBIM TKaHe-CIeIIM(HIHBIM HOKAy TOM
cyosequanl COX CoVb u clV uToXpoMOKCHAa3bI ABIXaTeIbHOM 1IENH
[71], a Takxe medunmtom akropa Surfl, OTBETCTBEHHOTO 32 COOPKY
LUTOXPOMOKCHAA3bI [226]. OHa TakKe NpeaoTBpallaia JOKOMOTOPHbBIN
nedext u u30srrounyto npoaykimo ADK B mpo3odunax ¢ MyTHpOBaHHBIM
reHoM dj-1beta, romonoroM rena DJI denoBeka, 3aACHCTBOBAaHHBIM B
Oomnesnn [TapkuHcoHa [226] 1 BoccTaHaBmMBaa 0()aMIH-3aBUCHMYIO
Hetpoperymsmio [61]. Oxcnpeccust AO B MBIIIaX MOIACP KIBAjIa ITMAHU-
PE3UCTCHTHOE NBIXaHWE B MHTAKTHBIX OpraHax, CIIoCOOCTBOBaja JJIH-
TEJIbHOW 3aluTe MpHU JEUCTBUU JIETAJbHBIX KOHIIEHTpauui NUaHuga B
LICJIOM >KUBOTHOM, TIPH 3TOM CBOMCTBA caMOro (hepMEHTa, KaK ¥ aKTHBHOCTh
KOMITOHCHTOB OCHOBHOM JIbIXaTe/IbHOM ey 1 3()(HEKTUBHOCTH CUCTEMBI
OKHUCJIUTEIILHOTO (poCchHOpUIMPOBAHNS B M30JTMPOBAHHBIX MUTOXOHPHUSIX
He MeHsuTuCh [227].

OTH JaHHBIC YKA3bIBAIOT HA BO3MOXKHOCTH HMCHoOJb30BaHus AO B
KaueCTBE BAXKHOT'O MHCTPYMEHTA 151 OOPBOBI C IaryOHBIMU [TOCIICACTBUAMHU
OTPaHUYCHUSI AKTUBHOCTU OCHOBHOM JBIXaTEIbHON IIETU U CUCTEMBI
OKHUCJIUTEIBHOTO (POCPOPUINPOBAHUS B KJIETKAX U IICJIBIX KUBOTHBIX.
[Tpu 3ToM AO 1103BOJISIET OOXOIUTH HE TOJIBKO JEEKTHBIH ITUTOXPOMHBIT
MyTh, HO U TIOJJICP)KUBATh AKTHBHOCTh TPUKAPOOHOBOTO IIHKJIA B YCIIOBHSX
OrpaHUYEHHS AKTUBHOCTH OCHOBHOM IMTOXPOMHOI! 11enu [228] u ocnabd-
JIATh TOBPEXACHUE KIETOK, BhI3BAHHOE MUTOXOHIpHAIbHBIMU ADK.
Hanomuum, 4to ACYHKIUS MATOXOHJIPHIA ¥ U30BITOYHAS TIPOTYKITHS
CYyNEePOKCHIa MUTOXOHJPUSMU SIBISIETCA CYIIECTBEHHBIM (HDaKTOPOM,
OTIpE/ICTISIONIMM MHOTHE OOJIE3HW YeJIOBEKa, OT CHCTEMHOW MaTOJIOTHH
y JIeTei 10 KapAUOMHOIIATHH, WIIEMHUH, Paka U HeHpoaereHepaTuBHAIX
MaTOJIOTHH.
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