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I. Beenenue. I1. KodepmeHThI Kak CTPYKTYpHBIE aHAIOTH HYKJIEOTH -
noB. I11. ®otokaranutnueckue GpyHkimu kobepmeHTos. [V. Doto-
ceHcopHbIe (hyHKIMU KohepMeHTOB B Oesikax. V. KodepmeHTbI B 1ipo-
Leccax npeaduoI0rnYeCcKOi SBOJIOLUH.

I. BBEAEHUE

CoracHo TipenctaBieHUsIM, chopmupoBaBmmMces B 50—60 rombr XX
BeKa, PYHKIINHY IBYX BAXKHEUIIIMX OMOITOIMMEPOB — HYKJIEMHOBBIX KHCJIOT
1 6EJTKOB — CTPOTO pa3rpaHMICHBI: 3a TIEPBBIMU 3aKPETTMIIACH POJTb XPAHM -
TeJIsl TeHETUIeCKOM MH(pOpMAIINH, a KaTaTUTHIecKast (DyHKIIVS OblTa ITpy-
McaHa NCKITIOYUTENIEHO OeTkaM. BBUIY OTCYTCTBUS SKCTIEpUMEHTATEHO
MOTHBHPOBAHHOTO OTBETA Ha BOITPOC O TOM, KaK C(hOPMHUPOBATIICH B 9BO-
JIIOIINY CUCTEMBI JeKOANPOBAHUS TeHETHUECKON MH(MOPMALIMT HYKJICH -
HOBBIX KMCJIOT B CTPYKTYPHBIE ITApaMeTphbl OeJIKOB, TTpobieMa BO3HHUK-
HOBEHUS OPTaHN3MOB, OJHOBPEMEHHO 00JIaTafOIINX KaTATUTUICCKIM U
TeHETUUECKUM ariapaToM, Ka3ajiach Hepa3penmMoii. BoaMoxHOCTS petiie-
HMSI 3TO TTPOOIIEMBI OTKPBIBAJIACh, €CJIH MPEATIONOXHTh, YTO Ha HaYaTh-
HBIX dTarax 3BOIOIUN 00e DYHKIINHA MOTJIN OBITH 00heTMHEHBI B KAKOM-
00 OTHOM KJ1acce buornonMepoB. ClienyeT cka3aTh, YTO, HECMOTPS Ha
3KCITepUMEHTAIbHBIE CBUIECTETbLCTBA A0MOTUYECKOIM KOHIEHC AT aMH -
HOKMCJIOT B KaTAJIMTUYECKN aKTUBHBIE IIOJTUMEpHI [35], HeCImocoOGHOCTh
MTOJIUTIETITUIOB (B OTJIMYKE OT MOJMHYKJICOTUIIOB) PETIMIIMPOBATHCS C
00pa30oBaHNEM KOMIUIEMEHTAPHBIX MOCIeI0BATEIbHOCTE! He TIO3BOJISIIA
paccMaTpuBaTh OSJIKM B KAYeCTBE XpPaHUTEIIS Y TTepPeHOCUNKA TeHeTHYEC-
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Koi nH(opMalMy. 3HaunTeIbHO OoJiee TI0J0TBOPHOI OKa3aiach uiesl,
BbickazaHHas1 K.P. Byzom u Heckouibko rossxe JI. Opresiem 1 okoHUaTeJIbHO
copmynupoBaHHas B. [un6eptom yxke B 80-e roabl. CorjiacHO 3ToM uee
HaJIM4Me KaTATUTHIECKUX (PYHKITNH Y IMOTMHYKIICOTHUIOB MOTJIO TIPUBECTH
K (hopmupoBaHuto cBoeobpaszHoro «<Mupa PHK» kak ocHOBbI aBOMIOLIMYT
nepBUYHOI Orocdepsl [24, 40, 89, 117]. [1pencraBneHus o CylieCTBOBa-
Hum Mmupa PHK ucxonsaT u3 ripearoioskeHust, YTo UMEHHO MTOJIMHYKJIIEO-
TUJIBI COCTABJISUIA XMMUYECKYIO0 OCHOBY IPEBHEUIIIMX OPraHU3MOB, T.€. MO-
Jiekysibl PHK byHKIIMOHMpOBaIn Kak reHeTUYeCK1ii MaTepyai U OTHOBPE-
MEHHO BBITIOJTHSITN KaTaIUTHIeCKe (DYHKIIMH B OTCYTCTBHE TeHETUIECKU
VIOPSIOYEHHBIX OETKOB.

[Mosinenue B 80-X rogax IPOLLJIOTro CTONIETUS UCCISA0BAHMIA, TIPOAE-
MOHCTPUPOBABIINX CYIIECTBOBaHWE PUOO3UMOB, T.€. KaTaJUTUYECKU
aktuBHbIX PHK, cTayio BaxKHBIM TOBOJOM B ITOJIb3Y 3TOM THIIOTE3HI [69].
Oka3zajioch, 0JHaKO, YTO PUOO3MMbI COBPEMEHHbBIX OPraHU3MOB 00J1aat0T
BeCchbMa OTrpaHMYEHHBIM TUAITa30HOM KaTaATUTHUECKIX aKTUBHOCTE, OCY-
LLIECTBIISIOIIMX ITPEMMYILIECTBEHHO peaKlIMu ITIpoJin3a 1 repeHoca oc-
domuadupHbIx cBsi3eil B camoii PHK, a raxoke B IHK [97]. [Ipencrasne-
Hust 0 BoaMoxkHOoCTsIX PHK kaTann3a 3HauMTEIbHO pacIIUPUINCh C pa3-
BUTHEM METOJI0B MCKYCCTBEHHOTO OTOOpA U aMITIU(bUKAIIUU MOJIEKYJT U3
CUMHTE3MPOBAHHBIX XaOoTUYeCKUX nocienoBaTeabHocTeit PHK [32, 99,
113]. Moxno 3ametuth, uyTo MeToabl SELEX (Selective Evolution of
Ligands by Exponential Enrichment), ucnosb3zyemble sl TTOJTyYeHUS
pUOO3MMOB C HOBBIMU KaTATUTUIECKUMU (DYHKITUSIMHU, TI0 CYIIIECTBY BOC-
ITPOM3BOAAT IPUHIIAITHI XUMIUECKOM BOJTIOLINH, €CTECTBEHHO, C YIETOM
TOTO, YTO YCJIOBUS MIPOBEICHHS COBPEMEHHBIX 9KCIIEPUMEHTOB JaJICeKU
OT (PUBUKO-XMMUUECKUX YCIOBUIA, CYIIIECTBOBABIIUX B 3pY MPea0M0I0-
rudeckoi aBojoin. OKazanoch, YTo puOO3UMBbI, TTOJyYEHHBIE B PE3YJib-
TaTe MOJIEKYJISIPHOU CeJIeKIIMU, KaTaIM3UPYIOT 00pa3oBaHue MOJUMep-
HBIX IeTIei KOMITTIeMeHTapHBIX MaTepUHCKIM MosiekyaaM PHK [26, 31,
61, 93]. OHm TakKe CITOCOOHBI KaTaM3MPOBaTh PEaKIINU, NMMEIOIINe
MpsIMOe OTHOLIIEHUEe K OMOCUHTE3y 0esika, HarpuMep, MepeHoC aMUHO-
alMTBGHBIX U TTENTUAMILHBIX paIiKaioB M 00pa3oBaHKe TTENITUIHOM CBSI3U
[56, 57, 76, 94, 108, 118, 119]. C aTiM XOpOIIIO COrJIacyeTcs TOT (PaKT,
yto pudocoMHas 23S PHK BeimostHsIeT KaTaIMTU4eCKyIo (PYHKIINIO B OMO0-
CHHTe3e 0eTKa 1 Hellb3sT UCKITIOUNTh, YTO UMEHHO TTOJIMHYKJICOTHTHBII
KaTaau3aTop obecrieunBaeT MeNnTUAUITpaHC(pepa3Hylo aKTUBHOCTb
COBpeMeHHOI pubocombl [88]. DTU pe3ynbTaThl Jal0T OCHOBAHUE MoJa-
raTh, YTO KATAIUTUUECKME aKTUBHOCTHU,, IPUCYIIIUE MOJUPUOOHYKICOTH -
HBIM MOJIEKYJIaM, MOTJIM 00eCTIeYnTh Pa3BUTUE MPOLIECCOB PEILIMKALUU
u tpaHcasiuuu B Mupe PHK. Mcxonst u3 mmpokux BO3MOXHOCTeH
MOJIMPUOOHYKJIEOTUIOB KaK KaTajanu3aTOpPOB MPOILECCOB COOCTBEHHOM
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perukaiuu, A.C. CniupuH noctyauposai, uro mup PHK mor npencras-
JISITh CO00# co00111eCTBO (pa30BOOOOCOOIEHHBIX CUCTEM — CAMOIOCTATOY-
HbIX KojioHuit PHK, pa3BuBarommxcs Ha TBepaoM cyocrpare [107].

Peakiin, KaTanm3upyeMble TTOJTMHYKIICOTUIAMM, HE MICUEPITBIBAIOTCS
yKa3aHHbIMU BblliiIe poueccamu [ 14]. Pubo3umbl cHocOOHbI KaTaau3upo-
BaTh M HEKOTOPbIE IPYTHE XUMUIECKIE peaKIIN, XapaKTepHBIE TSI OOMe-
Ha BelecTB. OTHAKO MOMBITKY MPOaHAIM3NPOBATh BO3MOXHOCTh PACIIIH-
pPEHMS Kpyra KaTaIUTUIECKUX ITPOIIECCOB B X0JIe 3BOTIOIMHY ITpoTo-PHK
B HaTlpaBJIeHUM (DOPMUPOBAHUST METAOOIMUECKUX CUCTEM, CITIOCOOHBIX
00eCIeuynTh OpraHu3M SHeprueit M BeleCTBOM, CTAIKMBAIOTCS C 3aTPY/I-
HEeHUAMU. [1eJ10 B TOM, YTO TEJIBIN PSIT BaXKHBIX T MeTaboIM3Ma peak-
LW, KaTaTM3UPYeMbIX (DepPMEHTHBIMU OeJTKAMU, He KaTaTN3UPyeTCsT prHoo-
3uMaMu. Pedb 1jieT, B mepByIo odepeib, 0 PeIOKC-peaKIvsX, T.e. peaKIMsIX
repeHoca 3JIeKTpOHa 1 BOIOPO/a, JexXallluX B OCHOBE OMO3HEPTEeTUKU
BCEX OpPraHU3MOB. P6G03MMEI XK€, BBIIeJICHHBIE M3 IIPUPOTHBIX UCTOYHHU -
KOB ¥ TIOJIyYeHHEBIE B pe3yjIbTaTe CEJICKIIMU U3 XaOTMYECKNX HAOOpOB
MOJAMPUOOHYKJIEOTUTHBIX TTOCJIE0BATEILHOCTEM, HE cofiepKaT (PyHKIIMO-
HaJTBHBIX TPYIIIT, 00eCTIeYMBAIONINX PEIOKC-KaTall3 B COBPEMEHHBIX (hep-
MEeHTaX, U He CITIOCOOHBI KaTaJu3MpOBaTh 3T PeaKIIMU B OTCYTCTBUE
OEJIKOBBIX KaTaJiM3aTopoB. Bo3HUKaeT BOMPOC, UTO Ke MOTJIO KOMITeH-
CHPOBATh 3TOT MPOOEJT B XOI€ SBOIOIINHN TPUMUTHBHBIX META00TMUECKIX
crcteM? MOTJIH T KaTaTUTHYECKIE aKTUBHOCTH,, )KM3HEHHO HEOOXOIH -
MBbIe U (PYHKIIMOHUPOBAHMS MeTabO0IM3Ma, Pa3BUTHCS B paMKaxX MHUpa
PHK 1o nosiBneHust 6e1KoB-(HepMeHTOB C TeHETUYECKU 3aJaHHOM CTPYyK-
Typoii? Ham KaxeTcst, 9TO OTBET Ha 3T BOITPOCHI, MOXKHO TTOJTYIUTh, IIPO-
aHaJIM3UPOBaB, HACKOJIBKO MTAJIEKO MPOCTUPAIOTCST B XUMUUECKOM OTHO-
IIeHUH CTPYKTYpHBIe TpaHuIibl Mupa PHK 11 Bo3MosKHO 7T B paMKax 3TOTO
MUPa MPUCYTCTBUE MOJIEKY U (PYHKIIMOHATBHBIX TPYIII C BHICOKOM peak-
IIMOHHO CITOCOOHOCTBIO, KOTOPHIE B KOMITJIEKCE CO CTAHIAPTHBIMU HYK-
JIEOTUAAMU CMOTJIM OBI 00ECTIEYNTD JOCTATOYHO IMMPOKUIA AUATTa30H
KaTaJIMTHYECKUX (PYHKIINIA.

B maHHO#1 cTaThe TIpeIIIpPUHSITA TTOMBITKA PACCMOTPETh pa3BUBAO-
IIHeCs CETOMHS ITPEACTABICHUS O TOM, UTO KaTaTUTUICCKIH ITOTeHIIHAIT
npuMUTUBHEIX PHK MoTr OBITh CyIIIECTBEHHO pacIINpeH 3a CYET IIPUCOe-
TUHEHMS K X MOJIEKyJIaM KO(hepMEHTHBIX TPYIII, 0COOEHHO TeX, KOTOphIE
00J1a1af0T (DOTOKATATUTIICCKOM aKTUBHOCTEIO [65, 66]. [1pexne Bcero,
pucoeanHeHNEe KOPEePMEHTHBIX TPYMIT K IMOJMHYKIEOTHIAM MOTIIO
00ecrneyruTh yyacTue 3TUX MaKpOMOJIEKYJ B 9HEPTonpeoopasyolmnx
OKHCJINTETbHO-BOCCTAHOBUTEBHBIX peakusax. Cpean 5STUX KohepMeH-
TOB HanOOJIbIIIee BHUMaHME TIPUBJIEKAIOT (hJITaBUHBI, HUKOTUHAMUIBI 1
MITePUHBI, TIPOSIBIISIONINE CTPYKTYPHOE CXOICTBO C pUOOHYKIICOTUIAMU
W, 9TO CYIIIECTBEHHO, OTINYAIOIINECS BEICOKOM peaKIIMOHHOM CIIoco0-
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HOCTBIO BO30YXAeHHbIX MOJieKyJl. HenaBHee oTKpbITHE (POTOCEHCOPHOI
¢yHKUMM (JABMHOB U MMTEPUHOB B (DepMEHTAX U PETYJISITOPHBIX OeKax
COBPEMEHHBIX OpraHu3MoB (cM. pazaen IV naHHol cratbu) 00yCI0BUIO
JIOTIOJTHUTEbHBI MHTEepeC K PO (DOTOXMMUUECKUX peakluii Kodep-
MEHTOB B 3BOJTIOIIAM.

II. KO@EPMEHTDBI KAK CTPYKTYPHBIE AHAJIOT1
HYKIIEOTU 0B

B cocrtaB Bcex coBpeMeHHBIX PHK BXomaT 4eThipe HyKJICOTHIHBIX
MOHOMePa — MPOU3BOAHBIX ITypUHA VIV MUPUMHUINHA. B HIX Hen3MeHHO
npucyrcTByeT N-TJIMKO3MIHAsI CBSI3b OCHOBaHUsI ¢ caxapoM (D-pubody-
paHo30i1) 1 pochoauadupHasi CBI3b MEXKIy TMAPOKCUIBHBIMU OCTaTKAMU
pub03bI B 5'- 1 3'-M0JIOKEHUSIX COCETHUX MOHOMEPOB. Beniencteue nHBa-
PUAHTHOCTHU CTPYKTYPBI pPUOOHYKIIEMHOBBIX KMCJIOT 1, KaK IPEACTABIISCTCS,
COBEPIIIEHHOTO COOTBETCTBUS 3TOM CTPYKTYPHI X MOJICKYJISIPHBIM (DYHK-
LIMSIM, OHA BOCIIPUHUMAETCS CETOMHS KaK Oe3aibTepHATUBHAST BEPCHSL.
OnHaKo B CBETe SBOIOIMOHHBIX ITPEICTABICHUH JIOTUIHO PACCMaTPUBATh
TaKylo CTPYKTYpy coBpeMeHHOI PHK nwims Kak ogvH 13 BO3MOXHBIX
BapuaHTOB, 0JIATOITOJNYYHO MPOIIECAIINI Yepe3 CUTO eCTECTBEHHOTO
0TOODA, T.€. HeTh3s MCKITI0YaTh, YTO Ha pAHHUX 3TAIlaX SBOJIOINHN B IIPH-
MUTHBHBIX ITOJTMHYKJICOTAAX MOTJIN TTPUCYTCTBOBATh U APYTHe MOHOMEPBI
W TUTIbI CBI3EH.

Barsg Ha ctpykTypy coBpemenHoi PHK xak Ha oguH 13 BapraHTOB
cpey pa3HOOOPa3us CTPYKTYPHBIX aTETEPHATHB HAXOIUT IOATBEPKICHIE
B MICCJIEAOBaHMSX JJabopatopuu A. DIIeHMo3epa, IT0Ka3aBIINX, YTO I
TTOCTPOCHUS CKeJleTa TIOJMHYKICOTUIHON MaKpOMOJIEKYIIBI He 00s13a-
TeJIbHO HaJIM4Ke CTPYKYTPhI, OCHOBY KOTOPOIt cocTaBstiorT 5',3'-pocdo-
Ia(UPHBIE CBA3M MEXIy pUOO3MIBHBIMHA OCTaTKaMi MOHOMepoB. [1o
psITy CBOMCTB CMHTETHUYECKUE MOJMHYKICOTUIBI C aJbTepHATUBHOMN
CTPYKTYpOII MOTYT OBITh Haxe «y4dine», yeM PHK, BeimenennHas u3 opra-
HU3MOB. Tak, HarpuMep, CHHTETUIEeCKUI TTOTMHYKIICOTHI, COMCSPKaIIIIi
pUOOIMpPaHO3UIIbHEIE, a He prO0(YypaHO3WITLHEBIE OCTATKH, COCTMHEHHBIC
4',2'-bochonrabpHBIMU CBA3SIMU, OTIIMYAJICS O0Jiee yCTOMUMBOM 1 OoJiee
CEJIEKTMBHOM CHCTEMOI BOMOPOTHBIX CBSI3Ei MEXKITY KOMILIEMEHTapHBIMU
OCHOBaHUSIMU, YeM IpupoaHbie S',3'-pubodypaHO3UIbHBIE MOJIEKYJIbI.
Pu603a B cocTaBe HYKJIEOTHIOB MOXKET OBITh 3aMeIleHa IPYTUM CaXapoM,
HampumMmep, L-TpeodypaHO3HBIMU OCTaTKaMu, CBsI3aHHBIMU 3',2'-hocho-
nuapupHbiMu cBsa3siMu [29, 30]. B nabopatopuu C. Musuiepa nmposeaeH
CHHTE3 «HYKJICMHOBOM KMCIIOTHI» (B TOM YHCIIE ¥ B YCIIOBUSX, MOIIETPYIO-
IIUX TIPeI0MOIOTMYECKIEe TIPOIIECCHI), Y KOTOPOIl BOOOIIE OTCYTCTBYET
caxap-¢ocdarthsbiii ckeyer. CTpyKTypHasi OCHOBA JaHHOI MOJIEKYJIBI,
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MOJyYrBIlIei Ha3BaHUe MenTuaoHyKIenHoBoi kucaothl (ITHK), moct-
poeHa 13 ocTaTkoB N-(2-aMUHOATIIT) IULIMHA (CUH. STUJIEHAMAMUH MOHO-
alleTaT), COeIMHEHHBIX aMUIHBIMU CBsI3sIMH |85, 86]. K aTomy ckeety ¢
TMOMOIIIbIO alIeTUJIbHBIX TUHKEPOB MPUCOEIUHEHbI CTaHAAPTHBIE OCHO-
Banusg PHK. IIpu aToM oka3anock, 4TO IBYLIEIOYEYHBIM KOMILIEKC
IMTHK—/IHK 6osee ycToituuB K TepMOAMCCOLIMALIAM, YEM IBOMHAS CTTU -
panb JIHK. Takum oOpa3om, kaHoHn4decKyto ctpykTypy PHK MmoxHO pac-
CMaTpUBaTh KaK KOMOMHAIIMIO MOHOMEPOB U XUMUUECKMX CBSI3ei1, 0TOO-
PaHHBIX 3BOJIIOLIMEN U3 OOJILIIOTO YKCia BApUAaHTOB OJ1arojaapsi CTepeo-
XUMMYECKMM TlapaMeTpam, AOIyCcKawIlMM o0pa3oBaHe BOIOPOIHbIX
CBsI3€li MeX/ly OCHOBaHUSIMU KOMILJIEMEHTapHbIX LIETeii.

X0opo110 U3BECTHO, UYTO BCE PUOOHYKJIEOTHIbI MU UX 11 - UK Tpruoc-
(haThl ABASIOTCA yYaCTHUMKAMU MeTabOJMUEeCKUX peaklMil B KauecTBe
KO(EpPMEHTOB U MEPEHOCUMKOB aMUHOAIIUJIbHBIX, (POCHOPUIBHBIX U
IJIMKO3UJIbHBIX OCTaTKOB, a TAKXKe META00IMUYECKUX MPEIIIECTBEHHUKOB
ochonununos. CTpykTypa HEKOTOPBIX APYTUX KODEPMEHTOB 0J1M3Ka K
CTPYKTYpe HYKJIEOTUIHOTO MOYJIS, COCTOSILIIETO U3 MOJIOXKUTEIBHO 3apsi-
JKEHHOM TeTepOLUKINUECKOUN «TOJIOBbI» U OTPULIATEIBLHO 3aPSI)KEHHOTO
(hochopuIbHOTO «XBOCTa», COEAMHEHHBIX HEUTPaAJIbHBIM JTUHKEPOM.
TakoBa, Hanpumep, cTpykTypa FMN, MonubnonTeprHa, MupuaoKcaib-
¢ocdara u TmamuanIMpodocdara, a TakxkKe MeTa0OIMIECKIX ITPEIIIECT-
BeHHHMKOB KoepMeHTOB — NMN™ u 6,7-gurnapoHeonTepruH-Tprudoc-
(hbaTa (mpealecTBEHHMKA TETPAruapoOMoNTepruHa). B HUKOTMHAMUIHBIX
Y MUPUAOKCAIEBbIX KO(PepMEHTAX IMOJOXUTEIbHO 3apSKeHHAs! «T0JIOBa»
MOIYJIsl Ipe/iCTaB/IeHa 3aMellIeHHBIM TTUPUIMHOBBIM KOJIbLIOM, 4 Y TAAMUH-
nrdochaTHbIX KOPEPMEHTOB B €€ POJIM BBICTYIIAET MUPUMUAUH, KOHBIO-
rMpoBaHHLIN ¢ THa30jioM. [ereporkiiom FMN u apyrux ¢piaBuHOB c1y-
KUt 1,3-nuKkeTo-7,8-guMeTnin3oauiokcasu. CXOIHBIN TeTepOLUKII, B
KOTOPOM, OIHAKO, aTOM a30Ta B MMOJIOXKEHUHU 5 3aMellIeH Ha yIJIepol, Mpy-
CYTCTBYeT B Jie3a3aiaBUHOBbIX KohepmeHTax. [ITeprHOBbIe KOEepMEHTDI,
HaIpuMep, TETParuapoOrONTepUH WM MOJUOIONITEPUH, KaK 1 Kodep-
MEHTHbIE TTPOU3BOIHbIE (POTMEBOM KHUCIOTHI, COAEPXKAT B KaU4eCTBE a30-
THCTOI'O OCHOBAaHUS 2-aMUHO-4-KeTo-TITepuanH [98].

IMomuMmo prbo3b1, Bxoasieii B coctaB NMNT, posib IMHKepa B MoJie-
KyJax KopepMeHTOB MOHOHYKJIEOTUJIHOTO TUIIA BBIMOJHSIET pUOUT (B
FMN), nu6o xopotkas anudarndyeckas 1enodka (B THaMUHITUPOPOC-
(bare u B mupuaoKcaieBbIX KochepMeHTax). B HeKoTopbIX MTeprHax, Hanpu-
Mep, B 7,8-nuruapoHeonTtepuH-Tpudocdare, TakKuM JIMHKEPOM SIBJISIETCSI
TUIPOKCUIMpPOBaHHas ajiuaTruieckas CTpykTypa, a B Apyrux (MoJamo1o-
MITepUH) OCHOBaHME 1 (POCHOPMITHHBIN «XBOCT» CBSI3aHBI THOJMPOBAH-
HbIM U TUAPOKCUIMPOBAHHBIM OCTaTKOM OyTaHa. ¥ HauboJiee CI0XHO
OpraHM30BaHHbBIX KO(YEPMEHTHBIX MPOM3BOIHbIX NTeprAMHA — (hOJIATOB —
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TeTePOLIMKII COSTMHEH C OTPUIIATETHHO 3apSKEHHBIM TITyTaMUTbHBIM FITH
OJIUTONTYTaMUJIBHBIM «XBOCTOM» TMOCPEJICTBOM Aapa-aMUHOOEH30UIIb-
HOTO JIMHKepa, TpryeM amuHorpynia [TAB, pacrionoxkeHHasT B HETIOC-
PEACTBEHHOM OJIM30CTU K OTPULIATEIBLHO 3apSIKEHHOM «T0JIOBE», MOXET
paccMaTpuBaThCsl Kak ee (PYHKIMOHAIbHAS YacTh. Psii ITepUHOBBIX U
ne3a3adraBUHOBBIX KO(AKTOPOB MMEIOT He HYKIICOTUIHYIO, a HYKJIEO-
3UIHYIO CTPYKTYPY, T.€. ¥ HUX OTCYTCTBYET OTPUIIATEILHO 3apsKeHHBIN
dochopuIbHBIN «XBOCT».

Hexkotoprie kodpepmenTsl — NAD™, NADP*, FAD, a takske Moimo10-
MITePUH-COIepXKaIIe JTUHYKICOTHIBI SBISIOTCS TTPOITYKTaMU KOHIEH-
calii MOHOMepHOIt (hopMBI Ko(hepMEHTa C OHUM M3 CTAHIAPTHBIX PHOO-
HYKJICOTHIIOB 1 TIPEICTABIISTIOT COO0M KBa3UAMHYKIICOTHIBI, B KOTOPBIX
MOJIEKYJIbl MOHOMEpa coeqnHeHbI He 5',3'-dochoansdpupHoii CBI3bIO, a
5',5'- nupodochaTHBIM MOCTUKOM.

HeonHokpaTHO BEICKA3BIBATIOCH MIPEATIONOKEHIE, YTO ITPUCOESIIHE -
HYE W CBSI3bIBaHME KODEPMEHTOB C TTOJTMHYKIICOTHAAMH MOTJIO CYIIIeCT-
BEHHO PacIIUPUTh KaTATUTUIECKIE BO3MOKHOCTH MoJtekyst PHK Ha paH-
HUX 3Tanax aBomonuu [ 15, 23, 115] (cm. Takeke 0030p [Ixxanxasa u SIpyca
[59]]. CnemyeT OTMETUTD, YTO IO HACTOSILIETO BpeMEHU 13 OPTaHU3MOB
He OBUIM BbIIeJICHBI HyKJIEMHOBBIE KUCJIOTHI, COIEPKAIINE TTIOMUMO ITypH-
HOB Y TUPUMUJINHOB KaK1e-JIM00 UHbIE TeTEPOLIMKITNIECKIE CTPYKTYPHI,
HampuMmep, ITePUINHBI WUIM N30aJUIOKCa3uHEBL. BMecTe ¢ TeM, B psijie nc-
cJIeTOBaHMi TTOKa3aHa BO3MOXXHOCTD BCTpaWMBaHUS B HYKJIEMTHOBBIE KHC-
JIOTBI aJILTEPHATUBHBIX TETEPOLMKIIOB MIOCPEACTBOM KaK XUMUUECKUX, TAK
" pepMEeHTATUBHBIX CHHTE30B. McciiemoBaHMs B 5TOM HallPaBIIeHUH pa3-
BUBAJIMCH HE TOJIBKO B KOHTEKCTE ITPOOJIEM TTPEIOMOIOTMUECKOM 9BOITIO-
LMW, HO U B CBSI3U C PEIIICHNEM TOCTaTOYHO OTIAJIEHHBIX 3a1a4. Tak, Harmpu-
Mep, B OIBITAX, UMEBIIMX 1EJIbI0 BBeICHUE (DIyOPECLIEHTHON METKHU B
MTOJTMHYKJICOTUIHYIO TIeTTh, CHHTETUYECKIE Te30KCUPUOOHYKIICO3UIBI
3aMelIeHHBIX TITEPUANHOB (3-MEeTHI-U30KCAHTOIITepUHA WU 4-aMH-
HO-6-METUINITEPUANHA) OCPEICTBOM aBToMaTYeckoro cuaTe3a JJHK
13 hocHOUMUI-aKTUBUPOBAHHBIX HYKJICO3UIHBIX MIPEIIIeCTBEHHUKOB,
BKJTIOYAJTICH KaK aHAJIOTH TyaHO3WHA 1 alcHO3WHA B KOHIIEBBIC 1 HEKOH-
IIeBBIE ITOJIOKEHMST IMOJMHYKICOTUIHOM 1eTT. biaromapst cXoacTBy cTe-
PUYECKIMX TTapaMeTPOB MITEPUIMHA U TTypUHA, 3aMeHa ITypUHOBOTO KOMITO-
HeHTa Ha ITePUANH He TIPUBOIMIIA K CKOJIBKO-HUOYIb Cephe3HOMY Hapy-
meHnro cTpyKTyphl JIHK, 0 9eM cBUIeTeThCTBOBAIM TEMITepaTyPHI TUTaB-
JIEHUST ITepUINH-COEepKaIIeTo M KOHTPOJIBLHOTO ITOJTMMEPOB, a TaKKe
aHaIu3 MPOAYKTOB UX (hepMEHTAaTUBHOTO Iruapousa [42-44]. Uccneny-
eTCs TaKKe XMMWUYECKUI CUHTE3 HYKICO3UIHBIX U HYKJIEOTUIHBIX
MPOU3BOJHBIX U30a/UIOKCA3MHA U S-/1e3a3arn30a/JI0KCa31Ha C LIeJIbI0 UX
TTOCIIEAYIOIETO BKITIOUSHUS B OJIUTO- U IIOJTMHYKIICOTHIBI, IPEUMYIIECT-
BenHo B JIHK [28, 37, 38, 41, 84, 105, 106]. B xome aTux ncciegoBaHuit



Koghepmenmor u s6onoyus mupa PHK 347

A b
HO\EPI?/” ? NlB N|B N8 'k
N\ He3soken- [ - -
PI/I6IVIT PVI6I(<53 Punbosa pmﬁtl)gam pjggggm ﬂmeéi}ﬁg”\

5 5 3 é‘\3'\ 5 \3' 5I \3 5 3
AN
ICRTNCRGIRCIS

Puc. 1. [lpumepsl KOBaJIECHTHOTO MPUCOENUHEHUSI KODEPMEHTOB K MOJUHYKIIEO-
TUJAM.

A — FAD moxet 3amectutb ATP nipu 5'-KOH1IEBOM MHUIIMALIMKA MATPUIHOTO CUHTE3a
PHK, xaranuszupyemoro PHK-nonumepasoit Escherichia coli (DMI — 7,8-numernii-
MU30aJIJTIOKCAa3MHOBBIN 0cTaTOK (hyiaBuHa, A — aneHuH, NB — HykjieMHOBOe OCHOBa-
Hue). Tak ke MosxeT mprcoequHATEcst NAD [79].

B — npucoeannenue ocratka NMN' B 3'-KOHLIEBOE ITOIOXEHHE, KATATU3UPYEMOE
TepMUHaAJIbHOU TpaHcdepa3zoit u3 Tumyca tesieHka (NA — HukotuHamua, NB — Hyk-
JIeMHOBOE OCHOBaHue [75].

YIaJIOCh, BYaCTHOCTH, ITOJTy4dnTh MoJieKybl [JIHK, conepskaiiue paBu-
HOBBII OCTATOK (HYKJIEO3WIHOE TPOU3BOTHOE N30MJUTOKCA3HA), TIPOSTB-
JISTIONINIA KaTaTUTUIECKYIO U (DOTOKATATUTUIECKYIO aKTUBHBOCTD B
peaxkiusIx nepeHoca 3jekTpoHa [15, 41, 83, 105]. Kpome Toro, ncronb3yst
MIPUEMBI XUMITIECKOTO CUHTE3a, YIAJIOCH ITOJTYIUTh KOHBIOTAThI (DOJTMEBOI
KHWCJIOThI C KATAIMTUYECKU aKTUBHBIM MTosiMpuboHykieotuaom [80]. CuH-
Te3MpoBaHbI Takxke MOHOMephI [THA, conep:kaliiive B KauecTBe a30THC-
TOTO OCHOBAHMST N30aJUTOKCA3MHOBBIN TeTePOIINKIT, M ITOKa3aHa MX CITO-
COOHOCTB ITPH BKITIOUEHUH B TIOJTMMEPHYIO LIeTTh 00pa30BBIBATH BOIOPO/I-
HbI€ CBSI3U C KOMILJIeMeHTapHbIM ocHoBaHueM B 1ienu JIHK [55].
HdpyrumMu aBTOpaMM ObLJIa TTIOKa3aHa BO3MOXHOCTH KOBAJIEHTHOTO
BKJTIOUEHMSI KOPEPMEHTOB B KOHIIEBEIE TTos1oxKeHust MoJieky1 PHK B peak-
LUSIX, KaTaTU3UpyeMbIX (pepMEHTHBIMU OesikaMu U pubosumamu (puc. 1
u 1a6u. 1). Eme B 70-¢ roasl A.I. ManbiruasiM 1 M. ®. lleMaKkuHbIM
6b110 yeTaHoBeHO, YTo NAD* u FAD mornu 3amensitb ATP B kauectBe
WHUIIUHPYIOIIETO HYKJIeOTHIa ITpu MaTpuaHoM cHTe3e PHK, kaTammsn-
pyemom PHK-nomumepa3zoit Escherichia coli[79] (cm. tabin.1). [To3nHee B
nadoparopuu JI. Oprest ObUI0 MOKa3aHO, YTO TepMUHAIbHAsI TpaHcde-
pasa u3 Tumyca tejieHKa Bkmodaaa NMN 13 rpeaiiecTBeHHUKA HUKOTUH-
aMUJI—MOHOHYKJIeo3u1 5'-Tpudocdarta K 3'-KOHILY OJIUTOAE30KCUPUO0-
HYKJIEOTH/1a, a TOJIMHYKJIeoTHIKMHa3a T4 ucrnosib3oBajia B KauecTBe CyocT-
pata NMNT* [75]. B aToM Xe ncciiemoBaHUU OBIJIO YCTAHOBIIEHO, YTO
NADPH wmor city>kuTh npekpacHbIM cyOCTpaToOM JUIsl KaTalu3upyeMoit
noJimHykiaeotuadochopmnasoit Micrococcus luteus peakuumy yIIMHEHUS
3aTPaBOYHOIO MpaiiMepa 1 nojarmMepusannu (cM. Taos. 1). Hakonelr, B orbitax



M. C.Kpuyxuii u T.A. Teaecuna

348

"Tie0QUdNONOEQTHUAO LIIOLHEONOEH-IMLOW-¢
"d LV OLOONd BITHLIOAINAH 0IOMOIAdMHIMHI QE10OREN € HITRHOEIIOID]] |

EUHOMXOLOL

xigHrogenodn xiIgHIMruwedood wo  gendude  AIIIITHONOH I9ULOJINAHOT norudawn (rucogud-q-¢-mio

-MHREOELIIOLOU O EOLHUD UMMOOhUNHUY -UI0(O0@ U J9EIHOY -UIr00QUAUINOELI]f -€d1(-,7)-§-ITMLONHII-Q 7 -OHUNE-{,

EUHOXOLOLl HolrudaLu

XIgHrogenodin XIHIMTHNePood Wo  keHdnde  SI9EIITHONIH MIULOANMAHOT -(HQ)/L-(rneoHedAdoond-q-¢-no

[2y] -MHREOEAIrOLOU O EOLHUO UMMOORMNMY -HUIO(O0O@ U J9EIIHOY -UIr00QUAUINOLI]f  -MOEIN-,7)--IIULIN-9-OHUINE-{,
EUHOXOLOL

XIgHT0genodin XIHIMTHWePood Wo  keHdude  SI9GIITHONIH IIIULOSINAHOT Nmoqsmohn-mmwv L-(1rneog

[LZ] -MHBEOEL9IrOLOU O EOLHUO UMMOORMNMY -UIO(O0@ U JM9EIIHOY -UIro0QuduoNoed]f  -ud-(-g-uMoeol-7)-g-IrmLon—¢

eMHOIAL 8D endude

[cL] -Awmni eu eeedodonedr senarennnda], -uropood IIOHOM-, ¢ MHIT NIAN
snony sn2205  yendue  BUHINOIOI

[1L] -onopy eeerndo@ooP-ITULOINMAHUIOL] -UTOPOOE  SIIGINHONOH MHA davN

TIOHOM -, G MHd Leoopodui-HUWEH ],

TIOHOY -, G MHd LeoopHumen],

(o414 u1 UUIILIRD KeHTUdITII TIOHOM -, G MHd V WHEHEOY

[¢s]  1Arodi) mueogud UIINHONERE— B -HBO(DIOD TIOHOY -, MHJ davN

pjiydoutidyy vuawdyn.a]  endupe IIQHON -, G MHd V WHEHEOY]

[91] en enneooud suodod seHHOROdOM K -nrohood TIOHOY -, MHJ LavN

1102 v1ydLIYISH  veHdupe |IOHOM-, G MHd avd

[6L] eeedomurron -)HJ sewnoudes-)HY -urodood {IOHOM-, ¢ MHJ LavN
9Ll € KUHOh

BII190)) doxeeuirerey] HEBED L] ULOOIMAHUIIO] | 3OLBLOO UIIHHOHUIQ0oUd] |

=01 e OLOJN

WETHLOJINAHUION M I'AMIIOIN XITHHIALITod H 90LHINdI(od dMHIHNTI0INdII QOHLHIIrRd0Y]
[ enmrQe],



Koghepmenmor u s6onoyus mupa PHK 349

P.P. Bpeiikepa n Ix.®. JIxoiica Coenzyme—OH
OBLIO MTPOAEMOHCTPUPOBAHO, UYTO \i |
YKOpOYEHHasl Bepcusi pudbo3nma
u3 Tetrahymena thermophila xara-
JIU3UPYET BKIIIOUEHHE B COOCTBEH-
HYI0 MOJIEKYJTy ocTaTkoB NAD* 1
nedocdopunupoBanHoro CoA
[16]. B mpyrom miccrremoBaH1 Ka-
tantruyecku aktusHast PHK npu-
COEIMHSIIA KaK HYKJIEOTU/IbI, TAK
nkogepMeHThl, Harpumep, FMN, 5— CUCUCU
NADP*, TPP, u CoA x 5'-rua- OH
POKCHUJIaM HYKJIEOTUIHBIX OCTAT- c
KOB COOCTBEHHOI MOJIEKYJIbI, Ha- Coenzyme—p
XOASIIIUMCSI B TEPMUHAJIbHBIM GGGAGG
TMOJI0>KEHU U WU OTKPbIBAIOIIIM-
Csl MIPU OTILIETJIEHUU OJIMTOHYK-
JleotuaHoro ¢pparmenra [53, 58].
Peakiinu, nexaitiye B ocHoBe (hop-
MMPOBaHUsI 3TOTO CBOEOOPA3HOTO
«K3Ia», TIpeICcTaBlieHbl Ha puc. 2.  Puc. 2. Karanusupyemoe pubozuMom

HOJ‘[I/IHYKJ‘[COTI/II[I)I CHOCO6HBI BKIIFTOUEHUEC KO(i)epMeHTHI)IX OCTaTKOB B
TAKKE K CIIELUPUIECKOMY HEKO- CO6CTB€HHYIUO IOJUHYKJIEOTUIHYIO LIelb

YKOPOUYEHHO Bepcur pubo3ruMa rpyiibl A.

BaJICHTHOMY CBSI3bIBAHU 0 KO(hep-
MCHTOB 1 IPYIiX KATAIMTUHCCKH dhocdo-CoA) arakyer 3'-ruapOoKCUIbHBIM
aKTUBHBIX JMranaoB. Passurue OCTaTKOM 5'-CaliT CcrutaiicHra ¢ BbILLIET -
meronoB SELEX 1o3Bosiser ce-  jenuem 5'-sk30Ha u MPUCOETUHEHNEM
TOOHS BBIICIATh U3 XaOTUUYECKUX  cOOCTBEHHON MOJIEKYIIbI K pubo3umy [58].
Ha0OpPOB MOJUHYKJIEOTUIHBIX
MOCJIeIOBAaTEIbHOCTEN anTaMepHble KOMILIEKChI, T.€. CUHTeTUYECKUE
MOJIMHYKJIEOTUIbI, CIEHM(MUIECKU U C BLICOKUM CPOJICTBOM CBSI3bIBAIO-
ye ornpeaenaeHHbIi aurany [60, 92] (Ta6:. 2). Mcroab3ys 3TOT MOAXO0,
yIaJ10Ch TIOJTYYUTh ariTaMepbl, 00J1a1ato11e CPOACTBOM K psiy KohepMeH-
TOB M POJACTBEHHBIX MOJIEKYJI, HanpuMmep, pudodaasuny, FMN, FAD,
NMN*, NAD*u BoccTaHOBJIEHHBIM (hOpMaM JIBYX ITOCJICIHUX MOJIEKYJI
[33,70, 101]. BoicokoadduHHOE B3auMoOIeiiCTBHE JINTaH1a U afiTaMepa,
00YCJIOBJIGHHOE CTEPOXUMUYECKUM COOTBETCTBMEM MOJIEKYJIbI JIMTaHAa
1 TTOJIOCTU B CTielM(bUIECKU YIOKEHHOMN MOJMHYKIEOTUIHOM LIETH JI0TTO0JI-
HUTEJIbHO MOJIEPXKUBAETCS 3a CUET BOJOPOIHbBIX CBS3El reTepOLUKINYeC-
KO rpyniibl KOhepMEeHTHOI MOJIEKYJIbI, Harpumep, 1,3-nukero-7,8-au-
METUIN30aJIJIoKca3nuHa, ¢ ocHoBaHusimu PHK [33].

[TpuBeneHHbIE BbIlIE MPUMEPbl KOBAJIEHTHOIO U CIelU(UIECKOro
HEKOBaJIEHTHOTO MPUCOeIMHEHUSI KO(EPMEHTOB K MOJMHYKJIEOTUIaM He

p

ucucu
c0o0 00
GGAGG

Monexkymna kodepmenTa (NAD ‘mmm ne-
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Tabmmma 2
KodepMeHTbI M poICTBEHHbIE COEANHEHNS,
cnempuyecku ceasbiBaembie PHK—antamepavn

CoenuvHeHue | Ccbuika CoenuHeHue | Ccbuika
Pubodnasun [70] NMN" [70]
S-ne3azapudodiaBuH [70] NAD [70]
FMN [33, 54] NADH [70]
FAD (umm FADH,) [101]

HMCUYEPNbIBAIOT BO3MOXHBIX MyTel MPUOOPETEeHUS TOMOJTHUTEIbHBIX
KaTaTUTUYeCKUX (hyHKIIMI MOJIeKyJIaM1 HYKJIEMHOBBIX KUCJIOT. Tak, Harpu-
Mep, BO3MOXHa XMMUUYecKass MoAubUKalMs MypUuHOBBIX OCHOBaHUM
camoit PHK, npuBoasiiasi K 9KCIOHMPOBAHUIO peaKIIMOHHOCTIOCOOHbIX
MMUAA30JbHBIX pagukaios [81]. Takum 06pa3omM, MOXKHO 3aKJIIOYUTh, UTO
BHeApeHue KohepmeHToB B Mup PHK BrojsiHe peajibHO B XUMUYECKOM
OTHOILIEHUHU U, D0Jiee TOTO, CaMU KO(PEPMEHThI MOTYT pacCMaTpUBaThCS
KaK XMMUYECK1Ee KOMITIOHEHTHI 3Toro Mupa. OgHako cam (hakT Haaudust
KO(epMEeHTOB ellle He 0OBSICHSIET, KaK WX MPUCYTCTBUE MOTJIO YCUIUTD
KaTaJuTUYECKY0 aKTUBHOCTb CBSI3aBILIMX UX MOJUMEPOB B OTCYTCTBUE
crietiuuyeckrx arnoodeakoB. BaxkHo MOHSITh, TpU KaKKX YCIOBUSIX Kodep-
MEHTbI MOTJIM peajlu30BaTh CBOU KaTaJuTUUYeCKue (PYHKIIMU BHE CBSI3U
co crneurUuIecKuM OeJIKOM.

III. POTOKATAJIMTUYECKUE ®YHKIINN
KO®EPMEHTOB

XO0poLIo U3BECTHO, YTO B CBOOOIHOM COCTOSIHUU MOJIEKYJIbl KOdep-
MEHTOB IMPOSIBJISIIOT OTHOCUTEJIbHO HU3KYIO peaKIIMOHHYIO CTTOCOOHOCTh
10 CPaBHEHUIO C TAKOBOI B (pepMeHTHBIX KoMILIekcax. [ToMmrMo cBs3bI-
BaHMUSI C alTOOEIKOM CYILIECTBYET U MHOU MyTh MOBBILLIEHUSI XUMUYECKOM
aKTUBHOCTU 3TUX COEAMHEHUI, a UMEHHO, (DOTOBO30YXIEHUE UX MOJIe-
KYJ1, PUBOJSIILEE K MOLIHOMY YCUJIEHUIO PEAKIIMOHHON CIIOCOOHOCTHU
MHoOrux KogepmeHToB. [IpucyTcTBre B O6ejike apoMaTUIECKUX aMUHO-
KHUCJIOT, TacsIIMX SHEPTHIO BO30YKIeHUsI XpoModopa, MOXKET MPUBOIUTD
K yTepe (POTOXMMUYECKOI aKTUBHOCTU CBSI3aHHOTO KO(DepMeHTA.

B HacTosiiiee Bpemst Haubosee u3ydeHbl (POTOXMMHUUECKUE CBOMCTBA
(1aBUHOBBIX KODEPMEHTOB 1 POJICTBEHHBIX UM COSIMHEHU I [CM. 0030pbI
47, 96]. Ipyroit rpyroi coeqnHEeHW, TpUBIcKaOIIei BHUMaHUe
(GOTOXMMUKOB 1 (POTOOUMOJIOTOB, SIBJISIIOTCS KODEPMEHTHBIE TPOU3BO/I-
Hble 2-aMUHO-4-0KCUTITEpUAMHA (MTEpUHA) U HUKOTUHAMM/IA, a TaKXkKe
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HEKOTOPBIE CTPYKTYPHO OJIM3KMe UM coeauHenwus [2, 7, 8, 10, 11, 18, 39,
71]. UaTepec K uccaenoBaHuio (hJIaBUHOB U IITEPUHOB B OOJIbIION Mepe
00yc0oBJIeH X (DyHKIIMOHUPOBAHUEM B KauyecTBe (DU3MOJOTMYECKUX
¢oToceHCcOpoB Y psiaa GPEPMEHTOB U PETYISITOPHBIX OCJIKOB.

[Tomumo ynbrpacduosieroBoii paauaiiuy B ooaactu 250+280 HM, mor-
JIOIIaeMOU OCHOBAHUSIMU HYKJIEMHOBBIX KUCJIOT, (DJIAaBUHbBI, NTEPUHbBI 1
BOCCTaHOBJIEHHbIE HUKOTMHaMUbI rorjoliatoT B UV-A obnactu Mexay
300 1400 M. Kpome Toro, (1aBUHBI MOTYT BO30YKIAaThCsI KOPOTKOBOJI -
HOBBIM BUAMMBIM CBETOM C JTMHOM BOJTHBI 710 500 HM. JJIMHHOBOJIHO-
BBl TIpeies MOTJIoNIeHUsT uX Ae3a3adIaBUHOBBIX aHAJOTOB HECKOJIbKO
CIABUHYT B KOPOTKOBOJHOBYIO 00J1aCTh 10 CpaBHEHUIO C (hjlaBUHAMU U
pacmoIoXeH B Hayajie BUIMMOTO auaria3oHa criekrpa [87]. [taBHyto poib
B mpoiiecce Bo30YyKaAeHUsI KOPEPMEHTOB UTpaloT IreTepOoLMKINYeCcKue
OCHOBaHMUSI, OJIHAKO MTapaMeTphl Mpoliecca, Kak 1 0COOEHHOCTU CBOWCTB
BO30Y>K/I€HHBIX MOJIEKYJT, B O0JIBILION Mepe MOIBEPKEHbI BIUSIHUIO CTPYK-
TYPbI U JIOKAJIU3aLIMK O0KOBBIX Ipyril. CUHIJIETHO-BO30YKI€HHbIE MOJIE-
KYJIbl KUCCJIeIOBaHHBIX KO(pepMeHTOB 3(h(HEeKTUBHO KOHBEPTUPYIOTCS B
TPUILIETHBIE cocTosTHMA [ 18, 67, cM. Takke 0630p 96] (puc. 3). [TocKoabKy
TPUTIETHO BO30YXJIEHHBIE MOJIEKYJIbl MOTYT BCTYMaTh B XMMUUECKUE
B3aMMOJIEMCTBUS B pacTBOpE, TOTJa KaK (DOTOXMMUUYECKOE TYIIIEHUE BO3-
OYXXII€HHBIX CUHTJIETHBIX COCTOSTHUI OCYIIECTBIISIETCS JIUIIb B OpPraHU30-
BaHHBIX CHCTeMax, HalpuMep, B PeaKIIMOHHbBIX 1IeHTpax (hDOTOCUHTE3A,
MMEHHO TPUILJIETHbIE COCTOSIHUSI MPECTaBIISIIOT HAMOOJIBIIIUI MHTEPEC
JIJIS1 aHAJIM3a ITPOLIECCOB MPEeI0MOOTMUeCKO 3BoIOIMK. Bpems XKuzHu
TPUTUIETHBIX COCTOSTHUM (DIIaBUHOB W TITepWHOB (TIpH U3MEpPEHUN B
HU3KOTEeMITepaTypHBIX YCJIOBUSX) nocTuraet rnopsiaka 0,1+1,0 c 1 Mmoxer
3P HEKTUBHO TYIIUTHCS PSIIOM peareHTOB, MHUIIMUPYS (POTOXUMUIEC-
ke peakumu [ 10, 18, 0630pb1 47, 96]. CTaHgapTHBIIA OKUCIUTEIBHO-BOC-
craHoBuTe bHBIA noTeHuman (E)) drnasuHos, HanpumMep, pudbodiiasrta
i FMN, cocrasisier —0,22 B, T.e. BocCTaHOB/IEHHBIE (DJIABUHBI SIBJISIIOTCS
CUJIbHBIMU OMOJIOTMYEeCKMMU BoccTaHOBUTeIsIMU. [Tepexo B TpUILIeTHO-
BO30YXKIE€HHOE COCTOsIHUE ciBUraeT 3HaueHue E'  penokc-napbi 1o +1,85
B BcieacTBue sHepruzaumnu okuciaeHHon ¢opmbl. biaarogapst Beicokori
3JIEKTPOHOMPUIBHOCTU 3Ta (PopMa CTAHOBUTCS CITIOCOOHOI aKIENTUPO-
BaTh 2JIEKTPOHBI OT Pa3JIMYHbBIX JOHOPOB, B TOM UUCJIE U COEAUHEHU C
BBICOKO TOJIOXUTEIbHBIM 3HAU€HWEM CTaHIApTHOIO MOoTeHLIMaia (puc.
3). Peaxiiusi mporekaeT no cBOOOIHO-paauKaaIbHOMY MeXaHu3my (8, 47,
71, 96] 1 B uTOTE MPUBOIUT K 00pa30BAHUIO aKTUBHBIX META0OTMIECKIX
BOCCTAHOBUTENEH — TUTUAPO(IaBUHOB WU IUTUIPO- U TETPAruaponTe-
puHOB [47, 68, 96].

JoHopamu 3/1eKTpOHa MOTYT CJTY>KUTh TMperojaraeMble yd4aCTHUKHU
MPpeadHOoJOTMYECKHUX MTPOLIECCOB XMMUUECKOUN 3BOJIIOLIMU, HAIPUMeED,
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PEAKLIMW BO3BY>KAEHHbIX
®NABUHOB (FL*) U MTEPUHOB (PT*)

Pomocbusuyeckue npouecchl

Bo3byxneHue:

FL+hA — 'FL - °FL PT+hi —» 'PT - °PT
Menepauus '0,:

*FL+0, - FL+'0, *PT+0, — PT+'0,

MepeHocC 3Heprumn ot Bo30YyXAEeHHOro NnTepmHa Ha chnaBuH
B akTuBHOM uUeHTpe [QHK-choTonumasbi:

'"PTH,+FLH, — PTH,+'FLH,

PomosgoccmaHoerieHue u gpomokamarnus
OOHOpP-aKuenmopHo20 rnepeHoca 3/1eKmpoHa

doToBOCCTAaHOBJIEHMUE:
*FL+D — FLH+D,, *PT+D — PTH +D,,
SFL+D — FLH+Doy *PT+D — PTH,+Dx

*PTH,+D — PTH,+D,x
MepeHoc anekTpoHa oT AoHopa (D) k akuentopy (A):

SFL+D+A — FL+Dgy+A eq *PT+D+A — PT+Dgy+Aceq

LUnknuyecknin nepeHoc anektpoHa ot FADH, Ha nupuMnanHoBbIi
anmep (Pyr<>Pyr) B JHK cdoTonunase:
'FLH,#Pyr<>Pyr — FLH+Pyr<>Pyr" — FLH,+2Pyr
®omoaddykuus priasuHo8 u posiamos (FOL)
*FL+D-R — FL-R + Doy *FOL+C,—D — FOLH4~C+Dy

Puc. 3. CxemaTrueckuii 0630p TUMOB peakiinii BO30YKI€HHBIX (DJIABUHOB U ITEPUHOB.

FL — dnaBunsbl, PT — nrepunsl, FOL — donuesas kucnora. Mcrnonab3oBaHHbIE
cuMBoOITE ¥ 0603HAYAIOT, COOTBETCTBEHHO, BO30OYKIEHHOE, BO3OYKIECHHOE CHHT-
JIETHOE U TPUILIETHOE COCTOSIHUS MOJIEKYJl. D — MOHOp 3/1eKTpoHa, A — akiienTop
9JIeKTpoHa. B peakiusax ¢hoTtoaaayKiuu Bo30YKAEHHbIN (piiaBUH ycTaHaBJIMBAET
KOBAJIEHTHYIO CBS13b C OCTaTKOM MOJIEKYJIbl—I0HOpa 3JieKTpoHa. Bo30ykieHHbIe
MOJIEKYJIbl ITEPUHOBIO MPOU3BOAHOTO, (POJMEBON KUCIOTHI, IEPEXOAST B BOCCTAHOB-
JIeHHbIe (DOPMBI U MPUCOEAUHSIOT OJHOYIJIEPOIHbIN ((hopMumibHbII) panukan (C,)
MOJIEKYJIbI-ToHOpa [2, 8,12, 47, 67, 63, 71, 96, 104].
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KapOOHOBBIE KUCIOThI, AMUHOKHUCIIOThI, CIUPTHI, @ TAKXKE 3TUICHANAMUH-
MOHoaleTaT (MOHOMEPHbI KOMITOHEeHT ckesieTHoi yactu [THK) u ero
alLeTUIMPOBAaHHbIE MPou3BoaHbIe (E] M1 sTMIIeHIMaMUHTETpaaleTara
BBICOKOIIOJIOXKUTEJICH U cocTaBsieT pubausuresbHo +0.40 B) [47]. Ana-
JIOTUYHBIM 00pa30oM Be/lyT ceOsl M MITePUHbI: UX BOCCTAHOBJIEHHBIE (POPMBI,
OCOOEHHO TeTParuapOINTePUHBI, SIBISIIOTCSI CUJTbHBIMUA BOCCTAHOBUTE/ISIMU
(E; okono —0,50 B), a ronostHUTE IbHAS SHEPT WS, KOTOPYIO MOJTyYaeT Mpu
BO30YXIEHWUU B TPUILIETHOE COCTOSIHUE UX OKMCJIEHHAsI MOJIEKYJ1a, paBHA
2,503B[10, 18, 67]. BO3MOXHBIM pe3yJIETATOM B3aUMOIECTBHS BO30OYXK-
JIEHHOTO (pJIaBUHOBOTO WJIX MMTEPUHOBOTO ((h0IaTHOTO) TTPOU3BOHOTO SIB-
JisieTcsl Takke 00pa3oBaHKe KOBAJIEHTHBIX a/UTyKTOB C COEIMHEHUEM — JI0-
HOpOM 3JjieKTpoHa [12, 96].

[py HaIMYKMK aKLIENTOPa 3J1eKTpoHa, HanpuMmep Fe**-Liuroxpoma b,
BO30Y:KAeHHbIE (hIaBUHBI U ITEPUHBI KATATU3UPYIOT MEPEHOC 3JIEKTPOHA
OT IoHOpa Ha akuenTop. [Tpoiiecc MOXET MPOXOIUTH KaK B aHA9POOHbIX,
TaK 1 a3pOOHBIX ycioBuUsIX [9, 47, 96]. [IpucyTcTBre KUCI0POAa CUTBHO CHU-
JKaeT MPOAOKUTEIbHOCTb XKM3HU BOCCTAHOBJIEHHBIX MOJIEKYJT 3THUX Kodep-
MEHTOB U, KpOMe TOTO, MPUBOJUT K UBMEHEHUIO MeXaHU3Ma Tpoliecca
BCJICICTBYE TeHEPAIlUM CUHIJIETHOTO U APYTUX PeaKIIMOHHO-aKTUBHBIX
(opmkuciopona. Tem He MeHee B a3pOOHBIX, KaK M BaHA3POOHBIX YCJIOBUSIX,
(hoToceHCMOMIM3NPOBAHHBIE (DJTABHHAMHM M TITEPUHAMHM PEAKIIMU MOTYT
MPUBOAUTH K HAKOITJIEHWIO CBOOOIHOM SHEPTUU B MPOAYKTaXx [6, 9, 47, 96].

CeHcubuaM3upoBaHHbIe KopepMeHTaMu (hOTOpeakIuK PeaTn3ytoTCsl
He TOJIbKO B BOIHOM PacTBOPE, HO 1 B YCIIOBUSIX, KOTIa KODePMEHT, HaIlpu -
Mep, TUNoMUIbLHOE MPOU3BOJHOE (h1aBUHA, BKJIIFOUEH B UCKYCCTBEHHYIO
JIMMUAHYI0 MEMOPAHY U CITYKUT (DOTOKATAIM3aTOPOM TpaHCMEMOPaHHOTO
IepeHoCca OKUCIUTEIbHO-BOCCTAHOBUTEILHBIX 3KBUBajAeHTOB [104].
Taxkoke BbICKa3bIBaJIOCh MHTEPECHOE MPEANOJOXKEHNE O BO3MOXHOCTHU
(byHKIIMOHMPOBaHUS B MEMOpaHe CBETO3aBUCUMOTIO ITPOTOHHOTO Tepe-
HOCUMKa, B OCHOBE JIESITEJIbHOCTU KOTOPOTO JIEXKUT pe3Koe (Ha MOpsIIKU
BEJIMUMH) pa3jinure KOHCTAHT JUCCOLMALMU MTPOTOHA OT (hJIaBUHOBOM
MOJIEKYJIbI, HAXOASIIIEICSI B OCHOBHOM U BO30Y>KIeHHOM cocTostHIH [ 104].
OnmHaKo 3KCITepUMeHTAIbHBIC TTOATBEPXKICHNS 3TOM THITOTE3hI TTOKa He
MOJTyYEeHBI.

PaccmarpuBast poToxumMmuueckue cBOicTBa KO(epPMEHTOB, CYILIECT-
BEeHHBIE TS TIPOSIBJICHUS (POTOXUMMYECKOM aKTUBHOCTH 3TUX COCTIHE -
HUI1 B OMOJIOTMYECKUX U TTPEAOMOIOTMYECKUX CUCTeMaX, CIeIyeT TakxKe
Y4eCTb BO3MOXHOCTD X YJacTUs B 00pa30BaHNN YCTOMUMBBLIX HEKOBA-
JIEHTHBIX KOMIUIEKCOB. OO0pa3oBaHNe CTIKUHT-KOMILIEKCOB, KaK C apoMa-
THYECKUMH paJguKajJaMHM caMoil KohepMEHTHOM MOJIEKYJBI, TaK U C
LUKINYECKUMHU CTPYKTYPaMU COCETHUX MOJIEKYJT, MOXKET UMETh CYILIeCT-
BEHHOE 3HaYeHMeE ISl TIPosIBIeHUS ee (PoTohU3nIecKnX U (hOTOXUMU-
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YeCKMX CBOMCTB. Tak, CTAKMHI-B3aUMOIEICTBUE FETEPOLIMKIOB B MOJIe-
kyie FAD, npuBogsiiiee K mepeHoCcy SHepruu BO30YKIeHUs OT U30aJUTOK-
ca3uHa K aJIeHUHOBOM YaCTU MOJIEKYJIbl, 00YCIOBJIMBAET CHUXKEHUE MHTEH-
cuBHoCTU utyopecueHunu FAD 1o cpaBHeHUIO ¢ pubodhIaBUHOM WU
FMN [109]. AHanornuHbIM 06pa3oM MHTEHCUBHOCTD (hyopeclieHIIMU
MOJIEKYJT (pOJIMEBOI KMCIOThI OTHOCUTEIBHO HEBEJIMKA 110 CPaBHEHUIO C
JIPYTMMU MITepUHAMU BCJIEACTBUME B3aMMHOTO TYILLIEHUsI BO30YXIEHHbBIX
MTePUIMHOBBIX FETEPOLIMKIIOB, 00pPa3yIOLIMX CTAKUHT-1aphbl [112].
DOoTOXMMHUYECKIE CBOMCTBAa BOCCTAHOBIEHHBIX KOPEPMEHTHBIX
MOJIEKYJI ITEPUAMHOBOM U U30aJIJIOKCA3MHOBOU MTPUPO/IbI UCCIIEIOBAHbI
HECKOJIbKO Xy>Ke 10 CpaBHEHUIO C OKMCIEHHbIMU (popmamu. MOXXHO oTMe-
TUTh, OJIHAKO, YTO B OMOJIOTMYECKON CUCTEME, a UMEHHO B cocTaBe dep-
MeHT-cyocTpatHoro komriekca JIHK-doTonuassl 1 Mki100yTaHOBBIX
nmupuMUAMHOBLIX tuMepoB JIHK , cuHrieTHO BO30yKAeHHBII BOCCTAHOB-
JieHHbI auruapodiaaBuH-aHuoH (FADH") ¢pyHkuMoHupyeT B KauecTBe
noHopa aekTpoHa [103]. B To xxe BpeMst aurnapodopma NTepuHoB (Ipo-
MEXXYTOUYHAs CTausl ABY3JIEKTPOHHOTO BOCCTAHOBJIEHUSI 3THUX COEeIMHE-
HUIi) MOXET TOJ1 BAMSIHUEM CBeTa MpeBpaliaThCsl B MOJHOCTbIO BOCCTa-
HOBJIEHHYIO TeTparuapodopmy [67]. UTo KacaeTcss HUKOTUHAMMIHBIX
koepmerntoB NAD* 1 NADP*, To nig HUX XxapakTepHO MPOsIBJIEHUE
(OTOXMMUYECKOI aKTUBHOCTU UMEHHO B BOCCTAHOBJIEHHOM (AUTUAPO-)
dopwme. B orcyrerBue kucinoponma NADH n NADPH nposisisiioT cBoiicTBO
CUJIBHOTO BOCCTAHOBUTEJIsI, CIIOCOOHOTO BOCCTaHABIMBATh TaKME HU3KO-
MOTEeHIMaJIbHbIE aKIIENITOPbI, KaK (heppeTOKCUH U METUIBUOJIOTEH. 3Ha-
yeHue E; U118 0CHOBHOTO COCTOSIHUS HUKOTHHAMUIOB paBHo —0,32 B, B
TO BpeMsI Kak J1s1 heppedOKCUHOB OHO cocTaBiisieT —0,43 B, a mis nuru-
PONUPUINUIOBOTO ITPOYKTa BOCCTAHOBJIEHUSI METUJIBMOJIOT€HA 3Ta BeJIU-
yuHa paBHa —0,79 B. TeM caMbIM BOCCTaHOBJIEHHbIE HUKOTMHAMUIHbIE
KOo(EepMEHTHI, MOA00HO (hJlTaBUHAM U MTEPUHAM, CEHCUOMIN3UPYIOT
MEPEHOC 3JIEKTPOHA IPOTUB TEPMOAMHAMUYECKOTo rpagueHTa [11].

IV. DOTOCEHCOPHBIE ®YHKIINN KOPEPMEHTOB
B BEJIKAX

doToxuMHUYecKast aKTUBHOCTH KO(EPMEHTOB IITMPOKO pean3yeTcs
B COBpEMEHHBIX opraHusmMax. MccienoBaHusi, BHITOJHEHHBIE, B OCHOB-
HOM, B ITOC/IeIHEe JeCITUIETHE, TIPUBEJIU K OTKPBITUIO (POTOCEHCOPHOI
¢GyHKUMM (PIaBUHOB U MITEPUHOB B OeJiKax. ¥ HECKOJIbKUX IpymIl dhep-
MEHTHBIX U PETYJISITOPHbBIX OEJIKOB 3TU KO(hEePMEHTbI OTIOCPEAYIOT (DU3UO-
JIOTMYECKHU OTBET opraHusma Ha yjasTpacduoseroByto (UV-A u UV-B)
paaualrio U KOPOTKOBOJHOBBIN BUAUMBIN CBET, HATTPUMED, MHIYKIIUIO
KJIeTOYHOM 1M GhEPEHLIMPOBKU WU UBMEHEHUE MTapaMeTPOB LIMPKATHbIX
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putMoB. XoTs crierududeckas poroceHcopHast GyHKIMS YCTaHOBJIECHA
MoKa TOJIbKO /151 (DJIaBUHOB U HEKOTOPBIX NMTEPUHOB, €CTh OCHOBaHUsI
rnoJjiaraTh, YTo BO30YKJI€HKE CBETOM M HEKOTOPBIX IPYTUX KO(PepMEHTOB
CIYKUT (haKTOPOM PETYJISILIMY CKOPOCTU OMOKATATUTUYECKUX PeaKIIUiA.
Tak, BO30yXI€HHbIE MOJIEKYJIbl BOCCTAHOBJIEHHbBIX HUKOTUHAMMIHbIX
KO(EepMEHTOB MOAYJIUPYIOT KaTATUTUYECKYIO aKTUBHOCTb HEKOTOPBIX
(bepmeHTOB, HanpuMep, ruaporeHassl [3]. [TokazaHo Takke, YTO BO30YXK-
JIeHue ynsrpaduoaeToM nupuaokcaibgocdara, PyHKIIMOHUPYIOLIETO B
KayecTBe KoepMeHTa Npu (pepMEeHTATUBHOM JeKapOOKCUIMPOBAHUM
OKCUTpUNTO(MAHA B CEPOTOHUH, CTUMYJIMPYET 3Ty peakiuio [36].

M3BecTHbIE cerofaHs 6e/K1, B KOTOPBIX peau3yeTcst (poToceHcopHast
(byHKIIMS (hTABUHOBBIX M TITEPUHOBBIX KO(EPMEHTOB, B CTPYKTYPHOM TIjTa-
He pacrpeaessiioTcs o HeCKOJbKUM ceMmelicTBaM. [TepByto rpyrimy coc-
tapisiior JIHK -oromasel, T.€. (hepMeHTHI, KaTaIM3UPYIOLIE PeaKTUBa-
LIMI0 TTOBpeXIeHHbIX yibTpacduoietrom JIHK nocpencrsom katanutuuec-
KOTO paclleruieHus: AMMepOB, 00pa30BaBILINXCS B pe3yJibTaTe KOBaJIEHT-
HOTO B3aMMOJECHCTBUSI COCETHUX MMPUMUANHOBBIX OCHOBaHUi1 [46, 48,
103]. AHK-doTonmnazaM roMoa0rM4HbI KpUITOXPOMBI — ITUTMEHTHI, BOC-
MPUHUMAIOIIME CBET B ITpolieccax (hOTOPEryJIsiiiu pocTa U pa3BUTHSI pac-
TeHui 1 XUBOTHBIX [13, 17, 51, 72]. Kaxnas 6ekoBast MoJieKyna (hoTo-
JIa3 1 KpUIITOXPOMOB HeceT 10 1Ba XxpoModopa. B porommazax xpomodo-
poM I sBisteTcs BocctaHoBieHHbIA (prasuH, FADH, (Tounee rosops, ero
aHuoHHasi copma FADH™), pacroioxXeHHbI B aKTUBHOM LIEHTpe (ep-
MeHTa, a xpomodopoM II (cBerocoopikom) ciyxut nrepud, MTHE,
WJIU, B HEKOTOPBIX OPraHU3Max, Apyroe CoeIMHeHre KoHepMEeHTHOTO psia,
7,8-nunemetui-10-okcu-5-ae3azapudodaaBuH [78]. OYyHKLIMOHATIBHO
Jajgekue ot (hoTomas, Ho CTPYKTYPHO FOMOJIOTMUHBIE UM KPUTITOXPOMBbI
CBsI3bIBAIOT B KauecTBe (potoceHcopoB FAD u MTHF [17].

Ko BTOpOI1 CTpYKTYpHOI IpyIire MOXKHO OTHECTU OEJIKU, cojiepKaliiue
TaK Ha3bIBaeMble TOMeHBI PAS. DTN TOMEHBI, BBISIBIICHB B MHOTOUNCIICH -
HBIX PELENTOPHBIX U PETYISITOPHBIX O€JIKax y MpeacTaBUTeel BceX KpyIl-
HBIX TAKCOHOB, U X KOH(OPMAIIMOHHBIE N3MEHEHWS BOBJICYEHBI B TTPO-
Liecc repenaun perysitopHoro curHana. TepmuH PAS sBisieTcst akpoHu -
MOM Ha3BaHUI TeHHBIX OCJTKOBBIX IIPOYKTOB, B KOTOPBIX BIIEPBBIE OBIITN
uneHTuduumrpoBaHbl 31 foMeHbl: PER (period clock), ARNT (aryl hyd-
rocarbon nuclear translocator) u SIM (single minded) [110]. Pa3no-
BUIHOCTb 3TUX JIOMEHOB, CITIOCOOHAsI CBSI3bIBATh (PJ1aBUHOBBIN KODAKTOP
(FMN wunu FAD B 3aBUCHMMOCTU OT THIIa G€J1Ka) U OTBETCTBEHHAsI 3a IPo-
1LIECC BOCIIPUSATHSI OEJIKOM-PELICIITOPOM TAKMX BO3ICICTBUIA, KAK CBETOBOI
CUTHaJI, KOHLEHTpALMsI KUCIOPOa U YPOBEHb 3JIEKTPUUECKOTO MOTEeH-
nuana, nonyyuia HazBanue LOV-gomenos (Light, Oxygen, Voltage) [21].
K rpynne PAS (LOV) nomeH-coaepKaliyx 6eJ1KOB OTHOCUTCSI CEMENCTBO
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(OTOTPOINUHOB U POJCTBEHHBIX UM PACTUTEJbHBIX OEJTKOB, B OCHOBHOM
OTBETCTBEHHBIX 32 PELIEIIIMI0 CBETOBOTO CUT'HAJA B Ipolieccax (hoTOTpo-
nm3Ma [20, 21], a Takeke BbIACIEHHBIN U3 Tpubda Neurospora crassa GoTo-
peuenTopHbiit 6eok WCI (npoaykt reHa white collar 1), KOHTpoupyto-
LM TIPOLIECChI pa3BUTUS 3TOTo opranmn3ma [ 19,45, 73, 74]. Otu nonumner-
TUJIbI, B KOTOPBIX (DJIABUHOBBIN KO(hepMeHT, CBs3aHHbIN ¢ LOV-10MeHOM,
CIMoCco0eH K (hPOTOXMMUYECKUM peaKIUsIM, BIUSIOIIMM Ha KOH(OpMaLIUIO
JIOMEHA, U, KaK CJIe[ICTBUE, Ha (DYHKIIMIO caMOro OeJika, pacCMaTpUBaloTCs
KaK ITOTOMKM PEAOKC-UyBCTBUTEILHBIX 0eJIKOB [ 110]. B TpeTheii rpymie,
HUTpaTpeIyKTa3ax 3yKapuoTUUECKHUX OPraHU3MOB (COCYIMCTBIX pacTe-
HUIA, 3eJIEHbIX BOAOPOCJ/IEN, BHICILIMX TPUOOB), PEIOKC-COCTOsSTHUE OeiKa
Tak>Ke KOHTPOJIUPYeTCsl (POTOXMMUYECKON aKTUBHOCTHIO (DJIaBUHOBOTO
(FAD) xpomodopa [25, 82, 114]. B mociaenHue ronbl ObLIN OTKPBITHI €111e
JIBa THIa OeIKOB, (PYHKIIMOHATbHASI aKTUBHOCTb KOTOPBIX HAXOAUTCS IO/
KOHTpoJieM (POTOCEHCOPHBIX XpOMODOPOB (hJIABUHOBOK MPUPOJBI:
akTuBupyeMasi ceeroM FMN-cBsi3bIBatoliias aneHuanimkiaza u3 Fug-
lena gracilis [58] v hoTOperyaaTOp SKCIPECCUU reHOB (POTOCUHTETUYEC-
Koro anmapara AppA [63].

B dbyHK1IMOHATEHOM IJ1aHE TIEPeYMCIeHHbIE BbILLIE OEJIKU MOXHO pa3-
JIeJIMTh Ha JIBe rpynIbl. HeKoTopkle M3 HUX ITpeaCTaBsoT co0oii (hoTope-
rynupyemble hepMeHThI. Tak, KaTanutudeckas aktuBHocTh JIHK-doTo-
JINa3bl peaanu3yeTcsl UCKJIIOUUTEIbHO MTPU BO30YKIeHUU KO(EPMEHTHbBIX
XpoMohOpoB, a B TEMHOTE (pepMEHT COBEPIICHHO He aKTUBEH [46, 47,
103]. s HuTpaTpeayKra3bl BO30YKIeHNE CBETOM (hJIABUHOBOTO XPOMO-
opa ciryxuT hakTopoM repeBoa MOJIEKYJIbI U3 KaTaTTeueCK HeaKTUB-
HOTO COCTOSIHMSI B aKTUBHOE. AHAJIOTUYHBIM 00pa30M CBeT JIeMCTBYET U
Ha (hOTOTPOIUHBI, SIBJISIIOLIAECS] CBETOUYBCTBUTEILHBIMU MPOTEMHKUHA-
3aMM CEPUH-TPEOHUHOBOTO TUTIA, a TAKXKE HAa CBETO3aBUCUMYIO aleHU -
mmnuykiasy [20, 21]. JIpyrue n3BecTHbIe OeJIKK ¢ KOPEepMEHTHBIM (POTO-
CEHCOpPOM, B TOM YUCJIE, TTO-BUAUMOMY, U KPUTITOXPOMBI, SIBJISTIOTCSI Pery-
JsgTopamu TpaHckpuryn. berok WC1 B KoMIIeKce ¢ TOMOJIOTMYHBIM MY,
HO HEUyBCTBUTEIBLHBIM K cBeTy 0e1koM WC2 BEICTyIIaeT B KauecTBe (hak-
TOpa TPAaHCKPUIILIMHU, B3aUMOJIEUCTBYIOIIETO CBOUM «IITMHKOBBIM IMaJlb-
em» ¢ GATA-TocienoBaTeIbHOCTSIMU B ipoMoTope [ 73, 74]. benok pAAp
SIBJISIETCSI aHTUPETTPECCOPOM, MTHAKTUBUPYIOILIMM PETIPECCOP TPAHCKPHUIT-
1I1U, T.6. B KOHEYHOM CUETE Tak>Ke BBITIOJHSIET POJIb PETYJITOpa TpaHC-
Kpumuu [63].

AHanu3 HoTOXUMUYECKUX TTPOLIECCOB, PA3BUBAIOIIIMXCS BCEACTBUE
BO30YXIeHUs XpoModopa KopepMeHTHOI ITPUPOIBI B CBETOUYBCTBUTEIb-
HbIX (PepMEHTHbBIX U PETYJISITOPHBIX O€JIKaX, MPUBOAMT K 3aKJIIOUEHUIO, UYTO
B U3BECTHBIX CerojiHs oTtopelentopax Bo30yXIeHHbIe KOGepMeHTbI
BCTYIAIOT B peakliMu rnepeHoca ajekrpoHa. Tak, B FMN-cBsi3biBatoiiem
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LOV-nomeHe porotpornuHa (a, Bo3MoxHO, 1 B LOV-1oMeHax a1pyrux cee-
TOYYBCTBUTEIbHBIX 0€JIKOB) (DOTOMHAYLUPOBAHHBIN PeIOKC-IIPOLIEeCC
COIpPOBOX/IaeTcsi 00pazoBaHUEM KOoBaJeHTHOro hoToanaykTa C4a atoma
FMN-xpomModopa c ofHUM U3 IUCTEMHWIBHBIX OCTATKOB B COCTaBe JIOMe-
Ha, 9YTO IPUBOIUT K KOH(OPMALIMOHHBIM H3MEHEHHSIM B O€TKOBOIT MOJIe-
KyJIe 1, KaK CJIeACTBUE — aKTUBALMM KMHa3HOTro fomMeHa [102].
OCHOBHBIE TPYIIITBI CBETOYYBCTBUTEBHBIX O€JTKOB ¢ (pOTOCEHCOpaMHU
Ko(hepMEHTHO ITPUPOIBI CYIIECTBEHHO PA3IMYAIOTCS ITO CBOEH TTEpBUY-
HOW CTPYKTYpE, ¥ €1Ba JTU MOXKHO IPEITTOJIOKUTD UX IIPONCXOXKICHHE OT
00I11eTO BOJTIOIIMOHHOTO MTPEIIIeCTBEHHIKA. boiee BeposTHO, 4TO CXOJI-
cTBO (PYHKIMIT KOPEPMEHT-CBA3BIBAIOIINX PEIIETITOPOB CBETa 00YCIOB-
JIEHO KOHBEPTEHTHOM 3BoTIonKeit. UTo KacaeTcst (hOTOKATATUTUIECKIX
peakunii KopepMeHTOB B 0€30€JIKOBBIX CUCTeEMaX, TO elue B 50-e roabl
A.A. KpacHOBCKIM OBLITO OTMEYEHO, YTO OHM MOTJIN UTPATh POJTb B IPe00-
pa3oBaHuU CBeTOBOM sHeprun CoJIHIIa Ha paHHUX 3TallaX 3BOJIIOLUH |3,
64]. ITozaHee B3rIsA1 Ha OTOKATATMTUYECKHE peaKIIN KOPEPMEHTOB B
OopraHM3Max, Kak Ha CBO€0Opa3HbIi MeTaOOIMUECKIM PEJTMKT, TTOTYUHIT
pa3BUTHE B UCCIIEIOBAHUSIX IPYTUX aBTOPOB, B TOM YKCJIe U B Hallleli labopa-
topun [65, 66]. [Ipeanonaraemast GyHKIIMSI CEHCMOUTU3UPOBAHHBIX KO-
¢epMmeHTaMU (DOTOIPOILIECCOB B ITPe0OPa30BaAHUM COJTHEUHOM SHEPTUH B
OMOJIOTUIECKIX CUCTEMAaX OKa3alach, ITO-BUIUMOMY, TIOJTHOCTBIO OTBEPT-
HYTOI 3BOJIIOLIMEH B IT0JIb3Y OoJiee 3(P(EeKTUBHBIX IIPOLIECCOB XJIOPOPUII-
JIbHOTO (hoTocuHTe3a. OHAKO 3TU (POTOPEaKIIMU CMOTJIM COXPAHUTHCS B
OpraHM3Max KaK OHa U3 9acTeil CUCTeM KJICTOYHOM peTyIsIIniT.

V. KOOEPMEHTDLI B ITPOITECCAX
INPEABUOJOI'MYECKOU DBOJIIOIINN

O0s13aTeNIBHOE MMPUCYTCTBUE KOGEPMEHTOB B COBPEMEHHBIX OpPTraHM3-
Max 1 BaxKHas pOJIb 3TUX COSANHEHU B caMbIX (DyHIAMEHTAIbHBIX CeT-
MEHTaxX MeTaboM3Ma MO3BOJISIET PAaCCMAaTPUBATh UX KaK BEPOSTHBIX
YYaCTHUKOB paHHE DBOJIIOINHN, T.€. OHU KaK ObI SIBJISTIOTCSI PETUKTAMU
JapeBHero Metabonuama [116]. CormacHo pe3yasraTaM XMMIYECKOTO MOJIE-
JIUPOBAHUS TIPEAOMOTOTHUECKUX TTPOIIECCOB, OCHOBHBIE CTPYKTYPHBIC
KOMIIOHEHTHI MOJIEKYJT MHOTMX KO(DEPMEHTOB 1, BEPOSITHO, cCaMU Kodep-
MEHTBI MOTJTU ITPUCYTCTBOBAThL CPEAU ITPOAYKTOB XMMUYECKOM SBOJTIOLN.
Tak, n30a/I0KCa3MHOBBIE, ITEPUANHOBBIC 1 HIKOTUHAMUIHBIE CTPYKTYPBI
KaK M OCHOBaHUSI HYKJIEMHOBBIX KUCJIOT MOTJIM BOSHUKHYTH A0MOT€HHBIM
nyteM [1, 34,49, 50, 91, 95]. B KoHTeKCTe Hallleli CTaTbM CYIIECTBEHHO,
YTO aOMOTeHHBIE (DJTABUHOBBIE TUTMEHTHI, 00pPa30BaBILINECS IIPU TEPMO-
JIN3e cMeceil aMMHOKHUCIIOT, IPOSBIISIN (POTOAKTUBHOCTh KaK CEHCUOU-
JIN3aTOPBl OKUCIUTEIbHO-BOCCTAHOBITEILHBIX peakunii u dhochopu-
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mmposBanust ADP B ATP [4, 62]. EcTb yKazaHusT Ha BO3MOXHOCTb 00pa-
30BaHusl B aOMOTUYECKHUX yCI0BUsIX pubodaaBuHa, ATP, mupuanHoBbIX
HYKJICOTUIOB M HYKJeo3uaaudocdar-comaepkaimx KohepMeHTOB
(UDP-rmoko3s1, CDP-3Tanonamuna u CDP-xonmmnHa) [22, 90]. O6paso-
BaHUE 3THX COCITMHEHMI MOTJIO IIPOMCXOANTH HE TOJIBKO B YUCTO XUMH-
YECKUX peaKIINsIX KOHISHCAIINI, HO M B YCIIOBUSIX KaTan3a MoJIMproo-
Hykieotunamu [53]. O BeposiITHOM IpeBHOCTHY IO MEHbILIe Mepe OJHOI
IpyNITbl KOepMEHTOB, (DJIABUHOB, CBUICTEICTBYIOT PE3YIbTAThI CPaB-
HUTEJILHOTO aHajin3a BTOPUYHOI cTpyKTyphl O0enkoB [100]. CortacHo
OlIeHKe, TIPOBEICHHON B 3TOM paboTe, BO3pacT OMHOM M3 IBYX IPEBHEH -
VX TPYIIIT OeJTKOB, (hJIaBHH-CBSA3BIBAIOIINX (DJIABOIOKCUHOB, KaK 1 IPYroit
JipeBHeel rpymnmbl (coaepxaiux FeS knacrepbl (peppenoKCUHOB),
cocrabyisier 3,2+4,5 MuwuInap/a JIeT, T.e. COIIOCTaBUM C Bo3pacToM ouocde-
pbi 3emiti. COBOKYITHOCTb ITPEICTaBICHHBIX JAHHBIX ITO3BOJISICT paccMar-
puBaTh KohepMeHTHI (PIIaBUHOBOM, ITEPUHOBOM 1 HUKOTMHAMUITHOM ITPY -
POIIBI, a TAKKE XMMUUYECKU POACTBEHHBIE M COSTMHEHMS KaK YIaCTHUKOB
IIPOIIECCOB HanboJIee paHHUX ITPOIIECCOB OMOIOTMUECKOM SBOTIOLIN.

EcTb 0OcHOBaHMe TT01araTh, 4YTO pUOOHYKICOTUTHBIE MOHOMEPHI, KaK
1 TeTePOLIMKIINIECKIE a30TUCThIe OCHOBaHMS coBpeMeHHBIX PHK, s1BI1sI-
I0TCS TIPOAYKTOM €CTeCTBEHHOTO 0TOOPA, B X0/Ie KOTOPOTO OBLIT ITOIBEPT-
HYT UCITBITAHWIO (M B 3HAUYUTEIHLHON Mepe OTCesuIcs) IMUPOKUA Habop
TeTePOINKINIECKINX OCHOBaHUI, MOHOMEPOB 1 TUTIOB CBSI3ei 1 chopMu-
POBAJICSI COBPEMEHHBIH CTPYKTYPHBIH TTaH HYKJICMTHOBBIX KMCITOT. BeposT-
HBIMM YYaCTHUKAMM 3TOTO MPOoIiecca CEIEKIIMU MOTJIN OBITH TTPOM3BOI-
HBIC ITEPUINHA, M30aJIOKCa3HA 1 HUKOTUHAMUIA, CTPYKTYPHO OJTM3KIE
pubonykieoTuaam. [IprcoennHeHre, B TOM YMCiIe ¥ KOBAJIGHTHOE, TAKMX
MOJIEKYJT K TIPOTOTHIIAM COBPEMEHHBIX MOJUPUOOHYKICOTHIOB MOTIIO
paCIIMPUTD OUATTa30H KaTaIUTUIECKON aKTUBHOCTH OOMTaTes et Mupa
PHK 6e3 3ameTHoOrO yiiepoa ajisi reHeTuueckoi (byHKIMU 3TUX TTOJIMMe-
poB. B ciydae KoBaJIeHTHOTO TIPUCOSTMHEHMS TIPUCYTCTBHE TTOTOOHBIX
HETUITMIHBIX OCHOBAHUIA, MCXOISI M3 CTEPEOXMMUIECKIX COOOPaKEHMIA,
BBITJISIIUT 00JIee BEPOSITHBIM, XOTS He UCKITIOYAeTCS M UX JIOKATU3aIlNs B
HEKOHIIEBBIX MOJIOXKEHUSIX IIOJTMMepa.

O4YeBUIHO, YTO HEOOXOMMMOM TIPEIITOCBUTKOM TSI (POPMHUPOBAHUS
YCTOWYIMBOI IBYIIETTOUYETHOM CTPYKTYphI prMuTHBHOTO PHK -TI07TMMEpa
CIIYXXHT CTIOCOOHOCTh OCHOBAHMI K 00pa30BaHMIO BOMOPOIHBIX CBA3EH C
OCHOBaHUSIMH KOMITJIEMEHTApHO# iert. Ha rmepBeIii B3NS, TTIpOCTpaHCT-
BEHHBIE TTapaMeTPhl TETePOLMKINIECKIX OCHOBAHUI KO(EepMEHTHBIX
MOJIEKYJI TOPa3a0 Xy>Ke COOTBETCTBYIOT CTEpUIECKIM TPeOOBAHMSIM, 00eC-
MTeYMBAIOIINM TaKOe B3aMMOIEHCTBIE, YeM CTaHIapTHBIEC HYKJICMHOBBIC
ocHoBaHus. [1pu 6ostee neTalbHOM aHaJIM3e 0Ka3aJI0Ch, OHAKO, YTO TITe-
PUIMHOBBIC aHAJIOTY TYaHWHA U alcHIHA, BKIIFOUeHHBIC B TIOJTMHYKIIEO-
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TUAHYIO LIEITb BMECTO OOBIYHBIX OCHOBAHMWII U B IIPOCTPAHCTBEHHOM
OTHOLIEHUM OJIM3KME K ITypuHaM, GOpMUPYIOT BOLOPOIHEIE CBSI3U C
MMPUMUINHOBBIM ITAPTHEPOM B KOMILIEMEHTapHOI 1ieru [44] (puc. 4).
Co00111a710Ch TAKKE , YTO KETOHHBIE TPYITBI N30aJIJTOKCA3MHOBBIX IIMKJIOB
(1aBMHOB ¥ aMUIOT PYIIITHI HUKOTUHAMMIHBIX KOPEPMEHTOB MOTYT Y4acT-
BOBaTh B 00pa30BaHUM BOJOPOIHBIX CBsI3Ei ¢ HYKJIEMHOBBIMU OCHOBA-
Husmu [33, 38, 44, 75]. J1oNOJHUTEIBHOM ITPOPA0OTKY TPeOYyeT BOIIPOC O
TOM, B KaKUX IIpeJiesiaXx MOXET BapbUPOBATh CTPYKTypa «XBOCTOBOI» 1
«JIMHKEPHOI» YacTeil MOJIEKYJIBI [IJIsI TOTO, YTOOBI MOHOMEPhI C OCHOBA-
HUSMU KODEPMEHTHOM IIPpUPOIbl MOTJIM BOUCATHCS B IBYLIEIIOYECYHYIO
CTPYKTYPY ITOJIMHYKJICOTH IA.

DoToceHCUOMIN3UPYIOLIAS AKTUBHOCTb KO(EPMEHTHBIX MOJIEKYIT, B
YAaCTHOCTH MX CIIOCOOHOCTD KaTaJIM3MPOBaTh peAOKC-PeaKIMU U peaKiinn
MIPUCOCINHEHMS TPYIII, MOXET pacCMaTPUBATLCS KaK MOJI0XUTEIbHBII
CEJIEKTUBHBIN ITPU3HAK, TTOBBIIIAIOIINI CIIOCOOHOCTH CUCTEMBI K BIKH -
BaHMIO O1arogapsi MOIyYeHUIO SHEPTUIO U3BHE, M, TEM CaMbIM, ITOIAEP-
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Puc. 4. ®opmupoBaHue BOTOPOIHBIX CBSI3ei MEXTy HyKJIEMHOBBIMU OCHOBAaHUSIMU
U TeTepOIMKIaMU KOPEPMEHTOB U POJCTBEHHbBIX UM COEIMHEHUI (110 pe3yisraTamM
crateit [33, 38, 44, 75]).
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>KMBAIOIIMI ee MeTaboIMUecKylo cTabuabHOCTh. [Ipu 3TOM, OfHAaKO,
HEJIb3sT HE YIYUTHIBATh U TO 00CTOSITEILCTBO, YTO CTAKMHT-B3aMMOICIICT-
BUE BO30YXIEHHOTO KO(PEPMEHTHOTO reTepOLIMKJIIa C COCETHUM OCHOBA-
HMEM MOLJIO B psifie CJTy4aeB IIPUBOAUTE K ITOTEPE YACTU SHEPIUU BO30YK-
IIeHUST M, KaK CJIeJCTBUE, Oosee c1aboii (POTOXMMUIECKON aKTUBHOCTHU
KO(epMEHTHOM rpyIIibl B COCTaBe MOJIUMEDPA, YEM B U30JIMPOBAHHOM COC-
TostHUM. [10CKOIBKY BEeIMYMHA TAKOM ITOTEPU 3aBUCUT OT KOMOMHAIINH
reTePOLIMKIIOB, YYACTBYIOIIUX B CTOKUHTE [27,42, 43,47, 83, 96], MOXHO
3aKJIIOYUTh, YTO TIepBUYHAas cTpykTypa npoToPHK Morna Biausith Ha
posiBIeHNEe (POTOXMMUUECKOM aKTUBHOCTU IPUCOSIMHEHHOI Kodep-
MEHTHOM T'pYIIIILI.

[IpucyrcTBUe B MOJMHYKIEOTHIE (POTOAKTUBHON KOGEPMEHTHOMI
TPYIITMPOBKY MOLJIO UMETh Y OTPULIATE/IbHBIE ITOCIEICTBUS JUISI CUCTEMBI,
3aKJIIOYAIOILIMECS B MOBBILLIEHHOM pUcKe (hoToaerpaaaliiu 0ausaexaiux
MOHOMEPOB 1 HApyILIEHUU MPOCTPAHCTBEHHOM OpraHu3alluy JBOMHOI
cnupanu [54, 77]. CiaeayeT y4ecThb, YTO KaK CTaHAAPTHbIE HYKJICMHOBBIE
OCHOBaHUS, TaK M KOPepMEHTHBIE TeTEPOLIUKIIBI IPAKTUYECKU C PABHBIM
PUMCKOM ITOABEPTAIICH pa3pyLIEHUIO IIPU IIPSIMOM BO3IEUCTBUH YIbTPa-
¢uoneronoii paguanuu CojiHiia ¢ IyIMHOM BojIHEI HIKe 300 HM. Pa3Butne
B XO/I€ BBOJIIOIIMU aTMOC(epbl 3eMIM 030HOBOIO 3KpaHa CUJIbHO ocjia-
O1JI0 MPOHMKHOBEHKE Ha TOBEPXHOCTD IJIAHEThI KOPOTKOBOJTHOBOI COCTAB-
JISTIOIIEH 3TOM pagualvii, YTO MUHUMU3NPOBAJIO PUCK IIPSIMOii (hoTome-
rpagaiuu cranaaptHbix ocHoBaHM PHK. B To ke BpeMst 030HOBBII 3KpaH
HE B COCTOSIHUU 3aIIUTUTH MOJICKYJIbI HYKJIEMHOBBIX KMCJIOT OT pa3pylie-
HUSI, CCHCUOMJIM3UPOBAHHOTO COeIMHEHUSIMH, ITOIVIOIIAIOIIUMHU CBET B
0oJiee JUIMHHOBOJHOBOM 00J1aCTH, HAMTPUMeEp NMTepUHAMU 1, OCOOEHHO,
¢aaBruHaMu. MOXHO HAaIIOMHMTb, YTO BO30YKIeHHBIE (DJIABUHBI Y IITEPH -
HBI SIBJIAIOTCS aKTUBHBIMU TeHepatopamu 'O, [2, 10, 112], a Takxe cro-
COOHBI MTHULIMAPOBATh CBOOOTHOpAaAUKaJIbHEIE ITpoLecchl. [1o 3Toii mpu-
YMHE NTePUINHOBBIE MJIN N30a/UI0KCAa3MHOBBIE TeTEPOLIMKIIBI MOTJIM OKa-
3aThCSI JOCTATOYHO OIACHBIMU MapTHEpaMU B IOJIMHYKJICOTUIHOM 1IETIH,
YTO MOIJIO OBITh OHO 13 IPUYMH OTTOPXKEHUS X M3 COCTaBa MOJIMHYKIIE0-
THUJIOB B X0/I€ 9BOTIOLIMN. MOXHO AyMaTh, 4TO ITOCJIEC BBITECHEHMUS KOep-
MEHTHBIX IPYIII U3 COCTAaBa MOJIMHYKJIEOTUAHBIX HOCUTEJICH OHU CMOLJIN
yIepXKaThCs B OMOJIOrMYECKIX CUCTEMAaX, CMEHUB CBSI3bIBAIOIIMIA MX TOJIH -
Mmep. [TosiBineHue B X0/1e 3BOTIOLNY TeHETUUECKH YIIOPSII0YEHHBIX IO -
METNTUIOB, CITOCOOHBIX K ap(pMHHOMY CBSI3bIBAHUIO KO(PEPMEHTOB, O0YC-
JIOBWJIO (POpMMPOBaHNE KaTAJIMTUYECKH AKTUBHBIX OEJIKOB. DTO, TTO-BUIM -
MOMY, 0Ka3aJI0Ch BaXXHBIM CEJIEKTUBHBIM IPU3HAKOM, 00€CIIeUMBIIINM
BBDKMBaHME TeX IIPUMUTUBHBIX OPTaHU3MOB, YbH T€HOTUIIBI MOTJIN 00eC-
MeYrTh QYHKIMOHUPOBAHME MTOJHOLIEHHOTO KaTAIUTUYECKOTO arrapara.
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