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I. Beenenue. II. Ctpoenue 6enkos cemeiictBa JJTHK-doronuas/kpun-
toxpomog. III. Knaccudukarus Oenkos cemerictBa JJHK-doTonuas/
KPHUIITOXPOMOB H HX PACIIPOCTPAHCHUE B COBPEMEHHBIX OPraHU3MaXx.
IV. [pesuwuii npenmiectBeHnuk cemeiictsa JIHK-doromuas/kpurro-
XPOMOB, KakuM OH ObU1? V. 3akirodyeHue.

I. BBEAEHHUE

Ocuosnble rpoaykThl 00my4derns JJHK Y®-B mzmyuennem (A 200+320 Hm) —
3TO HUKJIOOYTaHOBBIE MUPUMHUANHOBBIE tuMepsl (CPD, 75%) umyn nupu-
MuauH (6—4) mupumunnHOBBIE (HOTOTPOMYKTHI ((6—4) OTOPOAYKTHI,
25%), B KOTOPBIX KOBAJEHTHO CBA3aHBI JBAa COCEIHHUX MHUPUMHIMHA
(puc. 1). O6pazoBanme TaKUX POTOMPOMYKTOB (ITMKIIO0YTAHOBBIX TUMEPOB
1 (6—4) GoTompPOIyKTOB) TOBPEKIAET KICTKH, OJIOKAPYS PEITUKAIIAIO U
tpanckpunuuio JJHK, u B peaxux ciydasx, korga JJHK-nonumepasa cro-
coOHa 00XOJUTH MOBPEKICHHBIE YUYACTKH, BBI3bIBAET MyTannu. Kiuetku
CITOCOOHEBI 3aIIUTUTE ceOsl OT BpeaHoro Bo3zaciicTBus YO cBera mpu
MTOMOIIM OAHOBPEMEHHOTO WJIM MOCIEAYIOMEro 00IyUueHUsT OMMKHIM

Tpunsmote coxpawenus: CPD — nnkinoOyTaHOBbIE TUPUMHINHOBBIC TUMEPHI;
CPF — cemeiictBo JIHK-(oTommas/kpunroxpomos; LUCA — mocieuuii yHHBepcaIb-
HbIl 00mmit nmpenok; MTHF — 5,10-metenni-5,6,7,8-rerparuapodonar; 8-HDF —
7-ne3meTnin-8-ruapokcu-S-ne3azapudoduasua; DMRL —6,7-numetnn-8-pudu-
tumromasud; Cry-DASH — kpunroxpom DASH; PHR CPD I (IT nnu I1T) — JTHK-
(horonuasa HMKI00YyTaHOBBIX TUPUMUIMHOBBIX TUMEpOB kiacca 1 (2 umu 3); Plant
PHR2 — THK-¢dotonumaza pactenwuii kinacca 2; Plant Cry — pacTUTEIIbHBINA KPUITTOXPOM;
pCry-like — 6esox, nonoGHbIH Kpunroxpomam pacrenuii; (6-4) PHR — THK-doto-
nra3a MPUMHIIRH (6—4) MTHPUMUIHHOBEIX (oTonpoxykTos; Animal Cry — »KHBOTHBII
KPHUIITOXPOM.

Aopec ons koppecnondenyuu: vechtomova@inbi.ras.ru
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TuMuHbI B ncxoaHoit AHK LuknoGyTtaHosble
nupummnamHosble aumepsl (CPD)

(6-4)-choTONpoayKTHI

Puc. 1. O6pazoBanue B JTHK 1uxio0yTaHOBBIX TMPUMHUIMHOBLIX TUMEPOB U (6—4)
¢botonponykroB mox nefictBuem YO odydenus (200-320 Hm).

Y@ — BuanmbiM cBeToM (A 320+500 HM) B pouecce (oTopenapaniy ¢
yuactuem pepmenta JJHK-porommazer (PHR, KO —4.1.99.3) [1-3] win
yaassisi nospekaeHHsle yuactku JJHK ¢ momorbio 3H10HYKII€as ¢ 3aMe-
HOI NOBPEXACHHBIX HYKJICOTUIOB [4—7].

JHK-doTtonmaszsr — 3T0, MO-BUINMOMY, CaMble ApeBHUE (PEPMEHTHI
penapanuu JIHK B sBomtonmu. OHM HCIIONB3YIOT S3HEPTUIO CBETA JIJISI TOTO,
YTOOBI HAIIPSIMYIO BOCCTAHOBUTH UCXOIHYIO CTPYKTYPY HOBPEXIECHHOM
JHK. B otiuyue oT penapaiiyu ¢ moMoIibo SHA0HYKJI€a3 3TOT MPOoIece
He TpeOyeT Hauuuus APYIHX (PEpMEHTOB U CHUHTE3a JOIOIHUTEIIbHBIX
HYKJICOTHIOB [2, 5, 7, 8].

CoBpemenHbIe (HOTONHMA3BI BXOASAT B COCTAaB ceMelcTBa OEJIKOB
JIHK-doronuasz/kpuntoxpomos (CPF — Cryptochrome Photolyase Family).
Kpunroxpomsl — 6enku perenTopsl ommkHero Y®O/cuHero cBera u pery-
JIATOPHI TPAHCKPUIIIINK PA3IHMYHBIX TEHOB. TepMUH «KPUIITOXPOMY OBIIT
MepBOHAYATHLHO MPEIIOKEH JTsl 0003HaueHU S JTFOOBIX (POTOPEryIsSTOPHBIX
0EJTKOB, KOHTPOJINPYIOIIMX «OTBEThI Ha cHHUE cBeT» [9]. [Tocie Toro, kak
M. Ahmad n A.R. Cashmore B 1993 rony oTKpbUIH TIEpBBIE KPUTITOXPOMBI
y Arabidopsis thaliana, cpa3y xe ObLIO YCTaHOBJICHO UX CXOJICTBO C
¢doTonnazoil ¥ Ha3BaHHE KKPUIITOXPOM» 3aKPEIMIOCH UCKITIOYUTEIHEHO
3a perentopamu, romonoruunsiMu JIHK-¢poronuazam [10, 11]. [To3nHee
OBUIM OTKPBITHI Apyrue (IaBONpPOTEHHBI, KOTOPbIE TAaKKe MPUHUMAIN
y4acTHe B perysinun OnmxauM Y®O/CHHUM CBETOM, HO OHH OTIHYAINCH
OT KPUITOXPOMOB 10 CTPYKTYPE U IOy YN APyrue Ha3Banus. Hecmotps
Ha (PUIOTEHETHYECKOE POJICTBO, KPUITOXPOMBI BHIIIOJHSIOT COBEPLICHHO
nnble pynkunu, Hexxenu JJHK-doronmnassl, — onn ocymectBisior Gpoto-
PETYISLHI0 TPAHCKPHITLMN PA3THYHBIX TEHOB, & TAKXKE SIBJISIIOTCS YaCThIO
LUPKATHOTO OCLMIUIATOPA )KUBOTHBIX U YUACTBYIOT B KOPPEKIIUU CBETOM
LUMPKAIHBIX PUTMOB, KaK Y PACTEHUH, Tak U y )kUBOTHBIX [ 1 0—15]. Kpunro-
XPOMBI TaKXe MPUHUMAIOT yJacTHEe B MArHUTOPELEIIH — IPOCTPAHCT-
BEHHOM OpUEHTALIMU IITUI] U HACEKOMBIX B MarHuTHOM mnoJje [12, 16, 17].
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Cuwnraercs, 9TO OIMH WA HECKOJTBKO TeHOB, Koanpyrommx JJHK-doto-
nuasel, ObIIM y OOLIEr0 yHHUBEPCAJIbHOIO NMPEIIIECTBEHHUKA BCEX
coBpemeHHBIe XuBBIX opranm3MoB — LUCA (Last Universal Common
Ancestor). TeopeTruecKku TakoH MPEANISCTBEHHUK MOT CyIIIeCTBOBAThH Ha
3emute 6omee 3,8 MIIp. JIET Ha3a B YCIOBUAX CHUIBHOTO YD-U3TydeHUs
M BOCCTAHOBUTEIBbHOMN aTMOC(I)epI)I C BBICOKUM COACPKAaHUEM METaHa U
BozIopoaa [ 5, 18]. B Takux ycnoBusix, opraHu3mMam Obljia >KH3HEHHO Heo0-
XOJIIMa CHUCTEMa 3alllUThl OT TIOBPEKAIOIIETO COTHEYHOTO U3TYUYCHUS,
MOCKOJIbKY O30HOBBIM CJIOM Ha TOT MOMEHT elle He cOpPMUPOBAICS.
Ckopee Bcero, MIMEHHO B TaKHUX YCJIOBHSX 3apOJAMIICS TEpPBbIH OeloK
cemeiictBa CPF. Kakum 6611 peniok CPF, kakue BBIOMHSIT QYHKIMH, H
Kakue XpoMoopsl oH cofepkan? OTBET Ha ATOT BONPOC MOMOXKET HaM
JIydlIe npeacTaBUuTh MPOLECChI, JICKAIIUE B OCHOBE 3BOJJIIOINUN KUBBIX
OpPraHU3MOB, M MOHATH (aKTOPHI, BIUSIONINE Ha OTOOP TEX WM WHBIX
MOJIEKYJ Ha poiib GoTopenentopoB. s Toro 4ToObl OTBETUTH Ha ITH
BOIPOCHI, MBI [TPOAHATH3UPOBAIA COBPEMEHHBIX MPEACTaBUTEINEH ITOTO
ceMelicTBa OENKOB: UTO Y HUX €CTh OOILEro M YeM OHH OTIHYAIOTCS APYT
OT ApYTa, a TAKXKEe PACCMOTPEITH Pa3INYHbIC YBOJIIOLMOHHbIC U (PUIIOTEeHE-
TUYECKHUE UCCIIEIOBAHUS Ha 3Ty Temy [8, 19-25].

II. CTPOEHHUE BEJKOB CEMEWCTBA
JHK-®OTOIHNA3Z/KPUIITOXPOMOB

AHaJIN3 KPUCTAUTUYECKOH CTPYKTYPBI MOKa3al, YTO OCJIKM ceMeicTBa
(oTONMMA3/KPUNITOXPOMOB UMEIOT CXOXKEE CTPOSHHE U COJEPIKaT J1Ba HEKO-
BAJICHTHO CBSI3aHHBIX XPOMO(Opa B CTEXHOMETPUUECKOM TPOMOPIHH. DTO
MOHOMEPHBIE ITI00YIISIPHBIE OEJIKH, COCTOSIIIIE U3 ABYX XOPOLIO 0003Ha-
YEeHHBIX JIOMEHOB: N-KoHI1eBO# 0/ momeH (180—220 aMHHOKHKCIIOT), KOTO-
PBIN COMEPIKUT 5 B-CKITaqUaThIX TAPAILIEIBHBIX CTPYKTYP, i C-KOHIIEBOH
o-criupanbHbIi qomMeH (240-280 amuHOKHCHOT) [26, 27]. DTN 1Ba TOMEHa
CBSI3aHBI JIPYT C IPYTOM JUTMHHOW MEKIOMEHHOM TTeTiIel, KoTopas obopa-
YUBAETCs BOKPYT o/f-momeHa (prc. 2). C-KOHIIEBOM 0-CTIIUPATBHBIN JOMEH
COJZIEP KUT KOHCEPBATHBHYIO ISl BCEX MPEACTaBUTENEH ceMelcTBa Imociie-
JTOBaTEIhHOCTH AMIHOKHCIIOT, OTBEYAET 3a CBA3bIBaHHUE (PIIABHHOBOTO XPO-
Modopa u JJIHK-doTtompoxykros [16, 263 1]. Kak a-ciimpaibHBINA TOMEH,
TaK U 0/ JDOMEH 4acTo CIOCOOHBI Ha HEeCHEIU(UIECKOe CBI3BIBAHUE
HenoBpexaennoi JIHK [26].

B akTuBHOM 1IEeHTpe (epMeHTa HaXOIUTCS OCHOBHOW Xpomodop —
¢naBuHanenuHanayKiIeotua (FAD) B HeoObruHo# U-00pa3Hoil KoH-
(dopmaIuu, Korja H30aJNI0KCa3uHOBOE U aJICHUHOBOE KOJIbI[a CONMKEHBI
npyr ¢ apyrom (cM. puc. 2). B IHK-doronunazax FAD (tounee ero
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Puc. 2. O6o0menHas cTpyKTypa
oenkoB cemeiictBa JJHK-doTo-

BoccTaHoBieHHas Gopma FADH")
OTBEUAeT 3a CBS3bIBaHUE (PEepPMEHTA C
noBpexaeHHbIME yaacTkamu JIHK u
(YHKIIMOHUPYET B COCTABE KaTaIuTH-
YECKOIo I[EHTpa B pernapalnrioHHOM
nporecce. Caiit cBs3piBanus FAD
KpaiiHe KOHCEpBaTHBEH BO Bcex Oell-
kax CPF [32]. Bropoii xpomodop, B
OosbiMHCTBE MccienoBanubix JIHK-
(horommas — 5,10-metrenmn-5,6,7,8-Tet-
parunpodonar (MTHF) nnu 7-nes-
METHUII-8-THAPOKCHU-S5-11e3a3apudo-
(hmaBun (8-HDF), Beimomnnsier (yHK-
LU0 «QaHTEHHBI-CBETOCOOPIIHKAY, T.€.
pacmmpsieT CIeKTpalbHBIN nHuamna-
30H 3axBara (DOTOHOB, yBEIIMYUBAET
KOJTMYECTBO TOTIIOMEHHBIX (POTOHOB
U TIepesaeT dHEePruio BO30YKICHHS

JMa3/KpUNTOXPOMOB Ha MPUMEpe

"a FADH- [33]. DTot xpomodop pac-
Cry-DASH Synechocystis sp. [14]. [33] p dop p

[10JIaraeTcsi MeKAY ABYyMs JOMEHAMU
OJTMKE K TIOBEPXHOCTH OeJIKa M 3a €ro
CBSI3BIBAHKIC OTBEYACT OoJiee BapuabenbHbIi o/} momer [16, 26, 27, 34].
ITo mocnenoBarenpHOCTH aMuHOKHCHOT Mexay CPF n npyrumu Genkamu,
CBA3BIBAIOIIIUMU (I).]'IaBI/IHBI u @OHaTI)I, BBIITOJIHAIOIIUMU Pa3JINYIHBIC
npyrue GYHKIMU B )KUBBIX OpraHI3Max, TOMOJIOTHH He HaOIroaeTces. 1o
o0bsicHsiercst TeM, uTo CPF cBs3bIBatoT XpoMOQOpBI, KaK B OCHOBHOM, TaK
1 BO30YX/IEHHOM COCTOSTHHH, a JIpyrue (PepMEHTHI TOJILKO B OCHOBHOM
[26, 34].

OOTOLUKIT JHK-OOTOJINA3BI

®dorormuki JJHK-(oTommasbr cocTouT U3 HeCKOJIBKUX cTaauit (puc. 3). Ha
TIEPBOIi CTaIUH IPOUCXONT CBA3BIBAHKE (DepMEHTA C IIMKJIO0Y TAHOBBIMH
MUPUMUAIMHOBBIMU TUMepaMu witH (6—4) (hoTonmpoayKTaMu MOBPEKACHHOM
JHK u BcTpanBaHue WX B aKTUBHBIHN IIEHTp GepMeHTa ¢ 00pa3oBaHueM
cTabmibHOTO (hepMeHT-cyOcTparHOro koMiuiekca. Crieriu)uueckoe CBsi3bl-
Banrue ¢ CPD uzet He3aBucuMo oT nocienosareaproctn JIHK B 10° pas
CUJIbHEE, YeM Heclelu(puIecKoe CBsI3biBanue ¢ HenoBpexaeHHon JTHK
[34]. Ota cranus He 3aBUCUT OT CBEeTa. AHTEHHAsI MOJICKYJIA MOTJIOIACT
¢doton YO-A/cuHero cBeta u mepeaaeT YHEPTUIO BO30YKAeHUs (yTeM
DepcTepOBCKOTO AUMOIb-IUNOIBHOTO PE30HAHCHOTO B3aUMOJICHCTBHUS)
Ha FADH™, koTopslii 3aTeM mepeaaeT 3JIEeKTPOH Ha LUKIOOYyTaHOBBIN
MUPUMHUIMHOBBINA quMep wiu (6—4) doronpoaykt. Jlanee mpoucxoqut
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Puc. 3. ®oronmkn JJHK-doTonnas.

nepepacrpesieIeHHe dEKTPOHHOW TUIOTHOCTH BHYTPH MOJICKYIBI U
BoccTaHaBnuBaeTcs: ucxonnas crpykrypa JHK. Tlocne sTtoro snexkrpon
BO3Bpamaercs Ha (iaaBuH, perenepupys ucxogayio FADH- dopmy u3
MPOMEXXYTOUYHON cBOoOOmHOpanukaisHoil popmer FADH'. B mepBom
NPUOIKEHNU MEXaHN3M (epMEHTATUBHOM PEeaKI[|K PEICTABISET COOOM
KaTaJu3upyeMbIi dHEpruer (poToHA MUKINICCKUA TIEPEHOC JIEKTPOHA,
HE TIPUBOMSLIMNA K MOTEPE ICKTPOHA M IOITOMY, CTPOTO TOBOPS, HE
SIBJISTFOIIMIACS] OKHCITUTEIHFHO-BOCCTAHOBUTEIBHOU peakuuen [2, 23, 31].
3a OTKpBITHE CTPYKTYpHO-(QYHKIIMOHATIBHON OpraHU3alii, MEXaHu3Ma
pabotsl ¢poronukia JIHK-doTonuassl u ipyrue uccienoBanus B 0071acTu
cTpykrypbl 1 pyHKuuii 6enxoB CPF B 2015 rogy nokropy Asuzy CaHmkapy
(Aziz Sancar) 6buta pucyskaeHa HobeneBckast mpeMust Mo XMMHUH.

OOTOBOCCTAHOBJIEHUE FAD

st paboThI (hoToNIMA3kl HEOOXOIUMO, YTOOBI (DIABHH B KATATUTHYECKOM
LEHTPE HAXOJUJICI B BOCCTAHOBJIECHHOM cocTosHuU B Bune FADH
Yacro nipu BhIZICIICHUH U 04UCTKe Oeka FAD B kaTanuTuaeckom 1ieHTpe
okucinsercs 1o pagukana FADH® win 10 TOJHOCTBIO OKHCJICHHOTO
FAD wu nns Toro, 4roObl 0€10K CHOBa MOT pab0TaTh MPOBOJIST HPOIIECC
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¢doroBoccranoBneHust FAD ¢ TUTHOHHUTOM WM JPYyTUMU CJIa0BIMH BOC-
cranoButessiMu. [Ipu atom cBetom 300450 HM BO30YyK1atoT Gu1aBuH, U
OH TIO IICTIOYKE, COCTOSIIEH U3 TPEeX TPUNTO(PAHOB, 3a0UpAET ICKTPOH
13 BOCCTAHOBUTEIIS, HAXOMAIICTOCs B OKpysKaroiiem Oydepe. Paboraet
JIM TaKOW MEXaHM3M BOCCTaHOBJICHUS B (POTOJIMA3AX i/ VIVO HEM3BECTHO,
OJTHAKO HEOOXOJUMBbIE IS MEePEHOCa 3JICKTPOHA IICTIOYKH, COCTOSIIIIE
U3 Tpex Tpunto(GaHoB, HAMJICHBI TPAKTUYSCKU Y BCEX MPEICTaBUTEINCH
3TOTrO CEMEHCTBA U SBJISIOTCS KOHCEPBATUBHBIM 3JIEMEHTOM CTPYKTYPBI
3THX OeNKOB. B OT/IENBbHBIX CITydasix TPUNTO(GaH MOKET 3aMEHSThCSI TUPO-
3MHOM, WJTH Y HEKOTOPBIX OPTaHU3MOB JIaJKe CYIIIECTBYIOT JIBa BO3MOXKHBIX
MyTH TIEPEHOCa JJICKTPOHA, Yepe3 pa3Hble aMHUHOKHCIOTHBIC OCTaTKH
TpuntTohaHoB. DTO MOXKET YKa3bIBaTh HA BAYXHOCTH Ipoliecca (OTOBOC-
craHoBneHus i padotel 6enko CPF [15, 16, 35-37].

CTPOEHUME U ®YHKIIWMM KPUIITOXPOMOB

AMUHOKHUCIIOTHAS MOCIEA0BATEIbHOCTh KPUITOXPOMOB Ha 25+40%
romosioruuHa nocinepoBaresnsHoctd JJHK-doTonmas npu stom B 60ib-
LIMHCTBE CIIy4aeB Y KpUIITOXPOMOB OTCYTCTBYET caiiT cBa3biBanus JJHK,
XOTSI HEKOTOPBIC MPEJICTaBUTEIN COXPAHUIN CIOCOOHOCTH CBSI3BIBATH
KaK MOBPEXKJECHHYI0, Tak U HenoBpexxaeHnyto JIHK [16, 28, 30]. Ha C-
win N-KOHIIE KPUITOXPOMOB CYLIECTBYET AONOJHUTENBHBIA «XBOCT»,
KOTOPBIN CYIIECTBEHEH /s IOKAIM3aLUK OeJIKa B sIIpE KJIETKU U B3aUMO-
JOEUCTBUS C IPYTUMHU PETYISATOPHBIMU OEITKaMHU, CBSI3bIBAsICh C KOTOPBIMHU
KPHITTOXPOMBI MOTYT BIIUATH HA MPOIECC IKCIPECCHH TeHOB [3, 14, 15,
21, 37]. HecMoTps Ha GOJTBIITIOE KOJMUECTBO MCCIICIOBAHUH, TIOCBSIIICH-
HBIX (DyHKIMOHMPOBAHUIO KPUITOXPOMOB, COIEPKALIMX IOJIHOCTHIO
okucierabit FAD wn vactnano BocctanoBieHHbI FADH', hoTommkimet
KPHIITOXPOMOB ocTaroTcst He sicHbiMHE [ 10, 31, 32, 38, 39]. Ilomy4eHs! qaHHbIe
0 TOM, YTO OCHOBY IIPe0Opa30BaHusi CUTHAJA B Tipolieccax (GoToperysiium
COCTaBIISIIOT (POTOMHAYIMPOBAaHHBIE U3MEHEHUS KOH(POPMAIIH MOJICKYIT
kpunroxpoma [16, 40, 41]. beimo Takke BBICKA3aHO MPEIIOIOKECHUE,
4TO B OCHOBE (DYHKIIMOHUPOBAHUS KPUIITOXPOMOB JISKHUT peakius GpoTo-
aKTHBAIIMU 32 CYET IIepe/iavu dIeKTPoHa K (PoTOBO30YKICHHOMY (IIaBHHY
OT aQpOMaTHYECKIX aMUHOKHUCIIOT TpUNTO(aHa U THPO3UHA, HAXOSIIIIXCS
B aKTHBHOM LieHTpe (hoTopenentopa. [Ipu 3ToM 1oHOPOM BOIOPOIa MOXKET
CITy’)KMTb acraparuHoBast kuciora [35].

Pagukan FADH® Mmoxet nomiomiars CBET He TOJIBKO B CUHEH (B 001aCcTH
465 HM), HO TakXKe M B kenToi (B obmactu 580 HM) M B KpacHOH (B
obnactu 630 HM) oOacTsx crekrpa. bbuio nokaszano, uto (6—4) poronuaza
Chlamydomonas reinhardtii (UniProt— A8J8WO0) ¢ nBoiiHo# GyHKIHMEH B
OTBET Ha CTUMYJISILMIO KaK CHHUM, TaK U KPAaCHBIM (B MEHBIICH CTEIICHH
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KEJTBIM) CBETOM PETYJIHNPYET IKCIPECCUIO TCHOB, KOAUPYIOIIUX OCIKH
OMOCHHTE3a KapOTHHOUIOB, XJIOPO(HIIIa, CBETOCOOUPAIOIINX KOMII-
JIEKCOB, METa00IM3Ma a30Ta, PETYIISALNHI KIETOYHOTO IIUKJIIA ¥ IIMPKaJTHBIX
puTtMOB. VlcX0mHO B peakimoHHOM IIeHTpe HaxonuTcst FAD B okucieHHOM
COCTOSIHWH, TOCJIEe CTUMYJSIIUH CHHUM CBETOM B oOnactu 465 HM OH
BOCCTaHaBIMBaeTcs 0 HeWTpanbHOoro panukaita FADH', npu nanb-
Hel1eM 00JTyuYeHUH OH TIOJHOCTRIO BoccTaHaBiuBaercs 10 FADH™. Dra
rocyeoBare/ibHas CMEHa OKUCIINTEIbHO-BOCCTAHOBUTEIEHOTO COCTOSIHUS
FAD, npeamnonoxXurensHo, JIEKUT B OCHOBE TIPOLIECCOB (POTOPETYIISLUH
skcnpeccuu reHoB [42]. C oOpa3oBanreM CBOOOIHO-PaAUKaIBHBIX (OPM
¢naBuHa, B TOM uncie, paaukanbHoii napsl FADH' — Trp* (toe Trp' paaukan
Tpunroana) CBSI3bIBAIOT MATHUTOPELIETITOPHYIO (PYHKIHIO KPUIITOXPOMOB
[17,37, 43].

AHTEHHBIE MOJIEKVJIbI B BEJIKAX CPF

B 6enkax CPF momumo ocHoBHOro xpomodopa FAD mpucytcTByroT
MUTMEHTBI-CBETOCOOPIINKH, BBITOIHSIONINE POJib aHTEHHBI. KimtoueBoit
ponbio «aHTeHHbI-cBeTocOopuka» B JJHK-poTonmazax sensercs mor-
JoueHrue pOTOHOB CBETa M PE30HAHCHBIA MEPEHOC YHEPTHH MyTEeM
JIUTIOJIb-TUTIOILHOTO B3aMMOJICHCTBUS Ha KatanuTuueckuit FADH 2,
31, 44, 45]. dnst CPF Gb110 onucaHo MsTh MOJIEKY BBITOTHSIOIINX POJIb
«anteHHs». MTHF y OonbimHCcTBa 3yKaproT U y HEKOTOPBIX IPOKAPHOT
(manpumep: Escherichia coli, Neurospora crassa wim Saccharomyces
cerevisiae) [2]. 8-HDF y nexotopsIx npokapHot (Streptomyces griseus,
Anacystis nidulans n 1. 1.) [2], npocteitmux 3ykapuot (Ostreococcus
tauri, Scenedesmus acutus), KOTOpble UMEIOT MyTh OMOCHHTE3a 3TOTO
coenuHeHus [46, 47], 1 B 0O4EHb PEAKUX CIyYasix y 3yKapHOT, KOTOpbIE
MOTYT IIOJy4aTh €ro OT CUMOMOTHUYECKUX OAKTEpU M COXPAHUIU CIIO-
cOOHOCTB CBSI3BIBaTH fAe3azaduasul (Drosophila melanogaster) [47].
Takske B KaueCTBE aHTEHHBI MOTYT (DYHKLIHOHHUPOBATH BTOPAsk MOJIEKYJa
FAD (y apxebaktepuii Sulfolobus tokodaii) [48] u FMN (y Thermus
thermophilus) [49]. HemaBHO OBIITO TTOKa3aHO, 9TO 6,7-TUMETHI-8-pHON-
trumioMmasud (DMRL) MoxeT QpyHKIIMOHHPOBATh B KaueCTBE aHTEHHBI B
npokaproTHueckux (6—4)-poronmnazax (Agrobacterium fabrum, Rhodo-
bacter sphaeroides) [19, 50].

Bropoii, antennsiii, xpoModop He o0si3aTeseH st poTokaratuTHyec-
koi pynkin JIHK-doronnaszsl v He BIHSET HA CBA3bIBAHUE C CYOCTPATOM.
OiHaKO B YCIOBUSIX HEJOCTATOYHOM OCBEIIEHHOCTH MOXKET YBEITHYHBATh
ckopocth poropenapanuu JJHK ot 10 1o 100 pa3 B 3aBHCUMOCTH OT yCII0-
BUI 00y4YeHHMsI. DTO CBS3aHO C TEM, YTO BTOPOU xpomModop umeet Ooiee
BBICOKHI KO3(DPUIIMEHT SKCTUHKIUU U 00JI€€ MUPOKYIO TIOJIO0CY MOIIO0-
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menus B oonactu YOA-cera (g,,, 29000 M 'em ™! s MTHF i g,
40000 M 'em ! nist 8-HDF) 1o cpaBHeH# 0 ¢ (pr1aBUHOBBIM XpoMO(opom
(FADH —¢, 6000 M'em, g, 4800 M'em™) [2, 51].

380 > 7580HM

I11. KJIACCU®UKAILIUS BEJIKOB CEMECTBA
JHK-®OTOJHUA3/KPUIITOXPOMOB U UX
PACITPOCTPAHEHHUE B COBPEMEHHBIX OPTAHU3MAX

ITo BeIMONMHSAEMBIM (QYHKITHSIM OCHOBHBIC TTpeacTasutenu CPF mompasme-
nstrorest Ha: poTtonmasel mukiiooyranosoro tama (PHR CPD), (6-4)-doto-
nua3bl, KpunToxpoMbl DASH, KpunToXpomsl pacTeHHUI M KHUBOTHBIX.
ITepBonauansro CPD JIHK-¢doronuaser Obun oAeneHs! Ha ABa Kiiacca
Ha OCHOBAaHHMH CXOJICTBA B X AMHUHOKHCIIOTHBIX MOCIIEA0BATEILHOCTAX:
Oenkn umerorme cxoacTso ¢ E. coli JJHK-dorommazoit (UniProt—P00914)
orHecnu K knaccy 1 (PHR CPD I), a 6enku noxoxwue Ha doronuazy D.
melanogaster (UniProt — Q24443) otnecnu ko BTropoMy kimaccy (PHR
CPD 1I) [32]. ITo3xke Obutn Havigensl JJHK-(oronuasel, moxoxue Ha
PHR CPD I, HO umeromme B cBOCH CTPYKTYpE HEKOTOPOE CXOMACTBO C
KPUIITOXPOMaMHU PacTeHHUH M UX BBIIEIWIN B OTAENBHBIN Kilacc MOJ
Homepom Tpu (PHR CPD III) [52]. Taxxe doTomuazsl moApasaeIisiIn Mo
HAJIMYMIO BTOPOTO aHTEHHOTO Xpomodopa Ha ¢onartabiii Tun (MTHF B
KadyecTBe aHTeHHBI) U je3a3aduiaBuHoBblil TN (8-HDF, FAD nimm FMN
B KauecTBe aHTeHHBI) [32]. Ho mo3anee Takas knaccuukanys yTpaTuia
CBOIO AKTyaJIbHOCTb, IIOCKOJIbKY HE Y/1aBaJ0Ch POCIEIUTH KOPPEIALUU
MEKAY (PUIOTeHETHYECKUM MOIOKEHUEM OelKa U XUMUYECKOH TPUPOIOH
AQHTEHHOTO XpoModopa.

OunoreHeTHYeCKUe PEKOHCTPYKLUMHU nocaenHux Jiet [ 19-25] nonpas-
nensitot Oenkn CPF Ha 4 0CHOBHBIX TpyTIITel (CM. TabIHITY ): TIepBast TPyTIa
conepxkut PHR CPD II u Hexkotoprie momoOHbIe eil Oenkn ¢ HeycTa-
HOBIIEHHON (QyHKIMeH [20], s ynpoIeHus mocieHie He BKIIFOYESHbI
B TAONUWITy; BTOpasi TpymIa BKIOYaeT B ceds kpuntoxpomMbl DASH u
JHK-doTommassr pactenwnii (Plant PHR2) mo amuHOKMCIIOTHO# TTOCITET0-
BatensHOCTH cxokre ¢ PHR CPD II; Tpetss rpymma coctout n3 PHR CPD
I 111, a Taroke BKiTFOgaeT Kpuntoxpomsl pacterni (Plant Cry) n momo6nbIe
M 6enku (pCry-like), HalineHHBIEC B OCHOBHOM TOJIBKO IT0 TEHOMY U ITOKa
MaJIo M3y4YEHHBIE;, YeTBEPTasl TPyIIa BKIIOUaeT B ceds Bce TUIBI (6—4)
¢doTonuas u KpUINTOXpoMbI )KUBOTHBIX (Animal Cry). Paccmotpum Gonee
NOAPOOHO CTPYKTYpPY U (PYHKIMH Beex 3TuX npencrasureneit CPF.
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JHK-®OTOJIMA3BI IUKJIIOBYTAHOBOTI'O TUITA
JHK-gomonuaszel yukniobymanosozo muna xaacca 1 (PHR CPD I)

310 knaccuueckue JJHK-poTonmasel, HaiiieHHbIE y TPOKapHOT, TPOCTEH-
LIMX 9YKapruoT ¥ rpudoB (cM. Tabm.) [29]. Haubonee n3ydyeHHbIM MpeacTa-
ButeneM 3toro kiacca sisisiercs JJHK-doromuasa E. coli (UniProt —
P00914) [34, 67, 68].

JIHK-gpomonuaser yuknodymarnosoco muna xaacca 2 (PHR CPD II)

PHR CPD II ornuarorcst oT Beex ocTanbHbIX uineHoB CPF Tewm, uro y
HUX JUIMHHAs nenenus B C-KOHIIEBOM JOMEHE U 3HAUYUTENIbHbIC OTIIHYUS
B caiiTax CBs3bIBaHUS KO(AKTOPOB M cyOCTpara. ITO MOXKET CBHUJE-
TEeNbCTBOBATH O TOM, YTO 3TH ()epPMEHTHI BBIICIUIUCH B OTACIHHYIO
CPYIIy Ha CaMbIX PAaHHUX ATalax 3BOJIOIUU 3TOro cemeincrna [32].
Otu (oronmaspl HalZIeHBl BO BCEX IapCTBaxX BILJIOTH N0 CyMYaThIX
MIeKoruTaromuXx (cM. Tadi.). B otmmaue ot CPD 1 u (6—4)-doronmas,
MMEIONINX TPUNTO(aHb! I mporecca (pOTOBOCCTAHOBICHUS B OTHHUX
u Tex ke monokeHussx, PHR CPD II taxxe comepxuT Tpu Tpuntodana,
HO B IPYTHX MO3UIUSAX OTHOCUTEIHHO OCHOBHOTO Ko(akropa FAD u st
TTO3UIINN TaKke KOHcepBaTuBHEI 1iist OompimmHCTBAa PHR CPD II. Kune-
Trka poroBoccranoBnenuss PHR CPD Il ananornyna kuneruke st PHR
CPD I u (6-4) PHR, HO cxopocTs peakuuu HemHoro Boiiie y PHR CPD
II o cpaBuenuto ¢ PHR CPD 1. D10 ToBOpHT O TOM, 4TO MEXIY TpEMs
KJlaccaMu (OTOJINA3 CYIIECTBYIOT TOJILKO HEOOJbIINE Pa3iniusi B Opra-
HU3allMU aKTHUBHOTO 1IeHTpa (pepmenra [36].

JHK-chomonuaser yuxiodymanosoeo muna kracca 3 (PHR CPD I11)

PHR CPD III - a0 6akrepuansusie JTHK-(hoTonnaser punorenernyecku
omms3kue kak kK PHR CPD I, tak u k xpuntoxpomam pacteHHid. bpiio
MOKa3aHo, 4To 3TH Oenku paboratot kak JJHK-¢poronmasel u conepxar B
kauecTBe «aHTeHHs» MTHEF, ¢ caliTom cBsi3pIBaHMs Oo0Jiee XapaKTepHbIM
JUIsL KPUIITOXPOMOB, YTO MO3BOJISIET CUMTATh UX MEPEXOAHON (HhOpMOI OT
PHR CPD I x kpunroxpomam pacrenuii [52, 71].

KPUIITOXPOMbBI PACTEHUI 11 PCRY-LIKE
Kpunmoxpomwvt pacmenuii (Plant Cry)

[MonobHo doronmmazam Plant Cry mmeror caiit cBs3biBanust FAD, HO
TEPSIIOT IIPH 3TOM CIIOCOOHOCTH K (pOTOpEernapaluy u3-3a TOro, YTo KapMaH
JocTyna K (IaBuHY, KOTOPBIH Y (hOTOIHMA3 CIY)KUT MECTOM CBSI3bIBAHHS
¢ nospexaenHoi JIHK, umeer apyryio dopmy. [1pu stom Bmecto JJTHK
KPHUIITOXPOMBI MOTYT CBSI3bIBaTh MoJiekyny ATP, koropas nmpuHuMaeT
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yuactue B padore Oenka. Tak e, B oTindne oT (OTOIHMAa3, y HUX €CTh
C-KOHIIeBOE Y/UIMHEHNE OTBETCTBEHHOE 32 JIOKAIN3AIHMIO OJIKa B KIIETKE
U CBsI3bIBaHUE C IpyrumMu Oeskamu. Bropoit xpomodop y Plant Cry iubo
orcytctByer, 100 3to MTHF [14, 76, 84, 91]. Plant Cry BiusitoT Ha mipo-
[IECCHl POCTA M LIBETCHUS PACTCHHM, OMOCHHTE3a MHOTHUX COCIUHCHUMA,
BKJTIOUasi aHTEHHBI ()OTOCHHTETHUECKOTO KOMILJIEKCa U KaPOTHHOUIBI, &
TaKKe MPUHUMAIOT YYaCTHE B PETYIISILIUU HUPKAJHBIX PUTMOB PACTCHHH.
LlnpkaaHble pUTMBI — 9TO MEXaHU3M OMOJIOTHYECKOTO ONPECIICHHUS Bpe-
MEHH, KOTOPBI KOOPAWHUPYET pazHooOpa3Hble (PU3NOTIOTHIECKHE MTPO-
LECCHI ¢ NPUOIM3UTENILHO CYTOUHBIM CBET/TEMHOTA LIUKIIOM.

Y pacteHuii MOKET OBITh HE OJMH TpencTaButTens rpynmnsl Plant Cry
1, KaK NpaBuiIo, PyHKIHUK 3THX KPUIITOXPOMOB HEMHOTO Pa3In4atoTCsl.
Hanpumep, y A. thaliana ects nBa xpunroxpoma Cryl (UniProt —
Q43125) u Cry2 (UniProt — Q96524). Cryl paboTaeT npu BBICOKHUX
WHTEHCHBHOCTSX CBETA W MPUHUMAET YYacTHE B PETYISINN ITUPKATHBIX
putmoB. B onpenenennbix ycnoBusix FAD B Cryl o6pa3yeT cTaOuimbHBIN
CEMUXHUHOHOBBIM TIPOMEKYTOYHBIN ITPOAYKT, KOTOPBIA TTOTIIONIAET, B TOM
YHUCIIe, U B 3€JI€HOH 00JacTH CIEeKTpa W MOITOMY CBET B 3TOW 00nacTu
BHsieT Ha paboty kpunrtoxpoma [110]. Cry2 mHampoTuB paboTaer mpu
HU3KHX WHTEHCHBHOCTSX CBETA, a MPU BBICOKUX OBICTPO pasziaraercst u
HE yYacTBYET B PETYIISAINH IUPKATHBIX pUTMOB [24, 91].

Ilooobnvie kpunmoxpomam pacmenuii oenxu (pCry-like)

Y HEKOTOPBIX )KHUBOTHBIX M T€TEPOKOHTO(PHUTOBBIX BOIOPOCIICH HAWICHBI
npeacrasurenu CPF, kotopble (proreHeTHaecKy OMU3KH K KPUTITOXPOMaM
pacTeHnid. AHAJIOTMYHO KPUIITOXPOMaM pacTeHHHd OHU UMeroT C-KoH-
1[eBO€ YIJTMHEHHE, OJTHAKO TaM OTCYTCTBYIOT KJIIOYeBbIE AMUHOKHUCIIOTHI,
HEOOXOAMMBIE JIJISl BBIMOJIHEHUS! (YHKIHMN MPUCYIIUX PACTUTEIbHBIM
Kpuntoxpomam. Taxxe cymiecTByeT N-KOHIIEBOE YITHHEHNE, BO3SMOXKHO,
HEOOXOMMO€ ISl BBIOJTHEHUS (PyHKIINH, KOTOpBIE MoKa He sicHbI [20].

KPUITTOXPOMbBI DASH 1 JJHK-®OTOJIUA3BI PACTEHUIA
Kpunmoxpomer DASH (Cry-DASH)

B 2003 rony Brudler et al. [64] onucanm 0coObIi Kilacc KPUTITOXPOMOB,
KOTOpBIE 00NIafaroT (JOTONMA3HOW aKTUBHOCTHIO, HO HE ISl IBYXIIETIO-
yeuydbelx JIHK, a Tonbko 114 OHOIENMOYEUHBIX. DTH KPHUIITOXPOMBI
HazBamu kpuntoxpomamu DASH (Cry-DASH, Drosophila, Arabidopsis,
Synechocystis and Homo cryptochrome). Ha3Banue orpaxaer To, 9TO
HalineHusle B A. thaliana wn Synechocystis sp HOBBIE KPUIITOXPOMBEI TIO
CBOCH aMWHOKHCIIOTHOM TOcieoBaTeNbHOCTH Onmxke K Animal Cry
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TUTOIOBOM MYIIIKHM ¥ 9€JI0BEKa, YeM K JJPYyTUM KPUIITOXPOMaM HalICHHBIM
B A. thaliana n Synechocystis sp. OHaKo y 4eioBeKa U Ap0o30(uIIbl OCIKH
¢ ananornynoii Cry-DASH mnocienoBarenbHOCTBIO HE OOHAPYKEHBI
[35, 64, 70, 111]. Cry-DASH, kak u ¢otoiuasbl, B kKauecTBe Koakropa
conepxar BoccraHoBieHHbI FADH", u ux cTpykrypa B 1[eJIOM TOX0%ka
Ha cTpykrypy JAHK-doTtonnaspel, HO ¢ HEOONMBIIUMH OTKIOHEHHSMHU B
caiiTe cBA3bIBaHUS aHTEHHBI U cyOcTpara. [1o1HOCThIO KOHCepBaTHBHEIE Y
JHK-doronmra3 aMMHOKHCIOTHBIE OCTaTKU, OTBETCTBEHHBIE 32 CBSI3bIBA-
HHUE C UUKIO0YTaHOBBIMU MUPUMHUANHOBEIMU nuMmepamu, y Cry-DASH
YaCTHYHO 3aMEHEHBI Ha MeHee TuApo(hoOHbIE aMUHOKUCIIOTHL. BeposiTHO,
M03TOMY OHHM YTPaTHUIM CIIOCOOHOCTBH CBSI3BIBaTh HMOBPEKICHHBIC
Y4acTKH, HO BO3MO>KHOCTh CBSI3bIBaTh HemoBpexaeHHyro JIHK nmn
UKI00yTaHOBEIE AuUMepHI B oqHouenodeuHo JIHK coxpanunace, (6—4)
(oTONPOIYKTHI OHH HE CBsI3BIBAIOT |7, 29, 39, 64, 70]. HecmoTpst Ha BO3-
MOXHOCTb OIPaHU4YEeHHOH (hoTOpenapanuy, Ha BBDKMBAHUE KIETOK MPH
Y®-noppexaenusx npucyrcrsue Cry-DASH Bauser mano, mosTomy
CKOpee BCEro OHM (PYHKITHOHUPYIOT KaK KpUITOXPOMEI [29]. B oTmuue ot
npyrux kpuntoxpoMoB Cry-DASH He umeror C-KOHIIEBOrO yIMHEHUS,
HO MMEIOT HeOombImoi N-KkoHIeBOH (PparMeHT. B kadecTBe aHTECHHBI
Cry-DASH wmoryT conepskatrb MTHF ¢ oTHOCHTETEHO KOHCEPBAaTHBHBIM
CaliTOM CBSI3BIBAHUS BHYTPHU JaHHOTO ceMelicTra [39].

DOTOCUHTE3UPYIOIINE OPTraHU3Mbl, )KUBYIIIME B BOJIHOM Cpejie, 0Cco-
OCHHO 3YKapHOTHUYECKHE BOIOPOCIIH, UMEIOT HECKOJIBKO KOIMH IeHa,
komupytomero Cry-DASH. V kpacuoi#t Bomopocnu Cyanidioschyzon
merolae CymecTByeT ceMb TeHOB npeactaButenein 6enkos CPF, m3 Hux
Tpu otHOCATCS K Tpynie Cry-DASH. /[Ba 13 HUX TPOSIBIISIOT CIOCOOHOCTH
¢doropenapuposars ogHouenodeunsie JJHK, a ¢pynkium tperbero ocra-
I0TCSI HE SICHBIMH, HO TOYHO yCTaHOBJIGHO, YTO OH HE CIIOCOOEH pera-
pHpOBaTh HU OJHOLICTIOUEUHBIC, HH JIBYXIICTIOYCUHbIC IIUKIO0YTaHOBBIE
quMepsl, HU (6—4) dortonponykrel [15]. [Tomumo ¢yHkumii penapanuu
onunonenoueunbix JIHK, mns Cry-DASH 6buto moka3aHo, 4To OHU
Y4acTBYIOT B (DOTOPETYJSIIIMA aKTUBHOCTH T'€HOB, B OCHOBHOM IIyTEeM
penpeccuu [64], B TOM YMCIIe Y4acCTBYIOT B PEryasiiuu GoToTakcuca y
nuaHoOakTepuit [66].

Ha ocHoBe aHanmm3a aMMHOKMCJIOTHOW MOCIEI0BAaTEIbHOCTH
Cry-DASH, onu cHauana OblIM OTHECEHBI K rpyime (6—4)-¢potonuasbl/
KPHUIITOXPOMBI KMBOTHBIX. [1031HEE MX BBIOETUIN B CAMOCTOATEIIEHYIO
rpymnmy. Kleine et al. [28] npennonoxunu, uto pacrurensasie Cry-DASH
oenku A. thaliana (AtCry3, UniProt - Q84KJ5) mpoucxomsT ot 3HA0CHM-
OMOTHYECKOTO MTPEALIECTBEHHNKA COBPEMEHHBIX LINAHOOAKTEPHHA (BEPOST-
HOTO TNpPEALIECTBEHHUKA XJIOPOIJIACTOB B COBPEMEHHBIX PACTCHMSIX),
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Torna kak Kpuntoxpombl pacteHuit (AtCryl, UniProt - Q43125 u
AtCry2, UniProt — Q96524) npoucxoaat OT 3HI0CUMOMOTHYECKOTO
MpeIIeCTBEHHUKAa COBPEMEHHBIX O-IPOTE00aKTepuil (BEpOsSTHOTO
MpEe/IIeCTBEHHUKA MUTOXOHIPUN COBPEMEHHBIX 3yKapHOTHUECKHUX Opra-
HU3MOB). OCHOBBIBasICh HAa OOHAPYKEHUH HOBOTO KJIacCa KPUIITOXPOMOB
y 6akTepuii (paHee CUUTAIOCH, YTO KPUIITOXPOMBI €CTh TOJIBKO Y 3yKapHo-
TUYECKUX OPTaHU3MOB), ObIIIO BHICKa3aHO NPEATIOIOKEHHE, YTO KPHIITO-
XPOMBI BO3HUKJIIH elI€ 70 pa3/iesIeHUs CTBOJIA SBOJIIOLIMK OPraHM3MOB Ha
MIPOKAPHUOTHI M 3yKapuoThl [28, 29].

JHK-¢omonuasvr pacmenuii (Plant PHR?2)

Plant PHR2 -3T0 rpynma OenkoB, KOTOpasi IO CTPYKType OnM3Ka Kak
Cry-DASH, Tak u PHR CPD II. [lo ¢ynkuusm Plant PHR2 ne otnu-
gaercst ot apyrux JHK-doronuas, HO nMeeT 3HAYUTENbHBIE OTINYHS
B aMHHOKHWCIIOTHOH TOCIIEI0OBATEIFHOCTH U CIIEU(UIHOCTh K OIpeie-
JICHHBIM KJIETOUHBIM opraHeiiam [21, 112]. M3-3a cxoncTBa Mmexay Plant
PHR2 u PHR CPD II, u3HauanbHO WX CUMTAIN IPEACTABUTEISIMU OTHON
rpynmsl [113], Ho moToM uoreHeTHYECKUil aHaIH3 mokasai, 9ro Plant
PHR2 npousonuu ot npesHero rena Cry-DASH, HO ipu 3TOM coxpaHuIn
crmocoOHOCTE K peraparuu nopexacaaon JIHK, kak n Hekotopsie Cry-
DASH rpu6os [21, 78].

(6-4)-®OTOJINA3BI

(6—4)-Dotonmazsr ((6—4) PHR) mmeror cxoxyto cTpykrypy ¢ CPD
(oTonmazamu, OJMHAKOBBIE XPOMO(OPHI M CXOKHHA PEaKIIHOHHBIA MeXa-
HU3M, HO UMEIOT OTJINYHS B CaiiTe CBA3BIBAHMS CyOCTpara W KBaHTOBBII
BEIX07 poTopenaparun (6—4)-horomuas (0,05-0,10) 3HAIUTETHHO MEHBIIIE
KBaHTOBOTO BBIXOJIA ITMKJIO0yTaHOBRIX (hoTommas (0,50—0,98). Dto ces13aHo
¢ TeM, 4to (poTopenapanus mupuMuANH (6—4) MUPUMHUINHOBBIX (hoTO-
MPOJYKTOB CTPYKTYPHO M XMUMHUYECKH OoJiee CIIOKHAs peakius, 4eM
penapanusi ITIKI00yTaHOBIX quMepoB [3, 103, 104, 114]. Kitaccuueckue
(6—4)-oTonuaspl HalICHBI Y 3YKAPUOTHUECKUX OPTaHU3MOB BILIOTH JI0
PENTHINI U NITUI], HO HE HAMICHbI Y MJICKOITUTAIOIINX, B TOM YHUCIIC U Y
yenoBeka (cM. Tabi.).

(6—4)-chomonuaswel c osotinoi hynxyueti ((6—4) PHR/Cry)

(6—4) PHR/Cry ata rpymnma OeJiKoB, BbIJICJICHHAs] HA OCHOBE (PHIIOTEHE-
TUYECKOTO aHalu3a M BKItoyaromas B ceost (6—4) goTonnassl, KOTOpbIE
MOTYT TaKxke paboTaTh Kak Kpuntoxpomsr [20, 85]. Dtu Oenku HaliieHbI
Y TeTePOKOHTO(PUTOBBIX H 3€JICHBIX BOAOPOCIIEH (B TOM YHCIIE y TUaTOMO-
BBIX Boztopocieii [115]), a TakxKe y HEKOTOPBIX pacTeHui (cM. Taba.).
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Ilpoxapuomuueckue (6—4) PHR

[Npoxkapuornueckue (6—4) PHR (v nnorna ux Hasssarot CryPro) HaiiieHbt
y OakTepuii, apxeid, a TaKXKe y HEKOTOPBIX TPOCTEHILNX DYKapHOTHYECKUX
opraHu3MoB (Harpumep, Paramecium tetraurelia), u uX NPUCYTCTBUE
BBISIBJICHO, B OCHOBHOM, 110 aHAJIN3Y FeHETHUECKOH MOCIIeI0BATEILHOCTH
[19]. Jnst Tex mpencraBuTeNe STOW TPYIIIBL, KOTOPbIE OBUIN U3y4YeHBI
0oJee mopoOHO, TOKa3aHbl Kak PYHKIUU KpUNToxpoma y R.sphaeroides
(UniProt — Q3IXP1) — perynsmus skcrpeccu (HOTOCUHTETHIECKUX
reroB [50], Tak u ¢yskumun (6-4) doronmuaser y A. fabrum (UniProt —
A9CH39) [19, 73, 116]. XapakTepHOoii 0COOCHHOCTBIO 3TOM T'PYIIITHI
SBJISIETCS. HAJTMUUE YEThIPEX KOHCEPBATUBHBIX IUCTEMHOB, C-KOHIIEBOTO
KaTaIMTHIECKOTO JOoMeHa (aHaJloTHYHO KpumnToxpomam), DMRL B
KadeCTBE «aHTCHHB» W [4Fe—4S] kmacTepa B KaTalIuTHICCKOM JOMEHE
(y mpumepro 70% W3 Bcex HaIEHHBIX Ha JaHHBIA MoMeHT) [50, 73].
Takoke st crumyssinnd Gotopenapanuu JTHK, kak conepxaniuM, Tak u
He coneprkaryM [4Fe—4S] knacrep, npokapuornuecknM (6—4) horonuazam
TpebyeT Hanmuure HoHoB Mg?" B obmactu cesi3biBanust JJHK [73].
Crpykrypa npokapuoTuueckux (6—4)-¢poronua3s B 001acTH CBs3bIBa-
Hust [4Fe—4S] knactepa moxoxka Ha CTPYKTYpY OOJNBIION CYyObeIUHHIIBI
npaiiMa3 3yKapuoToB U apxel — (epmeHToB, cuHTesupyomux PHK
onuroHykieotuasl npu perummkanuu JJHK, aro moxer roBoputh 00
o0miem npoucxoxaeHnu 3tux OenkoB [19]. Ponb [4Fe—4S] knactepa B
npokapuotnyeckux (6—4) PHR He BrosiHe sicHa, HO BRICKA3bIBAIOTCS TIPE/I-
MOJIOKEHHS, YTO OHM MOTYT pearupoBarh Ha HAJIMYHE aKTUBHBIX (HOpM
KHCJIOPOJa B CPeJie, YTO MOXKET MPUBOAUTH K M3MEHEHHIO KOH(UTYpauu
0eJKa M BBI3BIBATh MOBBIICHHYIO SKCIPECCHIO T'eHa caMoil (hOTOIHAa3kl B
OTBET Ha OKUCIUTENIbHBIN cTpece [50]. Tak ske BbICKa3bIBACTCS MPEIIO-
noxeHue, uto [4Fe—4S] kinactep MOXKET CIyKUTh JOHOPOM JIEKTPOHA B
npouecce porosoccranosnenuss FAD u HeoOxonum asnst ctabminzanuu
CTPYKTYpBI camoi otonmassl [ 116]. 13 Bcex HalIeHHBIX TOCIIEI0BATENb-
HOCTEH, XapaKTEepHbIX IS IPOKapuoTHUeCKuX (6—4) doTonuas, TOIbKO
67% conmep>kaT KOHCEpBATUBHBIE OCTATKM caiiTa cBA3biBaHUsI DMRL;
OCTaJIbHBIE OENKH, TIO-BUANMOMY, HE OyIyT NIMETh aHTEeHHHI [ 19].

KPUIITOXPOMBI )KNBOTHBIX

KpunToxpoMbl )KHWBOTHBIX, COTIACHO (PHIIOTEHETHYECKOMY aHaIH3y,
MpUHAJJIekKAT K TOH ke rpymme, 9To u (6—4)-portonuassl. [lommmo
ocHoBHOTO FAD-cCBsi3bIBalOIEr0 JOMEHA C KOHCEPBATUBHOM JIJIsI BCEX
KPUIITOXPOMOB 3TOTO THIIA TOCIIEIOBATEIBHOCTHIO, OHH TAaKKe UMEIOT
C-KOHIIEBOE YMIMHEHNE PAa3INdHON MPOTSIKEHHOCTH M CTPYKTYPHI,
KOTOpOE WrpacT BaXXHYIO poib B (pyHKIHOHUpOBaHMH Oenka. OgHa U3
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OCHOBHBIX (D)YHKITUI KPUIITOXPOMOB XHBOTHBIX CBSI3aHA C IIUPKATHBIMH
putMamu. CyliecTByeT HEHTPaIbHBIH OCIHIUISTOP, KOTOPBIN TeHEpUpPYyeT
MPUMEPHO CYyTOYHBIH IMKJI, IIyTH TEepe3aIrycka dTOro IHKIa B OTBET Ha
JIEMCTBUE CBETA M ITyTH 3aITyCKa OCIIUIATOPOM pa3HOOOPa3HbIX IIUPKa/I-
HBIX oTBeTOB [23, 117].

Korna nnst paGoThl wnm mepe3anycka HUPKAIHOTO OCIHIIISTOpa
HEoOXOMM CUTHAN B Buje OmmkHero Y®/ cuHero cBera, TO paboTaeT
kpuntoxpoMm | tuma. Korma neHTpanbHBIH OCHMIIATOP CIOCOOCH
MOAJICP)KUBATh PUTMUYHOCTH M 0€3 OCBEIICHHUS, TO B 9TOM Hpoliecce
NPUHUMAET Y4acTHe KPUITOXpoM 2 Tuma. KpunToxpoMsl nepBoro tumna
HalJICHbl Y HACEKOMBIX, U MX yacTo HasbiBaloT d-Cry (ot Drosophila).
Kpunroxpomsl BTOPOro THIAa HAHACHBI Y MMO3BOHOYHBIX YKMBOTHBIX U
uX WHOT/Ia Ha3bIBaroT V-Cry (ot vertebrates). Y yacTu 0€CIIO3BOHOYHBIX
(Hanpumep, y IIO0BOM MYILIKH) €CTh TOJIBKO oAuH Kpuntoxpom d-Cry
(ux mukn paboraer ¢ 00sS3aTEIbHBIM yYacTHEM CBeTa). Y HEKOTOPBIX
MO3BOHOYHBIX, B TOM YHCJIE Y MBILIH M YEJIOBEKa, €CTh IBa KPUIITOXPOMA
u 06a v-Cry (paboraror 6e3 yuactus cBera). EcTh )xuBOTHBIE (Kak Oec-
MO03BOHOYHBIE, TAK U IO3BOHOYHBIE), KOTOPBIC 00J1a1at0T O0JIee CI0KHOM
CUCTEMOH ITMPKaTHBIX PUTMOB, T7ie 3a/1eiicTBOBaHbI Kak d-Cry, Tak 1 v-Cry,
Kak Hanpumep y Danio rerio wnu Danaus plexippus, B 3TOM ciy4ae B
TEMHOTE pabOTaeT OCHOBHOM OCLMJUIATOP, a HA CBETY MPOUCXOAMT Iepe-
3amryck 1ukia [ 14, 24, 37]. Kpunroxpoms! d-Cry MOTYT pa3pyInarbes Ha
cBety, B omame oT v-Cry [24].

OJIHOKIICTOYHBIE OPTaHU3Mbl HMEIOT TOJILKO OJIMH HE3aBHCHMBIH
MUPKAIHBINA OCIIIUIATOP. B MHOTOKIIETOUHBIX Opranu3Max ¢ auddepeH-
UPOBKON TKaHEH MOXET ObITh MyJIBTH-OCIMIIISITOPHAS] CHCTEMA, PETYIIU-
pyIOIIasi pa3inyHble PUTMBL. Y JKUBOTHBIX IEHTPAJIbHBIM OCIHIUIATOD
HAXOJUTCSI B TOJIOBHOM MO3T€ M OTBEUAET 32 PUTMHUYHOE TOBEIACHHE
OpraHM3Ma B [IEJIOM M CHHXPOHH3AIHIO PA0OThI OCHMILIATOPOB OTACIBHBIX
OpraHoB, a peIenTop, OTBEUAIOIINH 3a Mepe3aIryCcK [UKIa MO/ AeHCTBUEM
CBeTa, HaxoauTcs B masax [14, 21, 23, 117].

[ToMUMO OCHOBHBIX JIBYX THIIOB KPHIITOXPOMOB, B TIOCJIEIHUE TOJbI
Obula BbIIENEHA enle onHa rpynmna kpuntoxpomos tuna 0 (Eye-CRY/I-
CRY), naiinennsie y ryook (Porifera). Onu HaxonsTcsi B MEpBUYHBIX
ma3ax ry0OK M BIMSIIOT Ha COKpaTUTENbHbIE JBIKCHHS T'yOOK B OTBET
Ha CBET M, BO3MOYKHO, BBIMOJIHSIOT Apyrue (oTopenenTopHbie GyHKIHH
[24]. Tak e B OTAENBHYIO TPYMITy BBIAEIEHBI KPUITOXPOMBI THNA 4,
HalJICHHbIE y JIATYLIEK, ppl0 1 nTUll. CyIIecTBYIOT KOCBEHHBIC JaHHbBIC,
YTO OHM BBIITOJHAIOT OTOPELENITOPHBIE (GYHKIIMHU, HO YYaCTHE UX B Pery-
JSIUUU UUPKAAHBIX PUTMOB OCTAETCS IO BOpocoM [24].
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IV. IPEBHUH NPEJIIECTBEHHUK CEMEHCTBA
JHK-®OTOJUA3/KPUIITOXPOMOB, KAKUM OH BbLJI?

Korma MpI aHanmu3npyem 3BOIIOLNI0 OETTKOB HA OCHOBAHUU MX CTPOESHHUS
1 (PyHKIUI y COBPEMEHHBIX OPTaHW3MOB, TO JOJDKHBI YUUTBHIBATh TOT
¢akT, 9TO JAxe camble (UIOTEHETHYECKH TPEBHHUE OPTaHU3MBI — 3TO
BCE PaBHO PE3yJIbTAT MHOTOBEKOBOM ABOJIOIMH TAHHOTO BHA M MOJKHO
TOJBKO CTPOUTH THIIOTE3HI TI0 MTOBOAY TOTO, KAK OHW OBLTH YCTPOCHBI U
Kak paborajgy MHOTO BEeKOB Hazaj. [1o3ToMy, eciy MBI XOTHM IOHSITh
KaknM ObL1 ApeBHUI npeamecTBeHHUK CPF, To Hy>KHO OTHOCHTBCS K TEM
JTAaHHBIM, KOTOPBIC Y HAC €CTh CKOpee KaK K Clie/IaM, OCTaBIIUMCS OT TOTO,
YTO MPOUCXOJMIIO MHOTO JIET Ha3aj. [ mpoBefieHns TaKoro aHaju3a,
MbI cOOpaJTi HHPOPMAITUIO JOCTYITHYIO B JIMTEPAType U pas3inyHbIX 0a3zax
JlaHHBIX B uHTepHETe 0 Oosiee 1000 Oenkax CPF, naiinennsix B 440 Buax.
MHorue u3 3TuX OEJIKOB HAaWJCHBI TOJBKO MO aHalU3y TeHETHYeCKOU
MOCTIeIOBaTEIbHOCTH U HE OBUTM BBIJCICHBI M OXapaKTepU30BaHbl, HO
UMEIONIMICS MACCHB JIAHHBIX MMO3BOJIICT HAM MPOBOJIUTH MapaJLIeId U
AKCTPATIONSAIHH, JJI TOTO YTOOBI YIIOBUTH HEKHE OOIIME YePTHI U MOTIbI-
TaThCs 3aIITHYTh B MPOIILIOE STOTO CEMEWCTBA.

ITockonbky mH(pOpMaIysi 000 BceX Oellkax CIUIIKOM OONIUpPHA, TO
MbI 0TOOpanu 112 Hanboee XapakTepHBIX U U3yUYCHHBIX OPTaHU3MOB U
npuBey jJaHHbie 00 ux Oenkax CPF B Tabnuie. Opranu3msl B TabIuIle
PACIIONOXKEHBI B COOTBETCTBHHM C OOOOIICHHBIMH IPEACTABICHUIMU
00 PBONIOIMYU U (PUIOTEHETHYECKOM POJICTBE. BUPYyCHl BHIHECEHHI B
Ha4yaIo TaOJIHIIBI, TOCKOJIBKY HET OJHO3HAYHOTO IIPEJICTABICHUS O TOM,
KakuM 00pa3oM U B KAKOM MOMEHT 3BOJIIOIIMH OHU BO3HUKIIH. J[anee Mbl
WCXOIFITA U3 TEOPUH O TOM, YTO M3 OOIIEro MpeaKa BCEX COBPEMEHHBIX
opraau3MoB (LUCA) mpou3zonmmy apxen U 0aKTepuH, a TOTOM 00e ITH
TPYTIIBI CTAIN POJAOHAYATHHUKAMHA DYKaPHUOTHIECKIX OpraHn3MoB [18].
Bravane BO3HUKIN MPOCTEHTIINE yKapHOTEHI, a TTOTOM U 00JIee CIIOXKHBIE,
Cpea KOTOPBIX BBIACIMINCH TP OCHOBHBIX I[apCTBA: TPUOBI, PACTEHUS
1 )KUBOTHBIE, KOTOPHIE DBONIOIIMOHUPOBAIIN OTHOCUTEIHHO HE3aBHUCHMO
npyr ot npyra. benku CPF B Tabnuiie pazaesneHsl B COOTBETCTBUU C COB-
PEMEHHBIM TPEJICTaBICHNEM O (DMIIOTEHETHYECKOM POJICTBE OTIEIBHBIX
npeacTaBuTeneil Ha yerbipe 6ompmmx rpymmsl: JJHK-doromuazer CPD
IT; Cry-DASH; JHK-dotonmaszer CPD [ 1 KpuUITOXpOMBI pacTeHHIA;
(64)-boTonuasbl ¥ KPUITOXPOMBI JKUBOTHBIX. B camoli Ta0nuIie ykazaHbl
HoMepa OeinkoB B 6a3ze UniProtKB [57], eciii oHU ecTh, U IUTEpaTypHbIC
WCTOYHHKH ¢ HH(OpMALIUEH O JaHHBIX OelKax.

I'ensr, komupyronue JIHK-doTonuasel, ectb B TeHOME HEKOTOPBIX
JAHK-BupycoB (cM. Ta01.). @oTONMa3kl CHHTE3UPYIOTCS B KJIIETKE XO3SIMHA
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BMECTE CO CTPYKTYPHBIMHU O€JIKaMH 1 yITaKOBBIBAIOTCSI B BUPHOH B TOTOBOM
Buje. CTpyKTypa v CBOMCTBa BUPHOHA HE IPEyCMaTPUBAET B HEM HaJU-
YHS CIIOKHBIX METa0OIMUECKUX MporeccoB. OH nMpeiHa3Ha4YeH TOIBKO IS
3alIUTHl TeHETUYECKOTO MaTeprasa 1 BHEAPEHUS B KJIETKY X03siHa. J{y1s
pabotsl JIHK-oTosnaser B coctaBe BUpHOHA HEOOXOIUM TOJIKO CBET
(He Hy)KHO CMEHHBIX HyKIeoTH10B Win ATP kak MCTOYHMKA SHEPruw,
KaK B clly4ae padoThl APYIHX pernapupyronmx GepMeHTOB), 4TO JeIaeT
9TOT (pepMeHT KpaifHe MOJie3HbIM Ui BUPYCOB. [Ipoucxoxaenue reHa
JHK-¢oTonuas y BUpycoB He U3BECTHO, BO3MOKHO, OHH [T03aUMCTBOBAIIN
€r0 M3 OPraHU3MOB CBOUX X035€B U 3TO 3HAYUTEIILHO MMOBBICHIIO X YCTOM-
YUBOCTh K 00MyueHHo Y@ u cnocoOCTBOBaNO 00IIEMY BBIKHBAHUIO
JHK-Bupycos [53, 56].

Kak BuztHO 113 TaONMUIpBI, TPY OCHOBHBIX Tpymiisl 0enkoB CPF coneprkar
B cBoeM cocrtaBe kak JIHK-doTonunasel Tak u kpunroxpomer. HecmoTpst Ha
TO, YTO (PYHKUMH y (HOTONMA3 U KPUIITOXPOMOB PasHbIe, JOBOJILHO YaCTO
BCTPEUAIOTCS OEJIKH, KOTOPBIE MOTYT BBIMOMHATH KaK (DYHKLUH KPUIITO-
XPOMOB, Tak 1 (hyHKIHH GoTonuas (cM. Tad.). Hekotopsle mpencraBurenu
CPF moryT BBIIONHATE HE criequ(UUHbIEe UIsI UX IPyNnbl QYHKIHU:
0eJIKM 110 aMMHOKHCIIOTHOH I1OCIEA0BATEIbHOCTH, OTHOCALIUECS K
KPUIITOXpOMaM, MOTYT BBITIOJHATE (QYHKIIUH (OTOIHMA3 W HA0OOPOT.
Hampumep, eciu B35Th MblIel Ae()ULIUTHBIX 110 KPUIITOXPOMAM C Hapylle-
HUEM pabOThI MUPKATHBIX PUTMOB U IPUBUTH UM UCKyCCTBEeHHO TeH PHR
CPD II ot cymM4YaToro MEKOIIUTAIOIIETO — KEHTYPOBOI KPBICHI Potorous
tridactylus (UniProt — Q28811), To oHa MOXKET 3aMEHHUTH KPUIITOXPOMBI
B paboTe HUPKATHBIX PUTMOB C HEOOIIBIINM YXYAIICHHEM U N3MEHEHHBIM
mexanuzmoM aeiicterd. Jpyrue PHR CPD I wii (6—4) He MOTYT OKa3bIBaTh
TaKoTO BIMSHUA Ha paboTy nupkaaHbix putMoB [107]. [Tockoasky PHR
CPD II oTnenmiach OT OCTAJIBHBIX YJICHOB CEMEHCTBA HA OYCHb PAHHUX
dTanax 3BONIONHMU U COXPaHWJIA CIIOCOOHOCTh BJIMSTH Ha LIUPKaJHBIC
PUTMBI, TO 3TO MOKET yKa3bIBaTh Ha TO, YTO JPEBHUMN MPEIIECTBEHHUK
CPF Brinonssin He Tonbko Gynkunu poropenapaunu JHK, Ho u npunu-
MaJl y4acTHe B PeryJIaui TPAHCKPUIIIUH Pa3IMUHBIX T€HOB, B TOM YHCIIE
CBA3aHHBIX C LUPKaAHBIMU puTMamu. [loToM, B mporecce 3BONIOIUN
Ka)KJJOM OTIeIbHOH rpymiibl, y (hoToIMa3 ObU1a YACTHYHO MITH ITOJTHOCTHIO
yTepsiHa CIIOCOOHOCTh paboTaTh KaK KPUITOXPOM, a Y KPHUITOXPOMOB
¢dortonuaznas GpyHKuus.

I'pub Aspergillus nidulans (Emericella nidulans) conepXuT TOIbKO
omuH reH npuHaexamuii K CPF — CryA (UniProt — QSBGE3). benok
HaXOUTCS B SIPE U TOIABIISCT ITOJIOBOE Pa3BUTHE MIPU ACHCTBUM CBETa
350-370 uM, HO TaKke UMeeT U (POTOTMA3HYIO0 aKTUBHOCTD, YTO IIOKA3aHO
Ha myTaHTax E. Coli,He nmeromux codctBeHHON (hoTtonmasbl. CormacHo
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(duIoreHeTHYECKOMY aHalu3y 3TOT Oesok npuHamiexur kK PHR CPD
I. ¥V atoro rpuba ects apyrue 6enku He u3 cemeiictBa CPF, xoTopsie
NPUHUMAIOT Y4acTHe B (POTOPETYIISIIUN Pa3BUTHSI, TOITOMY, BO3MOXHO,
ocrtanbuble npencraButesin CPF Oblti moTepsiHbI B poriecce 3BOMOIIH
W OCTaJICS TOJILKO OJMH OE€JOK, KOTOPBIH OJJHOBPEMEHHO BBINIOJIHSET
Kak QyHKUOMU QoTonmasbl, Tak W kpuntoxpoma [82]. JIpyroii rpuo,
Trichoderma atroviride (Hypocrea atroviridis), Takxe umeer PHR CPD
I (UniProt — G9PAS82), koTopasi, TOMUMO OCHOBHBIX CBOMX (pOTOpEnapu-
pyIOImUX QYHKIUN, IPUHAMAET y4acTHe B (POTOPETyIISIIUN DKCIIPECCUI
cobctBeHHOrO rena. [Ipeanonaraercs, 4To GoTOperyasTopHbIe QYHKINH
CBSI3aHBI C HAJTMYUEM Y 3TOH (poTonuassl N-KoHIEBOro yuyinHenus B 140
aMUHOKHCIIOT, KOTopoe Takxke xapaktepHo i Cry-DASH [81].

[InecueBblii rpub Phycomyces blakesleeanus conep>xut B cBoeM reHOMe
enunctBeHHbId red CPF, kotopeiii konupyet 6enok Cry-DASH (UniProt—
AOAOF7WO019). Dtot Oenok criocobeH paboTaTh Kak IMOJHOIICHHAS
CPD-¢otonnaza, BoccTaHaBIMBAs TOBPEXKICHUS KK B IBYXLETIOYECUHBIX,
tak ¥ B onHouenoudedHbix JJHK ¢ Takoit xe 3hekTuBHOCTHIO, Kak U
PHR CPD I E. Coli [78]. Ilpenmnomnaraercs, uro npyrue Cry-DASH
Oenku TIeCHEBBIX TpUOOB (Mucoromycota) Takke MOTYT BBITIOTHSTH
pons JIHK-dhotommasser. [Tomrmo 3TOT0, OBLTO TTOKa3aHO, YTO OHU MOTYT
TaKKe IPUHUMATh y4aCTHE B PETYIISLMN CBETOM Pa3BUTHA U IUTMEHTALUU
rpubos [81, 118, 119].

Hecmotps Ha npucyTcTBHE FeHOB (POTOIMA3 ¥ KPUIITOXPOMOB B Opra-
HU3MaX TpeX HApCTB JKUBBIX CYIIECTB (apxei, OakTepuii U dyKapuor),
SBOJTIOLIMOHHAS B3aMMOCBSI3b OTJEIBHBIX MTPEACTABUTENEH 3TOTO YHUKAIIb-
HOTO CEMEHCTBA OcTaeTcs MpeaMeToM nuckyccuit [63]. Cunrtaercs, 94To
JHK-doronmassl siBisitoTcst Hanboee APeBHUMHU OEIIKaMH CII0COOHBIMU
BoccranaBnuBarh YD-noBpexnennsie JJHK. Orn, 1omKHO OBITH, BOZHUKIN
Y CaMBbIX IEPBBIX OPTaHU3MOB, KOTOPbIE OOUTAJIH B Cpeie, OIBEPKEHHOMN
MHTECHCUBHOMY Bo3eiicTBUIO YD-cBeta [7]. Haubonee pacnpoctpaHneHHO
MHEHHE, YTO POAOHAYATIHLHUKOM BCEX OEIIKOB ATOTO CEMEICTBA SIBIISIETCS,
BEPOATHO, (hOTONINA3A IIMKIO0Y TAHOBBIX MTUPUMHUMHOBBIX JTUMEPOB [52].
C npyroii cTOPOHBI MOCNIEIHUE JaHHbIE (UIOTEHETHYECKOTO aHaTH3a
MOKa3ajH, YTo HanOosee APEBHUMHU MPEACTABUTEISIMUA JAHHOM TPYTIIIBI
ABJISIIOTCS TpoKapuoTrueckue (6—4)-potonuassl, conepxkamue [4Fe—4S]
KJIaCTEePBI, AJIs1 KOTOPBIX OBLIM [TOKa3aHbl Kak (DyHKLIUH (OTONNA3HI, TAK 1
(YHKIMH KPUOTOXPOMOB — YYaCTHE B PETYJISLIHH SKCIPECCHH TeHoB [ 19,
20, 50]. C yueToMm ycinoBuii, B KOTOPBIX IPEANTOI0KHUTENBHO CYIIECTBOBAI
LUCA (BoccraHOBHTENBHAS Cpela, OTCYTCTBHE 030HOBOTO CJIOS, U KaK
CJIEACTBUE BBICOKUH ypoBeHb Y® 00IydYeHHUs) MOKHO MPEATIOIOKHUTE,
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YTO I APEBHUX OPTaHU3MOB aKTyaJbHBIM OBLTO HE TOJBKO 3AIIUTHTH
JHK ot noBpexenuii, HO 1 BeIpabOTaTh MPaBMIIbHBIEC TIOBEACHYECKNE
1 pu3uoornueckre orseTsl Ha YO u OMKHUN cuHUi cBeT. Eciau Ml
MOCMOTPHM Ha COBPEMEHHBIC OPTaHU3MBbI, OOMTAIONINE B BOJE B YCIIO-
BHSAX BBICOKOTO YPOBHS OCBELIEHHOCTH, TO YBUUM, YTO MHOTHE U3 3TUX
OpraHU3MOB MMEIOT 0OJbIIOe pasHooOpasue npencraBureneii CPF ¢
MHO)KECTBEHHBIM YIBOCHUEM I'€HOB, YKCIIPECCUPYIOIIUX OCIKH, BBITON-
HSIOIIME KaK 3alIUTHBIC, TAK U PETYIATOPHbIC (QYHKIIUH.

[Ipumepom OakTepuid, KOTOpBIE YBEIHYUIN KOJIHMYECTBO I'€HOB,
KOAMPYIOIINX OEJKH, CocOOHBIE BOCCTaHABINMBATh Y@ MOBpeKAeHUs,
aBIsIOTCs TanobakTepun (apxen Halobacteriales). Onn umeror 6onee
YeM OAMH ToMOJIOT (HOTOIMA3bI (IOMYyUYEHHBIN 00 AyIIMKauei, 11oo
Yyepe3 TOPU30HTAIIBHBIN IIEPEHOC TeHA), B HEKOTOPBIX CIyYasiX COAepKaT
kpuntoxpoM-DASH, a Taxxe ofHy WM HECKOJIBKO CUCTEM «TEMHOBOI
penapanun YO-nospexaenuit ITHK. 'anobGakrepun xuByT B Bojgoemax,
nonpo6HeIXx MepTBoMy MOpto. O4eBUAHO, UTO B 3THX YCIOBUSAX OHU IIOJ-
BEP KEHbI HIHTEHCUBHOMY BO3J1eHCTBUIO YD-CBETA, U HANTMYNE HAJCKHOU
CHCTEMBI 3aIUTHI (1 HE OAHOTO, & HECKOJIBKUX YPOBHEHN ) ’KU3HEHHO BaXKHO
JUISL 9TUX OpraHu3MoB [7].

Eute o1HUM HHTEPECHBIM IPUMEPOM HPUCIIOCOOIEHHS K OKPYXKAIOLIEH
Cpeze ¢ MoTepei Win yCUICHUEM IT'eHOB, OTBETCTBEHHBIX 3a O€JIKH, perna-
pupytomue YO-moBpexaenns [JHK, MoryT OBITh pa3mudHbIe IITAMMBI
nnanobakrepun Prochlorococcus marinus. lllTaMM, KOTOPBIN KUBET Ha
mryoune 6osee 100 M U TPaKTUIECKHU HE ITOIBEpracTcs BO3ACHCTBIIO YD
cBeTa, He cofepkuT B cBoeM reHome reHoB CPF. Ho y nero nmeercs npyras
penapupyromas YD-oBpexIeHuss cucreMa, paboTaroniasi B TEMHOTE
(BeposATHO, Ha ciiy4yall BO3MOXHBIX KPaTKOBPEMEHHBIX MOMaJaHUi B
obnactb Bo3neiictust YD-cBera). [lITamMm, KOTOpBIi 00UTaeT HA TITyOHHE
nopsizika 30 M, copepskut He Toiibko (potonnasy u Cry-DASH, Ho u ere
OJTHY CUCTEMY, pabOoTaIoIIyI0 B TEMHOTE, UTO IT03BOJIsIeT OaKTEPHUN BEIKU-
BaTh B YCJIOBUSIX BbICOKOro Yd-00myuenus [7].

JluaroMoBbIC BOJOPOCIH MPEACTABISIOT COOOW YHUKAJIBHBIC Opra-
HU3MBI, BOHUKIIINE B PE3yJIbTaTe CEPUH IHA0CUMONOTHUECKUX COOBITHH
U cofepkaiye B cebe IeHbl pacTeHHH, KUBOTHBIX M OakTepuil. OHH
cojepxar 10 8 paznuuHbix npeacrasureneid CPF, reHbl MHOIHX U3 HUX
nyonupytotces. IloBeieHHOE conepkanne (oToaras3 1 KpUITOXPOMOB U
YABOEHHE X T€HOB — PE3y/bTaT alallTal[l1 K OBBIILIEHHOMY BO3/I€HICTBUIO
Y®-u3znyuenus B BOIHOM OKpykeHuu. [IpucyTcTBue npencraBureneii Bcex
geThlpex 0CHOBHBIX rpymil CPF y sykapnoTHueckux opraHn3MOoB TOBOPUT
0 TOM, 4TO, CKOPEE BCEr0, Y NOCIEIHEr0 PE/IKa BCEX yKAPHOT OBIJIO KaK
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MHUHHAMYM 4 TeHa — TI0 OTHOMY IIPEICTaBUTEIIO OT BceX 4-x rpymm [20].

Juist ppIO XapakTepHO HallMuue OOJIBIIOrO YMCIa MpecTaBUTeNeh
CPF, nanpumep, Oryzias latipes umeeT 8 T€HOB, CpPeIH KOTOPBIX €CTh
MPEICTaBUTENIN BCeX 4 OCHOBHBIX Tpymm (cM. Tabi.). Mccienoanue
myTtaHToB 1o renam PHR CPD 11, (6—4)-dotonuassl u Cry-DASH [101]
nokaszano: 1) nmpu orcyrcrBur PHR CPD II myTanThI €11a00 yCTONUMBEI
K Bo3gercTBuo Y®-cBeTa U uaer 3HaunTenbHoe Hakomiaenue CPD B
JHK; 2) myrantsl no Cry-DASH noutn He OTIHYaIHUCh OT MCXOAHBIX
PBIO B OTHOILICHUH YCTOWYMBOCTH K MOBpEXIaronieMy YD-U3myueHuro;
3) myTtanTsl 10 (6—4)-poTonuazam Ha0OOPOT MOKA3alH, YTO, HECMOTPS
Ha oTcyTcTBHE (oTonuasel, Goropenapauus (6—4)-PpoTONpoayKTOB BCe
K€ MPOUCXOIUT. ITO MOXKET FTOBOPUTH O TOM, UTO CYIIECTBYET KAaKOH-TO
MEXaHU3M, KOTOPbIl aKTUBHPYET CBETOM TeMHOBYI0 penapaunuto JTHK,
00 O TOM, YTO KPUIITOXPOMBI BO3MOKHO 00J1a/1at0T cliaboit poTtoperna-
pUpYyIOLIeH aKTUBHOCTBIO.

[IpencraBuTenu Bcex 4 OCHOBHBIX IPYIII €CTh HE TOJIBKO Y DyKapuo-
TOB, HO TaKXke y Oakrepuil M apxeil. XoTs IUIs apxeil He XapaKTepHO
Hanuuue npeacraputeneit rpynnsl Cry-DASH, oHM npuUCYTCTBYIOT
CKOpee KaK UCKJIF0YEHUE Y HEKOTOPBIX BUIOB I'aJl00aKTEPUI U 3TO MOJKET
OBITH Pe3yIbTaTOM FOPU30HTAIBHOIO NIepeHoca rera. Ho, TeM He MeHee,
MOKHO HPEIIOJIOKNUTh, YTO HE TOJBKO y IPEIKa 3YKapUOTHUECKUX
OpraHU3MOB, HO M Y MpEeaKa BCeX COBpeMEHHBIX opraHn3MoB — LUCA,
TOXke ObUIO KaK MUHUMYM 4 IeHa, KOAMPYIOLUX NPEIIeCTBEHHUKOB
4-x rpynn coBpemeHnHsix CPF. MpI momaraem, 4to 3Tu 4 reHa MOTIIH
BO3HHMKHYTHh M3-32 HECKOJBKUX AYIUTMKAIMH OJHOTO HMCXOIHOTO I'eHa
npenmectBeHHKa Bcex CPF. OH MOT CBSI3BIBATHCS KaK C TOBPEKICHHOM,
Tak u ¢ HenoBpexaeHHoH JIHK 1 BBIMOTHATH Kak 3aluTHBIE (QYHKIINH,
penapupys noBpexaennyo JIHK, Tak u perynaropHslie, peryiupys
OMOCHHTE3 TeX WJIM MHBIX OCJIKOB B OTBET Ha JCHCTBHE CBETA, M 3TO
BITOCIIC/ICTBHM CTAJI0 OCHOBHOM (yHKIMEH Kpunrtoxpomos. M3-3a Toro,
YTO B YCJIOBHSIX BBICOKOTO YO 00yueHus Takue GpyHKINN ObUIH KpaiiHe
Ba)KHBI, OPTaHNU3M CTapaJICsl TFOOBIMHU Ty TSIMU COXPAHUTb JJAHHBIH OEJIOK, B
TOM YHCJIe M TyTeM yABOEHUs reHoB. HezaBucrmMas 3BOJIOIMSI 3THX FTEHOB
BIIOCJIE/ICTBHH U ITPHUBENIA K 00pa30BaHUIO YETHIPEX T€HOB, KOAUPYIOIINX
0€JIKH, y KOTOPBIX CTPYKTYpa U QYHKIHHU y’Ke He ObUTH ITOJIHOCTBIO UICH-
TUYHBL. Pe3ynbrar 3Toi 3BOMIONMHT OTpaskeH B Tabnuuel.

PHR CPD II, Buaumo, npakTU4eCKH Cpasy SBOJIIOLMOHUPOBAIA B
CTOPOHY TOJIBKO (DYHKIMH (POTONMA3BI, XOTS U COXPAHWIA PYITUMEHTAPHYIO
CIOCOOHOCTH BIUATH HA IUPKaaHbIe puTMEI [ 107]. Bee ocTanbpHbBIE TeHBI
OBbUIM, CKOpee BCcero, MHOro(pyHKIIMOHAIBHBIMU U Jajiee B Mpolecce
HBOJIIOLIMOHHOIO OTOOpa HEKOTOPbIE M3 HUX YTPauMBajM T€ WJIN HHBIC
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GYHKIMH, WU WX QYHKIIHA BUJIOU3MEHSUIHCH, MPUCTIOCAOIHBAsICh K
HOBBIM yCJIOBHSIM 00uTaHus1. TakiuM 00pazoM, MOYKHO OOBSICHUT, II0YEMY
PHR CPD Iy rpu6oB MoxeT paboTaTh Kak KpUIITOXPOM. A KPUIITOXPOMBI
DASH B 3aBHCHMOCTH OT OPraHH3MOB MOT'YT BBITIOJHATH KaK (QYHKIHH
(oTonnaszel, TaK ¥ KPUIITOXPOMOB WK 00e cpazy. [loTepro Toi nim nHon
¢byHKIMH 1M gaxe BooOuie monHoe orcyterBue CPF y Tex mimm mHBIX
OpPraHMU3MOB MOYKHO PaCCMOTPETH C TOUKH 3pEHHS HBOIIOLIMOHHON TEOpHUH,
KaK IPUCTIOCOONICHUE K MEHSIOIIMMCS YCIIOBHSM OKPY>KalOLIeH CPEJIbl.
[Ipu cpaBHHTENBHOM aHANIHM3€ TEHOMA MPOKAPHOT, AJISI KOTOPBIX OH
OBUI MOJHOCTBIO YCTAHOBJICH, OBLIO BBISBICHO, YTO TOJIBKO MPUMEPHO
50% aybakrepuii u 25% apxedakTepuil coaepkar reHbl IpeACcTaBUTeNeH
cemeiicTBa (otonuaz/kKpunroxpomo. Hanbonee BeposiTHO, 4TO mOTEPS
TEHOB CBsI3aHa C YCJIOBUSIMHM OOUTaHUsI KOHKPETHBIX BUIOB. MHOTHE BUABI
OakTepui, KUBYIIHE B Cpele, I1e OHU HE MOJBEPraloTCsl BO3ACHCTBHIO
Y@ cBera (HarmpuMmep, Ha OOJIBIION TITyOMHE B OKEaHax), yTPaTuiIn reH
¢dorommassr [7]. Hekotopsie 6akrepun, OONBITHHCTBO U3 KOTOPBIX 0OIH-
raTHbIC SHIOCUMOMOHTBI, HE TOJIBKO YTPATHIN (JOTOIMA3bI, HO U APYTHE
cnenudraecKre OeIKu «TeMHOBOI» penapanuu YD-nospexxaenHoi JJHK.
[TprunHO#i 3TOTO CKOpEe SIBISETCS HE TO, YTO OHU OOJIblIe HE MOABEp-
rarorcs Bo3ercTBuio YO cBeTa, a CelIeKTUBHOE JIaBJICHUE, PUBOJISIIEE K
CHIDKECHUIO pa3Mepa reHoma. BeposiTHO, 4To Takue 93HI0CUMONOTHYECKHE
OpraHU3Mbl UCIOJIb3YIOT CUCTEMbI BOCCTAHOBJICHUSI UX X0351€B [7].
Orcyrcrue JJHK-doTommas y BEICIIMX KUBOTHBIX MOYKET YKa3bIBATh
Ha TO, YTO €CTECTBEHHBIH OTOOp Ha MOCIEIHEM JTare BOJIOIUHN CTajl
ciabee, ¥ OTCYTCTBHE MYTaIlil MOIJIO HIMETh OTPHUIIATEILHOE 3HAUYECHUE
JUTS TIPUCTIOCOONICHNS OPTaHM3MOB K M3MEHSIOLTIMCS YCIIOBUAM OOUTaHUS
[21]. B HexoTOpBIX CiTydasx OpraHU3MBbI (HarpuMep, APOXOKHU TOATHIIA
Saccharomycotina), KOTOpbIE UK TI0 MyTH OBICTPOI 3BOJIIOLIUYU 32 CUET
MyTalMii ¥ yMEHBIIEHHS pa3Mepa FTeHOMa, TOJTHOCTHIO YTPATUIIN HE TOIBKO
reHsl ()oToNIMAa3, HO U APYTHE TeHBI penapupyloinue nospexaeHuyto JJHK
[120]. 3amuTa ot YO noBpe:KACHUN 151 dKUBOTHBIX IMEIOIIIUX BOJIOCSIHOM
MOKPOB WJIM 3alIUTHYIO MUTMEHTALHUIO KOXXH HE Tak HeoOXoAuma, HO
PErymsLus IMPKaJHbIX PUTMOB H DKCIIPECCUU TCHOB MPOIOIKAIOT OBITH
aKTyalbHBIMH. TeM He MeHee, €CIH MJICKONHUTAIOIUM, B YaCTHOCTH
MBILIaM, HCKYCCTBEHHO MIPUBUTH TeH (OTONNA3BI, TO OHA OyaeT paboTarh
W 3allMIIATh OpPraHu3M OT MyTaluil, 3arapa u paka koxu [107]. Takxke
wieHky, cogepxamue JJHK-doTtonnassl, paccmMarpuBaloT Kak METOA
nedeHuss YDO-UHIYIIMPOBAHHBIX KOXKHBIX 3a00J€BaHUN Yy JIONCH, B TOM
yucie u oHkosnoruueckux [121]. Tlepuoanuecku B auTepaType MOsB-
JISTFOTCSL TPOTHBOPEUUBBIE COOOIIeHUsT 00 3(h(PEeKTUBHOCTH BKITIOUYCHUS
sk3orennblx J{HK-¢poronuas B kocMeTnueckue cpeicTsa, NpensTCTBYIO-
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€ Pa3BUTHUIO MATOJIOTHYECKUX U3MEHEHUH B KO)Ke YelloBeKa MpH BO3-
neiictBun Y®-u3iydeHus, HapuMep, rpu 3arape [122—-124].

Kak MOXHO BUIETh U3 TaOHIIBI, Y IPOKApHUOT (apxeil u Hauboiee
NPUMHUTUBHBIX OakTepuii) npucyrctBytor PHR CPD I, 3aTem nosiBisitores
Oaxrepuansueie PHR CPD III, npuuem y TeX opraHu3MOB, Y KOTOPBIX
ects PHR CPD 111, 066140 HEeT PHR CPD 1.9T0 MOXeT yka3biBaTh Ha TO,
YTO 3TO OJIUH U TOT K€ I'eH, KOTOPBIHM «MyTHPOBA) Y YaCTH OPraHU3MOB.
Moxkno paccmarpusate PHR CPD 111 kak mpomMexxyTouHyto (hopMy MEx Ty
CPDI u kpuntoxpomMamMu pacTeHHH, a MOKHO paccMaTpUBaTh €ro Kak
0eJI0K, KOTOPBII COXpaHUI B ce0e MPU3HAKU APEBHETO MPAPOAUTEIIS ATOH
BETKH, U3 KOTOPOTO MPOU30LLIH coBpeMeHHbIe GoTosnnassl PHR CPD I u
KPHUITOXPOMBI pacTeHuid. Bozamoxxkno, n3yuenue pCry-like GenkoB momo-
JKeT B OyIylieM Jiydiie pa3o0parbCsi B 7TOM BOIIpocCe.

Jus rpynmst (6—4) dortonmasz aBoviHas (GyHKIUS MpeIIeCTBEHHIKA
3TOH rpymIiel ropaszfao Oosee oueBuAHA. M B mporecce 3BOIIOLMU 3TH
(GYHKIUY pa3feNInch y 3yKapuoT Ha COOCTBEHHO (6—4) QoTonmassl u
KPHUIITOXPOMBI OECIIO3BOHOYHBIX M MO3BOHOYHBIX JKUBOTHBIX, KOTOPbIE
COIIacHO (PMIIOTEHETUYIECKUM HCCIIE0BAaHNIM BOHUKIIN B Pa3HOE BpeMs
HE3aBUCUMO JApYT OT apyra [23]. MoxHO AyMaTh, 4TO NPEACTABICHHUE O
MHO)KECTBEHHOM HE3aBHCHMMOM BO3HUKHOBEHHUH U3 «UUCTHIX» (HOTONIHA3
(c omHOM enMHCTBEHHON (PYHKIHMEH (oTOopermapalni) KpUImToxXpoMoB (¢
COBEPIIICHHO Npyroi (hyHKINEH) MeHee YOSTUTEIbHO TI0 CPAaBHEHHUIO C
TUIIOTE30H, COIVIACHO KOTOPOH IPEIOK BCEX ITUX OEJIKOB, BEPOSTHO, 00J1a-
Tl IBOWHON (PyHKIMEH 1 o7fHA U3 3TUX (PYHKIIUN B TIPOIIECCE IBOTIOIINN
ObLi1a MoTepsiHa B Pe3ysIbTaTe MyTalluil U €CTECTBEHHOTO 0TOO0pA.

V. 3AKJIIOYEHHME

O06006111as1 Bce BRIMICTIPUBEACHHBIC TAHHBIC MOYKHO BBISIBUTDH OOIITHE UEPTHI,
KOTOpBIE UMEIOT Bce Oenku cemeiicTBa JIHK-doTommas/kpunroxpoMos.
1. KoHCepBaTUBHEIH TSI BCETO CEMEHCTBA CAalT CBSI3BIBAHUS MOJICKYIIBI
FAD, xoTtopast MOXeT HaXOIUThCS KaK B OCHOBHOM, TaK ¥ BO30YKJICHHOM
cocrosiHH. 110 3TOMY CaliTy onpenenstoT NPUHAIIEKHOCTE OelIKa K STOMY
ceMmeiicTBy. 2. Bce oHM B TOI MM MHOM CTETIEHN MOTYT CBSI3bIBATH WJIH
B3aumozeiicrBosars ¢ JIHK kak noBpexeHHOM, TaK ¥ HEITOBPEXKACHHON.
3. OyHKuHuK 3TUX OEITKOB B OCHOBHOM CBSI3aHBI CO clIOCOOHOCTHI0 FAD
MOIVIONIATh CBET M/ 00pa30BbIBaTh pajiuKaibHbie (opMbl. 4. Hanuune
nyTu (oTtoBoccTaHOBIEHUST MoJeKynbl FAD, depe3 1enouky u3 Tpex
TpUNTO(HaHOB.
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Hecmotps Ha poCTOTY CTPOEHUS U CTPYKTYPHOE CXOICTBO, OSITKH 3TOTO
ceMelicTBa 001aJaf0T OOJNBIIMM Pa3HOOOpPa3ueM BBITIOIHIEMBIX (YHK-
Ui, KOTOpOe CPOPMHUPOBATIOCH B IIPOIIECCE IBOJIFOIIUH 3TOTO CeMeHCTBa.
B unciio atux QyHKIUI BXOAMT: CIIOCOOHOCTD K (poTopenapamnuu IByX
turoB nospexacuuii JJHK, a uMeHHO, UKIOOyTaHOBBIX TUMEPOB U
(6—4)-doTonpoayKTOB; peryJsinus paboThl IUPKaTHBIX PUTMOB, KaK IIPH
JIeHICTBUHM CBETA, TaK M B TEMHOTE; PETYJIALNS TPAHCKPUIIIIUH Pa3TMUHBIX
TeHOB, B TOM YHCJIC U CBOMX COOCTBEHHBIX, B OTBET Ha JACUCTBHE CBETA;
y4acTHe B MarHUTOPELENINU U APYTrHe (OTOpeLenTOpHbIe (PyHKINH.

HUcxonst u3 o61ux ocodennocrei npencrasurenert CPF, moxno npes-
MOJOXKUTh, YTO MPApPOAUTENIEM 3TOTO CEMEWCTBa, ObLI (IaBONPOTEHH,
KOTOPBIM mpuHUMai yuactue B poropenapaunu JJHK u ¢poroperynsmum
TPaHCKPUIILIMU Pa3IUYHBIX reHOB. Ha mepBbIX mopax, B OTCYTCTBUHU
JOpyrux 0ojee CIOKHBIX «TeMHOBBIX» cucteM penapauun JHK, Baxno
6bu10 ynamsate kak CPD, tak u (6—4)-doronponykrsl. Beinonanenue Hec-
KOJBKHUX (PyHKUMH M BaKHOCTb JAaHHOTO OejiKa B YCIJIOBUSX AKTHBHOTO
Y®-n3nyyeHus, BO3MOXKHO, IPUBOAMIN K JYIUIMKALMU T'€Ha APEBHEH
(oTonnazel ¥ CO BpEMEHEM K paseseHNI0 (QyHKINH y OTICIbHBIX KOIIUN
reHa. DTo NPUBEJIO K 00Pa30BAHUIO KAK MUHUMYM 4-X T€HOB IpeIIecT-
BEHHHUKOB COBpeMeHHBIX 4-X kiaccoB CPF y ob1iero npeika coBpeMeHHBIX
opraausmoB — LUCA.

Co BpeMEHEM y OpraHHW3MOB MOSIBUJIMCH OPYTHE, aIbTEepHATUBHbIC
crtocoOwI BocctanoBieHus JIHK 1 y HEKOTOPBIX OpraHn3MOB YacTh TEHOB,
OTBEYarImuX 3a (poTopenapanuio, OblsIa yTpadeHa, JIM00 OHU yTPaTHIN
CrocoOHOCTh K CBsi3bIBaHMIO noBpexaeHHor JJTHK u Ha mepBbiil mian
BBIIIUTH pOoTOperysiTopHbIe PyHKIMH KpUToXpoMoB. [Ipudem, ynaneHue
UKJIOOYTAHOBBIX JMMEPOB aKTYAIBHO U B HAIIE BPEMSI, TOCKOJIbKY YacTo
B OTCYTCTBHH (HOTOJIMA3, OHU MOTYT BBI3bIBATh MOBPEXKICHNUS U My TalIllH,
a ¢ (6-4) dboronpoayKTaMu XOPOIIO CHPABJSIOTCS U APYTHE CHCTEMBI
penapanuu JJHK [101]. [ToaTomy, y coBpeMEeHHBIX IIpe/icTaBUTEIEH BETKU
(6—4)-doTonuas Tak 4aCTO BCTPEUAOTCS OCJIKHM C JBOMHOHN (PyHKIIUEH,
T.€. COXPaHWIIUCh, B OCHOBHOM, OCJIKH, KOTOPBIC B TOW UJIM HHOM CTEIICHU
MOTYT OBITh MTOJIE3HBI KaK B KauecTBE (POTOJINA3BI, TAK M B KAYECTBE KPHUII-
TOXPOMOB.

Aemopvl 3aa61410m 00 OMCYMCMEUL KOHPAUKMA UHMEPECO8
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