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Bakrepust Deinococcus radiodurans o61agaeT MCKITIOUUTEIBHOM YCTOMYNBOCTBIO K IEMCTBUIO BBICOKMX 103 MOHU3H -
pYIOLIEi pagualiy, OKUCIUTEIHLHOMY CTPECCY, 00€3BOXMUBAHMIO M APYTMM IIOBPEXIAOIINM BO3AeiCTBUAM. B 00-
30pe PaCCMOTPEHBI OCHOBHbBIE MEXaHU3MbI, 00€CIIeUNBAIOIINE TAKyI0 YCTOMUYUBOCTb, B T.U. JEHCTBUE CUCTEM pera-
paruy JIHK ¥ 3a1uThl KJIETOK OT OKUCIUTEIBHOTO CTpecca, a TakKe OCOOEHHOCTH PETyJISIIINN TPAaHCKPUIIIIUN B

YCJIOBHUSIX CTpecca.

KJIIOYEBBIE CJIOBA: Deinococcus radiodurans, pamuoyctoitunBocth, moBpexaenus JHK, oxucamTenbHBIM
cTpecc, peryJsius dKcnpeccuu reHoB, TpaHckpunuus, PHK-nonumepasa.

BO3MOXHbIE MEXAHWU3MbI
CTPECCOYCTONYUBOCTU
Deinococcus radiodurans

Deinococcus radiodurans — rpaMII0JIOXUTEIbHAS
Me3ohuibHas aspoOHasi HelaToreHHas1 0akTepus,
He obsagarollasl CloCOOHOCThIO K CIIOPOOOpa3oBa-
Hut. Kietku D. radiodurans nMeroT KOKKOBUIHYIO
¢dopMy 1 yacTo obpa3yroT Auaakl U TeTpaabl. Kono-
HUM UMEIOT PO30BYIO OKpacKy. XapaKTepHOM 0Co-
OCHHOCTBIO SIBJISICTCS BBICOKasl YCTOMYMBOCTH K pa-
nuanuu. baktepuun Buga D. radiodurans BIiepBbie
OBbLIM BBIAEIEHBI U3 MSICHBIX KOHCEPBOB, CTEPUIH-
30BaHHBIX C ITOMOIIBIO PaTMOAKTUBHOIO HU3JIyde-
Hus [1]. Kynsrypa D. radiodurans mepeHOCUT 00ITy-
yeHue B 10 000 I'p 6e3 rubenn KIEeToK, T.€. OKa3bIBa-
etcs B 30 pa3 ycroitunBee KieTok E. coli v B 1000 pa3 —
KYJBTYpHbI KjieTok yesnoBeka [2]. [lomumo y-usmyue-
Hus kinetku D. radiodurans neMOHCTPUPYIOT BBICO-

Ilpungateie cokpameHnus: NER — akcunsnonHas pena-
pauus HykiaeotuaoB (nucleotide excision repair), BER — akc-
LIM3MOHHAasA pemnapauusi ocHoBaHUii (base excision repair),
MMR — penapauus OLIMOOYHO CHAPEHHBIX HYKJICOTHUIOB
(mismatch repair), AOK — akTuBHBIE (hOPMBI KHUCIIOPOAA.

* Anpecat JIJisi KOPPECITOHACHLIMH.

KYIO CTEIIeHb YCTOMIMBOCTH K YIBTPahHOJIETOBOMY
00JIy4eH110, 00e3BOXKUBAHIIO, 00PaOOTKE PSIIOM XU-
MMUYECKHUX areHTOB, TaKMX Kak MUTOMULIMH C U riepe-
KHCh Bomopoaa (cM. 063op Chsiin u Pagmana [3]).
B TeueHmne moaroro BpeMeHHM CUMTAIOCh, YTO B
KJIETKE TJIABHOW MMIIEHBIO IJI NEeCTPYKTUBHOTO
BO3IEHCTBUS pa3IMYHBIX CTPECCOBBIX (DAaKTOPOB, B
OCOOCHHOCTH PagMOAKTUBHOIO M3TYyUCHUS, SBJISI-
ercs JAHK. B cBs3u ¢ 3TUM HCcliea0BaHUS CTPECCO-
ycroituuBocty D. radiodurans ObLIA B OCHOBHOM
HaIlpaBJIeHbl HAa MOMCK YHUKAJIBHBIX MEXaHM3MOB
3amuThl ¥ pemnapauuu JHK, obecneumBaromux
COXpaHEHME TeHOMa B MOBPEXIAIOIINX YCIOBUSIX.
OngHako pabOThl MOCIEIHUX JIET ITOKa3alau, YTO B
OCHOBE YyCTOMUYMBOCTU KiIeToK D. radiodurans
MpeX/ae BCEro MOXET JiexkaTb UX CIOCOOHOCTD 3a-
LIMIIATh TPOTEOM OT OKMCIUTEIBHOTO cTpecca, KO-
TOPBII SIBJISIETCS. OOIIMM CJIEICTBUEM Pa3IMYHBIX
MOBpeXAAOINX Bo3aeiicTBuil [3—6]. Cymmupys
BCE IOCTYIIHbIE TaHHbIE, MOKXHO MEPEYUCTUTD CJIe-
nyroliie hakTopbl, KOTOPhIEe, KaK IpearoaaraeTcs,
BHOCSIT BKJIaJ B CTPECCOYCTOMYMBOCTD D. radiodu-
rans: 1) 0COOEHHOCTU CTPYKTYPhI KJIETOYHOU CTEH-
KM, 2) 0COOEHHOCTH YCTPOMCTBA M YITAKOBKM T€HO-
Ma, 3) addekTruBHAsI padoTa CUCTEM pelapalun
AHK, 4) 3amuta nporeoMa OT OKUCIUTEIbHOIO
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cTpecca, 5) akTUBHOE yAaJleHUe U3 KJIETOK TOKCHUY-
HBIX COECIVHEHUI, 6) OCOOCHHOCTH perysaluuu
9KCMPECCU TEHOB B CTPECCOBBIX YCIOBUSIX.

B mocneaHue roabl onyoJUKOBAaHO HECKOJIBKO
MpeKpacHBIX 0030pOB O MeXaHM3MaX CTPeCcCoyC-
tortumBoctH D. radiodurans |3, 7—9], BKiio4as uc-
yepnbiBatomuii o63op Cmaiin u Pagmana [3]. B
JTaHHOM 0030pe KpaTKO PaCCMOTPEHbI OCHOBHbBIE Me-
XaHM3MbI, TTO3BOJISIIONINE COXPAaHUTDH IEIOCTHOCTD
knetok, IHK u 6enxkoB D. radiodurans B cTpecco-
BBIX ycioBUsIX. OCHOBHOE€ BHUMaHUE YIEJIEHO CBe-
XK1UM nyOJIMKaLMsSIM B 3TOM 001aCTH, a TaKXKe Mexa-
HU3MaM peryJisaiuuy Tpanckpunuuu y D. radiodurans.

CTPOEHUE KJIETOYHOM
OBOJIOYKMU D. radiodurans

Kierounas o6onouka D. radiodurans conepXuT
IIBe MeMOpaHBI, pa3AeJIeHHbIC CIIOEM ICIITHIOTIM -
KaHa. HecMoTpst Ha Hajmure IByX MeMOpaH, BbICO-
KOe coiepXaHUe IEeNTUAOIMKAaHAa W OTCYTCTBHUE
JIMIIOIIOJINCAXapHUIOB CBUIETEIBLCTBYIOT O POICTBE
D. radiodurans ¢ rpaMnoa0XUTEIbHBIMU 0aKTEPUSI -
mu. Kpome toro, D. radiodurans otrnudaeTrcst OT
IpyTux Oaktepuii 1Mo (GocHoMMIUIHOMY COCTaBY
meMbpan [10, 11]. CHapyxu OT BHELIHEW MeMOpa-
Hbl HaxoOMUTCsI OENKOBBINA S-CJOW M yriaeBoaHas
obomouka [12]. BuemrHsss memOpaHa, S-cioit u yr-
JIEBOIIBI IIPOYHO CBSI3aHBI B €AUHYIO CTPYKTYPY, «PO-
30BYI0 000JI0YKY», B KOTOPOI1 JIOKAJIU3YIOTCS Kapo-
TUHOUJIBI, OOYCJIOBJIMBAIOIIME PO3OBYIO OKpPAaCKy
6akrepuu [13]. Ilo mocnemHUM JaHHBIM BHYTpPEH-
Hs1s1 MeMOpaHa TakKe CBSI3aHa ¢ BHEIIHel MeMOpa-
HOI1 0EJTIKOBBIMM KOMITJIEKCAMM, KITIOUEBYIO CTPYK-
TYPHYIO pOJib B KOTOPKIX urpaet D-6enok [14]. Oc-
HOBHBIM O€JIKOM S-cjiost siBiseTcst Hpi, KoTopsrit
o0pa3yeT rekcaroHajJbHble CTPYKTYphl [13]. Bax-
HYIO CBSI3YIOLIYIO POJIb B PO30BOI 00OJIOUKE BbI-
noyTHgeT Takke 0esok SIpA S-cmos [15]. Ilpenro-
JlaraloT, 4To S-cJoil mpuaaeT KJIeTOUHOU 00010uKe
>KE€CTKOCTh, BOBMOXHOCTb CBSI3BIBATHCS C pa3iny-
HBIMU JIMTAaHIAMM, CIIOCOOCTBYET YCTOMYMBOCTU K
BHEIIIHUM CTPECCOBBIM (DaKTOpaM.

Ienom D. radiodurans conepxut 13 reHoB, KO-
IUPYIOIUX (epMeHTHl CHUHTE3a KapOTUHOUIOB
[16]. st cpaBHEHMS, Y 3€JIEHBIX CEPHBIX OaKTEpUit
U HraHobOakTepuil ooHapyxuBawTcs 10 9 u 10 ta-
KMX TeHOB cooTBeTcTBeHHO [17, 18]. IIpeamnonara-
€TCsl, UYTO KapOTUHOUIBI B MEMOpaHaX BBIIOJIHSIOT
IIPOTEKTOPHYIO POJIb: IIPEAOTBPAIIAIOT IIPOXYKIINIO
U JUKBUIWPYIOT Y€ 00pa30oBaBIIMECs] CBOOOIHbBIC
pamukanbl. B ombITax in vitro ObUIO MOKAa3aHO, YTO
dpaxkumsa kapotuHouaoB n3 D. radiodurans obmama-
eT OEJIOK-TIPOTEKTOPHBIMM CBOMCTBaMHu. B 1mitaMm-
Max, JIMIIEHHBIX KapOTUHOMIOB, O€JIKU IIPU OKKUC-
JIMTEIbHOM CTpPecCe ITOBPEXIAIOTCS HECKOJIbKO

ATAIIOB, KYJIbBAYMHCKHI

cuibHee [19]. Tem He MeHee kieTku D. radiodurans,
JIMIIIEHHBIE 3TUX IIUTMEHTOB, JIUIIIL HEMHOTO MEHEee
YCTOMYMBEL K OOJIy4eHUIO, YeM OaKTEepUH ITUKOIO
trna [20]. DTo MOXHO OOBSICHUTH TEM, YTO CBOOOI-
HbIe paguKaibl 3(PPEeKTUBHO YTWIN3UPYIOTCS APY-
TMMH CHCTeMaMM 0e3 yIacTusI KapOTMHOUIOB JIN0O
TE€M, YTO MEMOpaHbl He SIBJISIIOTCS OCHOBHOUW MU-
LLIEHbIO JUIs1 AeMCTBUS 00ayYeHus (cM. Huke) [3].

OPTAHM3ALIMA TEHOMA
N PAINOYCTOUYINBOCTD

Ienom D. radiodurans nmeet pasmep 3,28 MIIH
rmap HYKJIEOTUIOB U COCTOUT U3 JIBYX KOJbLEBBIX
XpoMocoM U nByx masmup [21]. I1pu aTom Ha cTa-
N1 3KCTIOHEHIINAJIBHOTO POCTA KYJIBTYPHEI B OMHOM
KJeTKe rpucyTcTByeT ~10 konuii reHoma [22]. Ko-
mmyectBo JAHK 3aBucut ot ycnosuii u assl pocTa,
HO HE OIIYCKAaeTCs HIDKE ITBYX T'€HOMHBIX KOIIHIA.
OTa 0COOEHHOCTh ITO3BOJISIET OAKTEpUSIM IPOBO-
INTh perapaunio nospexaeHHoi [JHK, B T.4. aBy-
HUTEBBIX Pa3pbIBOB, BOZHUKAIOIINX IO IEHCTBUEM
MOHU3UPYIOILIETO U3JTy4eHUsI, C TTOMOILbIO TOMOJIO-
TMYHOM peKOMOMHALINM.

CpaBHeHME MOC/IeIOBaTeIbHOCTE TeHOB 16S
pPHK u 6e1KoB goMaIIHero Xo3sicTBa rmokasbiBa-
eT, uTo poa Deinococcus OTHOCUTCS K TPAMITOJIOXKM-
TeJbHBIM O0aKTepUSIM U (DUIOTeHETUYECKU OJIM30K K
pony Thermus [16, 21, 23]. T1ociie nuBepreHLIMNA 00-
1IEro mpeaka 3TUX ABYX pomnoB Deinococcus TIOny-
YIJI CUCTEMBI YCTOMYMBOCTH K CTPECCOBBIM BO3IEi-
CTBUSIM OT CaMBIX pa3HbIX OakTepuii [24]. B pe3ynb-
Tate TeHoM Deinococcus IMeeT MO3aMYHBIN XapaKTep:
0oJblas yacTh roMojiorndHa Thermus- v Bacillus-
MOJOOHBIM T€HOMAaM, a OTJIEJIbHbIE T€HbI UMEIOT 00-
1Iee MPOMCXOXKICHNE C TeHaMH OPTaHMU3MOB CaMbIX
pa3HBIX TAKCOHOB, B T.4. apxeil M 3yKapuoT. Takoit
OOIIMPHBINA TOPU3OHTATBHbBIN TTEPEHOC T€HOB BO3-
MOXEH IO TIpUYMHE CITOCOOHOCTH KiteToK D. radio-
durans K ecTecTBeHHOM TpaHchopManuu [25, 26].
HMutepecHo, uto kiuetku D. radiodurans ropasio yc-
nemrHee TpaHcopmupyores JHK, moaseprayroit
VIBTparoIeTOBOMY OOJIYISCHHIO, II0 CPaBHEHUIO C
IpyTUMM OakTepusiMu [25]. DTo MoOxXeT ObITh pe-
3yJabTaToM OoJjiee 3(PPeKTUBHON pabOThl pernapa-
TUBHBIX CUCTeM B KiieTKax D. radiodurans (cM. HU-
xe). Knetku D. radiodurans MOryT BKII0YaTh B CBOM
reHOM OTpOMHbIE KoJinuecTBa uyxepoaHoi JIHK, 1o
500 TeIC. TTap HYKJIEOTHUIOB, YTO COCTaBISIET OoJiee
10% renoma [27]. B o6omnouke D. radiodurans ooHa-
pyxeH JIHK-mnpoueccupyomuii KOMITJIEKC, BKIIO-
yaromuit B cBoit coctaB JJHK-Tpancinokarop [14],
KOTOPBIA, BEPOSITHO, UTPAECT POJIb B BBICOKOU CIO-
cobHoctu D. radiodurans K TpaHc(hOpMaLIvH.

Ienom D. radiodurans noasepraeTcst 3HaYUTE I b-
HOI1 yITaKoBKe 1 (pOpMUpYyeT HYKJICOU TOPOUIaIb-
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HOI (POPMBI, UYTO MOXKET SIBISITHCS MEXaHU3MOM 3a-
wutel JHK oT MyTareHHbBIX BO3AefCTBUiA, B T.4.
MOHU3HUPYIOIIETO M3IyYeHUSI 1 aKTUBHBIX paguKa-
JIOB, TIPOAYLIMPYEMbIX B KJIETKE 3TUM HU3JIydeHUEM
[28—30]. HecMoTpst Ha 3TO, MOHU3UPYIOIIIEE U3y~
YeHNe IPUBOIUT K CPAaBHUMOMY YPOBHIO IIE€pBUY-
Hbix noBpexnenuit JIHK B knerkax D. radiodurans
u E. coli [31]. OgHakKO OCOOGEHHOCTU CTPYKTYpPHI
aykieonna D. radiodurans MoryT cmmocoOCTBOBaTh
commkenuio pparmeHToB IHK, o6pazoBaBiImnxcs B
pe3yJbTaTe IBYHUTEBBIX Pa3pbIBOB, UTO, BEPOSTHO,
o0JieryaeT Uux penapauuio.

MEXAHU3MBI PEITAPAIIA THK
B KIIETKAX D. radiodurans

Penapauuvonnsie cuctemsl D. radiodurans Bech-
Ma 3P @EKTUBHBL: 0aKTepHST MOXKET YCIICITHO BOC-
craHaBauBath A0 200 ABYHUTEBbIX pa3pbiBoB U 190
MEXHUTEBBIX CIIMBOK Ha ONHY T€HOMHYIO KOITHIO
0e3 ToTepu KM3HECIIOCOOHOCTH, B TO BpeMsl Kak
kieTku E. coli TIornbaoT yXe Iocje mecsTKa IBY-
HurteBbIX pa3pbiBoB JIHK. Kpome toro, D. radiodu-
rans 4pe3BbIYAMHO YCTOMYMB K TaKUMM IOBPEXKIEC-
HUSIM a30TUCTBIX OCHOBaHM, KaK aTKUIMPOBaHUE,
ne3aMruHuUpoBaHue U okuciieHue [3]. B kinetkax D. ra-
diodurans (pyHKUMOHUPYET OOJBLIMHCTBO ITyTeit
penapauuu JIHK, ormrcaHHBIX y OaKkTepuit, KOTOpHIE
KpaTKO pacCMOTpEeHHI HIKe (Tad. 1).

TomostoruuHast pekoMOMHAIMA. MHOTOKONMIAHOCTh
reHoma D. radiodurans M0o3BOJISIET IIIMPOKO MCITOJIb-
30BaTh TOMOJIOTMIHYIO PEKOMOMHAIINIO B Ka4eCTBE
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OCHOBHOTO MeXaHu3Ma pelapaluyd JIBYHUTEBBIX
pa3pbiBoB. MexaHu3Mbl TOMOJIOTUMHOI PEKOMOU-
HallMM TaKXKe UTPaloT BaXXHYIO POJIb B KCIIpaBIIC-
HUuM Apyrux Tumnos nospexaeHuii JIHK, B T.4. Mex-
HUTEBBIX CITUBOK U (DOTOTIPOAYKTOB [3].
BaxaeimmM 3TarmoM roMOJIOTUYHO peKOMOu-
HauMy y OGaKTepuil SIBJISIETCS CBSI3bIBaHUE OejIka
RecA ¢ ogHonuteBbiM yyactkoMm JIHK. [dns storo
JAHK B MecTe pa3pbiBa JOJKHA ObITh IPOLIECCUPO-
BaHa ¢ 00pa3oBaHWEM BBLICTYMAIOIIETO 3'-KOHIIEBO-
ro pparMeHTa Lienu. DTy olepaluio B 0aKkTepuasib-
HBIX KJIETKaX MOXET BBIIOJHATH oo RecBCD-,
160 RecFOR-cucrema. M3-3a orcyrctBus y D. ra-
diodurans 6enkoB RecB 1 RecC ocHoBHas Harpy3ka
10 TIPOLIECCMHIY KOHIIOB ABYHUTEBBIX Pa3phIBOB
noxurcd Ha RecFOR-cuctemy. B xnetkax E. coli
RecFOR-nyTh HauMHAETCSd ¢ TOro, YTO XejauKasa
RecQ pacmineraer aBoitHyto cnivpanb JJHK co cro-
POHBI pa3phiBa, a 5'-3'-3k30HyKIea3a Recl ykopa-
YUBaeT 5'-KOHEI MOJICKYJIbI, OCTABIISISI OTHOLIETIO-
yeyHbIi 3'-KOHIIeBOM yJacTok [32]. B xiretkax D. ra-
diodurans ReclJ-3k30HyKieasa urpaeT MPUHIIMIIN-
aJlbHO BaXXHYIO POJIb B pelapaluu, O 4YeM CBHIIE-
TEJLCTBYET JIETAILHOCTh Jejeluu reHa rect [33]. B
TO Ke BpeMs (pyHKIMU RecQ-xenunkasbl, o-BUAM-
MOMY, BBIITOJHAET Xenrkaza UvrD, T.K. AeaeTaHThbl
I10 TeHY uvrD OTIMYIAIOTCSI TOpa3ao OOJIbIIIEH 3amepK-
KO penapalyy II0cjie OOJydeHMSI, YeM KIIETKH,
nuiieHHble TeHa recQ [33]. Xenukaza UvrD y D. ra-
diodurans BBITIONTHSET IUPOKWI CITEKTp (PYHKIIMI
U Yy9aCTBYET TaKKe B SKCIM3NOHHON U TTOCTPEILIN-
KaTuBHOM perapauuu (cM. HUXe). HemaBHue uc-
cnenoBaHus UvrD mokasaiu, 4To oHa MOXET pac-

Ta6muna 1. HekoTopsie ocobeHHOCTH perapaimoHHbIx cucteM D. radiodurans o cpaBHenuto ¢ E. coli

KommnonenT penapanmu

FE. coli D. radiodurans

CucTteMbl MPOLIECCUHTa KOHLIOB JIBYHUTEBBIX Pa3PbIBOB

benku, cBaspiBatomuecs ¢ ogHouenovyeyHoit JJTHK
OCHOBHOI1 IIyTh perapaluy IByHUTEBLIX Pa3pbIBOB
doronmasza

NER

BER

MMR

Dam-mMertunaza

SOS-penaparus

RecBCD
RecFOR (RecQ, RecJ)

RecFOR (UvrD, Recl)
PprA (?)

SSB, RecA SSB*, RecA**, DdrA, DdrB
SDSA ESDSA
+ _
UvrABC UvrABC, UvsE***

8 IHK-rnnko3unas 12 JHK-rnuko3una3
+ + (MasoaddexTrBHA)
+ _
+ _

* SSB D. radiodurans otnudaercst 1o CTPOSHUIO OT CBoero romosora B E. coli.
** RecA D. radiodurans obnanaet 60abinmM cpoacTBoM K aByHureBoii JIHK, yem k omHonuTeBoit JJTHK.
ok UvsE-nyTh, mo-BuauMomy, cretiuuier K MMpUMUIMHOBBIM JUMEPaM.
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mietath JIHK kak B 3'-5'-, Tak u 5'-3"-HanpaBiaeHu-
sIX, IPUYEM B IIOCJIEAHEM ClIydyae aKTUBHOCTb CTH-
myaupyetrcs cBsizaHHbIMU ¢ JIHK SSB-6enkamu
[34]. CnenyeT oTMeTUTh, YTO B reHoMe D. radiodu-
rans 3aKOIMPOBAaHO e€Ileé HECKOJbKO XeJIMKas,
(YHKIIMY KOTOPHIX B pellapaliii TOJIbKO HAUMHAIOT
uccaenoBathbes, B T.4. RecD2 [35, 36], RecG [37],
DR1572 [38].

C 00pa3oBaBIIMMCSI OTHOHUTEBHIM YYaCTKOM
JHK B3aumopeiictByior SSB-06e1ku u1 RecFOR-
komruiekc. Ilocnennuit mpusiekaer 6em1ok RecA.
Jenenuu reHoB reckF, recO u recR B xitetkax D. ra-
diodurans ipuBOIAT K TeM Xe 3(pdekTaM, 4TO 1 OT-
cyrctBUe Oenka RecA: GakTepuu CTaHOBSTCS TO-
pa3no YyBCTBUTEJIbHEE K PATMOAKTUBHOMY OOJIyYe-
HUIO, CHIXKAETCSI YPOBEHb PEIlapaTUBHOTO CHHTE3a
HOHK [33]. benok RecA D. radiodurans yHuKaneH
Te€M, 4TO, B OTJIMYME OT cBoero romosora B E. coli,
obJiamaeT 0ojiee CUJIbHBIM CPOACTBOM K JIBYLEMNO-
yeyHoii JIHK, yeM Kk ogHouenodeuHoii [39, 40]. B
HOpPMaJIbHBIX YCIIOBUsIX RecA Haxomurcsl B Heak-
TUBHOM COCTOSIHUM M CBSI3aH CO CJIyYyallHbBIMU
yyactkamu aByHuteBoit JIHK, a ero geiictBue ak-
THUBUPYETCS TIPU ITOSIBJICHMU B KJIETKE OIHOLIETIO-
yeuyHoii JIHK, cBs3aHHoii ¢ SSB-6ekoM, Konuue-
CTBO KOTOPOTO PE3KO IOBBIIIAETCS IIPU BO3ICH-
CcTBUM TMoBpexaaomux gakropos [41]. Takas cTpa-
Terusi omnpaBaaHa B yciaoBusx Haauuusa B JHK
OOJIBIIIOTO YKCjIa IBYHUTEBBIX pa3pbIBOB, ITOCKOJIb-
Ky ITO3BOJIIET HAXOAUTh IIePEeKPHIBAIOIINECS yIaCT-
ku JIHK u npoBoautk penapauuio [42].

Kpome RecA B mpoiiecce TOMOJOTUYHON pe-
KoMmouHauu y D. radiodurans 3ameiicTBoBaH 0eJI0K
RadA — otpmaneHHBIi Tomonor RecA, KOTOpblid
y4acTBYeT B IIPOLIECCMHTE pa3BETBIEHHBIX CTPYKTYP
JAHK [43, 44]. Mytautel D. radiodurans, nuameH-
HBIE TeHa radA, HeCKOJIBKO 00JIee IyBCTBUTEIbHBI K
MOHU3UPYIOLIEMY U3JIy4eHMIO, YeM OaKTepUM IU-
KOro Tura. YcraHoBieHo, uto RadA Hapsay ¢ RecA
paboTaeT Ha 3Tarie TOMOJOTUYHOI peKOMOMHALIUU,
npeauiectsytomieM cunte3y JJHK, Ho He criocobeH
3aMmeliath RecA B jaHHOM mpouecce [45].

CoOCTBEHHO pelapaliys pa3pbiBOB HAUMHAETCS
C IIOMCKA COOTBETCTBUSI MeEXIY 3'-KOHIEBHIMU
yJacTKaMM, OOpa30BaBIIMMUCSI B MECTax pa3phl-
BOB, U (pparMeHTaMy T'OMOJIOTMYHON XPOMOCOMBI.
3areM IpoucxonuT (popmupoBaHue D-1ieTenb u yi-
JIMHEeHHWEe 3'-KOHIIOB IO MOJIyYeHUS! OTHOHMUTEBBIX
yuyactkoB JIHK, KomIieMeHTapHBIX IpYT APYTY, UTO
JieJaeT BO3MOXHBIM JalbHEHIIyI0 3aCTpOKy Ope-
IIM ¥ BOCCTAaHOBJIEHHWE XPOMOCOMBI. Pemaparms,
COMpPOBOXIAalOLIAsACA aKTUBHBIM cuHTe3oM JHK,
nosyuyriia HazBaHue SDSA-nytu (synthesis-depen-
dent strand annealing). I1aBHOIT 0COOEHHOCTEIO
3TOrO npouecca B Kiietkax D. radiodurans siBaseTcst
€ro MacCoBOCTb U, KaK CJeACTBHE, BO3MOXHOCTb
BoccraHaBiauBath JJHK n3 MHoxecTBa (pparmMeH-
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TOB, O0pa30BaBIIMXCS B pe3yJbraTe pa3pbiBOB B
pPa3HBIX KOIUSIX XPOMOCOMBIL. 3a 3Ty OCOOEHHOCTD
TaKOl MexaHM3M mnojiyuua HazBaHue ESDSA
(extended synthesis-dependent strand annealing),
T.e. o0mmpHBI SDSA [3, 45, 46].

JTHK-noaumepa3sni B penapamun. Knetku D. radio-
durans conepxar Tpu JIHK -nmonumepa3ssr: Pol I, Pol I11
u Pol X [16]. Pol I u Pol 111 roMoIOrnYHBI COOTBET-
cTByomnM ¢epMeHTaM FE. coli 1 BHITIOJNHSIOT aHa-
noruyHble GyHkuuMKU. HemocratouHnocts Pol 1 waun
Pol 11T npuBOOUT K MOBBIIIEHUIO YYBCTBUTEIBHOC-
TN OaKTepHii K OOJIy4eHUIO, YTO CBUACTEIBLCTBYET O
KJIIOUEBO pOJIM 3TUX ITOJIMMEpPa3 B perapaly pa3-
peiBoB JIHK [45].

B pemapaioHHBIX Ipolleccax IIMPOKO MHC-
nonb3yeTcs Pol 1. Ee cmocoGHOCTE K IPOXOXKIECHUIO
noBpexaeHHbIX yyacTkoB JIHK Bo3pacraeT B npu-
CYTCTBUU MOHOB Mn?" [47]. DTO MOXET UMETH BaX-
HO€ aJalTUBHOE 3HAaYeHME, ITOCKOJIbKY B CTPECCO-
BBIX YCIIOBUSX KIeTKU D. radiodurans HaKarummBaioT
9T UOHHI (cM. HIXe) [48]. KpoMe Toro, Takas cro-
coonocts Pol I HeobOxommMa 1O TIPUYMHE OTCYT-
ctBus1 y D. radiodurans ToMoJIOTOB IToJIMepas Y-ce-
MeWCTBa, yyacTBylomux B SOS-penapaiiniy B KJIeT-
Kax E. coli [16]. OnHaKo 3KCHEPUMEHTHI in Vivo Jie-
MOHCTPHUPYIOT, YTO HOeJelHnI0 polA, KOTUPYIOIIETOo
Pol 1, y D. radiodurans MoxXHO KOMIIEHCUPOBATh 3a
cuet akcrnpeccuun polA E. coli. Tlpu 3TOM BoccTa-
HABJIMBACTCS MCXOOHBIA YPOBEHb PAIMOYCTOMYM-
BoctH [49].

Pol III, ocHOBHas peruiMkasa, UrpaeT Kiwoue-
BYIO pOJb B pernapaunu, ocooeHHo B ESDSA-nytn
[45]. OHa MMeeT MyTBETUCYOBETMHIYHOE CTPOCHHUE,
IpUYeM IO BO3IECTBUEM OOJydeHUs CyObeau-
HMlIa, oOJyiajamoliasi COOCTBEHHO IOJUMEPa3HOM
aKTUBHOCTBIO, HE MHAYLIMPYETCS, B TO BpeMsl KakK
aKcIpeccHst pakTopa IIPOLIeCCUBHOCTA U 3K30HYK-
Jlea3HOU CcyOBbeIUHUIBI 3aMeTHO Bo3pactaeT [50].
HenaBHo Obl1a pacimdpoBaHa TpexMepHas CTPyK-
Typa ¢paKTOpa IIPOLIECCUBHOCTH, IOKa3aBIlasl €ro
TUIIMYHOE JUISI OakTepuil OBYXCYObeAUHUYHOE
CTpOEHME, HO BBISIBUBIIAS HEKOTOpPbIE OTIMYMUS B
pacripenelieHnH 3apsaoB oT (akrtopa E. coli. Ipen-
oJjlaraeTcs, 9To 0oJjiee paBHOMEPHOE pacIipeielie-
HUE TIOJIOXKUTEIBHO W OTPHMIATEIBHO 3apsKeHHBIX
aMMHOKMCJIOTHBIX OCTaTKOB Ha BHYTPEHHE! MOBEepX-
HOCTH CyObeIWHUI] 00eCIIeunBaeT MeHee IJIOTHOE
Jmbo MeHee crenuduyeckoe B3aMMOACHCTBUE C
JHK u obGneryaer ckoibxeHue. Bo3mMoxkHO, 3TO
cBoicTBO criocodcTtByeT akTuBauuu JHK-comnpsi-
JKEeHHBIX npoueccoB Yy D. radiodurans [51].

AktuBHOCTb Pol X CUJIBHO 3aBUCHUT OT HAJIMYUS
MOHOB Mn?*, 4To CBUIETENLCTBYET O €€ crieludu-
YeCKOI aKTMBALlMU B CTPECCOBBIX ycaoBUsIX. Pol X
Takke obOjamaeT 5'-me3okcupubdo3odocdaTinas-
HOI aKTMBHOCTBIO, YTO ITO3BOJISIET IIpeAIioiaraTh ee
Y4acTHE B SKCLUM3WOHHOM penapanuyu OCHOBAHUIA
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aHanornyHo JHK-nonumepasze [ sykapuot [52].
ITomumo atoro Pol X oGnamaeT crmocOOHOCTBIO K
9K30HYyKJIea3HOMY paclieruieHno ydyactkoB JTHK,
BOBJICYEHHBIX B LUMWIEYHbIE CTPYKTYphbl [53]. Ta-
KYyI0 XXe aKTMBHOCTb MPOsIBIIsAeT KoMmiuieKc SbcCD.
Pol X 1 SbcCD, BeposITHO, SIBJISIIOTCS aJIBTEPHATHB-
HBIMM yJaCTHUKaMU TpoueccuHra koHuon JHK,
00pa3ylolIMX IIMUIbKYA, MEXHUTEBbIE CIIMBKU, a
TaKKe KOBAJICHTHO CBSI3aHHBIX ¢ OeJIKaMM, 4TO He-
00XOIMMO [IJIT HOPMAaJIbHOM perapaluyl IBYHUTE-
BBIX pa3phIBOB [54].

‘VuukansHeie 0eqku penmapamun paspsisos JTHK.
KpoMme kimaccmyeckux OEIKOB CHCTEM pelapaiuu
pa3pbiBoB HHK y D. radiodurans obHapy>XXeHO Hec-
KoJibKO YHUKaNbHBIX JIHK-cBs3bIBatoNInX OEIKOB,
BUAMMO, IIPUHUMAIOIIMX YJ4aCTHE B 3TOM IIpOILIeC-
ce. BeL10 MOKa3aHO, 4TO B TeUEHME HECKOJIBKIX Ya-
COB T10CJIE CTPECCOBOTO BO3AEUCTBUS HYKJIEOUT 00-
JIy4eHHBIX O0akTepuii oborainaeTcs 6enkamu RecA,
UvrD, RecJ, RecQ, a Takxxe YHUKaJIbHBIMU OeiKa-
mu D. radiodurans DdrA, DdrB, DdrD [55] u PprA
[56].

benok PprA cBs3bIBaeTcsl NpeanoYTUTEIbHO C
KOHLIEBBIMU ydyacTKamu AByuLernodeyHoi JIHK, uto
MperoJiaraeT ero yJacTue B pernapaluy IBYHUTE-
BBIX pa3phIBOB. In vitro PprA mHrnoupyer neiicTBre
9K30HyKJea3 u aktuBupyet IHK-nurazy [57], npu-
YeM €ro JIEMCTBHE 3aBUCUT OT KOHILIEHTpALMU: TIpU
yBeJIMYEHUU KoJndecTBa PprA oH oauromepusyer-
cs Ha JIHK u cTumMynupyeT IMrupoBaHue pa3pbiBOB
[58]. (Ctout oTMeTUTh, yTO Kpome JIHK-nuraser B
penapaiuu pa3peiBoB AHK vy D. radiodurans noteH-
HUAIbHO MOXeT nmpuHmMaTth ydactre 3'-5'-PHK-
JmMrasa, KOTopasl CInocoOHa CIIMBaTh (hparMeHThI
PHK—/HK B cocTtaBe AByHUTEBOIl HYKJIEHUHOBOM
KHCJIOTHI Jaxe MpU HAJIMYUU ITOBPEXKIEHHBIX HYK-
JIEOTUIOB B pearnpylommx cyocrparax [59].)

ITo mMexanusMy aeictBus 6esok PprA mMor Obl
OBITh ITOX0X Ha dyKapuoTuueckue 6eaku Ku (koto-
Pphle IIPUCYTCTBYIOT TAKKE Y HEKOTOPBIX OAKTEPHIi) —
BaxKHEHIIIe KOMITOHeHThI RecA-He3aBUCHMMOI cHrC-
TeMbl HETOMOJIOTMYHOIO ciivBaHUs KoHIoB JJTHK
(NHEJ, nonhomologous end joining) [57]. OqHako,
Mo UMeroIMMcs 1aHHbIM, MexanusM NHEJ y D. radio-
durans OTCyTCTBYeT WJIM paboTaeT KpaiiHe Head-
dextusHo [60]. Kpome Toro, 6akTepuu ¢ Aenenueit
reHa recA He OTJIMYAIOTCS OT IBOMHBIX IEJIETAHTOB
1o TeHaM pprA W recA o YCTOWYMBOCTHU K 00JIyde-
HUIO [61] ¥ IPOSBAAIOT UAEHTUYHYIO 3aMeIJIEHHYIO
KnHeTHKy BocctaHoBieHust JJHK [56], uro yka3bi-
BaeT Ha yyactue PprA B RecA-3aBucuMoiil penapa-
muu JHK.

benoxk PprA takxke urpaeTr pojib B KJI€TOYHOM
neneHun: PprA mpu meneHMy KJIETOK ITOCTIe BO3-
JNEUCTBUS Y-UBJIyYEeHMST JIOKAIM3YeTCsl B 00JacTu
00pa3yolIeicsT MEeXKKIICTOUHOM Teperopoaxu [62],
a y MYTaHTOB, JIMIIEHHBIX T'eHa pprA, HapylIeHO
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pacnpenenenve JJHK B mouepHme knerku [56].
IIpenmomnaraercs, uro ponb PprA B 3TOM TIporecce
MOKET OBITh CBSI3aHA C IIPUBJICUCHUEM WJIN aKTUBa-
LMei Tornon3oMepas, HeOOXOAUMBIX B T.Y. IJIs pa3-
nenenusa pouepHux JHK. Dra runmore3a ocHoBaHa
Ha AByX HaOmwoaeHusx. Bo-nepBbix, PprA ctumy-
nupyet JHK-Tonouzomepasy I u obecrieunBaet yc-
TOMYMBOCTh KiIeToK D. radiodurans K HaJIUINKCO-
BO# KMCJI0TE — MHTUOKUTOpPY Toron3oMepassbl 11 [63].
Bo-Bropeix, myranTtel D. radiodurans, nTAIIEHHBIC
reHa JIHK-rupasbl gyrA, 1 B HOpMaJbHBIX YCIOBU-
sIX, U TOJ BO3AEHCTBUEM OOJYyYEHUs MPOSIBIISIOT
TaKoM xXe (heHOTHUII, KaK 1 TBOITHBIE MyTaHTHI, JIM-
IIEHHBIE TeHOB gyrA u pprA [62].

B PprA-zaBucumom nytu penapanuu JHK
npuHnMaeT ydactre 6eaok DRA0282, KOTOpHIi,
no-BuauMomy, BeinosiHsieT JJHK-npotekTopHyIo posib
B YCJIOBMSIX cTpecca [64]. B mpucyTcTBUM MOHOB
Mn?* 5TOT 6EJIOK CBSA3BIBAETCA MTPEUMYLLECTBEHHO
co ceepxcnupanuzoBaHHoi JIHK, a B akcniepyuMeH-
Tax in vitro 3ammimaet JJHK ot neiicTBrsS 5K30HYK-
neasbl III. MHTEpecHO, 4TO N-KOHILIEBOI y4acTOK
DRA0282 meMOHCTpHpYyeT TOMOJIOTHIO C 3YKapuo-
tmyeckuM OeakoM Ku80, kommoHeHToM NHEJ-
cuctembl. Jeneuus reHa dra0282 cHuXaeT cTpecco-
ycroitunBocTh D. radiodurans, a ero 3KCIIpeccus B
KieTkax E. coli nenaet ux MeHee 4YyBCTBUTEIbHBIMU
K YI6TpachrOJIETOBOMY M pallOaKTUBHOMY 00JIyde-
HUIO [64].

Hpyroii yHuKanpHbBIN Oenok D. radiodurans —
DdrB, xoTopblii crioco0eH CBSI3bIBATHCS C OJTHOHM -
tesoii JIHK u ¢ (pyHKIIMOHAIBHON TOYKM 3pEHUS
aBiasgeTcs: SSB-0OeJIkoM, XOTI U He TOMOJIOTMYEH
OOBIYHBIM OakTepuaibHbIM OenkamM SSB. B otTiu-
yue oT romorerpaMepHbix SSB DdrB gBasercs
IIEHTaMePOM. DT 0COOEHHOCTU IMO3BOJISIIOT BbIIE-
JIUTh €0 B OTAE/IbHOE ceMeiicTBo SSB-6emkoB [65].
CranpapTHblii SSB npencraButeneit puyma Deino-
coccus— Thermus TaKxke oOHapyXMBaeT YHUKAITbHOE
INMEpPHOE CTPOSHHME, OCTaBasiCh IMpU 3TOM (PYHK-
LIMOHAJIBHBEIM TETpaMepoOM, T.K. B COCTaB KaxKmoit
CyOBEIMHUIIBI BXOAAT ABa OJIMTOHYKJIEOTUACBSI3bI-
BalOLIMX JTOMeHa [66]. DTH JOMEHbI HEOTMHAKOBBI
10 CTPOCHMIO 1 BEITIOJHSIEMBIM (QyHKIUIM: C-KOH-
LIEBOII B OCHOBHOM OTBETCTBEHEH 3a CBSI3BIBAHME C
JHK, a N-KoHIIeBO#1 ydyacTByeT B MYJETHUMEpU3a-
uuu. IIpu a3ToM 06a moMeHa 3ameiicTBOBaHbBI B pa3-
PYIIEHUA BTOPUYHBIX CTPYKTYp B OIHOHUTEBOM
JHK [67]. Takoe cTpoeHMe, a TaKKe BEICOKast KOH-
neHtpauus SSB B knetkax D. radiodurans, BeposiT-
HO, obecrnieurBaeT 6ojiee a(pPeKTUBHOE MO CpaBHE-
HUIO C ApyrMMu OaktepusiMu cBsa3biBaHue SSB ¢
JHK [66].

Henerantel D. radiodurans, nwiiiieHHBIE T'eHA
ddrB, cTaHOBSTCSI MeHee YCTOMYMBBIMU K OOJydYe-
HUIO, OJHAKO COXPAHSIOT XXM3HECIIOCOOHOCTH [61].
B 10 e BpeMms menenusi reHa ssb SIBISEeTCS JIeTajlb-
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HOH, a CHUXKEHUE YPOBHS 3KCIPECCHUU MPUBOAUT K
3HAYUTEIIFHOMY OCJIa0JICHHIO PaguOyCTOMYMBOCTH
[68]. XapakTep KMHETUMKHU pemapaluy MOBPEXIe-
Huit IHK y nBoiiHoro neneraHra recA/ddrB cBuae-
TeJIbCTBYeT 0 BoBiIeueHHOCTH DdrB B RecA-nHes3a-
BUCHMBIC peIlapallMOHHBIC ITyTHM, B YaCTHOCTU
CIIMBaHWE NBYHUTEBBIX Pa3pbIBOB IO MEXaHU3MY
SSA (single-strand annealing) [69, 70]. K Hacros-
IIeMy BpeMEHM M3y4eHa CTPyKTypa KOMILIEeKca
DdrB ¢ ogHouenoueunoit JJHK, obcyxnaorcs me-
XaHM3MbI (DYHKIITMOHMPOBaHUS 3TOro oenka [71].

DdrA — oTnmajieHHBI TOMOJIOT 3YKapHUOTHYEeC-
koro Rad52, mpuHuMalonero yyactue B roMoJio-
TMYHOU pekoMOWHamu. DdrA in vitro cBSI3bIBaeTCs
¢ 3'-xonnamu omHoHuteBoit JJHK, BeposaTHo, 3a-
muias ux ot gerpagaunu [72]. Kak m DdrB, oH sB-
JIsieTcsl ydacTHUKOM RecA-He3aBUCHMMOI penapa-
uuu [61, 72].

C nmomo1pio aHanmm3a MyTaHToB D. radiodurans,
JIMIIIEHHBIX TeHOB ddrA, ddrB, pprA, ddrD, a Takxe
Pa3IMYHBIX KOMOMHAIIMI TBOMHBLIX MYTaHTOB yaa-
JIOCh TIOKa3aTh POJib JaHHBIX 0EJIKOB B CTPECCOYC-
TOMYMBOCTH. JleIeriny 3TUX TeHOB He SBJISTIOTCS Jie-
TaIbHBIMA U TIPUBOIAT K Pa3IMYHOM CTEICHU
YYBCTBUTEJIIBHOCTUA K Pa3HBIM CTPECCOBBIM (PaKTO-
pam. K mpumepy, meneraHTel pprA/ddrD topasmo
YyBCTBUTEJIbHEE K YJIbTPaUOJIETOBOMY OOIyYe-
HUIO, YeM JeJIeTaHThl pprA/ddrA, ipu 3TOM yCTOM-
YMBOCTb K MOHU3UPYIOIIEMY U3TYYEHUIO U MUTO-
munuHy C (areHT, BBI3BIBAIOIINIT MEXHUTEBEIS
CIIMBKM) Y 3THUX IITaMMOB omuHakKoBa. M3 sToro
CJIeAyeT, YTO yKa3aHHbIe OEJIKM yJ4acTBYIOT B peria-
PalMOHHBIX IIpolieccax, Creln(pUIHbIX K pa3ind-
HbIM Tinam nospexaeHuit JIHK [73]. HecmoTps Ha
BOBJIEUEHUE YHUKaAIbHBIX OenkoB D. radiodurans B
penapaimio IyTeM TOMOJIOrMYHOM peKOMOMHAIIUY,
UX OTCYTCTBHE HE BIIMSET Ha CIIOCOOHOCTh OaKTe-
pMM K €CTECTBeHHOI TpaHCchOpMallni, HeOOXOIM-
MbIM 3B€HOM KOTOPOM TaK:Ke SIBJISIETCS] TOMOJIOT MY~
Hasl peKOMOMHAIIW. DTU JaHHBIE ITO3BOJIIN BbII-
BUHYTb TUIIOTE3Y O CIIe(HrIeCcKOil pojid JaHHBIX
0eJIKOB UMEHHO B CTPECCOYCTOMYMBOCTH, 3aIlUTE
noBpexaeHHoi JIHK oT ganbHeliineit aerpaganuu,
YTO JaeT KJIETKe OOJIbIle BpeMEHU ISl perapalun
[73].

DKcuu3uoHHasA penapanusa. OOIIMe MeXaHU3MBbI
SKCIIM3NOHHON pernapanni ocHoBaHMiA (base exci-
sion repair, BER) y D. radiodurans cxogHsl ¢ Apyru-
MU OaKTepUsIMU. AHAJIM3 TeHOMa OaKTepUH BbISIBIT
12 JHK-rnuko3una3, cnemu(UYHBIX K Ypalluy,
TUMMHIJIMKOJIIO, METWIaAeHUHY, (DOpMaMUIOIIH-
PYMHUINHY, TIOBPEXKICHHOMY I'YaHMHY, HEKOMILIE-
MmeHTapHbiM napaMm G—U, G—A u G-T [16, 21].
st cpaBHeHMsI B reHOMe E. coli 3aKogupoBaHO BO-
cemb IHK-rnuko3unas [74].

D. radiodurans obnanaeT nByMs cCuCTeMaMM 3KC-
LM3MOHHOM pemnapanuy HyKJIeoTHIoB (nucleotide
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excision repair, NER): UvrtABC u UvsE. benok
UvsE aBigerca Mn?*-3aBUcUMOl 3HIOHYKIIEA30i1
(3HImoHyKkJea3a ), KkoTopas crenududHa K TUpU-
MMIMHOBBIM TMepaM, BOSHUKAIOILWM I10]1 IeCTBU-
eM yiabrpaduoseroBoro odsydyenus [75, 76]. Bos-
MOXHO, C 3THM CBsSI3aHO oTcyTcTBUE y D. radiodu-
rans (poToNMa3bl, UTPAIOIIEei OCHOBHYIO pOJb B
NpsIMOM perapaluy TUMUHOBBIX nuMepoB B JTHK
E. coli [16]. Beicokuit GC-coctaB AHK D. radiodu-
rans (67%) Takxe CroCOOCTBYET CHUKEHUIO KOJIM-
yecTBa 00pa3ylolInuXcsl TUMUHOBBIX AUMEPOB MpHU
obsyuyeHuu [77].

Penapanusi ommn00YHO capeHHbIX OCHOBaHMiA. B
penapalyy OIMMOOYHO CHAPEHHBIX HYKJICOTHUIOB
(mismatch repair, MMR) y D. radiodurans yaacTBy-
oT 6eakn MutS1, MutL u UvrD, romojiornyHsie
cooTBeTCTBYIOLIUM OenikaM FE. coli. Tomonor MutH
B reHoMe D. radiodurans He 3aKOAUpPOBaH, OTCYT-
CTBYeT TakKXe M cucreMa Dam-MeTWIMpoBaHUS
HHK [78]. Takum 00pa3om, pacro3HaBaHUE JOYEP-
Hel 1enu ISl perlapaliMi, Kak ¥ y OOJBIIMHCTBA
OakTepuii, MPOMCXOAUT 10 KAKOMY-TO OTIIMYHOMY
OT onmcaHHoro Wit E. coli, TToKa IJI0X0 OXapakTe-
pHU30BaHHOMY ITyTH. YacToTra CHOHTAHHBIX MyTa-
LI B IepecyeTe Ha OMUH aKT periukauu y D. ra-
diodurans 3aMeTHO BBIIIIE, YeM B KJleTKax E. coli, 4To
TOBOPUT O HEBBICOKON 3 dekTnBHOCTM MMR B
knetkax D. radiodurans. O6 3TOM Xe CBUACTEIbCTBY-
eT cnabbIil 3¢ ¢deKT MHAKTUBaLUUU 6e1koB MutS1 n
MutL Ha gacroty Myraumii B Kietkax D. radiodu-
rans [78]. CnenyeT OTMETUTb, UTO €1Ie OJAUH FOMO-
Jor 6enka MutS E. coli B xnetkax D. radiodurans,
MutS2, He umeer orHomieHnsd K MMR. Bruio no-
Ka3aHo, YTO OH MpUHUMAET yyacThe B RecA-He3a-
BUCHMOM pemnapaluyd OKMCIUTEJBHBIX MOBPEXKIe-
Huit JJHK. Mexanuam pa®oTel 3TOTO OejKa ImokKa
OCTaeTCsl HeBBISICHCHHBIM, OOHAKO M3BECTHO, YTO
JTOMeH Smr, BXOASIIMI B €ro COCTaB, IPOSIBIISET
Mn?*-3aBUCHMYI0O 3HIOHYKJIEA3HYIO aKTMBHOCTH
[79].

Penapamust MeKHATEBBIX CHIMBOK. MeXXHUTEBEIC
ciMBkU Onokupytor miaaiaeHue JHK u o6bryHO
SIBJISIIOTCSI HEIPEOAOJIMMBIM MPENSITCTBUEM IS
peIumMKaTUBHOM BUIKU. D. radiodurans TIpOsIBISIET
YCTOMYMBOCTE K MUTOMULIMHY C, IPUBOAAIIEMY K
00pa3oBaHMIO TaKMX CIIMBOK. B ux pemapainuu y
OakTepuil 3a1eiCTBOBAHbI CCTEMBbI TOMOJIOTHUYHOM
pexomouHauuu U1 NER. HenaBHue uccienoBaHus
nokazaju, uto y D. radiodurans B Tipoliecce penapa-
LIMM YYaCTBYIOT O€JIKOBbIE IIPOAYKThI TEHOB ygjD 1
yeaZ, IMEIOIINX TOMOJIOTOB BO MHOTUX OaKTepH-
aJbHBIX reHoMax. IlpenrionaraeTcst, YTo 3TH OEIKU
00J1a7aI0T XEeJIMKA3HOW M DHIOHYKJICa3HOW aKTUB-
HOCTSIMM, KOTOpPbIE MOTYT CIIOCOOCTBOBATh IIPO-
XOXICHUIO PEIUIMKATUBHOM BUJIKOM MEXXHMTEBBIX
CIIUBOK, HO TOYHBIA MEXAHU3M UX IEUCTBUY TTOKa
ocraeTcs Hem3BeCTHBIM [80].
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MEXAHU3MBbI YCTOMYNBOCTHU
D. radiodurans K OKUCJIMTEJIBHOMY
CTPECCY

B nenom ananma cuctem penapaunu D. radiodu-
rans He JaeT OTBETa Ha BOIIPOC O IIPUPOE Pagruoyc-
TOMYMBOCTHU, ITOCKOJIbKY aHAaJIOTMYHbIE CHCTEMBbI
LIKMPOKO PacIpOCTpaHEHbl U Cpedud PaaroYyBCTBU-
TEJIbHBIX OPTAaHM3MOB, a YaCTHBIC KOMITOHEHTHI pPe-
napauMoHHbIX cucTeM D. radiodurans He obsi3aTelb-
HO TIPUCYTCTBYIOT Y IPYIMX PaAUOYCTOMUYMBBIX OaK-
Tepuii. boiee Toro, B OmbITax 110 MOJYYEHUIO PaIro-
PE3UCTeHTHBIX IITaMMOB E. coli 6bu10 0OHaApyKeHO,
YTO IIPUCIIOCOOIEHUS STUX OAKTEPHUIA CBSI3aHBI Tajic-
KO He TOJbKO ¢ cucteMaMu pernapauuu JJHK [81].

HccnenoBaHus moCaeIHUX JIET ITOKA3aIK, 9YTO B
OCHOBE BBICOKOI ycToiuuBocTu D. radiodurans X
Pa3IMYHBIM MOBPEXAAIOIIMM BO3IEHCTBUSAM MO-
KeT jexkaTh 2 PeKTUBHAS 3alINTa KJIETOK OT OKMC-
JIMTEJILHOTO CTpecca.

OKUCIUTEIBHBINA CTpece MoapasyMeBaeT oOpa-
30BaHue aKTUBHBIX popm Kuciopoga (ADPK): rua-
POKCHII-pagrKajoB, CYIEPOKCUI-PAINKaIOB U TIe-
peKucHy Bogopoa. [MapoKcui-paauKaibl MOTYT IIPO-
IyIIAPOBAThCS B MPOLIECCEe paauon3a BOAbI WU B
peakuyn MeHTOHA MEPEKUCU BOIOPOAA ¢ MOHAMM
xese3a. [MIpoKcHI-pagrKaibl BEI3BIBAIOT AeTpana-
IIMI0 MAaKpOMOJIEKYJI C BBIIEJICHUEM CYIIEPOKCUII-
panukKalioB M Tepekucu Bomopona. CymnepoKcui-
paguKall, B CBOIO O4epelb, MOXET BHICBOOOXIATH
noHbl Fe?" 13 Xene30cepHbIX KJIacTePOB OETKOBBIX
mouiekyn [82]. Takum ob6pa3oM, MexKAY peakKLusIMU
nponykumn AD®K dopmupyercss TOJIOXUTETbHAS
oOpaTHasi CBSI3b.

bri10 moka3zaHO, YTO KakK paavoyCTOMYMBHIE,
TaK U YCTONYMBBHIE K 00E€3BOXMBAHMIO OaKTepuu
00JIaJal0T BHICOKOM CTENEHBIO PE3MCTEHTHOCTH K
okucautenbHoMy ctpeccy [83]. Ilpu BozmeiicTBUM
MOHU3MPYIOIIETO U3Ty4eHUsI OCHOBHOM Bpel KJIeT-
Ke, MO-BUAWMOMY, HAaHOCHUTCS HE HamIpsSMYymo, a
nocpenctBoM obpaszoBaHust ADK [5], KoTopbie Bo3-
neiictByioT He Toabko Ha JHK, Ho u Ha gpyrue
MaKpOMOJIEKYJbl. M eciii KOIMIeCTBO IBYHUTEBBIX
pa3peiBoB JIHK, Bo3HuMKalomux mnop aeiicTBueM
MOHU3HUPYIOLIETO U3IYYEHUS, Y PAANOyCTOMYNBEIX
U YYBCTBUTEJIbHBIX OaKTepUil HE OTJIMYAETCS, TO
IIPOTEOM y TIOCIETHHUX IIOBPEXIACTCS Topasmo
cwibHee [6]. Bruto 0GHapyXeHOo, YTO YPOBEHD Kap-
OOHUJIUPOBAHUST KJIETOUHBIX OEJIKOB, MPOUCXOJIS-
IIETO MPU OKUCIUTEIBHOM CTpecce, 00paTHO KOp-
peMpyeT C YCTOMYMBOCTBIO K cTpeccy [84]. Takum
00pa3oM, BO3MOXXHO, UMEHHO 3aIlliTa IIPOTeOoMa OT
OKHCJIUTEJIBHOTO CTpecca I03BOJISIET KJIETKAM BbI-
XKMBaTh B YCIOBUSIX O0€3BOXMBAHUS U BBEICOKOTO
paguamnyoHHoro ¢oHa. [loHMMaHne BaXKHOCTH 3a-
LIUTHI OT HEOJAroNnpHUsITHLIX (haKTOPOB, B MEPBYIO
odepenb OEJIKOB, IIOCKOJbKY UMEHHO OT HUX 3aBU-
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cut addexkTuBHocTh penapauuun JHK, cMmeHnuno
MmapagurMy B MCCIEIOBAaHMSIX IPUPOIBI pamroyC-
ToluuBOCTHU [4].

ITomumo penapauuu JHK xnetku D. radiodu-
rans peaanu3yloT HECKOJIbKO CTpaTeruii 1isl peaoT-
BpalllcHWSI Y JIMKBUIAIIUM ITIOCICACTBUI OKMCIIH-
TeJibHOro cTpecca [3]: 1) mpeaoTBpalieHue odpa3o-
BaHus 3HAoreHHbIXx ADK, 2) paboTa aHTUOKCHIAHT-
HBIX 3alIMUTHBIX cUCTeM, 3) M30upaTeabHas 3alinTa
HEKOTOPBIX OEJIKOB OT OKUCIIEHMS, 4) yaajeHue 1
JIerpamanys IMoBpeXIeHHBIX MaKpoMoJieKy. Hixke
KpaTKO pacCMOTPEHBI OCOOEHHOCTM MAHHBIX 3a-
IIUTHBIX MEXaHU3MOB.

AntnokcuaanTHoie cucrembl D. radiodurans. B
reHome D. radiodurans 3aKogyupoBaHBI IBE MEPOK-
CHMIa3bl, TPY KaTajaasbl, YETHIPE CYIIEPOKCUIINCMY-
Ta3bl, ABa 6enka Dps [3]. B knetkax D. radiodurans
aKTUBHOCTb (pepMeHTOB, yrunusupylomux ADK, B
JAaCTHOCTHM KaTajladbl U CYINEePOKCUIIMCMYTA3bl, B
HECKOJIbKO pa3 BHIIIE, 4eM B KieTkax E. coli [85,
86]. I1pu aTOM KaTaja3Hast aKTUBHOCTb BO3PacTaeT
B OTBET Ha MOBBIIIEHWE KOHILIEHTPALlMU MEePEeKUCHU
BOIOpOIa, MOHOB Mn?" [87] 1 noHM3UpyOLIEE U3-
nydyeHue [88]. Dps-0enky mpuHUMAIOT ydyacTHe B
kommakTuzanuu JHK u saBasgioTcs BakKHBIM KOM-
nmoHeHToM HykJeonpa. Oum 3ammmaior JJHK ot
OKHUCIIMTEIHLHOTO CTpecca, He TOJIbKO CBSI3BIBASICh C
Hell, HO U XeJaTupYys 3Keje30, a TaKKe Yy4acTBYs B
BOCCTaHOBJIEHUM TlepeKucu Bopopona [89]. Hene-
LIMA T€HOB, KOMMPYIOIINX IIePEUMCICHHBIC BEIIIES
depMeHTHI, Ha pagyoOpe3MCTEHTHOCTh BIUSIOT HE
04YeHb CWILHO [90]. BDTO MOXET OOBSICHATHCS 0O0JIb-
IIMM BKJIagoM He(depMEHTaTUBHBIX MEXaHU3MOB B
ycroituuBocTh D. radiodurans (CM. HUXe).

B cumxenune nponykuuu A@K 1on neiictBrieM
obayueHus1 B knetkax D. radiodurans MOXeT BHO-
CHUTb BKJIaJl M YMEHBIIICHHE YK CJIa OEJIKOB C 3KeJIe30-
CEpHBIMHU KJIaCTepaMM 1 OCJIKOB IBIXaTeJIbHOM 1Ie-
1 110 CPaBHEHUIO C PaIMOUYyBCTBUTEILHBIMU OaK-
TepusaMH [5]. DToMy CITOCOOCTBYeT HATMYNE TITMOK-
CHJIATHOTO MYTH, TTO3BOJISIONIETO CHU3UTh KOJIMIe-
CTBO HeKOTOphIX pepMeHTOB LIMKIa Kpebdca. Kpo-
M€ TOIO, IIpU OKHUCIUTEJIBHOM CTpecce OaKTepus
BBIOpACHIBACT B Cpely 3HAYMTEILHYIO YacCTh ITOJIH-
caxapuoB KjaeToyHolt o6onouku [91]. ITpeamnona-
raeTcsl, 4YTo 3TO IIOMOTraeT N30aBUThLCS OT YaCTU BO-
IBI, aCCOIIMMPOBAHHON C IIOJIMCaxapuaaMu, IJIs
cHmkeHUs o6paszoBanmsa ADPK [92]. IIporekrop-
HYIO POJIb MOTYT TaKXKe UIPaTh KAPOTUHOUIbI, CBSI-
3aHHBIE C KICTOYHLIMU MeMOpaHaMM (CM. BBIIIIE).

Poab noHoB Mn?* B yCTOHYMBOCTH K OKHC/IUTEIb-
HOMY cTpeccy. B oTBeTe Ha CTpecCOBBIE YCIIOBUS Y
D. radiodurans BaxHy0 pojib UrparoT MOHLI Mn?*.
Pactyiiye Ha o0egHEeHHOM MapraHiieM cpeae 0ak-
TepUM B HECKOJILKO pa3 0ojiee UyBCTBUTEIbHBI K
WOHU3UPYIOLIEMY M3TYYEHUIO U OKUCIUTEIHLHOMY
crpeccy [48]. KoHuleHTpamust MOHOB MapraHiia B
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knetkax D. radiodurans gocTuraeT MWUIUMOJSIP-
Hoii [93]. BeposiTHee Bcero, BHYTPUKJIETOYHAs
KOHIIEHTpaluss Mn?* TMOBBIIIAETCA B CTPECCOBBIX
yCIOBUSIX 3a cueT paboTel ABC-TpaHcnioptepa [24],
9KCIIPECCUST KOTOPOTo MHAYLIMPYETCS IIpU 00Iyde-
HUM 1 B IIOCTUPPAINAlIMOHHEIN ITepuoxn [94].

MoHbI MapraHiia CTUMYJIMPYIOT aKTUBHOCTB 11e-
JIoro psifa hepMEHTOB pelapalii U peIuIMKaluyl —
9HJIOHYKJIea3bl P, cyrnepokcuaaucmyTassl, JTHK-
noauMepasbl X, PHK-n1urasel, — 3aMeliast B ux ak-
TUBHOM LIEHTpe MOHbI MarHus (cM. Bblle). Ilpu
MMOBBIIIICHNN KOHIIEHTPAIlMM MapraHell CIIOCOOeH
3aMelaTh XeJie30 B XKejae30coaepKaiiux hepMeH-
Tax, YTO IPEMSITCTBYET MX pa3pyIICHUIO B peaKLINU
®eHTOHA, T.K. MOHBI MapraHiia, B OTJIMYHUE OT UO-
HOB XeJjie3a U MeIy, He BCTYITAIOT B PeaKIIUIo C I1e-
PEKNCHI0O BOIOPOAA, B XOJ€ KOTOPOU 00pasyroTcs
TUAPOKCUI-paguKaisl [95].

HMonbl MapraHiia CrmocoOHbI BbICTYNATh B Kaye-
CTBE aHTHMOKCHIAHTa B KOMIUIEKCAX C pa3InIHBIMU
COEAMHEHUSIMH, B YaCTHOCTH opTodochaToM, HyK-
JIEOTUJAMM, aMMHOKUCIIOTAMU M TlenTtuaamu [92].
WHoykums cuHTe3a HYyKJIEOTUIOB IIPU CTPecce MO-
JK€T BHOCUTH BKJIaJ, B pabOTy aHTHOKCUIAHTHBIX
CHCTEM 3a CUeT 00pa30BaHUS KOMILJIEKCOB HYKJIEO-
T™noB ¢ MapranieMm. Kpome toro, kinetku D. radio-
durans CeKpeTUpPYIOT HyKJIea3y, KOTopasl ydacTBYET B
nerpagauuu BHekiaeTtouHoi JJHK v mosblaer yc-
TOMYMBOCTH KJIETOK K OOJIydeHHIO, BO3MOXHO, 3a
cyeT obpazoBaHusl HYKJIeo3uaMoHodocdaros [96].
AkTuBanus npoteas B Kietkax D. radiodurans B yc-
JIOBUSIX CTpecca TakKe MOXKET SIBJISITbCS OJHUM U3
MEXaHU3MOB AHTHOKCHUIAHTHOW 3alllUThl KJIETOK.
O PeKTUBHOCTD aHTUOKCUIAHTHOM (DYHKLIMY TIeTI-
TUJIOB 3aBUCUT OT WX aMWHOKMCJIOTHOIO COCTaBa,
Hau0oJiee aKTUBHBIMU SIBJISIIOTCS. KOMILIEKCHI Map-
raHma C CepoCOomepXallMMU M apoOMaTHUIeCKUMU
aMWHOKMCJIOTHBIMU ocTaTKamu [97]. B To ke Bpemst
HelaBHUE MCCIEeIOBaHUsS IOKa3aJd, YTO 3Ha4yu-
TeJIbHAg 4acTh MapraHia B Kiuetkax D. radiodurans
CBSI3aHA C MOJIEKYJIaMU BObI, Y JIUIIb HEOOJBIIIOE
KOJIMYECTBO OOHAPYXMBAETCS B HU3KOMOJIEKYJISIP-
HBIX KoMILTekcax [98]. Ha ctaumonapHoii pasze poc-
Ta KJIETOK KOJIMYECTBO HU3KOMOJIEKY/ISIPHBIX KOMII-
JIEKCOB MapraHIla CHWXXKAeTCs elle CUIbHee, a 0071b-
11as1 €70 YaCTh OKa3bIBAETCSI B COCTAaBE CYNEPOKCUII-
MHUCMYTa3bl U JAPYTrOro HEUAECHTUMUIIMPOBAHHOTO
6enka [98, 99]. B To ke BpeMs TakHe KIIETKU ITPOSTB-
JISIIOT YCTOMYMBOCTD K paavaliiu, YTO CTaBUT ITOA
BOIIPOC POJIb HU3KOMOJIEKYJISIPHBIX KOMILJIEKCOB
MapraHiia B CTPECCOYCTOMYMBOCTH, 110 KpaliHEN Me-
pe, Ha cTauMoHapHOM (ha3ze pocTa KyJbTyphl [99].

C coxepxaHueM B cpele MOHOB MapraHiia CBs-
3aHO MHTEPECHOE SIBJICHNE B KIIETOYHOM ITUKJIE D. ra-
diodurans: TIpy HU3KMX KOHUEHTpausx Mn?* Kyiib-
Typa IpeKpalllaeT pacTu ellle OO0 McUYepIlaHUs pe-
CYpPCOB Cpelbl, a IIpHA 100aBJICHUU COJIC MapraHia

ATAIIOB, KYJIbBAYMHCKHI

JleJieHne KieTok Bo3ooHosisiercs [87]. [Ipenmona-
raeTcsi, 4To OaKTEePUM BBIICISIOT B Cpeoy HEKMit
HU3KOMOJICKYISIPHBI (PakTop, MHTHOUPYIOIIAI
KJIETOYHBINA LIMKJI, a B IPUCYTCTBMU Mn** maHHbIi
610k cHumaercs [100].

CucTeMbl 0YHCTKH KJIETOK OT TOKCHYHBIX CO€IH-
Henuid. B xone penapauuu JIHK B knetkax D. radio-
durans o0pa3yloTcsl MOBPEXIEHHBIE OJUTOHYKIEO-
TUIBI, KOTOPbIE aKTUBHO BBIOPACHIBAIOTCS U3 KIe-
TOK, BEpOSITHO, TIpY ydyacTuu TpaHcnoptepa UvrA2,
6au3koro K ABC-tpancnioprepam [21]. Kpome To-
ro, B Knetkax D. radiodurans TIpucyTCTBYIOT CIICIIV-
anbHble Nudix-ruaponassl (nucleoside diphosphate
linked to some other moiety Xx), KOTOpble€ OTILIEILISI-
10T nudocdaTHBIE TPYIIIEI OT MOBPEXIEHHBIX HYK-
neo3uaTpudocdarToB, YTO MO3BOJISIET N30eXKaTh X
BkitoueHus B JIHK. B renome D. radiodurans obHa-
pyxeHsbl reHbl 23 Nudix-ruaposnas, IpruyeM TpaHC-
KPUIILMS HSTU U3 HUX UHAYLIUPYETCS HOHU3UPYIO-
mwuM usinydyeHueMm [50]. TToBpexxaeHHbIE HYKJIEO-
3uaMoHodocdaTel MOryT 3aTeM Aedochopuanpo-
BaThCSl U BBIBOIUTHCS U3 KIIETKH [3].

Bo Bpems# crpecca B kietkax D. radiodurans cyib-
HO BO3pacTaeT MIPOTEOIMTHIECKAsI aKTUBHOCTD, YTO
MO3BOJISIET YTUIM3UPOBATh ITIOBPEXXICHHBIE U HeTpa-
BWJIBHO CBepHYyThIe Oenku [92]. KimoueBbIM aKTH-
BaTOPOM 3TOTO IIPOIecca MOXET SIBJIAThCS aKOHU-
Tasza, BBICTyMAIoIasl B POJU CEHCOPa OKUCIUTEb-
HOTO CTpecca B KJIeTKax Apyrux opranu3mMos [101].
Ienom D. radiodurans comepXuT TOMOJIOTA T€HOB
Lon-mpoTeas, y4acTBYIOIINX B yIaJeHUU ITOBPEXK-
JNIEHHBIX OEJIKOB, OMHAKO NeJelus 3TUX T€HOB He
CHIXaeT Pe3MCTEHTHOCTh KIIeTOK D. radiodurans K
paguauuu. 3aTo K 3ToMy 3(pdeKTy TPpUBOIUT Aesie-
s reHa nporeassl ClpXP [102]. ITpeanonaraercs
€€ yJyacTue B IIPOAYKLMHU MENTHUIOB, 00pa3yIolInX
MapTraHIIeBbIe KOMILICKCHI.

B T0 Bpems Kak psin 0€JIKOB, TAKMX KaK IIATPAT-
CHMHTa3a, aKOHUTa3a, HEKOTOPhIE 11alIePOHBI, B yC-
JIOBMSIX OKMCIIUTEIIBHOTO CTPECCa MOIBEPraroTCs ak-
TUBHOMY PacIlieTUICHUIO U PeCUHTE3Y, HEKOTOPEIEC 13-
Oeratot nerpaganuu. K rmociaemHUM OTHOCSTCS HEKO-
TOpPBIE TPAHC/ISILIMOHHBIE (DAKTOPHI, PSII CEPUHOBBIX
npoteas u B- u B'-cyobeaununnsl PHK-nmonumepa-
3bl [103]. KoHKpeTHbIE MeXaHU3Mbl YCTOMYMBOCTU
3TUX OEJIKOB OCTAIOTCS HEU3BECTHBIMU, HO SICHO,
4YTO M30MpaTesibHAsI 3alIATa CUCTEM TPAHCKPUTILINI
1 TPaHCISILIWN HeoOxoaumMa ISt OBICTPOrO BOCCTa-
HOBJICHMSI KJIETOYHBIX (PYHKIIMI TTOCIIe CTpecca.

PEIVJIAINA DKCITPECCUMN
T'EHOB Y D. radiodurans

M3 ckazaHHOTroO BbILIE CJIEayeCT, 4YTO B paanoycC-

ToitunBocTH OakTepuu D. radiodurans 3aneiicTBoBa-
HbI pa3HOOOPA3HBIE CUCTEMBbI 3a1IUTHI U peliapalyn
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PETVJISALIUA CTPECCOYCTOMUYUBOCTU V Deinococcus radiodurans

JHK, Ho He MeHblIIIee 3HaUeHUEe UMEET Pe3UCTEHT-
HOCTb K okuciuTenbHoMy ctpeccy. Ha ctpecc D. ra-
diodurans oTBe4aeT KOMIUIEKCHO, MHIYLMPYS 3KC-
MPEeCcCU0 MHOXECTBa OEJIKOB M HEKOIUPYIOLIUX
PHK, 4To npuBoauT K UBMEHEHUIO MeTabOIU3Ma U
AKTUBHOCTH OIIPEIeIeHHBIX MOJICKY/IIPHO-TEHETH -
yecKMX IyTeil. JeTanbHble MEXaHU3MbI PETYIISLINN
aKcIpeccuu reHoB y D. radiodurans TonbKo Hayu-
HAlT HCclenoBaTbes. B ciemyrommx pasmeirax
KpaTKO pacCMOTPEHbI UMEIOIIINECS] JaHHBIE O Pery-
JISIIAM TPAHCKPUITUMU B KJeTkax D. radiodurans B
HOPMaJIbHBIX U CTPECCOBBIX YCIOBUSIX.

M3MeHeHHs TPAHCKPHIITOMA B CTPECCOBBIX YCJIO-
BuaAX. [IpyuMeHeHre METOIOB TPAHCKPUITOMUKY 1
MPOTEOMUKHU BBISIBUIO 3HAUYUTEIbHbIC MU3MEHEHUS
B 9KcIpeccun TeHoB D. radiodurans B YCIOBUSIX
crpecca. [1o pa3HbIM JTaHHBIM TTPU Y-00JIyYEHUY U B
MOCTUPPaAUALIMOHHBINA MEepUoa HaOII0AaeTCs UH-
nykuus akcrpeccun ~100—1000 renos [50, 61].
PazHuiia B pe3yiabrarax MOXET OOBSICHSITHCS pa3-
HOW 10301 00JydyeHUs, pa3TudrisIMU B METOIMKAX
M3MEPEHMS U KPUTEPUSIX OIIpeaeIeHUS U3BMEHEHU I
ypoBHs 2Kcrpeccuu. [1pu o6aydeHNr TPOUCXOIUT
WHIYKIINS TeHOB, BOBJICUCHHBIX B IIPOLIECCHI pella-
paunu JHK, paboTy aHTMOKCUIAHTHBIX CUCTEM U
0eJIKOB, YJACTBYIOIIMX B YTUIW3ALUK MOBPEXICH-
HBIX OMOIIOJIMMEPOB. AKTHBAIUS 3KCIIPECCUM Te-
HOB TMPOMCXOAMUT ITOITAITHO: HEKOTOPhIE OEIKH,
HaIpuMep, CyNepoOKCUIANCMYTa3a, UHAYLIMPYIOTCS
ellle IIPH CTpecce, HEKOTOPhIe BCKOPE MOCIIE CTpec-
ca, a TIOBBIIIEHUE IKCIIPECCUM OTPEIEICHHBIX Te-
HOB OTKJIAAbIBAae€TCs OO0 MO3AHMX CTaauii BOCCTa-
HoBieHus [50, 94]. CtpeccoM MHIYLUPYETCS TPaHC-
Kpunuus He Toibko MPHK, HO U HeKoaupyoommx
PHK, B 1.u. antTucmeicioBeix PHK u TPHK [94].
st cemu Mainbix Hekoaupylomux PHK, koHcepBa-
THBHBIX cpeau Oakrepuii poma Deinococcus, TIoKa-
3aHa MHIYKIIUS 3KCIIPECCUU TakKe U 'y OJIM3KOPO/I-
ctBeHHOro Buaa D. geothermalis [104]. DTy naHHbBIE
YKa3bIBalOT Ha BaXKHYIO pojb Hekoaupyromux PHK
B PEryJisiliiM OTBETa Ha CTPECC y ATOro poja bakTe-
puii.

IlopoOHbIe cpaBHEHUS MpPOAENIaHbl U s APY-
TMX BUIOB CTpecca, B YaCTHOCTH OCMOTHYECKOIO
[105] n xammueBoro [106]. 1 B Tom, 1 B mpyrom
cllyyae ObUIO BBIIBJICHO M3MEHEHME B3KCIpPEecCUu
coteH reHoB. [Ipu KagMHEeBOM CTpecce aKTUBHUPY-
IOTCSI pelapalliOHHbIE IPOLECCH Y MHAYLIMPYIOTCS
Te Xe OeJIKM perapaliu, 4YTo 1 NPy paaiualluOHHOM
oOnyyeHumn [106]. IIpu ocMoTHUYECKOM cTpecce
TakxXXe HaOIogaeTcsl IepekpbiBaHue B auddepeH-
LIMAJIbHOM 3KCIPECCHM TEHOB C paguallMOHHBIM
CTPECCOM, YTO CBUAETEJILCTBYET O HAIMIMU OOIIUX
MEXaHM3MOB amanTallny K 3TUM yciaoBusm [105].

HccnenoBaHus AuHaMUKW TMpoTeoMa MoKa3za-
JIW, YTO Toce odnydeHus B kineTkax D. radiodurans
BO3pacTaeT KOHILIEHTpALMS IeCSITKOB OEJIKOB, IIpU-

BUOXUMHUA Ttom 80 BHII. 10 2015

1469

YyeM HEKOTOpPbI€ U3 HUX COBCEM HE OOHApPYKUBAKOT-
¢ B He0OIyuyeHHBIX KieTkax. Cpeny maeHTUPUI-
POBaHHBIX OEJIKOB IIPUCYTCTBYIOT (DAaKTOPHI PEILIM-
KalliK, perapaluyi, TPAHCKPHUITIIAY U TPAHCIISLIUH,
OesIKM, BOBJICUEHHBIE B TPAHCIOPT U METabOJIU3M
HEOPTaHMYECKNX MOHOB, HYKJICOTHIOB U YIJIEBO-
IoB, a Takxke 1anepoHsl [107]. TToBbllIeHHE KOH-
LIEHTpaLMX OEJIKOB IMPOMCXOAUT HE €AUHOBPEMEH-
HO TIOCJIe MHAYKIIMH, a TI03TAITHO, YTO COLJIaCyeTCs
C JAaHHBIMM TPAHCKPUIITOMHOTO aHanu3a [108].

AKTHBATOPBI ¥ Penpeccopbl TPAHCKPUNIMH. 3Ha-
YUTEJbHbIE M3MEHEHUS MPOoduiIs dKCIPEecCun re-
HOB, BBI3EIBA€MBIE CTPECCOM, CTaBSIT BOIIPOC O pe-
TYJISITOPHBIX ITYTSIX, IPUBOISIINX K TAKOMY 3 deK-
Ty. Ha cerogHsimHuii 1eHb UCCAEA0BAaHO HECKOJIb-
KO PeTyIsTOpoB TpaHcKkpununu D. radiodurans, Ko-
TOpbIE UTPAIOT POJIb B PeaKIIMy KJIETOK Ha CTpecc
(Tabu. 2).

ITpomoTopsr MHOTUX oniepoHOB D. radiodurans,
WHAYLHUPYIOIINXCS OKHMCIUTEIBHBIM CTPECCOM, CO-
JIepXXaT peTyJISITOPHBINA 3JeMEHT, MMEIOIINIA I1a-
JIMHAPOMHOE CTPOEHME M IOJYYMBIIMIA Ha3BaHUE
RDRM (radiation/desiccation response motif).
benkom-penpeccopom onepoHoB ¢ RDRM gpnsiet-
cs1 DArO (oH xxe DR2574) [109], skcnipeccust KOTo-
poro nHayLupyetrcs rmpu crpecce [50]. Perymsus ¢
yuyactueM RDRM mnpenckazaHa Kak MUHUMYM JJIST
29 reHoB D. radiodurans n 25 reHoB D. geothermalis.
B umci0 3TUX reHOB BXOASAT HauboJiee CUJIbHO UH-
IyLIupyloIuecs: Ipu cTpecce TeHbl ddrA, ddrB,
ddrD (cM. BbllIe). Penpeccust JaHHBIX T€HOB CHU-
MaeTcsl B pesyabraTte pacuierieHuss DdrO ¢gaxro-
pom Pprl (cMm. cnemyromuit a63air). HemocraTtou-
HocThb DdrO mpuBOAMT K CHUXKEHHMIO >KM3HECIIO-
COOHOCTM KJIETOK, COIpOBOXAamIeMycs ¢dpar-
meHTauueit JJHK, «my3pipenueM» MeMOpaHBbI, Ha-
pYIIeHUSIMU KJIeTouHOTO fenerns [110].

YHukaneHbI# 1719 poga Deinococcus 6enox Pprl
(oH xe IrrE) — TpaHCKpUIIIMOHHBINA (haKTOp ILM-
POKOToO creKTpa aeicTBus. Ero oTcyrcTBHe IpuBoO-
INT K 3HAYUTEJIBHOMY CHIDKCHMIO BBELDKMBACMOCTU
D. radiodurans B ycIOBUSIX paAMalLIMOHHOTO U YJIbT-
paduroJIeTOBOrO OOJYy4YeHHUs, a TakKke B IIPUCYT-
crBum Mutomunaa C [111]. Pprl peryimpyer cuH-
Te3 Kak MUHUMYM 31 Oejka, cpeau KOTOPBIX €CThb
aKTUBUPYIOIIMECS TIPU CTpecce OEJIKM, BOBIEYEH-
Hele B pemapauuio JJHK: PprA, RecA, SSB [112].
ITokazaHno, uro Pprl nuddepeHanbHO peryaupy-
€T DKCIIPECCUI0 TEHOB KaK Ha CTaauu COOCTBEHHO
cTpecca, Tak ¥ Ha pa3HBIX (pa3ax MoCIeCTPeCCOBOIO
BoccTaHoBIeHUs KieTok [113]. Dkcnpeccus Pprl B
kieTkax E. coli 3HaUUTENBHO TTOBBINIAET UX YCTOM-
YUBOCTh K OCMOTHUYECKOMY CTpecCy, MHAYLMPYS
IIMPOKUI CIEKTP T€HOB, OTBETCTBEHHBIX 3a METa-
00JIU3M YTJIEBOAOB, HYKJIEOTUIOB, aMUHOKHUCIIOT
[114]. MexaHusm aeiictBust Pprl 1o KoHIIa He siceH.
C OIHOI CTOpPOHBI, crielU(pUUYECKOe CBSI3bIBAHUE
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Ta6imua 2. VccinenoBaHHbIe (haKTOPHI, YYaCTBYIOLIME B PETYISLIMU TpaHCKpunuuu y D. radiodurans
®dakTop DyHKLIMS
DdrO penpeccus onepoHoB, coaepxaiux RDRM, B yactHocTu reHoB ddrA, ddrB, ddrD

Pprl (IrtE)

PprM

0eJIKOB
DrRRA

Ha CTPECCOBBIE YCIIOBUS
OxyR

nyajia HUTOIlIa3Mbl

Irrl (DRO171)

peryasius cuHTe3a 31 6e1Ka, B T.4. aKTUBALUSI HEKOTOPBIX OEJIKOB penapaiuu

Pprl-3aBucumas perynsuusi, mogaBieHue dKCIpeccuu pprA U, TPENIoNoXUTENbHO, APYTUX

aKTUBalMA TPAHCKPUIIIUU JECATKOB I'€HOB, B T.4. TEX, MPOAYKTbI KOTOPbIX BOBJICYCHBI B OTBET

aKTUBalusd U pe€IIpeCcCrA reHOB B 3aBUCUMOCTU OT OKMUCJIUTEIbHO-BOCCTAHOBUTCIIbHOI'O ITIOTCH-

aKTUBalUsd SKCIIPECCUUN >100 6CJ'IKOB, B T.4. BOBJICUCHHLIX B OTBET HAa CTPECCOBLIC YCIIOBUA

aKTUBallUAg TPAHCKPUIILIKWU IT'€HOB, IMTPOAYKTBI KOTOPLIX YUYaCTBYIOT B TPAHCIIOPTC MOHOB METaJl-

IIOOAaBJIEHUEC SKCIIPECCUM I'€HOB, ITPOAYKTLI KOTOPBIX YH4AaCTBYIOT B IIOCTUPpaIUAIIMOHHOM BOC-

penpeccud or€poHa, KOAUPYIOIIECToO reHbl ycTOﬁ‘-IHBOCTH K MOHaM MEIn

Mur
JIOB yepe3 KJIETOYHYI0 MeMOpaHy
RecX
CTaHOBJIEHUU
LexA2 noJaBJIeHUe dKCIIpeccun pprA
CsoR
HucR pempeccys CUHTEe3a ypaT-OKCUIa3bl
HspR pempeccysi TeHOB OEJTKOB TeTUTIOBOTO IIOKa

HBYXKOM]'[OHCHTHBIG CUCTEMbI

peryjaauuda TpaHCKpUIIIWMKU r€HOB, IMPOAYKTbI KOTOPbIX 3aJeICTBOBaHbI B OTBETE HA CcTpeECC

NO CTUMYJISILIMST pOCTa U ACJIEHUS KJIETOK MOCIe O0IyYeHMSI

FMN-pubonepexiodaresib

perysius cuHTe3a pubodaaBriHa, y9acTHe B 3allIUTE KJIETOK OT OKMCIMTEIBbHOTO CTpecca

JIAaHHOTO 0eJKa ¢ IPOMOTOPaMU PEryJIUpPYeMbIX Ie-
HOB HEOOXOmMMO ISl ero (PyHKUIMOHUPOBAHUS B
KayecTBe TpaHcKpuluuoHHoro ¢akropa [113]. C
npyroit croponsl, Pprl D. deserti ssBnsieTcs metan-
JIOIIPOTEA30M, KOTOpPA in Vitro paclIeIUISIET TPAHC-
KpuIInoHHBIN ¢akTop DdrO, 4yro, BeposITHO,
MMPUBOAUT K MHAYKIIMK TPAHCKPUIIIIUY TeHOB, PelIl-
peccupoBanHHbix DdrO [115]. Tor Xe MexaHU3M
JIeicTBUSI ObLI HEJAaBHO YCTaHOBJEH U mjas Pprl
D. radiodurans, npuyeM OBIJIO MOKAa3aHO, YTO €ro
MpoTeasHasi aKTUBHOCTh 3aBUCUT OT MOHOB Mn”*
[116]. ITpennonaraercs, yro Pprl Takke yyacTByeT
B IIOCTTPAHC/SIMUOHHON MoanduUKanm (BO3MOX-
HO, TIpoTeoin3e) Oesika PprM, 3aneiicTBOBaHHOTO B
PEeTYJISILM 3KCIIPEeCCUM pprA U, BEpOSITHO, IPYTUX
reHos [117].

[pyrue wmcciaeqoBaHHBIE TPAaHCKPUIILIMOHHbBIE
(akTOpHI, BIMSIOLINE Ha IKCIIPECCUI0 MHOXECTBA
redoB npu crpecce, — DrRRA [118], OxyR [119],
DRO0171 (on xe IrrT) [120]. Kaxapiit 3 HUX KOHT-
POIUPYET SKCITPECCUIO IECITKOB TeHOB, a MyTaHTHI,

JIMIIEHHbIE TAHHBIX OEJKOB, MPOSBJISIOT ITOBBI-
IIEHHYIO YYBCTBUTEILHOCTD K CTPECCOBBIM BO3ICH-
CTBUSAM pa3nuyHoro Buaa. ¥ D. radiodurans uMeroT-
cs1 1Ba ToMoJIoTMYHbBIX Oesika OXyR, KoTopbie SIBs-
I0TCS1 aKTMBAaTOpaMU JIM00 perpeccopaMm 9KCIIpec-
cuy pa3nMnIHBIX reHoB. CsaspiBaHne OxyR ¢ mpo-
MOTOPaMM 3aBHUCUT OT OKMCIUTETBHO-BOCCTAHOBU-
TEJbHOTO MOTeHIIMaja LUTOIIa3Mbl. B Mojekyse
OxyR mpucyrcTByeT ocTaToK LIMCTEMHA, KOTOPBIM
OKMCIISIETCS TP TOBBIIIEHUM KOHILEHTpalun
ADK, yTo MPUBOAUT K aKTUBALIMY JIMOO peIpeccuu
npomMoTopoB. Cpenn KoHTpoaupyeMbix OxyR 1po-
LIECCOB €CTh PEeryJslus BHYTPUKJICTOUYHOI KOH-
LeHTpauy noHoB Mn?* [119].

KoHueHTpalivsi MOHOB METaJJIOB B KJI€TKax
D. radiodurans Taxxe perynmpyeTcs TpaHCKPUIILIH-
OHHBIM (bakTopoM Mur (DRO0865), BrusiommM Ha
SKCIIPECCUIO T€HOB, MPOAYKTHI KOTOPHIX YYaCTBYIOT
B TpaHCIIOpTe WOHOB. MyTaHTBI Mo TeHy dr0865
UMEIOT CHIDKEHHYIO YCTOMYMBOCTh K CTPECCOBBIM
BO3IECHCTBUSM, CUJIBHO U3MEHSIETCS COlepKaHUEe B

BUOXUMHUA tom 80 BBII. 10 2015
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KJIETKaX MOHOB MapraHlia, xeje3a, IIMHKa 1 MeIu.
KoHKkpeTHBIE peryaaTOpHbIe MEXaHU3MbI 1 B3aIMO-
OTHOILIIEHUST Mur ¢ IPyTUMU TPAaHCKPUTTITUOHHBIMU
peryasiToOpaMu elle MpeaCTOUT BhISICHUTD [121].

IIpu wuccaengoBaHUM peTYISLIMM aKTUBHOCTU
O6eaka RecA ObLI0 TTOKAa3aHO ydyacTHMe B 3TOM IPO-
necce ¢akropa RecX: oH MHTMOMpPYET KaK TpaHC-
KPUITIIUIO TeHa recA, Tak u pyHKLMIO Oenka RecA
[122]. C moMOIIbIO CpaBHUTEIIFHOTO ITPOTEOMHOTO
aHajM3a ObL1a TaKXKe ycTaHOBJIeHA poJib RecX B MH-
TMOMPOBAHMU SKCIIPECCUU LIMPOKOrO CIIEKTpa Ie-
HOB, IIPOAYKTHI KOTOPHIX YIaCTBYIOT B IIOCTUPPAIU-
allMOHHOM BoccTaHOBieHHU. Ha 3ToM ocHOBaHUM
ObLIO BbICKA3aHO IpeanosioxeHue o poiu RecX B
Iepexoie OT CTPECCOBOro K HOpMaJbHOMY (DEHOTH-
my [123].

B renome D. radiodurans 3axonupoBaHbI ABa ro-
MoJiora 6enka-penpeccopa LexA, HO, B OTJIUYUE OT
E. coli, Hu onyH U3 HUX HE IPUHUMAET yJ4acTus B
peryasauuu sKcrpeccuu o6enka RecA. B To ke Bpe-
Ms Oenok LexA2 penpeccupyet reH pprA. OgHako
OakTepuu, TUIIeHHBIE TeHa lexA I, He OTIMYaloTCs B
OTBETE Ha CTpecC, a JIMIICHHbIC /exA2 TIPOSIBIISIOT
Jaxe 0ojiee BBICOKYIO CTPeCCOYCTOMYMBOCTD, YeM
KJIETKM JUKOro tvna [124].

[ToMumO MyABTU(PYHKIIMOHAIBHBIX TPAHCKPUII-
IOHHBIX pakTopoB V D. radiodurans n3ydeHbl He-
KOTOpBIE€ OEJIKM, YIaCTBYIOIIE B PETYISLIUN UHIA-
BUAyaJIbHBIX orlepoHOB. CsoR sBisieTcs pernpecco-
POM KilacTepa ITe€HOB, OOECIICUMBAIOIINX YCTONYIM-
BOCTb K MenH. [1py HM3KMX KOHIIEHTPALUsIX MOHOB
MeIM TaHHBIN OeI0K CBSI3aH C MPOMOTOPOM, a Mpu
BBICOKMX — CBSI3BIBACT MEIb M TEPSIET CPOACTBO K
JHK [125]. HucR-6en10K, OTHOCSIIUIACS K ceMeii-
CTBY peryjsiTopoB TpaHCKpuIiuu MarR, pernpec-
CHpYeT TPaHCKPUIIIMIO COOCTBEHHOI'O I'eHa 1 I'eHa
ypaT-okcuaasbl [126]. B mpucyrctBUM MOUeBOM
KHCJIOTBI CPOACTBO O€JIKa K OIepaTopy IajaeT, 9To
MPUBOAUT K CHATUIO pernpeccuu. K HacTosiiemy
BpeMeHU u3BecTHa cTpyktypa HucR, a Takxe ne-
TaJIbHO M3y4YeH IIPOLIECC CBSI3BIBAHMS OejiKa C JIM-
rangoM [127, 128]. Ten dr0265 xomupyer TpaHC-
KPUITIIMOHHBIN (aKTOp, OTHOCIIIMICA K CeMeii-
ctBy GntR. IToka3aHo, 4T0 ero IMCPYHKINS IIPU-
BOJUT K CHIDKEHHIO CTPECCOYCTOMYMBOCTHU, OTHAKO
€ro MUIIIEHU MOKa OCTaIOTCS HeU3BeCTHhIMU [129].

B peryasauumn akTUBHOCTU OEJIKOB U 3KCIIpPEC-
CHY T€HOB B CTPECCOBBIX YCIIOBUSAX YIACTBYIOT IIPO-
TeMHKUHa3bl. Iloka3zaHo, 4YTO MpM paauallMOHHOM
00IydeHUM OOIIMH ypoBeHBL (HPOCHOPUINPOBAHUS
0enkoB B KieTKax D. radiodurans ioBbimaetcs [130].
MyTaHTHI 110 TeHy dr2518, KonupyoliemMy OaHYy U3
CepUH-TUPO3MHOBBIX IIPOTEMHKUHA3, IIPOSIBIISIOT
TOBBIIIEHHYIO YYBCTBUTEIbHOCTD K Y-U3TYYEHUIO U
W3MEHEHHBIII NpOoPUIIb 3KCIIPECCHM TE€HOB, YTO
yKa3bIBaeT Ha BO3MOXKHOE yJyacThe TaHHOU KUHAa3bl
B peryJIsinuu TpaHckpumum [131].
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B ycroituuBoctu knetok D. radiodurans X pas-
JIMYHBIM CTPECCOBBIM BO3IEHCTBUSIM BaXKHYIO POJIb
WUTPAIOT ABYXKOMIIOHEHTHBIE CHCTEMBI, COCTOSIIIIE
W3 CEHCOPHBIX TUCTUAWMHKWHA3 U KOHTPOJIHMPYEMBbIX
UMM PETYISATOPOB (OOBIYHO TPAHCKPUIILIMOHHBIX
daxropos). B rerome D. radiodurans 3akogupoBa-
Ho 20 mpearojiaraeMblX TUCTUAWMHKUHA3 U 25 Oell-
KOB-perysiTopoB [132]. ¥ MyTaHTOB 1Mo TeHaMm, KO-
mupyommnM peryiasaTop DrRRA (cm. Berme, [118]),
kuHazy RadS u ee peryasarop RadR [133], cHuxaeTt-
CsI yCTOMYMBOCTD K OKMCIUTEIEHOMY CTPECCY U ITOB-
pexnenusim JJHK. Cucremarnyeckuii aHaanu3 mMy-
TAHTOB C ACICUNSIMU TeHOB 12 THCTUAMHKNHA3Z 110~
KasaJjl, YTO MHOTHE U3 HUX BaXKHBI JJISI yCTOMIMBOC-
TH K paAuallMOHHOMY M YJIBTpaduroIeTOBOMY 001y~
yeHUto, MutoMulimHy C U IepeKucu BOAOpPOIa
[132].

Cpenu TeHOB, HelelnsI KOTOPBIX HPUBOIUT K
CHIDXEHUIO cTpeccoycTorunBoct D. radiodurans,
obHapyxwics reH NO-cunHTassl [134]. IlokaszaHo,
YTO TIPOAYKIIMSI OKWMCH a30Ta B KjeTkax D. radiodu-
rans TIOBBIIIAETCS B IEPUOJ IOCJIE YAbTpaduonaeTo-
Boro obiydeHnst. NO MHAYLMpPYeT SKCIIPECCHIO Te-
Ha obgE, xomupyoniero I'T®Ma3y ¢ HEM3BECTHBIMUI
dyaxkuuamu. Tomonoru stoit 'TPa3bl B KieTkax
IPYrux OaKTepuii BOBJIEYEHBI B IIPOLIECCH pOCTa U
KJICTOYHOTO IIUKJIa. Bo3amoxHo, uro NO ctumynu-
pyeT pocT u AejaeHue knetok D. radiodurans nocine
00JIydeHUsI, a TakKKe BBITOJIHSIET KaKMe-TO JO0MO0JI-
HUTeNIbHBbIE GYHKIMN [134].

E1e omHuM coenmHeHMEeM, BIMSIFOIIIAM Ha T'eH-
HYIO 3KCIIpecCUlo B OoTBeT Ha ctpecc y D. radiodu-
rans, siBisieTcs (bJJaBUHMOHOHYKJICOTHU, NEHCTBY-
0N Yepe3 pruOOoIlepeKiItoUaTeib, KOTOPBIl pac-
roJjiaraercs B 5'-HeTpaHCIMPYeMOoil 00J1aCTH OIepo-
Ha, Koaupylouiero ¢pepMeHThl MeTabojau3Ma pu-
o6odaasuHa. Jlenenus puboriepeKTiouaresIst TIpruBO-
IUT K ToBbIeHuto coaepxxaHus ADK B kietke u
MMOHMKEHUIO KaTada3HOW aKTUBHOCTHU, YTO CHIKA-
€T BBDKMBAeMOCTh OaKTepHUl B YCIOBUSIX OKUCIIH-
TeJbHOro crpecca [135]. ABTopbl pa®OThI MpeAro-
JlaraloT, 4TO MEePeKMCh BOAOPOJA MOXET B3aMMO-
NeiicTBOBaTh ¢ (DIaBUHOBBIM pUOOIIEPEKIIOYaTe-
JIeM, BJIMSISI TaKMM 00pa3oM Ha TPaHCKPUIILIHIO.

PHK-noanmepa3a u acconuupoBaHHbie (DAKTOPDI.
B nocnenHue roapl moaydeHbl JaHHBIE 00 0COOEH-
HOCTSIX CTPYKTYPhI U DYHKIINI TPAHCKPHUITIIMOHHO-
ro armapara D. radiodurans. BeimeneHa u oxapakre-
puzoBaHa PHK-nmonumepasa D. radiodurans, a Tak-
K€ OCHOBHas G-CyObearHuIa (c*), OTBETCTBEHHAS
3a y3HaBaHME OOJBIIMHCTBA KJIIETOYHBIX IIPOMOTO-
poB. ITpoMOTOpBI, y3HABAEMbIE OCHOBHOM GA-Cy0Ob-
eIVHUIIE, NeMOHCTPUPYIOT BBICOKYIO CTEIIeHb
cxozcTBa ¢ 6’'-npomoropamu E. coli [136]. OnHako
oOHapyxeHo, uto B oTinuue oT PHK-noanmepassl
E. coli xonopepment PHK-nonumepassl D. radio-
durans GopMUpYeT HECTAOWJILHBIE TTPOMOTOPHBIE



1472

KOMIIJIEKCHI, a TaKxKe ¢ HU3KOU 3((PEKTUBHOCTHIO
pacmieraet uenu JJHK B paitloHe cTapTOBOI1 TOUKU
TPAHCKPUIIIINHI, YTO BO MHOTOM OIIPEIEIISICTCS OCO-
OeHHOCTIMU GA-cyobenuuuLibl [137, 138]. TTo atum
cporictBaM PHK-nonmumepasa D. radiodurans moxo-
xa Ha PHK-nmonumepasy ¢duioreHeTu4eCcKu
pPOACTBEHHOU TepModuabHOI OakTtepuun Thermus
aquaticus [138]. Bo3aMoxxHas poyib 3TUX 0COOEHHOC-
TEU B CTPECCOYCTOMYMBOCTU OCTACTCSI HEM3BECTHOM.

ITo cpaBHenuto ¢ PHK-nonumepasoit E. coli
PHK-nonumepasa D. radiodurans obnagaeT MoBbI-
IIEHHO! 4YYBCTBUTEJIbHOCTHIO K aHTHUOUOTUKY
CTPENTONUINTUHY M CHMKCHHON YYBCTBUTEIIb-
HOCThIO K pudammuunHy [138]. Tem He MeHee Mmo-
SIBJICHUE MYyTalluii YCTOMYUBOCTU K pU(aMITULITHY
B reHe B-cyowennnuiisl PHK-nonumepassr moxer
OBITh MCIIOJIb30BAHO IIJISI OLIEHKY YPOBHS MyTareHe-
3a B KieTkax D. radiodurans [139]. AHanu3 TpaHc-
KPUITOMA OTHOTO M3 pUPAMIIMLIMH-YCTONYNBBIX
MYTAaHTOB BBISIBUJI 3HAYMUTEIbHBIC M3MCHEHUS B
npoduie skcnpeccur reHoB. OKas3anaoch, YTO CTa-
OMJIBHOCTD IIPOMOTOPHBIX KOMILIEKCOB MyTaHTHOM
PHK-noaumMepasbl cHUXKeHa, IO3TOMY BO3pacTaeT
YPOBEHb TpPaHCKpUINLMU TeHOB ¢ AT-0oraTbiMu
npomMoTtopamu [140].

Kpome OCHOBHOI GA-CyOBeIWHUIIBI, OTHOCS-
nieiica K cemeiicty ¢’° (DR0916), B renome D. ra-
diodurans 3aKomupoBaHbl KAK MUHUMYM TpH allb-
TepHaTUBHBIX o-(pakTopa: DR0O180 (on ke Sigl),
DRO0804 (Sig2) m DR2482. Dxcmpeccusa Sigl u
DR2482 noBbllraercs mocjiae o0ay4YeHus: KIETOK, B
TO BpeMs KakK 3KcIpeccus Sig2 3aMeTHO He MEHSIeT-
ca [50]. U3yuyeHre MYTaHTOB C AeJeIUSIMU TEHOB
sigl n sig2 moka3zaJjio, 4TO 00a aJbTepHATUBHBIX
G-(akTopa BOBJICUECHBI B OTBET Ha TEILIOBOM IIOK,
mpudeM IoTeps sigl CyIIeCTBEHHO CHIKaja >KM3-
HecrmocoOHOCTh Oakrepuii [141]. IlozmHee ObUIM
MIPOBENEHBl TPAHCKPUIITOMHBLIA M ITPOTCOMHBIN
aHaJIU3bI VIS MyTaHTa ¢ Aeieleil sig! B yCIOBUSIX
TEIUIOBOTO IIIOKA M OXapaKTepW30BaHBI IIPOMOTO-
pbl, y3HaBaeMble OTaHHBIM (akTopoM. OKaszalioch,
yto Sigl paboTaeT Ha HPOMOTOpaX JBYX THUIIOB:
OIVH U3 HUX XapakTepeH st ¢'° E. coli, a npyroii —
i oV B. subtilis [142]. Sigl y4acTByeT B TpaHC-
kpunuuu MPHK 31 Genka, B T.4. 6€JIKOB TEILJIOBO-
ro 1moka ¢ UMTO30JbHON JNoKanu3auueit. st npe-
JIOTBpAIIeHNSI TPAHCKPUIILINK T'e€HOB OEJIKOB TeI-
JIOBOTO IIIOKA B HOPMAJBHBIX YCIOBUSIX B KJIETKAX
D. radiodurans imeetcst TpaHCKPUIILIMOHHBIN (pak-
Top HspR, pernpeccupyronuit nanHble TeHHI [143].
Jnst Sig2 u DR2482 nomnoOHbIE McCaeIOBaHUS HE
MIPOBOJIMIINC.

OCOOEHHOCTH DEryJsUMM 3JIOHTalUU TPaHC-
kpunumu y D. radiodurans moxa n3y4eHbl HeIOCTa-
TOYHO. BblJIO 00HAapyXeHO, UTO MO CPaBHEHMIO C
E. coli PHK-nnonumepasa D. radiodurans cnocobHa
ropasno 6osee 3(pPeKTUBHO pacIICTUISTh CUHTE3M-

ATAIIOB, KYJIbBAYMHCKHI

pyemyio PHK B TpaHCKpMITIIMOHHBIX KOMILJIEKCAX
[144—146]. Tlpeamonaraercs, 4TO peakiius pac-
werneHus: PHK urpaer BaxkHy10 poJib B UCIIpaBiie-
HUH OIIMOOK TPAHCKPUIILIMM U peaKTUBALIMU 3JIOH-
rallMOHHBIX KOMILJIEKCOB, KOTOpBIC IIO0 TeM WIH
WHBIM IpUYMHAM cMecTUIuch 1o matpulle JJHK B
o0paTHOM HampaBjieHUM (TaK Ha3bIBaeMblii back-
tracking) [147]. [TomoOHBIE KOMIUIEKCHI MOTYT 00-
pPa30BBIBATLCSA B T.4. IIPU HATMYUHM IIOBPEXICHUI B
TpaHckpubupyemoit JIHK-marpunie. Kpome Ttoro,
Ha nipumepe E. coli U3BeCTHO, 4TO 0OpaTHOE CMe-
LIEHWE TPAHCKPUIILIMOHHBIX KOMILIEKCOB HIpaeT
BaXHYIO POJIb B KOH(IMKTAX IIPOIIECCOB TpPaHC-
KPUMLINY 1 PEIUIMKALIMUA, KOTOPBIE SIBJISIFOTCS OJI-
HOI M3 OCHOBHBIX MpUuYMH ToBpexaecHuit JHK un
HecTaOMIbHOCTH reHoMa [147—149]. Takum obpa-
30M, TMOBBILLIEHHAs! cKopocTh paciierieHus: PHK B
ciyyae PHK-nmonumepassl D. radiodurans moriia Ob1
UTpaTh POJib B YBEIUUCHUU TOUHOCTU TPAHCKPUII-
LIMU U B 6oJ1ee 23(PHEKTUBHOM MPEOAOJIEHUU KOH (-
JINKTOB TPAaHCKPUITLIUK M PEIUIMKALMU B CTPECCO-
BBIX YCJIOBUSIX.

B renome D. radiodurans mpucyTcTBYIOT TOMO-
JIOTM HECKOJBKMUX M3BECTHBIX (PAKTOPOB, MOMYJIH-
pytoiux aktuBHOCTh, PHK -nmoinmepassl Ha cTaguu
snoHrauuu: GreA, Gfh, Mfd, UvrD. benok GreA
aKkTUBUpYeT peakluio pacuierienuss PHK B akTus-
HOM LieHTpe O6akTepuanbHoii PHK-noaumepassl u
HEeoOXOaUM MJIsS peaKTUBAllUM CMEIEHHBIX TPaHC-
KPUITIIMOHHEBIX KOMIUIEKCOB B KileTKax FE. coli [147,
148, 150]. Dkcnpeccus manHoro 6enka (DR1162) B
knetkax D. radiodurans Bo3pacTaeT mocje ooayye-
Hug [50]. B reHoMax HEKOTOPBIX TIpeacTaBUTEIICH
dunyma Deinococcus— Thermus 3aKOIUpPOBaHbl T'O-
mosiorn GreA-6enka: 6enok Gfhl (ot Gre-factor
homologue) y T. thermophilus v 6enkn Gthl u Gfh2
y D. radiodurans. benox Gthl T. thermophilus ne-
TaJbHO M3y4YeH. YCTAHOBJICHO, YTO B OTJIMYME OT
GreA maHHBIN (PaKTOp MOAABISIET BCE aKTUBHOCTHU
PHK-noaumepa3sbl: mojinMepasHylo, SHAOHYKJIea3-
HY10, 3K30HYyKJea3Hyo u nupodochoponn3 PHK
[151—153]. bbuio moka3aHo, 4TO JDaHHBIN (haKTop
CIOCO0E€H HEMOCPEACTBEHHO BJIMSTh Ha CTPYKTYPY
aktuBHOro ueHtpa PHK-nonumepasbl, a Takke U3-
MEHSIET O0IIYI0 KOH(popMaInio (hepMeHTa, CHIXKAS
ero akTuBHOCTB [152, 154—156]. He uckmoueHo,
YTO IMOJOOHBIC U3MEHEHMS MOTYT UTPATh POJIb B IIe-
pexkimoyeHun aktuBHocTi PHK -nmonvmepa3sbl D. ra-
diodurans coorBeTcTByomMMu Gfh-dakropamu.

B xnetkax E. coli 6enxn Mfd u UvrD y4yacTBytoT
B pCaKkTHUBALIMM apeCTOBAHHBIX TPAHCKPUIILIMOH-
HBIX KOMIUIEKCOB M COTPSIKEHUN TPAaHCKPUIILIAH C
penapauueit. @akrop Mfd E. coli cBa3biBaeTcs ¢
OCTAaHOBJICHHBIMHM TPAHCKPUIIIIMOHHBIMUA KOMII-
JIeKCaMUA ¥ BBI3BIBA€T MX AUCCOLMAIIAIO 3a CYET
TpaHciaokauuu Brepen no Matpuie JHK. ITocrne
aroro Mfd npusnekaer ¢pepmenTel NER x mecty
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noBpexaeHus B JIHK [157]. Xenukaza UvrD E. coli,
KoTopas Takxxe B3auMoaeiicteyeT ¢ PHK-nmonume-
pasolf, HalIPOTUB, CTUMYJUPYET OOPATHOE CMEIIIe-
Hue komiiekca (nmpu atom PHK-monumepasa oc-
Taetcs cBsi3aHHoOU ¢ JIHK), ocBobOoxnast moBpex-
neHHbld yyactok JHK g peiictBust akTopoB
NER [158]. ®yHKIMU OPTOJIOTOB 3TUX OCIKOB Y
D. radiodurans B TpaHCKPUITLINY MTOKA HE U3YYEHBI,
HO MOXHO IIpedIriojlaraTh MX KJIIOYEBYIO pPOJIb B
TpaHCKPUMNLMU TOBpexaeHHbIX ydyacTkoB JJHK B
CTPECCOBBIX YCIOBUSIX.

OBIIIME OCHOBbI
CTPECCOYCTOMYMNBOCTH

baktepus D. radiodurans n3BecTHa CBO€il UCK-
JIIOYUTEJILHON YCTOMYMBOCTBIO K MOHU3UPYIOLIECHA
panvanyu v ApYyrum BO3AEUCTBUAM, TIPUBOIAALLUM
K OKHMCJIUTEILHOMY CTpeccy. JIJIst 3aIInThl U BOCCTa-
HoBieHus noBpexneHHoit JAHK D. radiodurans 06-
JIajaeT MOJHBIM Ha0OpPOM OCHOBHBIX CHCTEM pera-
pamuu, IpUCYIINX OaKTepUsIM, a TAKxKe HEKOTOPHI-
MU YHUKAJIbHBIMU O€JIKAMU, WX JOITOJHSIOIINMMU.
HecMmoTpst Ha HalMuue HEKOTOPBIX OCOOEHHOCTEM
CHCTEM pernapaumny, OCHOBHOM MPUYNHOM BEICOKOM
3D PEeKTUBHOCTH pelapalliOHHBIX IIPOLIECCOB Y
D. radiodurans, no-BuaumMomy, sIBJISIETCSI CTPECCO-
YCTOMYMBOCTh MPOTEOMA, B YACTHOCTU OEJIKOB pe-
napauun. D. radiodurans nmeeT psii IpHUCIIOCOOIIe-
HU, IPpU3BaHHBIX MOAACPXKATh LIEJIOCTHOCTh IIPO-
TeoMa B YCJIOBUSIX OKMCIMTEIBLHOIO cTpecca, B T.U.
BBICOKO?((PEKTUBHBIE (PEepMEHTATUBHBIE W IIPO-
TEKTOPHbIE aHTUOKCUIAHTHBIC CUCTEMBI.

O4YeHb MHTEPECHBIM MPEACTaBISETCS BOMPOC O
BO3HMKHOBEHMU paauoyctoitunBocty D. radiodu-
rans B XOlIe DBOJIOLINHU, T.K. Ha 3eMyie HCU3BECTHEI
€CTeCTBEHHBIE MECTOOOMTAHUS C TAKMM BBICOKUM
pangualoHHBIM (poHOM, ITpu KoTopoM D. radiodu-
rans coxpaHsieT XKM3HecrocoOHocTh. B KkauecTBe
BO3MOXHBIX MEXaHW3MOB Tpejjarajiach TUIOTe3a
BHE3EMHOIO IMPOUCXOXAEHUSA WJIN BPEMEHHOM
«TPEHUPOBKU» PAIMOYCTOMUYMBBIX OaKTepUil B ycC-
JIOBUSAX MOBBIIICHHOIO paavalioHHOTO ¢doHa
[159]. Kpome Toro, paccmaTpuBaiach BO3MOX-
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HOCTb OBICTPOI 3BOJIIOLIMU PAAUOYCTONUYUBOCTH
D. radiodurans B NICKyCCTBEHHBIX MECTOOOUTAHUSIX,
CO3MaHHBIX YenoBekoM. OmHako nomumo D. radio-
durans B IpUpoJie CyLIECTBYeT MHOI'O HEPOACTBEH-
HBIX PaJUMOYyCTOMUYMBBLIX BUIOB OaKTepuil B poiax
Chroococcidiopsis, Methylobacterium, Rubrobacter n
ap. [160], mosTOMY CIOXHO TPEACTABUTD, YTO BCE
OHM BBIpa0OTaIM 3Ty CIIOCOOHOCTh TAKUM ITyTEM.

B Hacrosgilee Bpemss HanboJjiee IpaBaonogo0-
HOM TUIIOTE30M IIPOMCXOXICHUS PaaIMOyCTOMIM-
BOCTU CUMTAETCSd €€ BO3HMKHOBEHHE B KauyeCTBe
no6ouHoro 3¢ deKra IMPUCIOCOONIEHUS KIECTOK K
yC10BUSIM 00e3BoXuBaHusl. [eictButensHo, D. ra-
diodurans BcTpedaeTcsl B IpUpPOJE TTOBCEMECTHO, a
IUJIS LIeJIOTO psijia MpeacTaBUTeIe 3TOro poaa ecre-
CTBEHHBIMHM MECTOOOMTAHUSIMHM SIBISIOTCSI IIYCTBI-
Hu. Kak npu obiy4yeHuH, Tak U IIpU 00e€3BOXKMBaA-
HUM KJIETKU MOJABEPraloTcsl OKUCIUTEIbHOMY CTpecC-
Cy, U UMEHHO CIIOCOOHOCTh MEPEHOCUTH OKUCJIU-
TEJIBHBII CTpecc, IO-BUANMOMY, JIEXKWT B OCHOBE
YCTOMYMBOCTU K 00OMM THMaM Bo3aeiicTBuii. Bepo-
SITHO, 6akTepuu poja Deinococcus 3BOJIOLIMOHNUPO-
BaJIM B HAIIPaBJICHUY MOBHIIIEHUS YCTOMIMBOCTH K
00€3BOXMBAHUIO, COBEPLICHCTBYS MEXaHU3MBI,
npensaTcTByone oopasosannio APK 1 TuKBUIN-
pyollre MOCIEeACTBUS OKUCICHUSI MaKpOMOJICKYJI
[161]. T.X. OKMCIIUTEBHBINM CTPECC JIEXKUT B OCHOBE
MOBPEXIAIOIIero AeACTBUSI MHOTHX HeOJiaromnpu-
SITHBIX (PAaKTOPOB, BLIpAaOOTAHHBIE MPHCITOCOOJIE-
HUs T03BOJISIIOT D. radiodurans TiepeXxuBaTh IINPO-
KU CIeKTp Bo3aeiucTBuii [4].

MouJtieKyIsipHble MEXaHW3Mbl PETYJISLMUA TeH-
HoMl 3kcrnpeccun v D. radiodurans B ycnoBusix
cTpecca TOJIbKO HAUMHAIOT U3y4aThCsl, HO YXKe Celi-
4yac MOHSTHO, YTO BO3MOXHOCTh afanTalluM K pa3-
JIMYHBIM CTPECCOBBIM YCJIOBHUSM, HaJWyMe YHU-
KaJIbHBIX TPAHCKPHUIIIIUOHHBIX (PAaKTOPOB AENaioT
JIAaHHYIO CUCTeMY OTJIMYHON OT KJIaCCUYECKMX OaK-
TepUabHbIX Moaeeii. C 3TOi TOYKY 3peHMST 0O0Ib-
0N MHTEPEC MPEACTABISIOT HAJBHEUIINE MCCIIe-
JIOBaHWS MEXaHU3MOB TPAHCKPUIILIMU U €€ PeryJs-
LM Yy JAHHOI OaKTepUu.

PaGota BbinonHeHa npu (PMHAHCOBOI MOAAEPKKe
PH® (rpanr 14-14-01074).
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The bacterium Deinococcus radiodurans has extraordinary resistance to ionizing radiation, oxidative stress, desicca-
tion, and other damaging conditions. In this review, we consider the main molecular mechanisms underlying such

resistance, including the action of specific DNA repair and antioxidation systems and transcription regulation during
the anti-stress response.

Key words: Deinococcus radiodurans, radio resistance, DNA damage, oxidative stress, regulation of gene expression,
transcription, RNA polymerase
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