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HecMoTpst Ha yacTo BcTpeuaroleecs IpeacTaBiIeHue 0 6akTepuaabHOM XxpoMocoMe Kak o mostekyse JITHK,
3aMKHYTOI1 B KOJIbLIO, HEPEIKO HabII01aeTCsl TAKOE IBOTIOLIMOHHOE COObITHE KaK JUHeapu3alus KoJblie-
BOI XpOMOCOMBI GAKTEPUIi, a TAKIKE XPOMOCOM MUTOXOHAPHI M TIIACTUI. B umcie mpuunH TuHeapyu3amm
Ha3bIBAIOT Ae(EeKThl CUCTEMBI peliapallui, BCTpauBaHUE TIa3MUI 1 peKOMOWHAIINIO — BCE 3TO IIPUBOIUT
K pa3pbIBY KOJBIIEBOI CTPYKTYphl. HeKOTOpBIE TeHOMBI MOTYT TIpeTepIieBaTh MHOTOYMCIICHHBIC aKThI JIM-
Heapu3allM—3aKOoJbLIOBbIBAHMSI, B pe3yJIbTaTe Yero JOCTUTaeTCsl 0OJIblliasi BAPUATUBHOCTh TEHHOTO CO-
cTaBa Ha KOHIIAX JTUHEWHOI XxpoMocoMbl. Kak 1 93yKapuOTHI, 6aKTepUH ¢ JMHEHHBIMU TEHOMaMM CTAJIKH-
BalOTCSI C TPOOJIEMOI perIMKallMy KOHIIOB, KOTOpasl pellaeTcs IIo-pa3HoMY Y pa3HbIX BUIOB. OTOeIbHBIIM
WHTEPEC MPEICTaBIIIeT BOIMPOC 00 amanTUBHOCTY JIMHeapu3auu. B 063ope mprBeneHbl COBpeMEHHbBIC TH -
MOTEe3bl OTHOCUTEILHO 3HAYEHMSI 3TOTO TMpoliecca sl DBOJIOLUN OaKTepUaIbHbIX TEHOMOB, a TAKXKe 9KC-
ITepUMEHTBI, TIOATBEPXKIAroIIIe HEKOTOphIe M3 HUX. PaccmaTpuBaloTcs Hanboiee M3y4eHHbIC MEXaHU3MbI
peruIMKaluuy JUHEMHBIX TEHOMOB 0aKTepUii 1 BO3MOKHBIE ITyTH X BOSHUKHOBEHMUSI.
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BBEAEHWE

o BOCbMUIECSTHIX TOI0B MPOILILJIOrO BeKa CUYuTa-
JIOCh, YTO T€HOMBI TPOKApUOT U 3YKapuoT (yHAa-
MEHTAJILHO Pa3INyaloTCsl TOMOJIOTUYECKHU: XPOMOCO-
MBI yKapuOT UMEIOT JIMHEWHYIO CTPYKTYpPY, a IpOKa-
puoT — KoJiblieByIO [1]. To, 4TO T€eHOMBI TTIPOKAPUOT
KOJIbLIEBBIE, OBLIO YCTAHOBJIEHO ITyTEM COCTaBJIECHUS
KapT CUEIUICHUSI TeHOB B MOJEJbHBIX OpraHu3Max:
Escherichia coli n Bacillus subtilis, a mo3:Xe TTOATBEP-
KIEHO B KJIacCUYeCKUX aKcnepuMeHTax KalipHca rmo
N3y4YyeHMIo permkauuu [2]. B xome aTux skcmepu-
MEHTOB OBLIM MOJYy4YeHbI MUKpOGOTOrpaun KOJb-
1IEBBIX XPOMOCOM KUIIIEYHOI MaJIOUKU B TIOKOE U BO
BpeMsI IeJIeHUSI.

ITpumMmepHO B TO 3Xe BpeMsI ObLIO TT0KAa3aHO, YTO U
HEKOTOpPBIE OpraHeJUIbl 3YKApUOT: TUIACTUIBI U MU-
TOXOHAPUU — UMEIOT KOJIbIIEBBIE XPOMOCOMEI U CO0-
CTBEHHBIH armmapar TpaHcasnonu [3].
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Heckonbko nmo3xe, ¢ pa3BUTUEM TEXHOJIOTUM Cce-
KBeHUpoBaHus, rpymiia Kapaa Bese ycranosuma, 4to
IUTACTUIBI U MUTOXOHIPUM IIPOU3ONIIN OT OaKTepUit
[4, 5], moaTBepauB rumnoTe3y Jluua CaraH o mpoka-
PUOTUYECKOM MPOUCXOKICHUN HEKOTOPBIX KJIETOU-
HBIX opraHen [4—6]. DTo OTKpBITHME OOBICHUIIO
OIVHAKOBYIO TOIOJIOTHIO XPOMOCOM IPOKAPUOT U
JHK, xoTopy1o HaXoInJIN B 3YKapMOTHUECKUX Opra-
HeJUlax.

[1pu uccnemoBannu Opyrux 0aKTepuii IIOKa3aHo,
YTO Yallle BCero 0akTepraabHbIN reHOM MpeacTaBIcH
KOJIbLIEBOII XPOMOCOMOM, KOTOPYIO MOXET COIIPO-
BOXXIATh OJHA WJMU OoJjiee KOJIbLEBBIX I1azmun [7].
Ha ocHoBaHMM IIMPOKOM pacIpOCTPaHEHHOCTH Ta-
KOl apXUTEKTYphl ObLI clieJaH BBIBOI O €€ APEBHEM
MIPOUCXOXASHUH 1 O TOM, YTO OOIIMIA IIPEAOK KJIIETOK
MOT' UME€Tb UME€HHO KOJIbIIEBbBIC XPOMOCOMBI.

C pa3BUTUEM HOBBIX METO/IOJIOTU 31eKTpOodhope-
3a, WCITOJIb30BaHNE KOTOPBIX ITO3BOJISIET Pas3melisiTh
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oomemme dpparmenTsl JJHK, mepen nccimenoBartens-
MU TIpeacTana 0oJjiee cIoXKHasi KapTUHa, U IpeacTaB-
JIEHUS O KOJIbLIEBOM CTPYKTYpe aGCOJIIOTHO BCeX OaK-
TepuajJbHBIX TEHOMOB OKa3aJIMCh OMPOBEPTHYTHI. B
1989 romy ycTraHOBWIM JIMHEHHOCTH T€HOMa BO30Y-
nutens 6onesnu Jlaiima — Gakrtepum Borrelia burg-
dorferi [8]. Beien 3a aTUM pa3Hble TPYIIIBI UCCIIEIO-
BaTeJieii OOHApYXXWJM, UTO OaKTEepUU-TIPOMYIICHTHI
aHTMOMOTHKOB U3 poaa Streptomyces [9] Taxkke 061a-
JaloT JIMHEMHBIMM XpOMOCOMaMM, a Agrobacterium
tumefaciens [10], onuH u3 BO30yIMTEJIEHl TaJUIOBOM
00JIe3HU, COAEPKUT B KJIETKE KaK KOJIbLIEBYIO XpO-
MOCOMY, TaK 1 0oab1I0it pparmMenT auHeHOI JIHK.

KaK BbISICHUJIOCH, TCHOMBI MI/ITOXOH[LpI/Iﬁ " XJ10-
pOIUIACTOB B IIPOLIECCE 3BOJIOLMU IIpeTeprHeBaIn
HEeOOHOKpAaTHBIEe aKThl TMHeapu3auuu [11]. JInneii-
HbIE MJIa3MUIbI UMEIOTCS KaK y OaKTepuii ¢ IMHEN -
HBIMU TeHOMaMM — MpPeIACTaBUTENSIX poJoB Borrelia
u Streptomyces, Tak 1 y 0aKTepUii C KOJTbLEBBIMU Te-
HoMamu [12].

B cBs131 ¢ 3TMMU HAOIIOAEHUSIMU MHTEPECHO MO-
JIYYUTBH OTBETHI Ha HEKOTOPBIE BOIIPOCHI [1]:

1. Kak 06pa3yoTcst TMHEeHbIEe TIPOKAPUOTUYECKIE
TE€HOMBI?

2. UMmeer u nx obpa3zoBaHUEe KaKoe-JI1u0o agar-
TUBHOE 3Ha4YcHUe?

3. Kak nmpoMcXoauT peruiMKaiysl KOHIIOB JIMHEeH -
HOT'O MPOKApUOTUIECKOTo reHoMa?

4. Kakue mociaencTBys 11 TeHOMA UMEET €T0 JIN-
Heapusauus?

OTBETHI HAa 3T BOIIPOCHI TTOJIyYEHbBI B X0/ UCCIIe-
JIOBaHM, 0030p KOTOPHIX MPUBEAEH HIKE.

PACITPOCTPAHEHHOCTb JUHEWHBIX
BAKTEPUAJIbBHBIX TEHOMOB

baktepun ¢ TMHETHBIMU TeHOMaMU He 00pa3yloT
Ha o0IIeM AepeBe BUOOB KaKOM-JIM0O KiIaabl, MOHO-
dunernyHoit mnm mapadpunetuadoi [1]. INomupwu-
JIVSI 9TUX 0AKTEPUii MOXKET OBITh CJICACTBUEM MHOXE-
CTBEHHBIX HE3aBUCUMBIX aKTOB JIMHEapU3allui 1 3a-
KOJILLIOBBIBAHUS B X01¢ 3BoJonuu [ 13].

KocBeHHBIM n0Ka3aTebCTBOM HE3aBUCUMOCTU
aKTOB JIMHeapU3alui B OJIM3KOPOJICTBEHHBIX BUAAX
CIIYXUT TOT (pakT, YTO B HEKOTOPHIX BUIAX OAKTepUid
JIMHEMHOCTh XPOMOCOMBI MJIM HEKOTOPBIX ILIA3MUJL
obpatuma. Tak, B Oakrepuu Streptomyces lividans mi-
HEMHBIE XpPOMOCOMBI MOTYT CIIOHTAHHO 3aKOJIbLIOBBI-
BaTbCsl B 1A00PaTOPHBIX YCJIOBUSIX, IIPUYEM C BEICOKOIM
yacroToii [ 14]. B muiasmMumax TMHEHHOCTD Takke oopa-
THMa: MHOTYE JTUHEMHbIEC TUIa3MUIbI, BCTPEYAIOIINECs
B IIpEACTaBUTEISIX poaa Streptomyces, PETIALINPYIOTCS
B 3aKoJIbIIOBaHHOM (hopme [15, 18], a B bakTepusIx pona
Borrelia o6HapyXeHbI KOJIbLIEBBIE TOMOJIOTM M3BECT-
HBIX IMHEWHBIX T1a3Mu [ 1]. Ha ocHoBaHWM 3THX JaH-
HBIX MOXHO IPEAITOJIOXUTh, UTO IIePEeX0]l KOJIbLIEBOM
XPOMOCOMBI K JIMHEMHOCTU HE 00S13aTEJIbHO COITPO-
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BOXIACTCA CEPLE3HbBIMU WM MHOIOYMUCJICHHBIMM MN3-
MEHEHUSIMU B reHoMe. B IIPOTUBHOM CJIy4dyac — Heo0-
XOOUMOCTHU B OOJBIIIOM YUCTIE MYTaLII/Iﬁ — TaKow re-
PEXOd HE ITPOUCXOANIT OBbI CIIOHTAaHHO U CTOJIb YacTo.

Escherichia coli C JMHEMHOWM XPOMOCOMOM

Eure ogHO moka3aTeIbCTBO CJIA00TO BIMSIHUS JIM-
HeapM3allui XpOMOCOMbBI Ha GaKTepUalIbHbIN (heHO-
tun nosydeHo B 2007 roagy Cui u coast. [16]. Hc-
MOJIL3YS MPOIIECC, aHATOTUYHBIN INHeapu3aluu ¢a-
ra N15, aBropaM ygajJoch cO3JaTh CTaOMJIbHBIN
IITAMM KHUIIEYHOM IMAJIOUYKU C IMHEWHBIM TeHOMOM.
ITojrydeHHEBI IITAMM HE OTJIMYAJICS OT MCXOTHOTO
HU MO XapaKTepy pocTa, HU IT0 MOP(OIOrUU KIETOK
¥ HYKJIEOU 1A, HU IO 3KCIIpeccuy reHoB. OaHaKo Impu
nedekre caita dif — MuIIeHn crrenUIecKoil pe-
KOMOMHAa3bI pe30JIbBa3bl — (DEHOTUIT KJIETOK C KOJIb-
LIEBOI1 XpOMOCOMOIT U3MEHSIJICSI, B TO BpeMs Kak ¢e-
HOTHII KJIETOK C JIMHEapU30BaHHBIM I'€HOMOM IIpU
yIaJeHUH 3TOTO caiiTa ocTaBalICsSI HEM3MEHHBIM.

Henasno Sinha u op. [17] moka3amu, 94TO TOITOJIO-
rUsl KOJIbLIEBOII XpoMOCOMEI Escherichia coli MmoxeTt
HapylIaTbCcsl B HEKOTOPBIX MyTaHTaX, HallpuMep, B
MyTaHTe 110 rec BC, B KOTOpOM HapyllIeH IIPOLIecC pe-
napaluy IBYyX1ENOYEYHBIX pa3pbIBOB.

MEXAHW3MBbI PEIVIMKALUN
BAKTEPHUAJIbHBIX
JIMHEWHbBIX XPOMOCOM

INpu permuKauny TUHEMHBIX XPOMOCOM OCHOB-
Has npo0bJjieMa — peruIMKalusl KOHIIOB. DyKapuoTH-
yecKre KJIETKH PELIaloT 3TO C ITOMOIIBIO TeJIOMEp —
OOHOBJISIEMBIX ITOBTOPOB Ha KOHIIAX XPOMOCOM, a
GaKTepuM MCIOJB3YIOT ABa MEXaHM3Ma, 3aMMCTBO-
BaHHBIE, CKOpee BCEro, y BUPYCoOB U 1a3Mun [1].

IlepBbIii MexaHW3M, KOTOPBI BCTpedyaeTcs y 0aK-
Tepuii poma Streptomyces, 3aKII0YAETCS B IIPUCOSANHE -
HUM CHELMAJIbHBIX TEPMUHAIBHBIX OCIKOB K 5'-KOH-
aM IBYXIIENOYeYHBIX TeaoMep. CTPYKTYpBI, IIOXOXIE
Ha TeJOMEphl CTPENTOMMIIETOB, OOHApPYKEHBI KaK B
HEKOTOPBIX OaKTeprodarax, Tak 1 B JIMHEHHBIX I1J1a3-
MUIaX MUTOXOHIpWI pacTeHuii 1 rpu6oB [12]. Tepmu-
HaJIbHBIE TTOBTOPHI CTPEIITOMUIIETOB Pa3IMJaloTCs 110
mmHe — oT 500 mo 1000 HYKJIEOTUIOB — U COCTOSIT U3
CeMU MaTMHAPOMHBIX IIOCJIeI0BAaTEIbHOCTEM, KOTO-
pble, HaxoAsSICb B OJHOLIEIIOYEYHOM COCTOSIHUM,
MIPUBJIEKAIOT TepMHUHAJIIbHBIE Oenku. Perummkaims
HaYMHAaEeTCs C BHYTPEHHEro caiiTa HayaJjla periiKa-
muu (origin of replication) u IIpomoJKaeTcs 10 KOH-
11a XPOMOCOMEI, OCTaBJIsisl BUCSYMe 5'-KOHIBI [ 18].

DTU KOHIIBI Aajiee PEIINLIMPYIOTCS Yepe3 CUHTE3
JHK, omocpemoBaHHBII TepMUHAIILHBIMUY OCJIKAMMU.
CrpenrroMuiieThl 00J1agaoT nsaThio Bugamu JIHK-1mo-
JuMepas. B To BpeMsi KaKk CHHT€30M OCHOBHOI 1IeTIN
3aHuMaeTcs mnojaumepasa I (Poll), cuHTe3 KOHIIOB
ocymecTsisgercsd asyms n3zodpopmamu PollV [12]. ITo-
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Puc. 1. Z[Be MOIECIN PCIIMKALINU JIMHEMHBIX XPOMOCOM C KOBAJICHTHO 3aMKHYTBIMU KOHLIAMU, ITPCIJIOKCHHbBIC Chaconasu ap.

[20]. MonudunmposaHo no [20] ¢ pazpemenust EMBO.

XOXX1M 00pa30oM PeIUTMIUPYIOTCS TUHEHBIC TIa3MM -
IIbI CTPENTOMUIIETOB [19].

Hpyroii crioco0 peruimKaliiu KOHIIOB pPeau3yloT
b6axkTepuu pona Borrelia. XpoMOCOMBI 3THX OaKTepUid
HECyT Ha KOHIIaX TeJIOMEpPhl C KOBAJIEHTHO 3aMKHY-
TBIMU IITNUJIEYHBIMU CTpyKTypamu (puc. 1). Teope-
TUYECKU CYIIECTBYET IBa MeXaHM3Ma pPEeIUIMKalUu
Takux xpoMmocom [20]. IlepBriii mogpasymeBaeT 00-
pa3oBaHUE BHYTPEHHUX PEIJIMKATUBHBIX BUJIOK U
JNaJIbHEHIIYIO PETUIMKALIMIO, TPUBOASIILYIO K DOpMU-
pPOBaHUIO KOHKaTeHAaTa U3 ABYX UJICHTUYHBIX XPOMO-
COM, B KOTOPbIiA MOTOM BHOCUTCS JiBa ABYXIlIeNoyey-
HBIX pa3pblBa B paiiloHe TeJloMepHbIX obnacteit. Ha
noceaHel CTaauy KOBaJIEHTHAs CBSI3b MEXLY LIeTsi-
MU BoccTaHaBlMBaeTcs (puc. 1). Pemukauus mno
BTOPOMY MEXaHU3MY HAUMHAETCSl C BHECEHMS JBYX
OIHOLIEMIOYEYHBIX PAa3pbIBOB HA KOHIIAX XPOMOCOM,
MocJjie Yero cjieayeT AByXCTaluiiHas periuKalus —
CHavaJla KOHLIOB, a 3aT€M U BCEro reHoMa. 3aBepuia-
eTcsl ATOT Tpollecc pernapalueid OgHOUENOYEYHbBIX
pa3pbiBOB. BTOpoii crioco® yallle BcTpedaeTcsl Mpu
perniuKaluy BUPYCOB, B TO BpeMsl KaK TepBblii CIO-
€00, 1 3TO MOKa3aHO 3KCIEPUMEHTAJIBHO, UCITOIb3Y-
etcs ooppenusamu [20].

Ha ocHoBaHMM cXOACTBa MEXaHU3MOB PEILIMKA-
LM BUPYCOB U IUIa3MUJ, C TUHEHBIMU T€HOMaMH C
MeXaHM3MaMU pPeIUIMKAlUud JIMHEMHBIX TeHOMOB
OakTepHii, a TaKXKe SKCIEPUMEHTAIILHBIX JaAHHBIX 110
JMHeapu3anuu reHoma Escherichia coli ¢ TIOMOIIBIO

MOIJIEKVJIAIPHAA BUOJIOTUA

BUpPYCHOIT cucteMbl Cui 1 coaBT. [ 16] mpenmoiaraor,
YTO JIMHEWHbIE TEHOMbI TPOKAPUOT BO3HUKJIIU B pe-
3yJIbTaTe MPUOOPETEHUSI PETUIMKATUBHBIX CUCTEM
BUPYCOB U IJIa3MU/I.

AIIATITUBHOE 3HAYEHUWE JIMHENHOW
TOTIOJIOTUU XPOMOCOM

Kak ckazaHo BbIllle, TUHEMHOCTH XPOMOCOM U
MJIa3MUJ CTPEIITOMUIIETOB OoOpaTMa B J1abopatop-
HBIX YCJIOBUSIX, I MYTaHTHI C KOJIBLEBEIMUA XPOMOCO-
MaM{ MPaKTUYECKU HE OTJIMYAIOTCS IO >KM3HECIIO-
COOHOCTH OT OaKTepuii fukoro tTuna. B 1ieiom, xpo-
MOCOMBI CTPENTOMMUILIETOB OTHOCSATCS K OOHUM U3
caMbIX HeCTaOUJIbHBIX Cpelu Bcex MpokapuoT [21].
IMpumepno 0.5% criop comepxXaT AeJCLIMU, COCTaB-
Jngomue 10 25% reHoMa, 4YTO COOTBETCTBYET IIpU-
MepHO 2 MJIH 1ap ocHoBaHuii. MHTEpecHO, 4TO 3HA-
yuTeJIbHAsl 4acTh TaKMX CHOP XXM3HECHOCOOHA, U
OOJIBIIMHCTBO KPYMNHBIX ACICHUid, JaIOIINX XKU3HE-
CITOCOOHEBIE (PeHOTUIIBI, pacnojiaracTcs 0 KOHIaM
XpPOMOCOM, YTO CBSI3aHO C MpollecCaMM MX oOpaTH-
MOI'0 3aKOJIbLIOBbIBaHUSI. CaMO 3aKOJIbLIOBBIBAHUE
XPOMOCOM CYHTAJIOCh ITPOLIECCOM, IIPU KOTOPOM TIe-
HOM CTaHOBUTCSI 00Jiee CTaOMIBHBIM, HO 3Ta TUITOTE3a
OBLIIa KCIIEpUMEHTAIBHO orpoBeprHyTa [21]. Ocobo
ysI3BUMa K JIeJIeLMsIM IIpearionaraeMast 00JIacTb Tep-
MUHAIIMY PEIIMKAIM, KOTOpasi COOTBETCTBYET KOH-
aM JIMHEWHOiT XxpoMocOoMEL. ['€HOM CTpenTOMUIIETOB
MPUCITIOCOOJIEH K YaCThIM JIeJIEIIUSIM B paiioHe KOHIIOB
Ne 2

TOM 53 2019



JIMHEMHBIE TEHOMBI TTIPOKAPUOT U MUTOXOHJIPUU 221

JIMHEMHOI XpOMOCOMEIL: IIOUTH BCE BAXKHBIC MJIST K3~
HeJIesITeJIbHOCTU Te€HBI PACHOJIOXKEHBI BAAJIN OT KOH-
IIOB, B TO BpeM:I KaK T'€Hbl CHUHTe3a aHTUOMOTHUKOB 1
PE3UCTEHTHOCTU K HUM PacCIIOJIOXEHBI Ha KOHIIaX
XPOMOCOMEI, YTO BIIOJIHE COTJIACYeTCSI C MX HeIlOo-
CTOSIHHOI POJIbIO B XXKU3HU MHUKpoopraHusma [21].
OTKpBITHE TUHEMHOCTA XPOMOCOM HEKOTOPHIX 0aK-
Tepuii, a TaKXe M3yUYeHUE CTPENTOMULIETOB HaBEJIO
Ha MBICIM 00 aJanTMBHOM 3HAYCHMHU JIMHEapU3a-
UM XpoMocoM. BrickazaHHBIE MIeU HacueT ajar-
TUBHOTO IIPEUMYIIECTBA JIMHEWHBIX XpPOMOCOM MO-
I'yT OBITH CBEIEHBI K HECKOJIbKUM ITOJIOXKEeHUsIM [1]:

1. InHeAHOCTh XpOMOCOM GAKTEePUii, KaK U B CITy-
yae 9yKapuoT, CIIOCOOCTBYET UX pas3iesIcHUIO TIPU pe-
KOMOWHauu. JIeiiCTBUTENIBHO, €CIU MEXOY ABYMS
KOJbUEBBIMMN XpOMOCOMaMM IIPOXOAUT HEYECTHOC
YHCJIO0 aKTOB PEKOMOWHALIVM, MOTYYUBIINICSI KOH-
KaTeHaT B TIpollecce AEJCHUSI KJIETKU pa3opBeTCs
WM TOCTAHETCS TOJBKO OOHOI IOouepHeil KIIeTKe.
DTO 0COOEHHO BaXKHO I CTPENTOMUIIETOB, KOTO-
pble 00J1aJaroT TMTOJUTUIOUAHBIM MULIETIUEM, CITOCO0-
HBIM MpPOAYLUMPOBaTh cropbl. Eciau GbI XpOMOCOMBI
CTPENTOMUIIETOB ObLIN KOJNBLIEBBIMU, 3HAUUTEIbHAS
YacTh CITOp OKa3ajach ObI HEXKM3HECITIOCOOHOI.

2. JIuHeliHBIe XPOMOCOMBI JieTde OOMEHMBAIOTCS
nHdopmanmeii. Ecim KoabiieBBIM XxpoMocoMaM Heo0-
XOJIMMO JIBA aKTa PEKOMOMHAIIUM IS TTOJTydeHUS IBYX
CTaOMJIbHBIX PEKOMOMHAHTOB, TO JIMHEHHBIM TOCTa-
TOYHO OJHOTO [21]. BTO MOXeT MPUBOIUTH K yBEIUYE-
HUIO TTOTCHIIMAILHOTO TeHETUYECKOr0 pa3HO00pa3usl
MOMYJISILIUU, B OCOOEHHOCTHU B MPUCYTCTBUM TIJIa3MU/T
[22]. B TsKeNIBIX YCITOBUSIX TOCTOSTHHOM XMMWYECKOI
BOIHEI C UCITOJIb30BAHNEM aHTUOMOTUKOB, B KOTOPHIX
JKUBYT, HAalIpUMEp, CTPENITOMUIIEThI, HAJIMYKE Y BUaa
OOJILIIOTO CTPaTEerMyeckoro pe3epBa B Buiae IyJa
IUTa3MM]I C TEHAMM aHTUOMOTUKOB U PE3UCTEHTHOCTH
K HUM MTPOCTO HEOOXOIUMO, & pEKOMOUHALIUSI MEXIY
TaKOM MJIa3MUIO0MA U XPOMOCOMOI B 3TOM CJIy4ae BbI-
MOJIHSIET POJIb CUCTEMbBI, TApaHTUPYIOLLIECH Tepenavy
MOJIE3HOM IIa3MMAbI ITOTOMKaM. Bmicokast Bapua-
0OEJIbHOCTh KOHIIOB XPOMOCOM Y CTPENTOMMIIETOB
CIIy>KUT KOCBEHHBIM ITOATBEPKICHNEM HMCIOIb30Ba-
HUSI UMM 3TOTO MpeumyllectBa. HemaBHo, ucnosb-
3ysI MOIYJISILAOHHO-TeHETUIECKUI aHAJIN3 CTPEIITO-
muieroB, Cheng u np. [23] moaTBepauan BaXKHOCTb
WHTErpauy Iia3MuI U TOMOJOTMYHO peKoOMOMHA-
LAY B 3BOJIIOLIMU 3TUX MUKPOOPraHU3MOB. B npyroii
OakTepnn C JMHEHOM XpoMocoMoit — Borrelia, 06-
Hapy>XKeH BbICOKOILJIACTUYHBII y4aCTOK reHOMa, CBSI-
3aHHBIN C OTHOI 13 TeJIOMEP, a TAKKe OOJIBIIIOE YMC-
JIO TUTa3MMI, TMHEMHBIX U KOJIbLIEBBIX, CITOCOOHBIX K
PEKOMOMHAILIMK C 3TUM ydacTkoMm. [lima3zmMuabl, Kak u
TePMUHAIbHBIN Yy4aCTOK FeHOMa, HEeCYT pa3jiuyHbIe
BapMaliy T€HOB, CBSI3aHHBIX C CUHTE30M JIAIIOIPO-
TeuHoB. Takoii reHeTUYeCKUii KOHCTPYKTOP TO3BO-
JISIET 3TOM OaKTepuM OBITH OOJIee N3MEHUYMBOI, JTyd-
11I€ TTIOJCTPauBaThCs MO KOHKPETHOTO XO3sIMHA 1 €TO
MUMMYHHYIO cucTemy [22].
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3. Jlymiukanusi TeHOB Ha KOHIIaX XPOMOCOM TaK-
JK€ MOXET TPOMCXOIUTh JHOCTaTOYHO JIETKO, €CJU
XpoMOcOMa JIMHEMHA;, MHpU 3TOM IYIUIMIIMPOBAaB-
LM CSI TeH MOXET IMPUOOPECTU HOBYIO (DYHKIIUIO B XO-
Jie aBomoLMu. B aTOM Citydae, mpaBaa, MoJib3a OT pe-
KOMOMHALIY CTAHOBUTCSI OYEBUIHOM HE Cpasy, a TOJIb-
KO MOCJIe HAKOIUIEHUSI MyTallnii, KOTOPbIE B KOHEYHOM
cyeTe W MpUBEIYT K “yaydiieHuo” (eHoTura Gakre-
pHU KaK JOATOCPOYHOro 3 deKTa AyTUIMKALIH.

C 1uesblo MpoBEepUTh, 1aeT JIU JUHEMHOCTh XpPOMO-
COMBI aJalITUBHOE MPEUMYIIECTBO KJIETKE, UCCIENO0-
BaTeJIM BbIOpAJIM YHUKAJIbHbIN 00bEeKT — Agrobacteri-
um biovar 1. 'eHoM 3TOIf OaKTepHUM COCTOUT M3 KOJIb-
LIEBOI 1 TMHEHOI XxpoMocoM. CpaBHEHHE XPOMOCOM
BHYTPU OJTHOTO BUJIA TTO3BOJISIET U30aBUTHCS OT HEXe-
JJaTenbHBIX 3(h(HEKTOB, KOTOPHIE MAIOT Pa3TMYHbIE
OHOTOITbI, BOTIOLIMOHHAS UCTOPUSL U TEHETUYECKOE
okpyxeHue mramma [24]. Kak okaszaaoch, peKoMOU-
Halus MeXIy TeHaMU NPOUCXOOUT Yalle B IMHEHHOM
XpPOMOCOME, HO HE Yallle, YeM B TUCTATBHOM (HaIbHEN
OT HavaJjia periuKalunmn) 4acTu KoJIblIEBO XpOMOCO-
Mbl. OCHOBBIBAsICh Ha 9TOM 3aKJIIOUEHUHU, a TaKKe Ha
pesynbTaTax aHaIu3a APYyrux apameTpoB (HarpyuMep,
CXOIHbIX 3HaueHusX K,/ K, Mexnay IByMsl XpoMocoMa-
MM), aBTOPbI IPUIIUIM K BBIBOJLY, UYTO JUHEHAS TOIO-
JIOTHUsI HE BJIMSIET Ha CKOPOCTh 0OMeHa nHdopmalmein
W, CJIEIOBATEbHO, MOJDKHBI CYIIECTBOBATb HPYTHUE
MPUYUHBI TMHEAPU3ALMU OAKTePUATTBHBIX XPOMOCOM.

Takum obpa3zom, TPUIMHOM JIMHEAPU3ALIIU XPOMO-
COM MOXeET ObITb JIMOO 00JIErYeHHOE pa3ie/ieHUue Xpo-
MOCOM IIpYM PEKOMOWHALMU, JIMOO OOJierdeHHas1 dy-
TUTUKALMS OTAEJIbHBIX TeHOB. Ho TyT cienyeTt 3aMeTUTh,
YTO 3TU PACCYKICHMSI OCHOBAaHBI Ha pe3yJibTaTax, Mo-
JIyYEHHBIX B €IMHCTBEHHOM MCCJIETOBaHUU, BBIMOJI-
HEHHOM Ha €IMHCTBEHHOM OOBEKTE, IIO3TOMY BOIIPOC
00 yCKOpeHHOM oOMeHe nH(popMalneil y 6aKTepuil ¢
JIMTHEMHBIMU XPOMOCOMAaMU U MOJy4aeMBbIX TIPU 3TOM
MPEMMYIIECTBaX HE CTOUT “KJIACTh IO CYKHO” .

JVUHEWHBIE TEHOMBI MUTOXOHJPUN

XpoOMOCOMBI, COAEepKAIIMECsT B MUTOXOHIPUSIX,
OBLIM OTKPHITHI B HayaJIe IIeCTUACCITHIX TOA0B IIPO-
nuToro Beka [25]. Kak n B ciaygae ¢ 6akTepusiMu, n3-
HavyaJbHO CUMTAJIOCh, YTO MUTOXOHIPUU MOTYT 00-
JIagaTh UCKJIIOUMTEIbHO KOJIbLIEBBIMU T€EHOMaMU, HO
yKe depe3 IISITh JIET MOCJIE OTKPBITUSI MUTOXOHIPU-
anpHoil JIHK (MT/IHK), okazanoch, 4TO MUTOXOH-
JIpUabHBIE XPOMOCOMbBI MOTYT OBITh U JINHECIHBIMU.
BriepBbie 310 OBLITO TTOKa3aHO IJ1sT MHQpY30puu Tetra-
hymena pyriformis [26]. 3a 3TUM 110CJIeIOBAJ PSI ITy0-
JIMKAMi MO JMHEWHBIM XpPOMOCOMaM MUTOXOH-
JIpUii B caMbIX pPa3HBIX 3YKapuOTax: XTYTUKOBBIX
MIPOTUCTAaX, AaUKOMILJIEKCAX, BOOOPOCIIX, CIMU3e-
BUKaX, OOMHUIIETaX, IPOXKaX U JaxXe B MHOTOKJIE-
TOYHBIX KHUIAPUSIX. AHAJIOTUYHO JMHEapU3aluu
XPOMOCOM B 0aKTepHsIX, dyKapUOTHUYeCKasl JIMHea-
pu3alusl MHUTOXOHIPUAIbHBIX XPOMOCOM, Oymy4du
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JIOCTaTOYHO PaCIIPOCTPAaHEHHOM B OTIEIbHBIX IPYII-
nax, He MMeEeT YETKOIo (UJIECTUYECKOro CUTHaja.
Tak, mo4YTu TpeTh BUOOB APOXKEH HECET TUHEITHYIO
MTIHK; nipu 3TOM maxe pasHble LITaAMMbl OJHOTO
Buna Williopsis saturnus pa3nm4aioTcs 110 3TOMY IIp1-
3HaKy [11]. Kak u mis 6akrepuii, 11 MTIAHK Kyky-
pPy3bl OOHAPYKWIU JIETKUI Mepexol U3 KOJIbLEBOM
¢GOpMEI B IMHEHHYIO Yepe3 BCTpanBaHUE JTMHEMHBIX
MUTOXOHIPHUAJIBHBIX IJIA3MHI B MUTOXOHIPHUATBHYIO
xpomocomy [27]. [To3nHee Takoii XXe MeXaHU3M JIU-
Heapu3alliy XpOMOCOM — 4epe3 BCTpanBaHMeE ILIa3-
MU B U3HaYadbHO KoJibleBylo MTIIHK — BbIsiBIIeH
IUIST IPOXCKeit, KHUAapuii 1 HEKOTOPBIX IPYTUX Opra-
HU3MOB [28, 29].

OueBUOHO, YTO IS peIUIMKAlM JIMHEeHOMI
MTIHK HeobxommMo pemmTh IpoOieMy penjinKa-
UM KOHIIOB. YCTAaHOBJIEHO, YTO 3Ta mpobjieMa pe-
IIaeTcsI ¢ MOMOIIBIO TEJIOMEpP M 0CO0O0I OCITIKOBOM
MalllMHEepUH, KOTOpasl YIJIMHSIET TeJIOMEPHEI U COCTO-
WUT U3 TI0JIMMEPa3bl U 0eJIKa, CBSI3bIBAIOIIETO OTHOIIE-
noueunyto JIHK (ouJIHK) [28]. OnHako, TOMUMO
TeJIoOMep, IpobiieMa peIIMKAllMM KOHIIOB MOXKET
OBITh pellieHa U KOBaJIECHTHBIM 3aMblKaHWeM olJIHK
B KOJIbLIO. Takylo CTpaTeruio MCIIOJb3yeT, HaIlpu-
Mep, uHpy3opusi Paramecium. Pennukauus MUTO-
XOHIPHATbHON XPOMOCOMBI IIPOTEKAET TaK XK€, KaK 1
B ciyvae 6oppenauu (puc. la) [11, 30]. Pennukarus
MTAHK npoxckeii mponcxoanT Mo MeXaHu3My KaTs -
IIEToCs KOJbIIa: XpOMOCOMA 3aMbIKAETCSI B KOJIBLIO,
IOCJIe YeTO KOJIbIIO HAape3aeTCsI U IPOUCXOIUT CUH-
te3 MTJHK. I[Tony4yaroiuiicss KOHKaTeHaT gajiee Ha-
pe3aeTcs Ha eTMHUIHBIe TeHOMBEI [31].

NutepecHo, uto B caydyae MTJAHK xanpapuii nu-
Heapu3allisl CTaja BO3MOXHOI WCKIIOUUTEIBHO
G1aromapsi BCTpOMBIICHCS TIA3MUIE C IByMsI paMKa-
MU CUUTHIBAHUSI, KOTOPBIE KOOUPYIOT OEJIOK, CBSI3bI-
parommii ouJIHK u criermaneHyto moamumepasy [28].

Hapsiny ¢ yeTko orpenesieHHbIM MEXaHU3MOM pe-
mmkanny JrHeiHo MTHK m3BecTHBI OpraHn3MEl,
Yy KOTOPBIX peruIMKalys NpouCXoquT nHade. Harpu-
Mep, IS MUTOXOHIPHUAJIFHON XPOMOCOMBI IPOXOKEH
pona Candida n3BeCTHO TpU MeXaHM3Ma PeIUIMKALIUU
[29, 30]. YacTo permmkamust XpoOMOCOM KaHAWI HAUM -
HaeTcs C PeKOMOWHAIIMM, 3allycKalollleil BeCh Mpo-
1ecc.

Ha TeMy agpanTUBHOCTU Tepexoga MUTOXOHAPU-
aJIbHOTI'O TeHOMa M3 KOJIbIIeBOi1 (hDOPMBI B JIMHEITHYIO
BBIIBUTAJIMCh MPUHIUITMAJIBHO TE XK€ TUIOTE3bI, YTO
U B clIy4yae JIMHeapu3alluy TeHoMa OaKTepuii: o0Jier-
YyeHne peKOMOMHAIIMM 1 oOMeHa nHPOopMaleil mpu
CIIMSITHUM MUTOXOHIPUIii, coaeiicTBue B pa3lieicHUU
PEKOMOMHAHTHBIX XpPOMOCOM TIpU IEJICHUU U YCKO-
pE€HUeE 3BOIOLMY T'eHOB Ha KOHIIAX JMHEMHOM Xpo-
Mmocombl [11, 28, 29]. OnHako, y4uThIBasl JETrKOCThb
rnepexona B IMHEMHYI0 (DOPMY U ITOJIU(PUIETUIHOCTh
opranu3mMoB c¢ JuHeitHo MT/IHK, MoxHO ckopee

MOIJIEKVJIAIPHAA BUOJIOTUA
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TOBOPUTH O TOM, UTO 3TOT MPOILECC 3BOJIOLIMOHHO
HeliTpaineH [11].

JAPOXKN
C KOJIBHEBBIMHY XPOMOCOMAMMU

He Tonbko 6akTeprt MOTYT U3MEHSThH TOITOJIOTHIO
cBoux XxpoMocoM. HekoTopbie 3yKapuOThl CIIOCOOHBI
3aKOJIbLIOBLIBATH CBOM XPOMOCOMEI MPU OIpeaeieH-
HBIX ycnoBusX. Tak, TIpy yoaJeHUU KaTaJTuTUYECKOM
CyOBEeIUHUIBI TeJIOMepas3bl OONBITMHCTBO KJIETOK B
KOJIOHMM Ipoxckeil rnoHer. OctaBiumecs Jubo 3a-
KOJIBLIOBBIBAIOT CBOM XPOMOCOMBI, JIMOO YIJIMHSIIOT
CBOU TeJIOMEPBl — B OCHOBHOM 3a CYeT yJyallleHHO
pekoMbuHauuu [32].

SAKJIIOYEHUE

M3 BBIIENU3TI0XEHHOTO CJEAyeT, YTO BOIIPOC 00
ajanTUBHOI MpPUYMHE JIMHEApU3alldu XPOMOCOM
OCTaeTCs ITI0KA OTKPBHITBIM, HECMOTPSI Ha OOJIBIIIOI NH-
Tepec K HeMy MHOTUX McciienoBareieil. biaromaps ko-
JIOCCaJIbHOMY CKA4Ky B Pa3BUTHU U PaCIIPOCTPaHEHUN
TEXHOJIOTMM CEKBEHUPOBAHUSI CErOAHSI BO3MOXKEH
KPYITHOMACIITAOHBINA 3BOTIOLMOHHBIN aHAIu3, KOTO-
PBIii TIO3BOJIUT TPUOIM3UTHCS K TTOHUMAHMUIO MeXa-
HU3MOB U IMPUYMH BO3ZHUKHOBEHUS JIMHEWHBIX TeHO-
MOB. A 3HaHWE MEXaHM3MOB JMHeapu3allui TEHOMOB
W UX PEIUINKAIMU, B CBOIO oUepedb, OyAeT BOCTpeDO-
BaHO MpH pa3pabOTKe HOBBIX METOIOB T€HHOM MHKE-
Hepun. Tak, CBOMCTBa pa3IMYHBIX TOIOJIOIMIl MaT-
punbel JJHK yxxe yuutheiBaroT mmpu pa3paboTke, Ha-
MIpUMEpP, METOIOB aMIUIM(PUKAINU HYKJISUHOBBIX
kucnort [33]. IIpu penauKanm KOJbIEBBIX MOJIEKYIT
IHK in vitro Hen306eXHO BO3HMKAIOT TOIIOJOTrUYe-
CKHe TpOoOJIEMBI, KOTOPBIE MOXXHO OyIeT PEeIlIuTh ITy-
TeM MX BpEMEHHOM JINHeapu3aliu.

Astop OmarogapeH M.C. I'enbdaHay 3a BHUMa-
TeJIbHOE TPOUTEHUE MAHYCKPUIITA U KPUTHUUYECKUE
3aMevaHusl.

Pabora nmoamepxkaHa rpaHtoM Poccuiickoro Ha-
yuHoro ¢oHaa Ne18-14-00358.
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PROKARYOTIC AND MITOCHONDRIAL LINEAR GENOMES,
THEIR GENESIS, EVOLUTIONARY SIGNIFICANCE, AND THE PROBLEM
OF CHROMOSOME ENDS REPLICATION
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'Kharkevich Institute for Information Transmission Problems, Russian Academy of Sciences, Moscow, 127051 Russia
2Faculty of Bioengeneering and Bioinformatics, Moscow State University, Moscow, 119991 Russia
3Skolkovo Institute for Science and Technology, Moscow, 121205 Russia
*e-mail: mika.moldovan @gmail.com

Bacterial chromosomes are widely thought of as circular DNA molecules. However, linear bacterial chromo-
somes as well as linear mitochondrial and plastid chromosomes are common. The most frequent causes of
linearization are defects of reparation systems, incorporation of plasmids in the genome, and recombination
compromising the circular topology of chromosomes. Genomes of some bacterial species had undergone fre-
quent linearization—circularization events, which resulted in increased variability of the gene content at the
linear chromosome ends. Like eukaryotes, bacterial species having linear genomes are faced with the problem
of ends replication, which is solved by different species in a variety ways. A theoretically important issue is the
adaptive value of chromosome linearization. Here, we review theories about the evolution of linear genomes
and experiments supporting some of them. We also discuss the most common mechanisms of linear bacterial
genomes replication and possible ways of their emergence.

Keywords: linear genomes, prokaryotic chromosome, chromosome topology, mitochondrial chromosome,
genome linearization, ends replication
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