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OOpaTtHble TpaHcKpunTasbl (reverse transcriptase, RT), mnu PHK-3aBucumsbie JIHK-monumepasbr —
3TO HEOOBIUHBIE (EpPMEHTHI, KOTOphIE BIEPBbIC Hadud BO3MOXHOCTH IEPECMOTPETh OOIIEIPUHSITOE
IpeacTaBieHne o0 OgJHOHAIIpaBIEHHOM ITOTOKe reHeTndeckoil mHpopmanun B Kietke oT JJHK x PHK
u 6enky. RT Obutn BnepBbie 0OHapyXeHbl B PETPOBUPYCAX MO3BOHOYHBIX, a BIOCIAEACTBUU — ITOBTOP-
HO OOHapyXeHbI Yy OOJIBIIMHCTBA 3YKapuOT, OaKTepuit U apxeil (4To, MO CyTH, OXBAaThIBAaeT BCE HaIlap-
CTBa XUBBIX opraHu3MoB). B perpoBupycax RT obGecrieunBaoT Bo3MOXHOCTh KonmupoBath PHK-renom
B IHK mis nocneaytoiero BKIOUEHUSI B TEHOM XO351MHA, YTO BaXKHO [JI PEIIMKAllMM U BbIKUBAHUS.
B xjieToYHBIX opraHu3Max OOJBIIMHCTBO TocienoBarenbHocTeit RT TMpoucXomut OT peTpoTpaHCIio-
30HOB — THUIA CAMOPEIIUIMPYIOIIMXCS TeHETUYECKUX 3JEMEHTOB, KOTOPhIE TMOJIaraloTcsi Ha 0OpaTHYIO
TPAHCKPUMLIMIO [JIsI KOMUPOBAHUSI M BCTaBKM CBOUX IOCJIENOBATEIbHOCTENl B HOBbIE MeCTa TeéHOMa.
OnHakKo HEKOTOPbIE PETPOINEMEHThl MOTYT OBITh «OIOMAIITHEHbl» U B KOHEUHOM HTOTEe CTaTh LIeH-
HBIM JIOTIOJTHEHHEM K 00111eMy perepryapy KJIeTOUHbIX (pepMeHTOB. OHU MOTYT OBbITh MOJIE3HBIMU U TIPU
9TOM 100 BCIOMOTraTeJbHBIMI — HAaIlpUMep, KaK 2JIEeMEeHTHhI, TeHepupylolue pasHooopasue (diversity-
generating elements) — 1160 gaxke He3aMEHMMBIMM, Kak TeJloMepasHblie RT. B Hacrosiiee Bpemst oOHa-
PYXXUBAIOT BCE OOJbIIIEe KOJIMYECTBO «OMOMAITHEHHBIX» TEHETUYECKUX JIEMEHTOB, Hecylunx reHbl RT.
MoxHO yTBepxKIaTh, UTO «ogoMallHeHHbIe» RT M oOpaTHast TpaHCKPUIILUS B LieJIOM OoJjiee IIMPOKO
pacrpocTpaHeHbl B KJIETOYHBIX OpraHu3Max, 4YeM CUMTaJIOCh paHee, U YTO MHOTHUE BaxKHbIC KJIETOYHBIC
(byHK1IMM, TaKKe KaK TOAepKaHe CTAOMIbHOCTH KOHIIOB XpPOMOCOM, MOTJIM BOBHUKHYTh U3 U3HAYAIbHO
«3TOMCTUYHOrO» Ipoiecca rnpeodpazosanus PHK B JTHK.

KIIFOYEBBIE CJIOBA: ooparHas Tpanckpurnius, PHK-3aBucumas JIHK-nonumepasa, TenoMepasHas ooOpaTHast
TPaHCKPUIITA3a.
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BBEJIEHHNE

Ha 3ape MmonexkynspHoili Ouojoruu, Koriaa
elé Majlo 4TO ObLIO M3BECTHO O MOJICKY/ISIPHOM
MpUpoae OGUOJOTUYECKUX SIBJICHUI, aBTOPbI MHO-
TOYMCIIEHHBIX TEOPETUYECKUX pabOT IBITAIUCH
MpeaBUICTh OyaylIue OTKPBITUS U OOOCHOBAHHO
MpencKa3aTh MOJIEKYISIDHbIE MEXaHU3MBbI, OOBSIC-
HsIoIMe (yHIaMeHTalIbHble TeHETUYECKUE TTPUH-
uunbl. [IprMevaTenbHO, YTO JIUIIbL OTHOCUTEIBLHO
Majiasi 4acTh TaKuUX paboT BblAepXKaja WUCIbITa-
HHME BPpEMEHEM U 3KCIePUMEHTAIbHYIO0 IPOBEPKY,
MOCJIeIOBaBINYI0 B mpenacTosiiie rombl. Cpemaun

TaKuX JAJTbHOBUAHBIX PabOT 3aCIy’kK€HHOE MEeCTO
3aHMMaeT TeopeTuUecKoe IpeackazaHue Ajekces
OnoBHUKOBa 0 Hemoperinkayuu koHuos JIHK B
JIMHEMHBIX XpOMOCOMAax M CYIIECTBOBAHUM CIie-
LIMAIM3UPOBAHHOIO (hepMeHTa, CIIOCOOHOro pe-
IUTh 3Ty npoosnemy [1, 2]. XoTs ogfHOBpEeMEHHO
OTKpBITHE MpOoOJeMbl peruimkanuu KoHios JJHK
ObLJIO TakXke cheslaHo B ctaTbe JIkxelimca Yorco-
Ha [3], BHUMaHue B Hell ObLIO yIeJIeHO B OCHOB-
HoM ¢aroBoii JIHK, He yka3wiBajiochb Ha HeoO0-
XOAMMOCTb CIeLMaJIU3UPOBAaHHON MOJMMepashbl,
a BMECTO 3TOrO0 aKIIEHT ObLJI CMEIIEH Ha HyKJea-
3b1, Tpoueccupyommne KoHs JHK.

I[Mpunsareie cokpamenus: RT — reverse transcriptase, oOpaTHasi TpaHCKpHUITAa3a.

* Apecar JUisl KOpPECIOHASHIIUH.
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3a OTKphITHE TeJloMepasbl — CIEeINaTU3UPO-
BaHHOM TMoJMMepasbl, KOTopass MOXET T00aBISTh
MPOCThIE TTOBTOPSIIOLIMECS MOCIENOBATEIbHOCTHU
K KOHIIaM JIMHEWHBIX XPOMOCOM, UTOOBI KOMIT€H-
cupoBaTh notepto koHuesoi JJHK mocne kaxmo-
ro UMKJa perMkanum — Oblia npucyxaeHa Ho-
OeneBcKasi IpeMuUsi, HO TyTb K HEMY ObUI JOJTUM
U HempocThiM. B mepBoHayajbHOM COOOIIEHUU
I'peiinep u bnskbepH HalineHHbIN B Tetrahymena
(bepMeHT 0003Hayvasicsl KaK KOHILIeBasi TpaHcde-
pa3a [4], MOCKOJIbKY ero oOHapyKeHHas aKTHUB-
HOCTb 3akJjoyajlacb B J100aBJIeHUU TaHAEMHBIX
MOBTOPOB K TEJOMEPHBIM IpaiiMepam 0e3 oue-
BUAHOUN MaTpulibl. OQHAKO BITOCIEACTBUU COOT-
BeTcTBylomass MatpuuyHass PHK Oblna BbIsIBIEHA
KaK HEOTbEeMJIEMbIIi KOMIIOHEHT pPUOOHYKJIEO-
MPOTEMHOBOTO XOJ0(epMeHTa, UYTO IOCIYXUIIO
SKCIIepUMEHTAIbHBIM AoKa3ateabcTBoM PHK-3a-
Bucumoro cuHte3a JJHK [5], xoTs mo-npexHeMy
CUMUTAJOCh, UTO KJacCU(PUUMPOBATh TeJloMepas-
HBbI (DEPMEHT KaK HACTOSIIIYI0O OOpaTHYI TpaH-

CKpHUMTa3y MpeXIeBPEMEHHO.

APXUIIOBA, IOIIEHOBA

IIpouecc cunteza JHK ¢ ucnonb3oBaHuem
PHK B kauecTBe MaTpMIIbI B 11€JIOM 0003HAYaETCSI
TEPMMHOM <«0OpaTHasi TPAHCKPUIILIUS», a COOT-
BETCTBYIOIIMMI (PepMEHT, CIIOCOOHBIN OCylIecT-
BJISITH BTy peaklMio, HOCUT Ha3BaHUE «oOpaTHas
TpaHckpunTasza» (reverse transcriptase, RT), tak-
K€ M3BECTHAsl KaK «peBepTa3a» B PYCCKOS3bIU-
HoMl snteparype. Ero skcnepuMeHTaaIbHOMY OT-
kpbiTuto TemuHbiM U baatumopom Gosee 50 et
Hazan [6,7] (KoTtopoe Takxke OBUIO OTMEYEHO
HobGeneBckoit mpemueil) aHaloruyHbIM OOpa-
30M MpealecTBoBajga KoHuenuus cuHresa JJHK
Ha Matpuie BupycHoii JIHK ToBapma TemuHa,
M3BECTHAsl KaK «TUIIOoTe3a TpoBupyca» [8]. Maio
KTO JOTajbIBajiCsl, YTO, MOMUMO OTKDPBITHSI 00-
paTHOTO TMOTOKa TeHEeTUYeCKoil MHMOpMaluu OT
BupycHoit PHK x JHK, aToii runore3oii Takxke
ObLIM CO3[1aHbl MPEAINOCHIIKN IS OTKPBITUS Ca-
MOPETUTMLIUPYIOIIMXCS  TOABUKHBIX TeHETUYe-
CKMX DJIEMEHTOB U JJIs1 TOCJENYIOIIEro OCO3Ha-
HUS TOTO, YTO HEKOTOPbIE MOIMOJIHUTEIbHbIE WU
Jaxe He3aMeHUMble (YHKIMU KJIETKU-XO3sIMHA
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Puc. 1. OcHoBHBIe TUTIBI 00paTHBIX TpaHcKpunTas (RT) u3 Tpéx HaAIIAPCTB XXUBBIX OPTAHU3MOB. d — XPOHOJIOTHST OTKPBITHS
RT. OcHoBHbie Tunel RT, onucaHHble B TEKCTE, MTOKa3aHbl CASAYIOIIMMU LBeTaMu: BUpycHble RT — oTrteHku kpacHoro; RT
3YKapUOTHYECKUX MOOWIBHBIX 3JIEMEHTOB — OTTEHKU 3eJEHOT0; TpoKapuotnieckne RT — OTTEeHKM CHHETo; «OIOMaIlHeH-
Hble» dykapuotndeckue RT — orrenku duoneroBoro. «OnomamHeHHbIe» RT momu€pkHyThl. [OMBI COOTBETCTBYIOT TIEPBBIM
COOOIIEHUSIM O BBISIBIEHUM FOMOJIOTMHU ¢ KaTaauTtudeckuM siapoM RT. B 1971 r. BnepBbie Obl1a 06003HaUeHa MpoobiemMa He-
TOJTHOU PeTUTMKAIINU KOHIIOB XpoMocoM [1]. 6 — [Ipumepsl CTPYKTYpHOI OpraHU3allluy «OIOMAaITHEHHBIX» 9YKapUOTUIECKIX
RT. BakTepuanbHble peTpOHBI BKJIIOUEHBI TSI cpaBHEeHUs. PacronokeHHoe B IieHTpe KaTanuTudeckoe snpo RT npencrasieHo
CeMbIO KOHCepBAaTUBHBIMU MOTHMBAMM, Pa3lIeIEHHBIMU CIIeiicepaMy TIepeMEHHOM UTMHBI C XapaKTePHBIMU JUTMHHBIMU TTeTIIS -
mu 2a u 3a (takke HaspiBaeMas [FD), KoTopble OTMeUeHBl KPAaCHBIM. YKa3aHbl AMUHOKUCIOTHBIE OCTAaTKM KaTaTUTUIECKOM
tpuaasl D..DD u ux HekaTaauTnyeckue 3aMeHbl. JlOoMmoJIHUTEIbHBIE TOMEHBI 10 00€ CTOPOHBI OT siapa RT u «0oJbI11oro najib-
na»: TEN — HezameHuMbIl N-KOHLIEBOI joMeH TesoMmepasbl (telomerase essential N-terminal domain); TRBD — tenomepas-
a1t PHK-cBaspiBatommit nomen (telomerase RNA binding domain); CTE — C-koHueBoe ymmmHenue (C-terminal extension);
P — nonunponuHoBbiil yuactok (polyproline stretch); NLS — curHan siaepHoii jokanu3samnuu (nuclear localization signal);
Bromo — 6pomonomeH; PROCN — nentpanbhbiii tomeH PRO8 (PROS central domain); Endo — sHIoHyKJ1€a30m0100HbIi
noMmeH (endonuclease-like); Jabl/MPN — npenronaraemslii 1eyOMKBUTUHA30TIONO0HBIM JoMeH. MaciiTad mpruoau3uTeTbHbIN.
JloMeHHas CTpYKTypa IpeicTaBieHa Mo pa3IMYHbIM JIUTepaTypHbIM UCTOYHUKAM |55, 57, 59].
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MHOI'OOBPA3HNE OBPATHBIX TPAHCKPUIITA3

MOTYT B3SITh Ha ce0sl MOTOMKHU TaKUX MOOUIbHBIX
aneMeHTOB. [IpumeuarenbHo, uto RT Ob11n 06Ha-
pPYXeHbI MPUMEPHO B TO K€ BpeMmsi, Korma Obuia
BIIEpBbIE BBISIBJIEHA MpoOieMa HEeMOJHON periv-
KallMU1 KOHLIOB XpoMocoM (puc. 1).

PABBUTHE I1OJIXO/J10B
K BBIABJEHNIO PETPOSJIEMEHTOB

C MomeHTa oTkpbiTUsI RT B peTpoBupycax
npeacTaBieHue 00 UX pazHOOOpa3uu HeoObIuali-
HO pacCIIMPUIIOCh: OT MPEACTaBIEHUS O HUX Kak
O YMCTO BUPYCHBIX KOMIIOHEHTaX OO0 OTKPBITHS
UX YAWBUTEIBHO Pa3HOOOpPa3HbIX CTPYKTYPHBIX U
(byHKIIMOHANBHBIX poOJiell Yy 2yKapUOTUYECKMX U
MpoKapuoTUYeckKux xo3sieB (puc. 1, a). PaHHue
JNOCTUXEHUSI B 00JaCTU BUPYCOJOTUM MPUBEIU K
JNajibHeIeMy OTKPBITUIO OOpaTHOU TpaHCKpUII-
MM B PEIUIMKAaTUBHBIX LUKJIaX TenaaHaBUpy-
COB U KayJIMMOBUPYCOB (COBMECTHO Ha3BaHHBIX
napapetrpoBupycamu [9]) — 3TOMy cnocoOCTBO-
Baja JTOCTYMHOCTb METOIOB BBIACICHUS BUPYCOB
u ouoxumMmmuuyeckoro aHanusza RT. Bckope mocnie
9TOr0 MEPCHEKTUBBI HOBBIX OTKPBITMIA CMECTH-
JIMChb K OOHapyXeHWI0 TOMOJIOTMHU IIOCJea0Ba-
TeJIbHOCTE!. DTOT MpOoILECC YCKOPUIO MOSIBJIEHUE
TEXHOJIOTUM CEKBEHUPOBAHUS U 3HAKOBOE OTKPHI-
THE OOIIMX MOTMBOB aMUHOKUCIOTHBIX MOCIEI0-
BaTeJIbHOCTEN B KaTanuTtuueckoM siape JHK-mo-
JIMMepa3 BUPYCOB, OCYIIECTBISIOIINX OOpaTHYIO
TpaHckpunuuio [10]. Bckope mocne 3Toro He-
OThEeMJIEMON YacThl0 UAEHTU(MUKAIUU HOBBIX
RT cran mouck ocTtaTKoB acrapTara, oOpasyio-
IKUX KaTaJuThueckyo Tpuany D..DD B akTtus-
HoM 1eHTpe RT. Ha npencraBieHHOI BpeMeHHOM
mkaie nuzydyeHus RT (puc. 1, a) ocHoBomnoJjarato-
UM paboTaM, B KOTOPBIX ObUIU BIIEPBbIE BbHISIB-
JIeHbl XapakTepHble octaTku RT, Obu1 mpucBoeH
MPUOPUTET TI0 CPABHEHMUIO C TEMH, B KOTOPBIX
CO00IIaI0Ch O MIEPBOHAYATILHOM OMOXMMUYECKOM
obHapyxenun PHK-3aBucumoil nmonumepusauuu
JHK. DT0 cBsI3aHO ¢ TeM, UTO MOJHOLIEHHOE DKC-
MepuMeHTaIbHOE MOATBEPXKIeHUEe aKTUBHOCTU RT
HEIMpPEeMeHHO JOJDKHO BKJIIOYaTh B celsl caiT-
HaIlpaBJIEHHbIII MyTareHe3 OCTaTKOB aKTHBHOTO
LIEHTpa, MPUCYTCTBYIOIIUX B JIBYX M3 CEMU KOH-
CEepBAaTUBHBIX MOTUBOB, (DOPMUPYIOIINUX KaTadu-
tnueckoe ssapo RT (puc. 1, 6).

IlepBasg mojoBUMHA BpEeMEHHON IIKaJbl, 10
1990-x rr., mpeacTaBieHa B OCHOBHOM OTKPBITUSI-
Mu RT B paziuyHbIX TUITaX BUPYCOB U MOOUJIb-
HBbIX T€HETMYECKMX 3JeMeHTaX. JleldCTBUTENbHO,
MYJIBTUKOIIMIAHBIE MOOWJIbHBIE 3JEMEHThl ObUIU
ONHUMM M3 TEPBBIX KOMIIOHEHTOB 3YKapUOTH-
YeCKMX T€HOMOB, KJIOHMPOBAHHBIX Ha MOJIEKY-
JisipHoM ypoBHe [11, 12], Hapsiny ¢ OpyTMMM aK-
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TUBHO TPaHCKPUOUPYEMBIMU MYJBTUKOMUMHBIMU
reHamMu, TaKUMU KaK TMOBTOPSIONIMECS eIUHULIBI
pubocomanbvHoit JIHK unu kjactepbl TeHOB TH-
croHoB [13, 14]. OOlee CTPYKTypHOE CXOACTBO
LTR-peTpoTpaHCIO30HOB U PETPOBUPYCOB Cpasy
K€ CTajJo OYEeBUIAHBIM MPU UX KJIOHMPOBAHUU U3
npozoduabl U apoxckein [15]. OgHako oKoHYa-
TeJbHOE J0Ka3aTeJbCTBO MX OJIM3KOTO pPOICTBA
C peTpoBUpycaMM ObLIO TOJYYEHO B pe3yJbTaTe
aHaju3a WX TOJHBIX HYKJICOTHIHBIX IMOCeI0Ba-
TeJTbHOCTEM, BBISIBUBILIETO UX CIIOCOOHOCTh KOIM-
poBatb ¢pepmeHT RT [16, 17]. Bosiee Toro, xapak-
TEPHbIE YYACTKU TOMOJIOTUM C KOHCEPBATUBHBIMU
MotuBaMu RT Bckope ObUIM UACHTUDUITMPOBAHBI
HE TOJIbKO B PETPOBUPYCOMOAOOHBIX MOOWIbHBIX
BJIEMEHTaX, HO TakXe U B MOOWMJIBHBIX MHTPOHAX
MUTOXOHApUU rpuooB Il rpynmel U Apyrux TUmax
MYJIBTUKOIMIHBIX 3YKapUOTUYECKUX TPaHCI030-
HoB, Takux Kak DIRS u LINE-nogo6Hbie peTpo-
TpaHco30Hbl [18—21]. B KOHIlE MepBBIX OBYX
necsatunetuit usyyenusi RT mosiBuiuch mepBbie
CcoO00IIIeHUs 00 MX CYLIECTBOBAaHUU y OaKTepuii B
(opMe peTpoHOB, MYJIBTUKOMUIHBIX BHEXPOMO-
coMHbIX xuMepHbix Mosekynl JIHK—PHK, cBs-
3aHHBIX Yepe3 TOUKy BeTBieHud 2'-5' [22, 23].

Ha crenytoiem sTarne B MCTOPUM OTKPBITHIA
HoBbiX RT wuccrenoBarenu mo-npexHeMy OIMU-
paJiuch Ha OOHapyXeHHWe TOMOJIOTMM TOCen0-
BaTeJIbHOCTE, HO MNPEMMYLIECTBEHHO OOHapy-
>xuBanuch RT, mpucyTcTBylomme B MEHbIIEM KO-
JINYEeCTBE KOMWI, M OOJBIIMHCTBO M3 HUX HE
OTHOCWJIOCH K MOOWMJIBHBIM 3JIEMEHTaM, a Mpe.-
CTaBJISIIO CO0OI OMHOKOMUIHBIE TeHbI KJIETKU-
xo3s1MHa (puc. 1, a, monuépkHyTto). MakTuyecku
M3BECTHBII HA TaHHBI MOMEHT CIEKTP ByKapuo-
TUYECKMX PETPOTPAHCIO30HOB HE PACIIMPSIICS C
MOMeHTa OTKphITUsI Penelope-1momoOHBIX peTpo-
aneMeHTOB (Penelope-like elements, PLE) [24].
IlepBoiii 1 HauboJiee U3BECTHBIM Ciay4yail «Omo-
MaimnHuBaHUsI» RT y ayKapuoT ObLI BBISIBIEH MOCTE
JloKazareabCcTBa TOro, 4yto nomiuHHyo RT mpen-
cTaByIsieT coboii TenmoMepasa. IlpoBeneHue cBs3u
Mexay akTUBHOCTBIO RT 1 cooTBeTcTBYyIOIIMM (hep-
MEHTOM TIOTPeOOBaJI0 MHOTO CMJI W BpPEMEHH,
B TE€UEHUE KOTOPOTO TMPOMCXOAWJIU M OLINO0Y-
Hble onpeaenacHus [25]. OkoHYaTeNbHOTO ycrexa
B OIpeleeHUM KaTaJTuTUYECKOl CyObenrmHUIIbI
tenomepasbl Kak RT ymanoch noctuub 6jaromapsi
BBISIBJICHUIO KOHCEPBATUBHBIX MOTHBOB B IOMEHE
«TanbleB» U «1agoHu» RT, yro moarBepauia mo-
Tepsl aKTUBHOCTU (DEPMEHTOM TMPU HaIpaBICHHOM
MyTareHe3e TPEX MHBAPUAHTHBIX KaTATUTUYECKUX
ocraTkoB acmnaprtara [26]. Takum o6pa3om, GbLIO
0OHapyXeHo, 4To OogHOKoMNuiitHbIi reH RT, mpu-
CYTCTBYIOIIMI TMOYTH Y BCEX BUAOB BYKapUOT,
OTBEYACT 3a BaXHYI (DYHKIIMIO KJIETKU-XO3SMHA
MO YMIMHEHUIO KOHIIOB JIMHEMHBIX XPOMOCOM
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JJIsT TIpoTUBOAeicTBUS moTepe KoHueBoit JHK
M3-3a HelmoperuInKaluu, Ui MapruHOTOMMU, KakK
3TOT Mpolecc ObLT UCXOMHO Ha3BaH OJIOBHUKO-
BbIM [27]. B HacTosiiiee BpeMsi HOBble TUMbl RT
BBISIBJISIIOTCSI B OCHOBHOM C TTOMOIIBIO KOMITbIO-
TEPHOIO TOMCKA C HCIIOJb30BaHUEM OOIIMPHBIX
T€HOMHBIX U METareHOMHBIX NTaHHBbIX. B ciemyro-
IMX pasnefax Mbl KpaTkKo oxapaktepusyem RT,
MpuHaIexXalue K MOOUJIbHBIM TeHETUYECKUM
3JIeMEHTaM, U CPaBHUM HUX C «OJOMalllHEHHbIMU»
1, COOTBETCTBEHHO, HEMOOWJIbHBIMU 3JIEMEHTaMMU.

OYKAPUOTUYECKHUE
MOBWIBbHBIE BJIEMEHTbI:
PETPOBUPYCbHI, IIAPAPETPOBUPYCbI,
PETPOTPAHCIIO30HbI

YToObI MOHSTH U CPAaBHUTH CBOMCTBA BUPYC-
HbIX 1 MOOMJIBHBIX RT, HE0OXOAMMO paccMOTpPEThb

APXUTCKTYPY KOHCECPBAaTMBHbLIX JOMCHOB, KOTO-
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pble BcTpeuatoTcss BMecte ¢ RT, a Takxke cocTaB
COCEIHUX T€HOB BHYTPY MOOMJIM3YEMOI €NMHUIIbI
(puc. 2). MHTEepecHO, 4TO peTpoBHPYChI, OOHApY-
>K€HHE KOTOPBIX OTKpbUIO 3py u3ydeHus RT, oka-
3aJIuCh MopasuTenbHo TnoxoxkuMu Ha LTR-perpo-
TPAHCNO30HbI, OTKPHIThIE OOJIEe NECSATU JIET MO3XKe,
0 COCTaBy T€HOB, OpTaHU3ALMU U LUKITY PeTIn-
Kaliu, 4YTO yKa3bIBaeT Ha 001ee IBOJTIOIMOHHOE
npoucxoxaeHue [16, 17, 28]. RT renagHaBupycos
MOXHO B II€JIOM OTHECTM K OCHOBAHMWIO BUpPYC-
Hoii/LTR-BeTBM aykapuotudeckux RT, B mpen-
CTaBUTENSIX KOTOpPOU comepxkutcsd C-KOHIIEBOM
nmomeH PHKasbpl H nnst obGecrnieyeHust perivka-
IIMM B LIMTOILIa3M€, UTO MO3BOJISIET HE HYXXIAThCs
B saepHbix PHKazax H xo3siuna nns paspyiue-
Huss PHK B JITHK—PHK-ru6pune (puc. 2). Emgé
0osiee HEOOBIYHBIMU SIBJISIIOTCSI  KayJIMMOBHUPY-
cbl, RT KoTophix cxomHa ¢ TakoBoil y Metaviri-
dae (takxe wusBecTHbIX Kak Ty3/mdgd(gypsy)-
nonooHeie LTR-peTpoTpaHCIO30HbBI), TaK YTO
UX TIPOUCXOXIEHUE, CKOpee BCEro, ruOpuaIHOe —

RT,Ei intr
— =
F%E
— e
pream Bmpyconop,06H ble
Unrpor (RT—RH)
F@ymmbﬂﬂ ZnF_C2HC IN
e e e — e
/ Gag_p30 RT_LTR ve
7 zF-CCHE [ — RnaseH
s e

_ ... Peptidase -

RT_Rtv.~
HIV_retro; 4 RnaseH  rve
—-
Gag_p24 7 R¥T_thumb - Integrase_ [N

Retroviridae

RnaseH

DIRS RT_DIRS1 YR
Hepadnaviridae .
ONA_pol_vi T %

ONA_pol _vi

Pseudoviridae

rue RnaseH

IN RYT_2

\, Belpaoviridae .

\ retropepsi

\
PLE

RT_like

7 Peptagase_ Ve

RT_pepAl7 IN

GIY-YIG
RT_like

GIY-YIG

Puc. 2. loMmeHHast apxuTeKTypa oCHOBHBIX TUIOB RT, omucaHHBIX B TekcTe. [ KaXIoro TUIa MpeAcTaBicHa TUITMYHAS
apXuUTeKTypa, BoisgBieHHas ¢ moMoubio CDART (Conserved Domain Architecture Retrieval Tool) B NCBI [63]. O603HaueHMe
JIOMEHA COOTBETCTBYET 6a3e MaHHBIX KOHCcepBaTUBHBIX qoMeHOB NCBI (CDD) [64]. LiBera onpenensiiorcss CDART nuHamu-
YeCKH, a He (DUKCUPOBAHBI 151 KaXK/I0TO JOMEHA; 17151 oberyeHust otcaexkuBaHusi romosnoruu nomeHsl RT u PHKaszer H (RH)
COCMMHEHBI TYHKTUPHOI JTMHUEH. PacronokeHHbIe TI0 KPYTY 3JeMEeHThI COOTBETCTBYIOT IMPUBEAEHHBIM B LIeHTpe (uioreHe-
TUUYECKUM TpyIIaM, B3sThIM 13 padboTel Gladyshev et al. [55]. Bykssl P, V, T u L cOOTBETCTBYIOT TPOKAPUOTUIECKUM, BUPYCO-
MoaoOHbIM, TeaoMepazonogooHbiM U LINE-mogoOHbIM peTposjieMeHTaM; TeHbl #vi 00pa3yloT OTIAEAbHYIO IPYIlNy, MOoKa He
“Merlyo 0603HaueHUsI. MOOUITbHBIE JIEMEHTBI COMlepKaT IIeCTh Pa3IMYHBIX TUITOB acCOIMUPOBAHHBIX HyKJea3/docdo-
TpaHcdepas, ynomsaHyTeix B TekcTe: IN, AP, REL, YR, GIY-YIG, HNH. BupycomnonoOHble 371eMeHThl Ha3BaHbI COTIACHO
knaccudbukauuu ICTV [29]. «OnomaniHeHHble» aykapuoTudeckue RT (TERT, RVT) o603HauyeHbl Kak «I'eHbI»
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B pesyabrate 3axBata RT JIHK-Bupycom [29].
Tyl/copia-nono6Hrie  LTR-peTpoTpaHCIO30HBI
(Pseudoviridae) cooTBeTCTBYIOT o0OlIeil CTpyK-
type LTR, HO mMmeroT npyroii MOpsaoK TOMEHOB.
Bce perpoBHpYCOINOAOOHBIE 2JE€MEHTHI, BXOIS-
Iue B TaKCOHOMMYecKHUit mopsigok Ortervirales
(Retroviridae, Metaviridae, Pseudoviridae u Bel-
paoviridae) [29], MOOMIM3YIOTCS C TTOMOIIBIO UH-
terpa3bl (integrase, IN), kKoTopasi oTBeyaeT 3a
BcTpauBaHue konuu KJIHK B HOBBIE yyacTku
xpomocoM. OtaenbHas Tpyrmna 3JIEMEHTOB TIOJ
Ha3BaHueM DIRS mMoOuiu3yeTcs ¢ MOMOIIbIO TH-
po3uHpekom6uHas3bl (YR) BMecTo IN.

Perporpancno3zonnl moaknacca LINE (takxke
u3BecTHbie Kak non-LTR) moOunu3sywoTcs 6e3 06-
pa3oBaHUs IIUTOIUIA3MATUYECKON TMPOMEXYTOU-
Hoii kK IHK: nx RT ncnoab3yer mexaHu3m obdpat-
HOW TpaHCKPUMLIMU, NpaiMUpPyeMOll B caiite
uHTerpanuu (target-primed reverse transcription,
TPRT) nna cunresa x/JIHK nHemocpeacTBeHHO
Ha caiiTe MHTerpalud B XPOMOCOMY, KOTODBIi
paspes3aeTrcsl OOHUM M3 ABYX Pa3JWYHBIX TUIIOB
accouuupoBaHHbIX 3HAOHYKJea3 (EN) — AP-mo-
pooHoit wnu REL-nomo6Hoii. Hakonen, RT
Penelope-nonoonsix 31emenToB (PLE) ncnonbaytor
aist moounusanuu eme oguH Tun EN (GIY-YIG),
B pe3y/ibTare Yero KOJM4YeCTBO TUIOB SHAOHYKIIE-
a3, CBSI3aHHBIX C PETPOTPAHCIIO30HAMU JYKAPUOT,
nocturaet naTu. bosee moapodbHoe cBexee OIu-
caHWe MEXaHHU3MOB PETPOMOOMIBLHOCTU MOXKHO
HaiiTu B 0030pe Paul et al. [30].

ITPOKAPUOTNYECKHUE
MOBWIBbHBIE BJIEMEHTbI:
MHTPOHBLI I'PYIIIIHI 11,
PETPOIIJIASBMU/IbI

Mutponst rpymnsi I1 (G2I) npencrasistor co-
001 caMoCMIaliCMHTOBbIE PETPOIJTEMEHThI, 00-
HapyXeHHbIe y OakTepuii, HEKOTOPBIX apxeil u
opraHenn sykapuoT [31]. OHu ObLIM BIIEpBbIE
HaliIeHbl B MUTOXOHAPUSIX I'PUOOB U, KaK ObLIO
MokKa3aHo, 00JIalaloT TaKOW e CTPYKTYpPHOI op-
raHusalueit y 6akrepuii 1 apxeit 1 yacto paccmar-
pUBAIOTCS B KAayeCTBE SBOJIIOIIMOHHBIX MpPEllie-
CTBEHHUKOB 3YKapUOTUYECKUX CIUIaiCOCOMHBIX
UHTPOHOB. MX peTpoMOOUIBHOCTh oObOecnedun-
BAeTCsl COBMECTHBIM NEMCTBUEM KaTaJUTUUYECKU
aktuBHoii PHK, BhimonHsitomeit yHKuuo pudo-
3MMa B peakiMsIX caMOCIUIaiicMHra U 0oOpaTHOTO
CIUIaiicuHra, a TakKe KogupyeMoil uHTpoHoM RT,
koTopas cuHTe3upyeT KJIHK-konuwo nHTpoHHOM
PHK B caiiTe-MuIIEeHU C MCIOJb30BAaHUEM MeXa-
Husma TPRT.

Perponna3muapl 61 OOHAPYKEHBI B MUTO-
XOHApPUSX TpuboB [32] U mojroe BpeMs CIYyXKUIU
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MOJIEIbHOI CHUCTEMON [JiS M3y4YeHUsl HeCTaH-
JNapTHBIX CIIOCO0OB MpaliMUPOBaHUSI OOpaTHBIMU
TpaHcKpunTazamu (0elKoBOe TpaliMUpOBaHUE,
B npouecce kotroporo RT ucrnonb3dyer B Kauectse
npaiiMepa TMAPOKCUIBHYIO TPYMITy OCTaTKa TUPO-
3MHA WIM CepuHa, WIM MHULMALUS de novo, pu
KOTOPOIi BOOOIIE HE UCMOJIb3yeTcs Mpaiimep). Mx
pacnpocTpaHeHue BCE e BecbMa OrpaHUYEeHO,
IMOCKOJIbKY OHM MPUCYTCTBYIOT JIUIIb B HECKOJb-
KHUX JIecsTKax BUIOB TpuOOB Cpeau COTEeH CeK-
BEHUPOBAHHBIX I'PUOHBIX reHOMOB. Oxupaercs,
4yTO, OYyAyuud BHEXPOMOCOMHBIMM OOpa30BaHUSI-
MM, OHU He TOABepraloTcs WHTEeTrpaluu, HO ¢Ghop-
MaJIbHO COCTaBJISIFOT 4acTb MOOuoma Ojaromapst
CIMOCOOHOCTU PETUTMIIMPOBATHCS AaBTOHOMHO.

HEMOBWIbHBIE PETPOSJIEMEHTDI
B BAKTEPUAX N APXEAX:
PETPOHBI, DGR, Abi/UG,
Cas-ACCOLIMMPOBAHHBIE,
G2I-IIOJOBHBIE

Petponsl mipencraBisioT coboif cBoeoOpas-
Hbl€ «OIOMAIlIHEHHbIC» OaKTepuaibHbIe 3JIeMEH-
ThI, COCTOSIIIIME M3 KOBajeHTHO cBs3aHHoi PHK
U MYIBTUKOTNUITHON omHouenoyeyHoit JIHK
(ouJIHK) B onHOI pa3BeTBAEHHOU MoJeKye,
coenuHéHHO 2'-5'-bochonnsupHbiMu  CBSI-
3aMu [22, 23]. Kaxnblii OTAEIbHBIM y4acTOK pe-
TpoHa KOAMPYET MociaeaoBaTelbHOCTh Oenka RT,
Hekonupytonylo PHK, koTopas mnonepraercs
obpaTHoIl TpaHcKpunuuu ¢ nomouibio RT ¢ 06-
pa3oBaHUEM XMMEPHBIX OIHOLEMOYEYHBIX MOJie-
kyn HHK/PHK, a takxke addekTopHbIil reH,
HEOOXOMUMBIN 1J11 aHTU(hAroBoil aKTUBHOCTH.
HecmoTpst Ha TO, 4YTO PEeTPOHBI OBLIM TEPBHIMU
MPOKAPpUOTUYECKUMU HEMOOUJIbHBIMU PETPO-
aJIeMEHTaMU, OTKPBITBIMU Ooiiee 30 jeT Haszan,
UX KJIeTouHas (byHKIIMs ObUla BBISICHEHA TOJBKO B
2020 r. [33—35]. PerpoHbl obecrnieuynBaIOT 3alIUTY
X035IMHA OT IIMPOKOTO CIleKTpa (aroB mocpen-
CTBOM a0OPTHMBHON WHMEKIIMM U TOCeayloleit
rubenu kiaetTok. OHM MUPOKO PacIpOCTPaHEHBI Y
OakTepuii, SIBJISIICH OMHUM M3 OCHOBHBIX KOMIIO-
HEHTOB 0aKTepHabHOM MMMYHHOI cucteMbl. Of-
HAaKO TOYHbIE MEXaHU3MBbI, TTOCPEACTBOM KOTOPBIX
OHM Jal0T OaKTepUsIM YCTOMYMBOCTBL K (aram 3a
CYET 0OpaTHOI TPAHCKPUITIIUU, IO CUX IO HEU3-
BecTHBI. [losiBieHue RT B TpéxyacTHBIX MOAYISIX
BMecTe ¢ MaTpulieit PHK u MHOXecTBOM mpenro-
JlaraeMbIX 2((EKTOPHBIX TEHOB MpPeaIoaraeT ux
MpsiMOe B3aUMOJEHCTBUE B MHAYKIIMY aHTU(DAro-
Boro oTBeTa [36]. JleiicTBUTEIbHO, TaKOE B3aMMO-
neiictBue Habmomanoch B Komruiekce RT, pon-
ctBeHHoM eii oil/IHK u cBsi3aHHO# appekTopHO
HYKJIeo3uaae30Kcupubdo3unTpancdepassl [37].
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PetrpoasiemMeHTDbl, TeHepupyOUIMEe Pa3HOOOpa-
3ue (diversity-generating retroelements, DGR),
MpeacTaBiIsiioT coboil HemoOunbHble RT, koTo-
pble MOIMMUIIUPYIOT COCEIHUE C HUMM IIOCIe-
noBarenbHocT JIHK y Gakrtepuii, apxeii U Bu-
pycoB [38, 39]. Hecmotpss Ha To uTo DGR He
SABJISIOTCS KU3HEHHO HEOOXOAUMMBIMU PETPO-
3JIeMEHTaMM, OHM TE€M He MEHee IOJIE3HBbI IS
CBOUX X03seB. B Haubosee neTajibHO OMUCAHHOM
MonenbHol cucteme DGR cosmaror pazHoobOpa-
3ue B C-KOHLIEBOI BapuabenbHOI 00JlacTu reHa-
MullleHUu (mtd), Koaupymollero 6e10kK 6aKkTepuo-
¢ara BPP-1 Bordetella pertussis. BodHukarmomas
B pe3yJbTaTe 3TOro rurnepBapuadebHOCTh Oeka
XBocTa ¢hara — 00JacTU, KOTOpasi KOHTaKTUpYyeT
¢ OakTepualabHOI KJIETKO BO BpeMs HHMeK-
IIM1 — TI03BOJISIET hary MHPULIMPOBATh OaKTepHU-
aJIbHbIE KJIETKU ¢ U3MEHEHHBIMU pelieNTopaMu Ha
MmoBepxHOCTU. Mcnonb3ysl MoaABEepKEHHYIO OO~
KaMm obpaTHyto TpaHckpunuuio, DGR nmomoraior
YBEJIUYUTh pa3HOOOpa3ue MPOAYKTOB r€eHOB, OCO-
OEHHO TeX, KOTOpbIe YYacTBYIOT B CBSI3bIBAHUU
JIUTAHAOB U MPUKPEIUIEHUU K KIIETKE-XO3SIMHY.
Mo cux mop ocraércs 3araakoil To, Kak JOCTUTaA-
eTcsl aJleHUHOBAsl CNEelU(PUUYHOCTh IieJeHaIpaB-
JIEHHOTO TUIlepMyTareHesa. bosiee Toro, mposep-
Ka cocenHux reHoB B Moayiasx DGR mosBonsieT
MPEAINOJI0XUTh, YTO TUIEPBApUadEIbHOCTh MO-
JKET HE OrpaHMYuBaTLCA MMEPEKIIOUeHUEeM TpO-
MM3Ma U TIOBEPXHOCTHBIM AucruieeM [40, 41].

Cucrembl adopTuBHOii uHpekuuu (abortive
infection systems, Abi), nmpencraBieHHble AbiA,
AbiK u Abi-P2, npeacrasisitoT coboit GakTepu-
aJIbHbIE PETPOIEMEHTHI, CIyXKallue sl 3alUThl
OIpeNneNEHHBIX OakTepuili OT (aroBbIX HHMEK-
LIMiA. DTU TeHbl OOHAPYXXeHBbI TOJbKO B T€HOMAaXx
HEKOTOphIX Oalml (B OCHOBHOM Y Lactococcus
lactis), Tie B OCHOBHOM KOIMPYIOTCS TIa3MUIaMU
(AbiA u AbiK), a takxe B P2-momoOHbIX npoda-
rax B Escherichia coli (Abi-P2). XoTs moapoOHBIit
MEXaHU3M WX AEUCTBUS A0 CHUX MOP HEU3BECTEH,
SICHO, 4TO Oeaku Abi HeoOXOoAUMBI i1 OJOKU-
poOBaHUSI pernuKauuud ¢aroB ¢ MOCAEAyIOIIei
3aMporpaMMUPOBAHHON TMOEIbI0 KJIETOK WU
ynaneHueM ¢ara [42, 43]. MHTepecHO, 4TO OGeoK
AbiK, kak ObLIO MOKa3aHO, OCYILIECTBIsIET HeMa-
TpuuHyto noaumepusauuto JIHK in vitro n xoBa-
JneHTHo npucoenuHserca Kk JJHK, yto yka3wiBaeT
Ha OenkoBoe npaiiMupoBaHue [44]. Takum oGpa-
30M, Abi nmpencTaBisiIoT coboit eme oquH (momMu-
MO PeTpOHOB) TN akKTUBHBIX RT, KoTopblil gaért
MPEUMYIIECTBO CYOMOMyasuuu OakTepuit mpu
arake (paramu. CrneayeT oTMeTuTh, uto RT AbiP2
n AbiK oTamuaroTcs MUCKIIOUUTETbHONM BO3MOXK-
HOCTbIO 0OOpa30BbIBATH KOMITAKTHBIE TPUMEPHI
WJIM TeKCaMephbl B pacTBOpE, a TaKxKe OTCYTCTBU-
eM RT-momMeHa «0oiblIOro majiblia», KOTOPBIA

APXUIIOBA, IOIHEHOBA

3aMEHEH O-COUPAJbHBIM TOMEHOM, COCTOSIIIUM
n3 nosropoB HEAT [45, 46]. di1a 3HaYUTENbHOM
YacTM TaK Ha3bIBaeMbIX Heu3BeCTHBIX Trpyrmn RT
(unknown groups, UG) [47], HEKOTOpbIE U3 KOTO-
pbIX ObLTM He3aBUcHMO Ha3BaHbl DRT (3amuTHbIe
RT) [33], B Oojiee paHHUX UCCAENOBAHUSAX YKa3bl-
BaJOCh, YTO UX HEBO3MOXHO OTHECTU K KOHKpPET-
HoMy Tuny RT, HO mo3:xke 0610 0OHAPYKEHO, YTO
oHu poactBeHHbl RT Abi u urpalotr pojb B aHTU-
(haroBoii 3amuTe, HAXOASICh B TaK Ha3bIBaeMBbIX
3alIUTHBIX OCTPOBKAX, KOTOPBIE COAEPKAT MHO-
2KECTBO IPYIMX I€HOB, 00ECIEYMBAIOIINX 3ALUTY
oT BTop:xKeHus uyxeponHoi JTHK [33, 45].

RT-Cas: nomensl RT Ob11M oOHapyKeHBI psi-
noM ¢ CRISPR-accounnpoBaHHBIMM FreHAMU WA
naxe cautbl ¢ oenkamu Cas [48—50]. IToreHum-
anbHO 9T RT MoryT obGecrneyuBaTh OakTepuaib-
HbIf UMMYHMTET, BbINOJHAS cuHTe3 KAHK Ha
PHK wu3 6akrepuodaros, u 1eicTBUTENLHO, OBLIO
MOoKa3aHO, 4YTO OHM OIOCPENYIOT HacjeayemMoe
MpUOOpeTeHUE KOPOTKHUX IOCJenoBaTeIbHOCTEMH
(cneiicepoB) u3 uyyxepoaHbix PHK-sneMmeH-
ToB [51]. CnusHue c 6enkamu Cas He SBAsIETCS
HEOoOXOIUMBIM, XOTSI U CIOCOOCTBYEeT Oojiee 3¢-
(bexTUBHOI KooIepaluy B3aUMOIEUCTBYIOIINX
nomeHoB [52]. Otu RT He saBasitoTcss MOHODUIE-
TUYECKHMMU, TIOCKOJIbKY BKJIIOYEHBI B CHUCTEMBbI
CRISPR-Cas 13 HeCKOJIbKUX OaKTepUaIbHbIX JIU-
Huit RT [50].

NuTponononodonsie RT rpymmel I — rere-
poreHHass Trpynna HemoOwibHbIX RT, mocne-
JIOBaTEJbHOCTU KOTOPBIX MMEIOT CXOJACTBO C
TakoBbIMU G2I, HO JUIIEHBI PUOO3MMHOTO KOM-
IMOHEeHTa — ObUIM BIIEpBbIe OMWCaHbI B paboTe
Simon et al. [48]. HenmaBHO ObLI10 OOHaApyxXKeHO,
yro RT G2L w3 Pseudomonas aeruginosa (RT
G2L4) y4yacTByeT B TpaHCJIE3MOHHOM CUHTE3€
JAHK u penapamuu IBYyXILIEITOYEYHBIX DPa3pbIBOB
MOCPEACTBOM MUKPOTOMOJIOTUYHOIO COEIUHEHUS
KOHIIOB (microhomology-mediated end-joining,
MME]J) [53]. UHTepecHO, uTo 3ameHa YADD Ha
YIDD B aktuBHoM 1ieHTpe RT G214 orBeTcTBEH-
Ha 3a CABUTI B CTOpOHY BbinojiHeHUsT MMEJ Bme-
CTO YIJIMHEHUs TpaiiMepa, 4TO XapaKTEpHO IS
kaHOHMYHBIX RT G2I ¢ YADD B Kataautuyeckom
ueHtpe. Tem He MeHee KaHoHMYHas1 RT G2I Ttak-
>Ke Obl1a CITocoOHa BhIMOJHATH penaparuio JJHK.

HEMOBW/IbHBIE
OYKAPUOTUYECKUE RT
N NX ITPON3BOJHBIE:
TEJIOMEPA3A, RVT, Prp8

Tenomepasnags  oOpaTHas  TpPaHCKpUNTa3a
(TERT, telomerase reverse transcriptase), omu-
caHHas BbIllIe, HECOMHEHHO, SIBJISIETCSl Haunbosee
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usBectHoil RT ¢ kimioueBoit KiaeTOYyHOUN (YHK-
nueit. 3a c4€r cBoeil aBHOM (PYHKUMU TOAAEP-
JKaHUS JUIMHBI JIMHEHHBIX XPOMOCOM OHa UTrpaeT
XOpOIIIO OMMCAHHYIO POJIb B CTapEeHUU, Pa3BUTUU
paka 1 JOpyrux 3a0ojieBaHMIA 4yejoBeka (arJac-
THYEeCKash aHeMMsI, CUHIPOM KOIlauybero Kpuka,
BPOXAEHHBIN IUCKepaTo3 W T.A.). Pa3pabdaTbhiBa-
I0OTCSI MHOTOYMCJIEHHbIE METOAbl (hapMalleBTHUYE-
CKOIro BO3IEHCTBUSI Ha aKTUBHYIO TeJloMmepasy u
cBsizaHHyto ¢ Heil Mmatpuily PHK TERT B koH-
TEeKCTe MPOTUBOPAKOBOU Tepanuu 1 JeYeHUsT BO3-
pacTHBIX 3a00jieBaHUil (HEmaBHUIT 0030p TpHBeE-
néH B pabote Fragkiadaki et al. [54]).

I'enbl, poacTBeHHbIE 0OPATHOI TPAHCKPHUINITA3e
(reverse transcriptase-related genes, rvf), npen-
CTaBJISIIOT OO0 MocneqHuii oOHapyKeHHBIN TUTT
«OIOMaIlIHeHHbIX» 3yKapuoTuueckux RT, mmpo-
KO pacrpocTpaHEHHBIN y TPUOOB M MHOTIA BCTPE-
YalOUIMICSI Yy OTAEAbHBIX PACTEHUI, TPOCTEHIIINX
u 0ecrno3BoHOUHBIX [55]. TTopa3uTenbHO, UTO 3TU
TeHbl MPUCYTCTBYIOT KaK y MPOKApUOT, TaK U Yy
2YyKapuoT, B OTIMYKE OT Bcex Apyrux tunoB RT.
ITpumeuarenbHo, uto RVT M30 Bcex Tumnos 6ak-
Tepuili 00pa3ylT MOHOMUIETUYECKYIO TpPYIIIY,
YTO TMO3BOJISET MPEANOI0XUTh, UYTO OHU HE OBbLIN
nepeaaHbl TOPU3OHTAIBHO OT 3YKApUOT, KaK U3-
HavyaJlbHO MpeAIoaraaoch, HO, BO3MOXHO, MpHU-
CYTCTBOBAJIM B OAaKTepusIX 10 syKapuoreHesa [56].
I'enbl rvt KonupytoT akTuBHbBIe RT-110m00OHbBIE Oe-
KU, KOTOpbIe y IPUOOB MOTYT IOJIMMEpPH30BaTh
kak dANTP, tak u NTP. benku RVT Takxe crno-
COOHBI K OeIKOBOMY MpaliMUpOBaHUIO. XOTS
Ouonornyeckast QYHKIMS T€HOB rvf ell€ He IMOJ-
HOCTBIO M3y4YeHa, OHM SIBHO COXPAHSIOTCS B pe-
3yJibTaTe €CTeCTBEHHOro OTOOpa, YTO YKa3bIBaeT
Ha UX BaXXHOCTb JJISI KJIETOK-X035€¢B. DTU TEHBI
CUJIBHO aKTHUBUPYIOTCSI TIPY aMUHOKMCIIOTHOM TO-
JIONAaHUU ¥ TTPUMEHEHUU HEKOTOPHIX aHTUOUOTH -
KOB y TpUOOB, YTO IMO3BOJISECT MPEANONOXKUTh UX
ydacTue B OTBETE Ha TaKue areHTHI [S55].

®akTop mnpoueccuara mnpe-MPHK 8 (pre-
mRNA-processing factor 8, Prp8) npencrasnser
c000ii HEOObIYHOE «OJOMAIlIHEHHOE» MMPOU3BO/I-
Hoe RT, koTtopoe morepsiio ABa M3 TPEX KaTa-
JUTUYECKUX OCTAaTKOB acriaprara, B pe3yJbTaTe
Yero yTpaTWJIO CHOCOOHOCTh IOJMMEpPU30BaTh
Hykyeotunsl [57]. Tem He meHee Prp8 sBnsieTcs
BaXHOM 4YacThlO 3yKAapUOTUYECKOHN CIuUIaiicoco-
MBI, peryaupyloiieii e€ coopky U KoH(opmMaluio
Bo Bpewms cruiaiicuara npe-MPHK [58]. bsuto
BbICKa3aHO TipenmnojoxeHue, yto RT-cdparmeHT
Prp8 mnpoucxomuT OT MOOUIBHBIX MHTPOHOB
rpynnsl 1T [59]. DTo naét HaM eli€ oguH mpumep
TOTrO, KaK B XOJI€ DBOJIIOLUU «3TOMCTUYHbBIE» PET-
POTPAHCMO30HbBI MOTYT JaBaTh Hayajlo BaXKHBIM
KOMITOHEHTaM B3YKapUOTUYECKUX KJIETOK, B JIaH-
HOM cjlyyae B KauyeCTBE CTPYKTYpPHOTO 3JIEMEHTA,
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KOTOpBI# 3aKkJitoyaeT B cebOe LEHTPaJIbHYIO YacTb
KPYITHOTO MYJLTUIOMEHHOIo Oejika, CBSI3bIBalO-
myto U5S-mMaPHK (puc. 1, 6). OtcyTcTBUE KaTaau-
TUYECKUX OCTAaTKOB U OYEHb BBHICOKAS KOHCEpBa-
TUBHOCTb MOCJEN0BaTEIbHOCTEN, 00YCIOBIEHHAs
9BOJIIOLIMOHHBIMU OTPAHWUYEHUSIMU, HajaraeMbl-
MU (PyHKUMEN CIijiaiicocoMbl, MPENsTCTBYIOT OJl-
HO3HAYHOMY (PUJIOTE€HETUUYECKOMY pa3MelleHUI0
aToro RT-nmpous3BogHOro [oMeHa, HO €ero Mpouc-
XOXIEHNE, HECOMHEHHO, BOCXOAUT K MOCIeIHEMY
00111eMy MPEeaKy BCEX DYKapHuoT.

SAKIIIOYEHUNE

M3 npuBenéHHbIxX Boile onucaHuii RT nerko
3aKJIIOYUTh, YTO T€ U3 HUX, KOTOpbIE TpUHAIJIE-
’KaT K TUITaM, OTKPBITBIM B 0oJjiee paHHUE TOMIbI,
KaKk IpaBWIO, OOHapyXWBaJUCh Y MHOTOYMC-
JIEHHBIX OPTraHU3MOB C OOJIBIIMM KOJWYECTBOM
konuit RT. BHavase 3T0 ObLIM BUPYCHI, a 3aTeM
KJI€TOYHbIE MHOTOKOTUIHbBIE MOOWJIbHBIE TeHEe-
THUYeCcKMe 3eMeHThl: y ayKapuoT — LTR, DIRS u
LINE-nogo06Hble peTpOTpaHCHO30HbI, ¥ MpoKa-
PUOT — MOOMJIbHBIE MHTPOHKI TpynIbl 11 u peTpo-
IUIa3MUIIBI, @ TaKXKe PEeTPOHbI, MPOAYLUPYIOIINE
MHOTOYMCJIEHHbIE  Pa3BETBAEHHBIE  MOJIEKYJIbI
JHK—PHK B 06akTepuanbHbiX KjeTkax. Perpo-
MOOMJIBHOCTb OOBIYHO oOOecIeuynuBaeTcsl oOIpe-
NEeJEHHBIM TUIOM DJHAOHYKJea3bl, CBSI3aHHOM
C KaXJIblM MOOWJIbHBIM 3JIEMEHTOM W Harolleit
BO3MOXHOCTb OCYILECTBJISITh BHYTPUXPOMOCOM-
Hyto BctaBKy konuu KJIHK. Ha HavyanbHBIX 3Ta-
Iax MHOTHE BYKapUOTUYECKHE MOOWMIbHBIE dJie-
MEHThI ObUIM BBISIBJIEHBI 10 CBOEH CITOCOOHOCTHU
BbI3bIBAaTh WHCEPLIMOHHBIE MyTallUd C BUAMMBIMU
(peHOTUIAMM B IITAMMaXx, TI€ IMIPOUCXOAUT TPaHC-
MMO3WLIMS MYJIBTUKOIMIHBIX 3JIeMeHTOB [60].
Ceituac oueBugHO, 4yTo RT MOryT BBINOJHSATH
IIUPOKUIA CITEKTp (DYHKIIMIA, TOMUMO POJIM B pac-
MPOCTPAHEHUN <«3TOUCTUYHBIX» TE€HETUYECKUX
9JIEMEHTOB. MBI yTBEpXXIaeM, UTO MHOTrooOpasue
«omomairHeHHbIXx» RT OBbLIO CUJIBHO 3aHUKEHO,
a UX poJib CYLIECTBEHHO HEIOOlI€HEeHa, U CYIle-
CTBYET MHOXECTBO BO3MOXHOCTEIl peKpyTHUpOBa-
Hus RT kierkamu-xo3sieBamMu, HECMOTpPSI Ha To,
YTO B LIEJIOM OHU HE SIBJISIIOTCSI HE3aMEHUMbBIMU U
pacrpeneaeHbl HepaBHOMepHO. HeynuBuTenabHO,
YTO MHOTAA OT NepBOHAYaIbHOU UAEHTU(DUKALIMN
TOTO WJIM MHOTO 3JIEMEHTA 10 MPaBUJIbLHOTO OIpe-
NeJIeHNusT ero (pyHKIMU B KJIETKE-XO35IMHE MOXKET
MPONUTU MHOTO BPEMEHU, BILJIOThH A0 JACCATUIETHUA,
€C/IM OH JA€T XO3SMHY CEJIEKTUBHOE IMpeuMylle-
CTBO JIMIIb B OMNpENeEHHBIX YCIOBUSIX. Terome-
pa3zHag RT, konupyeMasi TeHOM C OIHOI KOIUE,
MPECTaBISIET COOOU CyIIECTBEHHOE UCKIIOUEHMUE,
IMOCKOJIbKY OHA MPaKTUYECKU MOBCEMECTHO TpHU-
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CYTCTBYET B dyKapuoTax, U OTKPBITUE TOro (hakTa,
YTO OHAa KOAWpyeT crneuunanusupoBaHHyio RT, T.e.
(bepMeHT, KOTOPBIN paHee CUnTaICI XapaKTepHbIM
JIMIIb JJIS1 BUPYCOB U MOOMJIBHBIX 3JIEMEHTOB,
MPOU3BEJO HACTOSIIYI0O PEBOJIOLUMIO B JaHHOM
obGsactu uccnenoBaHuii [26]. Tem He MeHee maxe
KPUTUYECKU BaxKHasi (PYHKIIMS TTOAepKaHUS CcTa-
OMJIBHOCTU TeJIOMEP MOXET IMOAAEPXKUBAThCS 3a
CYET He3aBUCHMBIX 3aIllaCHBIX MmyTeit [61].

CToMT MOMYEPKHYTh, YTO «IIpupydyeHue» RT
Yy 9YKapuOT Hepa3pbIBHO CBSI3aHO C TOSIBJIEHUEM
JNOTIOJIHUTENbHBIX (YHKIMOHAIBHBIX JTOMEHOB,
KOTOpPBIE TPEIOTBPAIAOT MPOU3BOJIbHBIN CUHTE3
eto kKIHK ¢ ucronb3oBaHueM cCiydaiiHBIX KOM-
OuHanuii mpaitmep/mMatrpuuia. B Lieiom, He oXu-
naetcst, yto cuHTe3 Konuii KIAHK Ha ciydyaiiHbIX
Matpuniax PHK kneTku-xo3siuHa mNpuHeceT el
MOJIb3Y, U 3TOT MPOLECC CIAEAyeT MpenoTBpallaTh.
Camblil TIpocToit croco® 3To caenaTb — ycTpa-
HUTh KaTaJIUTUYECKYI0 aKTUBHOCTb MYTEM 3aMe-
Hbl OCTaTKOB aKTMBHOIO IIEHTpa, KaK B ciyyae
Prp8. Hpyroii BapuaHT — U3MEHUTh KOH(pUTypa-
IIMI0 aKTUBHOTO IIEHTpa 3a CUYET BCTABKU JOIOJI-
HUTEJbHBIX CTPYKTYPHBIX METEIb, KaK B T€HaX FVL.
Hakonen, TERT gocturiu ctporoii cyocTpaTHOM
cnenuUuIHOCTU Ojlaromapsi BBICOKOW CTeNeHU
creluagu3alii B OTHOIIEHUM HeCBSI3aHHOM
BbICOKOCTpYKTypupoBaHHoit PHK (Ha3biBaeMoit
TER unu TR), koTopas comepXUT KOPOTKUIA
00paTHBI KOMIUIEMEHT TEJIOMEPHOI ITOBTOPSIIO-
LIEcd eIUHULbI, ClyXalleid MaTpulleil, U Cre-
nuduIecku B3auMoaeicTByeT ¢ jomeHoM TRBD,
BBITMIOJIHSIST BhICOKOIpolieccuBHbIN cuHTe3 JTHK
M0 MeXaHU3My OOpaTHOI TpaHCKPUIILIMM, Tpaii-
MUpyeMOii B caiiTe mHTerpauuu (target-primed

APXUIIOBA, IOIIEHOBA

reverse transcription, TPRT) ¢ 3'-koH110B 3Kcmo-
HUPOBAHHBIX KOPOTKMX (G-00TaThbIX TaHIEMHBIX
MOBTOPOB Ha KOHIIAX JIMHEHHBIX XpoMOcoM [62].
TpynHo He yAUBIATBHCS TOMY, YTO CHELUATN3UPO-
BaHHBII (epMeHT, 11st KoToporo OJOBHUKOBBIM
ObL1a MpenckazaHa ClocoOHOCTh pelaTh mpoobJie-
My yTpathl KoHIleBolt JIHK u coxpaHsaTh uenoct-
HOCTb XPOMOCOM, TIPOMCXOAUT OT MOOWIbHBIX
5JIEMEHTOB, M3HA4YaJlbHO MpeIHa3HAYCHHBIX IS
HapyIIEHUST CTAOMIILHOCTU XPOMOCOM.

Bxkaan aBropos. U.P. Apxunosa, M.A. IOure-
HOBa — KOHIIETIIUS, HAllUCAHUE U PeAaKTUpPOBa-
HME TeKCTa CTaThbU; PUCYHKU ObUTM alanTUPOBAHBI
M.A. u3 cBoeil mpe3eHTaluu Ha KOHMepeHLIU
2022 1. «IlsatbaecaT aeT oOpaTHOI TpaHCKPUIITA-
3bl» (Cold Spring Harbor, “Fifty Years of Reverse
Transcriptase™).

Bnaaromapuoctu. PaGora mocssilneHa nmamsTH
Anekcess OJOBHMKOBA U 3aMeHsIET cO0OOi 3aruia-
HUPOBaHHYIO paHee JIMYHYylo0 Oeceny, KoTopas
JMOJDKHA Oblla Mpou3oiiTh B MocCKBe, HO Tak
U HE COCTOSJIACh.

®unancuposanne. JlabopaTopHble MCCIEIO-
BaHMSI TOAAECPXaHbl TpaHTamMu HalumoHanibHO-
ro uHctuTyTa 3apaBooxpaHeHus CIIA (M.A.,
ROIGMI111917) wm HamuoHajlbHOro Hay4YHOTO
¢donpa CIHA (MU.A. u N.JIO. — MCB-2139001,
MCB-2326038).

KondaukT unTepecoB. ABTOpHI 3asBISIOT 00
OTCYTCTBUY KOH(JIMKTA UHTEPECOB.

Co0moaenne 3THIecKux HOpM. JlaHHas cTaTbs
HE COACPXUT OIMUCAHUM KaKUX-JIMOO HCCIeno-
BaHUI C YYACTUEM JIIOACH WJIM UCIIOJIb30BAHUEM
>KUBOTHBIX, BBITTOJTHEHHBIX aBTOPaMMU.
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THE VARIETY OF REVERSE TRANSCRIPTASES
AND THEIR RECRUITMENT BY HOST GENOMES
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Reverse transcriptases (RT), or RNA-dependent DNA polymerases, are unorthodox enzymes that origi-
nally added a new angle to the conventional view of the unidirectional flow of genetic information in the
cell from DNA to RNA to protein. First discovered in vertebrate retroviruses, RTs were since re-discovered
in most eukaryotes, bacteria, and archaea, spanning essentially all domains of life. For retroviruses, RTs
provide the ability to copy the RNA genome into DNA for subsequent incorporation into the host genome,
which is essential for their replication and survival. In cellular organisms, most RT sequences originate from
retrotransposons, the type of self-replicating genetic elements that rely on reverse transcription to copy and
paste their sequences into new genomic locations. Some retroelements, however, can undergo domestica-
tion, eventually becoming a valuable addition to the overall repertoire of cellular enzymes. They can be
beneficial yet accessory, like the diversity-generating elements, or even essential, like the telomerase reverse
transcriptases. Nowadays, ever-increasing numbers of domesticated RT-carrying genetic elements are being
discovered. It may be argued that domesticated RTs and reverse transcription in general is more widespread
in cellular organisms than previously thought, and that many important cellular functions, such as chromo-
some end maintenance, may evolve from an originally selfish process of converting RNA into DNA.
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