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1. Beenenwue. 1. Bapuants! opranuzarun mt-reHoma. 1. Pegaxtupo-
BaHME NepBUYHbIX TpaHckpuntoB MT-JIHK. IV. 3axmouenue.

I. BBEAEHHUE

Kaxymrasicst mpocToTa opraHn3anni MATOXOHIPHAIIFHOTO TeHOMa OY€Hb
oOmanurBa. C MOMEHTA YCTAaHOBJICHHUS MIEPBHIX MPUMEPOB OpTaHU3AINN
MTIHK monexymnst [ 1-3] kpyT BOITpocoB, Kak 1 MOYEMY PacTeT B TeOMET-
pudeckoit nporpeccu. Jlojroe Bpemsi Ka3ajioch, YT0 OCHOBHOM (hopMoii
OpraHM3alvu sBisieTcs Konblierast Mosekyna JIHK, npaktruuecky nuineHHast
ACCOLMUPOBAHHBIX C HEll OEJIKOB, a IMHEHHBIC BAPUAHTHI, 00HAPYKEHHBIE Y
npezacrasuteneii Ciliata (Tetrahymena v Paramecium), — 3T0 UCKITIOUCHHE
u3 obuiero mpasmia. OHAKO B HACTOSIIIEE BPEMs HCCIICIOBATENN CTOJK-
HYJIUCH ¢ OOIBIIMM HAOOPOM BapHAaHTOB, M YUCIIO UX MTPOJOIKAET YBEIIH-
YHMBaThCsl, 0COOCHHO B MOCIeIHEE AecsTuieTHe. Pa3mimuus kacatoTcs Kak
(OpMBI OpraHU3aIMK MOJIEKYIIbI, CyMMapHOTO pa3Mepa MOJICKYJIbI, TaK
1 (hopM OpraHM3aLuHU «HYKICOUIa», pa3IHyaromerocs Habopa Oenkos,
KOZIUPYEMBIX MUTOXOHJPHALHBIM T€HOMOM, Pa3HOO0pa3Hs MEXaHU3MOB,
MPUBJIEKAEMBIX K pealu3aluy reHetudeckoi napopmanuu. lnpokas
JIOCTYITHOCTb METOJIOB YCTAHOBJICHHUSI NEPBUYHONW CTPYKTYPBI MOJHBIX
TEHOMOB OTKpPbLIa BO3MOKHOCTH JUUIsl aHAJIM3a OIPOMHOIO KOJIMYECTBA
T€HOMOB OPTaHW3MOB OT MPOCTEUIINX 0 MIeKomuTaromux. Ha Hagano
2012 r. B GenBank nenormpoano okoro 3000 mocienoBarensHOCTE! Mo-
HOpa3MEpHbIX MUTOXOHPUAIbHBIX TEHOMOB, B TOM uKcie, 2683 Metazoa,

TIpunamule coxpauyenus: MT-TeHOM — MUTOXOHJPHANbHEIN reHoM; Kbp —Teicsya
nap ocHoBaHuil; MPHK — marpuunas PHK; P/l — penaktupyemslil 10MEH, y4acTOK
HEepPBUYHOTO TPAHCKPUITA, TPEOYIOMNH PeTaKTHPOBAHUS; MaH-PEIAKTUPOBAHUE —
pEeIaKTUPOBaHHE NEPBUYHOIO TPAHCKPUIITA T10 BCEW JAJIMHE MOJIEKYIIbI.
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109 npencrasureneit Fungi, 69 — Viridiplantae 1 90 — Protista (www.ncbi.
nlm.nih.gov/genomes). B qanHoM 0030pe MbI OCTaHOBUMCSI HA BAPHAHTAX
CTPYKTYPHOI OpraHu3auu (apXUTeKType) MUTOXOHPHATBHOTIO TeHOMa,
B KOTOPYIO BXOJSAT CICAYIOLINE XapaKTEepHbIE 0COOCHHOCTH: pa3Mep U
dopma mosexyn IHK, Habop KomupyeMbIX TeHOB, HATMYHE KPUIITOTCHOB
U PEeaKTUPOBAHUE MIEPBUYHBIX TPAHCKPHUIITOB.

II. BAPUAHTBI OPTAHU3AIIUU MUTOXOHAPUAJIBHOI'O
I'EHOMA. PABSMEP 1 ®OPMA MOJIEKYJI JHK

3a 6onee, yem S0-TH JETHIOIO UCTOPHUIO M3YyUSHHS MT-TEHOMA CTaJI0 ove-
BUJIHBIM, YTO CTPYKTYpHAsi OpraHU3aLus MOXKET OBbITh ITPE/ICTaBIeHa O0JTb-
MM pazHooOpaszueM GopM. MoKHO BBIIETUTH 6 OCHOBHBIX BAPUAHTOB:

1) Konbuesas monexyna ¢ pazmepom ot 11-12 Kbp no 28 Kbp.

2) KonbieBas monekyna ¢ pazmepom ot 22 Kbp g0 1000 Kbp.

3) Konbuesas monekysa 6osee 22 Kbp ¢ o1HOBpeMEHHBIM IPUCYTCT-
BUEM IUIa3MUI0TIONO0HBIX MOJIEKYIL.

4) Ionmynsinust reTepOTreHHBIX KOJIBLIEBBIX MOJICKYIL.

5) [Homymsiust TOMOTEHHBIX JIMHEUHBIX MOJIEKYI.

6) ITonmymnsiust reTepOreHHBIX JTMHEUHBIX MOJIEKYI.

OcrtanoBuMcs Oojiee NOAPOOHO HA XapaKTEPUCTUKE BAPHAHTOB.

Omnucanyne BapHaHTOB MOApa3yMeBaceT Bce (hopMbl MOJIEKy, OOHApY-
JKUBAEMBIX B MUTOXOHIPUH.

1) Kinaccuueckoe mpeicTaBlieHue O MUTOXOHIPUAJIbHOM F€HOME BBITJIS-
JIUT TaK: TeHOM MUTOXOHAPHH KJIETOK OOJIBIIMHCTBA )KUBOTHBIX BBITJISIAUT
OTHOTHITHO. DTO, KaK MPaBUII0, KOJIBIIeBast MoJIeKyIa pasmepom 1420 Kbp.
OO6wraHO Tako# reHoM komupyet 2 prdbocoMubix PHK, 13 ciemmdraeckmx
noyrienntuoB U 10 25 TPHK (kommuecTBo MOXKET MEHATHCS OT 2 10 24
Y pa3HbIX BUAOB). | eHOMBI JKMBOTHBIX CO/IEPKAT OYCHb HE3HAYNTEIbHBIN
npoueHT Hekoaupyromed JIHK B Buae ea1MHCTBEHHONW KOHTPOJbHOMN
00macty (0HAKO, BCTPEYAIOTCSI HICKITFOUCHHUS, KOTIa KOHTPOJIbHAS 001acTh
npuoOpeTaeT OONBINYI0 MPOTIKEHHOCTH, [4—11]). HTpoHBI B reHax
OenkoB orcyTcTBYIOT. [enbl TPHK pacrnionoskeHbl, Kak IpaBUIlo, MEXKIY
reHaMu OEJIKOB U, KpOME OCHOBHOM (DYyHKITUH — TPAHCTIOPTa aMUHOKHCIIOT
npy OMocHHTE3e OeJIKa, BBIMOIHAIOT (PYHKINIO CUTHAJIOB («3aIlsIThIX» ), IO
KOTOPBIM IPOUCXOUT MPOLIECCUHT nonuicTponHoi npe-MPHK. Muorna
BCTPEUAIOTCS KOJIbIIEBbIE MYJIBTHMEPHBIC (allle BCEro IMMEpHbBIE) MOJie-
KyJIbl, yCTPOEHHBIE 10 THITY «T0JI0Ba—XBOCT». [[puMepom Takoro BapraHTa
SBJISIETCSl MT-TEHOM KIICTOK JKMBOTHBIX (pHcC 1a).

2) Bropoii BapuaHT — 3TO TaKKe KOJIbLIEBAsl MOJIEKYJa, pa3MEpHBIE
rpaHulbl KOTOpOH HaxoasaTcs B mpenenax 19 — 1000 Kbp. Mr-reHom
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Puc. 1. Ilpumeps! CTPyKTYpbl MUTOXOHPUATIBHBIX T€HOMOB 1, 2, 4 1 5 TUIIOB.

la— Felis catus; 16 — Synedra acus; 18 — Trypanosoma brucei; 1t — Paramecium
aurelia. Cxembl ioctpoensl B iporpamme Vector NTI ¢ ucronb3oBaHueM aHHOTAIAN
n3 GenBank (NC_001700, GU002153, M94286, NC_001324).
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BBICIIMX pacTeHW# mnpencrtasieH moiekynamu ot 100 mo 1000 Kbp.
OTnruust OT MEpBOrO BapHaHTa KAaCcaIOTCsl B IEPBYIO O4epe/b HATUIHS
MEXI€HHBIX CHEWCEPHBIX MOCIEJ0BATEILHOCTEN pa3HON MPOTAKEH-
HOCTHU U MPHCYTCTBUEM JIOTIOIHUTENBHBIX TeHOB. KonmruecTBo HIeHTH-
¢unmpoBaHHbIX TeHOB KomnebneTcst oT 40 1o 156. CTpyKTypHBIE TeHBI Y
HEKOTOPBIX BUJIOB copepxkar UHTpoHsb! [ uiu I tunma. ITpumepom storo
BapHaHTa OPTaHU3alMU MOXKET ObITh TEHOM JTUAaTOMOBOM BOJIOPOCIU Sy-
nedra acus [12] (puc 10), reHOMBI 3eJICHBIX ¥ KpacHbIX Bogiopociiet [ 13] wiu
MPEICTaBUTEINSI BOPOTHUYKOBBIX )KI'YTUKOBBIX — Monosiga brevicollis [ 14].

3) Jlnst TpeThero BapruaHTa XapakTepHO NPUCYTCTBHE TIOMUMO KOJIbLIE-
BOW MOJIEKYIIBI (pa3Mepbl MOJIEKYIIBI KaK BO BTOpoM BapuanTe ot 20 10 1000
Kbp) m1a3mMuaonono0HbIX KOJIBIEBBIX WK TMHEHHBIX MOJIEKYJ pa3Mephl
1 KOJIMYECTBO KOTOPBIX MOKET BapbUPOBATH B INUPOKUX Mpeaenax. Takoi
BapUaHT BBISBJICH Y MHOTHX I'PUOOB U y BBICLIMX PACTECHHH.

4) B yeTBepTOM BapuaHTe FeHOM MPE/ICTaBIICH HECKOJIBKUMH Pa3Inyaro-
LIMMHCSI KOJIBLIEBBIMH MOJICKYJIaMH B OIHOW MUTOXOHIpHHU. B kauecTse
IprMepa COLIIEMCS Ha MT-TeHOM [apa3uTHYECKOTO MIPUMHUTHBHOI'O MHO-
rokJieTogHoro (comepxut Bcero 20-30 knetok) Dicyemida misakiense
(wn Rhombozoa). I'enoM nipenctaBieH HA00poM MIHHHKOIBIEBRIX JTHK
¢ pasmepom 1-2 Kbp. Ogna momekysna, Kak IPaBHIIO, COIEPKUT OIHY
pamKky cuuthiBaHms. KommdgecTBo Mosekyn koieometrcst ot 100 zo 1000
Ha KJIeTKy. [15]. Y mpencraBurens numonemMun Rhynchopus euleeides
BBISIBIICHBI JIBA BapHaHTa KOJNBIEBRIX MoJiekyin 7,0 u 7,7 Kbp [16].

ITomoOHBI BapuaHT BeIsIBIEH y 6 n3 10 BUIOB MyX0emoB W BIIEH
(Insecta: Phthiraptera). ['eHoM 3THX BHIIOB NpEICTaBIEH HECKOJIbKHMU
BapHaHTaMU: TUN | — IOJTHOpa3MepHasi XpoMocoMa ¢ 37 reHaMH U Habop
TeTEePOTeHHBIX MHHHUKOJBIIEBBIX MOJICKYI;, TUI 2 — HA0Op MHUHHUKOJIEII,
MEHBIIHX 10 Pa3Mepy, 4YeM ITOJTHASI XPOMOCOMa C OJJHOM KOPOTKOHM KOHT-
POJILHON 001aCThIO; TUIT 3 — HAOOP MUHUKOJICI, COAepKaMX 1-3 reHa
C MPOTSKCHHON CIIOKHOU KOHTPOJIbHOM 00macThio [17].

YHHKabHas OpraHu3alys MT-reHoMa OOHapyKeHa y peIcTaBuTesen
rpynmnsl kuHerornactun. Ipencrasureneit Kinetoplastida pasnensitor
Ha Tpynnsl Prokinetoplastina (6omonuasl Ichthyobodo n Perkinsiella)
n Metakinetoplastina (octaBummecst 60TOHUIBI M TPUITAHOCOMATHIb1). B
npenenax Metakinetoplastina Beiessitorest ueTbipe kiaga: Neobodonida,
Parabodonida, Eubodonida (Bodo saltans) n Trypanosomatida [18].
VY Kuneromnactug B €IMHCTBEHHONH MUTOXOHAPHUHU KIETKH MMEETCS
CJIOKHBIH accouuar, NpeACTaBICHHbBIN IBYMsI MOMYJISLIUAMHU KOJIBLEBBIX
monekyn JIHK: muaukonbieBeimu (pazmepom 0,5 — 12 Kbp B konmuecTBe
10 10°) u makcukombieBbiMu (20-50 monekyi ¢ pazmepom 20—40 Kbp)
(puc 1B). Monekybl cUeIIeHbl Ipyr ¢ APYIOM IO TUIy KaTeHAaHOB M
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(OPMUPYIOT CIIOKHYIO CTPYKTYPY, KOTOpasi BCTPEUAETCS B IUTEPAType MOJT
pasHbIMH Ha3BaHHUSAMU: ceTh (network), kop3una (basket) unu accoruar.
[Tpu 3TOM, HICTHUHHBIM aHAJIOTOM MT-TeHOMa (KON PYIOIM CTaH JapTHBIC
MUTOXOHApPUAIbHBIE OCTKN) SBISIOTCS MAKCHUKOIBIEBBIE MOJICKYJIBI.
YcraHoBIIEHHAs HAa CETOAHSIIITHUA MOMEHT (DYHKIMSI MHUHHUKOJBICBBIX
MOJIEKYJT 3aKJII0YaeTCs B KOJUPOBAHUN ManbIX «TuaoBbix» PHK, koTopbie
HEOOXOMMBI JIJIsl POLIecca YPUIMIOBOTO PEAAKTUPOBAHUS MHOXKECTBA
MEePBUYHBIX TPAHCKPUIITOB MaKcHKouIell. He HCKITIoueHO, YTO MUHHKOJIBIIA
MOTYT BBITIOJNIHATH U KaKUe-TO Apyrue QpyHKIHU. Y OOJOHUI accouuar
MT-/IHK MeHee koMIakTHBIN 1 MUHUKOJIBLIEBOM KOMIIOHEHT MPeICTaBIeH
0oJiee MPOTSHKEHHBIMU MOJICKYJIAMH.

Cropripr3oM OKa3anochk IPUCYTCTBUE B KJIETKaX HEKOTOPBIX JBYCTBOP-
YaThIX MOJUIIOCKOB (B 4aCTHOCTH, IpeAcTaBuTenu poxa Mytilis) nByx
Pa3IMYaroIUXCsl BAPUAHTOB KOJIBLEBOIO MT-TEHOMA: «MYKCKOTO, M)
U ©KeHCKoro, Fy», HacienoBaHue KOTOPBIX MPOUCXOANUT ABYMSI MyTSIMHU:
yepes sinexnerky (F) u uepe3 ciiepmy (M). B cBsizu ¢ aTiM mosiBUIICS
TEPMUH — IBYPOIUTEIbCKOE HacnenoBanre MT-renoma (DUI), B oTimnuue
OT NPUBBIYHOTO OJHOPOJUTENIHCKOTO (MAaTEpPUHCKOI0) HAClEAOBaHUS
(SMI) [19]. M u F renomsr y Mytilus galloprovincialis paznugarorcst o
HOCJIEA0BATENILHOCTH HYKJIEOTHI0B TpuMepHO Ha 20%, X0Ts1 HAOOP r'eHOB
1 WX PacIojioKeHNE B TCHOME MACHTHYHEI [20].

5) Jlna nsiToro BapuaHTa XapaKTepHbI TMHEHHbBIE OTHOKOMITOHEHTHbIE
MUTOXOHJPHUAJIbHbIE T€HOMBI, OOHApY>KEHHbIC B PAJle HE3aBUCUMBbIX
(uoreHeTHYECKUX IMHMIA: Y HeKOTOphIX pezacTaButenei Ciliata (7etra-
hymena pyriformis [21] u Paramecium aurelia [22] (puc 1r)), Apicomplexa
(Plasmodium v poacTBeHHbIC BUJIbI) [23], rprOOB, 3€JIEHBIX BOIOPOCIICH
(Chlamydomonas v poicTBEeHHBIC BUJIBI), )KUBOTHBIX Ipymmbl Cnidaria
[24-26]. Onuu u3 Hanboiee KPyIHBIX JUHEHHBIX MT-reHOMOB Yy Cilliata
oxapakrepusoBat jyist Oxitricha trifallax [29]. [enoM nipejicTaBiieH JIMHEH-
HOW XxpoMocomMoit okosio 70 Kbp u nunetinol tutazmuoi okoio 5 Kbp.

Jluneitnbie Monekyisl MT-JIHK copepskar pazHooOpa3Hbie KinacTepbl
TaHJIEMHBIX MTOBTOPOB [27], BBIMOMHSIOMUX POJb TeloMepoB. Hozek u
Tomamka [28] cucTeMaTH3UPOBAIN TEIOMEPHBIEC MOCIIEI0BATEIBHOCTH
muHelnbIx MT-J{HK B Buie 6 BapraHTOB. 5 13 HUX (OPMHUPYIOTCS COOCT-
BEHHO nocinenosarenbHocThi0 JJHK: 1) KoBaneHTHO 3aMKHY ThIE ITHIIBKH
Ha o0oux KoHUax (Hampumep, y undysopuu Paramecium aurelia,
npoxokeit Pichia pijperii w Williopsis (panvwe Hansenula) mrakii); 2)
KOBAJICHTHO 3aMKHYTAasl IIMUJIbKA Ha OZHOM KOHIIE M KJIACTEP KOPOTKUX
MOBTOPOB Ha JPYroM KOHIIE MOJIEKYJBI (TJIa3MHUABI B MUTOXOHAPHSIX
ackomuueTa Fusarium); 3) KinacTepbl TAHAEMHBIX IIOBTOPOB (HAalpuMep,
y undpyzopuu Tetrahymena thermophila), B HEKOTOPBIX CIy4asiX YIOKEH-
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HBIC B TeJOMepHBIe TeTH (t-memmw) (y 3eneHoit Bomopocmu Chlamy-
domonas parapsilosis); 4) "HBEpTUPOBAHHBIE TTOBTOPHI U JIMHHEBIC
OITHOTIETIOYECUHBIC YUacTKU Ha 3'-koH1ax (Hampumep, y Chlamydomonas
reinhardtii); 5) c0XHbIE KJIaCTEPHI TIOBTOPOB PA3IUYHBIX THIIOB, HAPH-
mep, y Theileria parva (Apicomplexa), Amoebidium parasiticum (Ichthyo-
sporea), B JIMHEWHBIX TIIa3MHIaX MUKcomuLeTa Physarum polycephalum
(Myxogastrids). Emie oqun BapuaHT 0003HaYCHMsI KOHIIA XPOMOCOMBI
omnpenensieTcs OeNKoM, KOTOPBIM crienn(prUUecKr KOBaJCHTHO MPHUKpeEI-
nsercs K 5'-koHuam kaxjoit nenu JAHK (manpumep, y THHEHHBIX MUTO-
XOHJPUAIIBHBIX TIa3MUJI TPHOOB).

6) B mecTom BapuaHTe '€HOM NPEICTABICH TeTePOreHHOMN MOMmysi-
el TMHEHHBIX MOJIeKyIl. B kauecTBe mpumepa mnpuseaeM Amoebidium
parasiticum, TeHOM KOTOPOTO MPE/CTaBICH HECKOIBKUMH COTHSIMH JIMHEH-
HBIX MOJIEKYJI (CyMMapHasi cIokHOCTh renoMa 6omnee 200 Kbp) [30]. Dot
JKe BapHaHT OOHApy)XeH TakkKe y mpejicraBurens rpymmsl Euglenozoa
(E. gracilis). OOmiast reHeTH4ecKasi CJI0KHOCTh TEHOMA OICHUBAETCS B
60 Kbp, HO BBIIENsETCS KaK HA0Op KOPOTKUX JTMHEHHBIX (pparMeHTOB
[31, 32]. Bo3amoxxHO, I0JJ0OOHAsI CTPYKTypa T€HOMa CYIIECTBYET U Y
npyrux npenctaButeneit Euglenozoa — Diplonemid u Euglenids [16].
CxutagpiBaeTCsl BIIEYATIICHUE, YTO CIOKHBIN HA0ODP JTMHEHHBIX MOIIEKYT
COCTaBIISIET MT-TeHOM JuHO(maremaT [33, 34]. YHukanpHas CTPyKTypa
MT-TeHOMa oOHapykeHa y mpenctaButeis Cubozoa Alatina moseri.
18 TeHOB pacIoIOKeHBI Ha 8 JIMHEWHBIX XpOMOCOMaX pa3MepoM oT 2,9
1o 4,6 Kbp, mpudem Bce XpOMOCOMBI UMEIOT HICHTUIHBIC TEIIOMEPHBIC
MOCJIeNOBAaTEILHOCTH [26].

3HauUUTEIHHOE KOJIMYECTBO PAOOT 10 OIEHKE CTPYKTYPBI MT-T€HOMa
IIPOBOIMIIOCH € TOMOUIBEO AIIEKTPOHHOM MUKpOcKonuu. ITpu 3ToM aBTOpBI
HaOJIONIAJTN CTPYKTYPBI THIIA KOJIBIA C ITTHHHBIM JIMHEHHBIM XBOCTOM HJTH
BeTBsiecs. Kak mpaBuiio, Takue CTPYKTYPBI SBISIFOTCS TIPOMEKYTOY-
HBIMU NPOAYKTaMu NpH perutikannu JJHK mo tuny kartsiierocs Koiblia
[23]. B oTo0if cBsi3u ciemyeT 3aMeTUTh, uTo Bhiaenenue MT-JAHK nemne-
c000pa3HO BECTH U3 KIIETOK, HAXOASIIMXCS B CTAJNU TOKOs. B akTuBHO
Jensmuxcs kinetkax npenapatsl MT-JHK mMoryT copepkars Oomblnoe
KOJIMYECTBO MPOMEXKYTOUHBIX MPOIYKTOB PEIIMKalMU. B yacTHOCTH,
9TO 00CTOSATENBCTBO BBI3BIBAET OKHMBJICHHYIO TUCKYCCHIO O CTPYKTYpe
MT-reHOMa Yy Saccharomyces cerevisiae [35].

SBJIEHUE I'ETEPOITIIASMUUA

I'eTeponna3smust — NpUCYTCTBHE B KJIETKE PA3TUYAIOIINXCS MOJIEKYI
mutoxonapuanbhoii JJHK. Kak npaBuno, peds B JTaHHOM ciiydae UIeT 00
OJHOTHITHBIX MOJICKYJIaX, UMEIOINX HeOoJblne oTnyus. Pazauyaror
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JIBa BapHaHTa FeTePOTUIa3MHH: Pa3MEPHYIO B calToBY10. OOBITHO TTepBast
SIBJISIETCSI PE3YJIBTaTOM TPHUCYTCTBHS B KOHTPOJIBHOW 0OJIacTH MoJie-
KyJIbl Pa3HOTO KOJIMYECTBA CPABHUTEIHHO KOPOTKUX MOBTOPSIIOIIMXCS
nocnenoBarenbHocTelt (10-100 HykneoruaoB). Cuutaercs, 4To yBelu-
YCHHE KOJMYECTBA TOBTOPOB CBS3aHO C MHTEHCH(HKAIMEH mpolecca
tpanckpuniuu MT-JIHK PasmepHyro rereporuiazmMuo GUKCHUpOBAIU Y
MHOI'UX OPraHru3MoOB, B YaCTHOCTHU Y pI)I6, HAaCCKOMBIX, JICTYUUX MBIIIIENH
u 1p. [36, 37]. CaiitoBasi reTepOILIa3Mus Yalle BCEro CBSI3aHa ¢ HAKOILIe-
HueMm myTarwmii [37]. B paMmkax maHHOTO 0030pa MbI He OyjieM noApoOHO
OCTaHABIUBATHCS HA TOM SIBIICHUU.

CYIIECTBYET JIM CHEHUONYHOCTL ®OPMbI OPTAHU3ALIMN
MT-TEHOMA Y OIIPEJEJIEHHBIX I'PYIIIT OPTAHU3MOB?

CymecTByeT 1 cnelu(GUIHOCTh TOW WM MHOW (OpMBI OpraHU3aIiu
MT-T€HOMA Y POACTBEHHBIX TPYIIIT Opranu3MoB? J{Jist XOpIOBBIX )KHBOTHBIX
XapakTepHa ToNbKOo 1 hopMa MUTOXOHAPUATTEHOTO TEHOMA, T.€. KOMITIAKT-
HOH KoublieBOM Monekysbl. C pyroil CTOpoHbl, y 6€CIO3BOHOYHBIX
JKUBOTHBIX MBI BUANM nipuMepsl hopm 1, 2 u 5. [IpaBaa, B 3T0i rpymme
JKHBOTHBIX MPEUMYILECTBEHHO MpeAcTaBieHa popma 1, octanbHble POpMEI
BCTPEUAIOTCS KaK UCKIIIOYCHHUE U3 ITPpaBuIia. MeHblIas KOHCEPBATUBHOCTh
HaOonaeTcs y pacTeHuil u Boropocieil. Ckopee 31ech MOKHO TOBOPHUTE O
TeHaeHuusIx. Kak npaBuiio, 570 — reHoM (OpMBI 2, TOCTaTOYHO KOMITAKTHBII
(100-500 Kbp y BeIcInx pactenuit, 40 — 90 Kbp y 3enenbix Bogopocinei,
3a UCKJIIOYEHUEM MPEACTaBUTEICH XJIOPOPHUTOBBIX BOJOPOCIEH, pasMep
ot 15 no 40 Kbp) n nmeronuii cnenuduueckue npuzHaku. Hampumep,
MT-T€HOM BBICIIMX PACTCHHUH MMEET NMPEUMYLIECTBEHHO MHTPOHBI I
TPYIIIbL, TOIAA KaK Y APYTUX OPTaHW3MOB 3TOT THII HHTPOHOB BCTPEUACTCSI
B BHUJE UCKIIOUeHUs. B cpenHeMm MT-reHoM pactenuil kopupyer 50—70
OenkoB (0e3 yueTa HenISHTH(PUIIMPOBAHHBIX PAMOK CUUTHIBAHHSI I PAMOK
CUHUTHIBAHUS B MHTPOHAX). MT-TEHOM BBICIINX PACTCHHHA KOAMPYET 5S
pPHK, ren koTopoii He 00HapyKUBaETCs y IPYTHX OpraHu3MoB. UTo Kaca-
€TCsl OCTAJIbHBIX I'PYIII OPraHU3MOB, TO CXOZICTBO HAOJIIOAEeTCs HA YPOBHE
cemeiicTB. OcOOEHHO 3TO OTHOCHUTCS K MPEACTABUTENSIM MPOCTEUIIIHX.
Creyer OTMETHTB, UTO Yallle BCETO, 3HAaUNTENbHbIE OTIINYHSA B CTPYKTYPE
reHOMa HAOJIIOMAI0TCs Y Tapa3uTHIECKIX OPTaHN3MOB.

B nmocnennee pecsatunerue Gmarogaps HAKOIMJIEHHIO OTPOMHBIX
OronH(OPMAIIMOHHBIX MACCHBOB JIaHHBIX (BKITIOUAIOIINX MOP(OIIOTHIO,
OMOXMMHUYECKHE XapaKTEPUCTHKH U JAHHBIE O CTPYKTYype T€eHOMOB) ObLiIa
MpeUIokeHa CUCTeMa SYKapHOoT, Peroiararomias rpynipoBaHue BCeX
OpraHu3MoB B 5—8 OONBUINX «CYNEPTPYII», OMHCHIBAIOUINX TUBEP-
renuuio dykapuot [38—40]. MuTtepecHo mpoaHalIu3upoBaTh pacipe-
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Puc. 2. Cxemarudeckoe H300paxkeHHe ApeBa sykapuor [37].
BeienenubIM mpudToM 0003HaUeHb! cyneprpymnnsl. OObIYHBIM MIPUGTOM —
noxrpymmsl. L{irdpsr B kpyXKKaxX — BapHaHTB OPTaHU3AIIH MT-TCHOMA.

JIeJIEHHE Pa3IMYHBIX BapHAHTOB OPTraHM3aLUHM MT-T€HOMa Ha JpEBe
sykapuoT. Ha puc. 2 cxemarnuecku M300pakeHO ApPeBO 3yKapHoT [37]
Ha KOTOPOM MbI 0003HaYMIM HU(pPaMHU BapUAHTHI OPraHU3alHl [eHOMa,
KOTOpbIe 00CYKIanCh BbIme. V3 paccMOTpeHHs Mbl UCKIIIOUMIIN €U~
HUYHBIE PUMEPBI, KOTOPBIE OTIMYAIOTCS OT Ma)KOPHBIX BapHaHTOB
s «cyneprpymnm». Cpa3sy ciienyeT oroBopuThbes, 4To 0a3a JaHHBIX 110
CTPYKType MT-T€HOMa Ype3BblYaiiHO HepaBHOMepHa. Eciu >knBOTHBIE
NPEACTaBIIEHB! ThICSYaMH IPUMEPOB, TO MPEICTABUTENN CyNEPrpyIIibl
Plantae — coTHAMMU, a OCTaJIbHBIE IPYIIIIbI JECATKAMH WIH JaXKe CAUHULIAMU.
Jlns mpencrasuTeneit cyneprpynms! Rhizaria BooOrie HeT mH(pOpMAIIIH O
HOJIHOPAa3MEPHOM MT-T€HOME HU JJIs OHOIO Buja. [103T0My OHATHO, 4TO
paccMOTpeHue pacipeneneHust opM HOCUT IPEeIBAPUTEIILHbIN XapaKTep.
Js1 6oree MOCTOBEPHOI OIIEHKH CIIEAYeT CYIIECTBEHHO PACIIUPUTH 023y
JaHHbIX. 13 prcyHKa BUAHO, 4TO HarOoJee pacrpoCTPaHEHHBIM SBIIAETCS
BapUaHT 2; CIETYIOUIMMH MO YaCTOTE BCTPEIAEMOCTH SIBIISIFOTCS BAPUAHTHI
3 u 5. Bapuantsl 1 1 4 ABASIOTCS BBICOKOCIEIIHATN3UPOBAHHBIMU.
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Protists

Proto Eukaryote

Puc. 3. BectpeyaemMocTh pa3iHyuHbIX BAPHAHTOB OpraHU3aIMH MT-TeHOMA y OHOKJIE-
TOYHBIX 1 MHOTOKJIETOYHBIX OPIaHU3MOB.

Ha puc. 3 MBI ipeicTaBUIIN pactpe/ieiecHue BAPHAHTOB OpraHU3aIun
MT-T€HOMA Y OJTHOKJICTOYHBIX U MHOTOKIIETOUHBIX OpraHn3mMoB. M3 aToro
pPHUCYHKa BUJIHO, YTO HAaKOOJIbIlIee Pa3HOOOpa3ne XapaKTepHO JUIsl OJTHO-
KJIETOYHBIX dyKapuoT (Protists).

AHAJOTMYHOE 3aKITFOYEHHE MOYKHO CJIeTIaTh ¥ U3 aHaIM3a Habopa IeHoB,
KOAUPYEMBIX MT-T€HOMOM.

MUTOXOH/IPUAJIBHBIN HYKJIEOU/T

CrpykrypupoBanHOCTh MT-JIHK B MUTOXOHApHH (HYKIICOMT) TAKKE MOXKET
OBITh UCTOYHUKOM pa3zHOOOpa3usi MT-reHoMa. K cokaneHunto, mpsIMBbIX
IKCIIEPUMEHTAIBHBIX HCCIICAOBAHNN CTPYKTYPHI HyKJIEOUa 04CHB MaJIO.
B nocnenHee necstuieTue akTHBHO UCCIIEA0BAIM OCJIKH, CIICIIU(UIECKH
csi3piBatoruecs ¢ MT-JIHK. Ha cerognsiniauii ieHb UIeHTU(DUIIMPOBAHO
okosio 30-35 GenkoB, KOTOpBIE MOTYT CeNU()UYECKH ydacTBOBAThH B
opranuzanuu Hykiaeousna [42]. UccnenoBanus mpoBOAWINCH HA OTPAHU-
YEHHOM KOJIMYECTBE OOBEKTOB, BKIIFOYASI JIPOXKIKH, OOIUTHI JIATYIIKU U
KYJIBTYpY KJIETOK uenoBeka [43—46]. [IpennoxeHa Moaenb opraHu3aluu
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HyKJIeonna [45], cortacHO KOTOPOH CYIIECTBYeT IIEHTpalbHAS 9acTh, B
KOTOPOH KOHIIGHTPUPYIOTCSI MPOLECCH PEIUTMKAIUK M TPAHCKPHIILINH,
U nepudepruyeckas, B KOTOPOH MPOUCXOAUT TpaHcisauusa. OHako, Ha
HACTOSIIIMI MOMEHT OIIYIIAETCs SBHBIM HEJIOCTATOK IAHHBIX IS TPOBE-
JICHUS1 CPAaBHUTEJILHOTO aHAJIM3a OPTaHU3aLUH HYKJICOUIO0B Y Pa3TUUHBIX
TpYIII OPraHU3MOB

HABOP I'EHOB, KOANPYEMbBIX MUTOXOH/IPUAJIbHBIM TEHOMOM

Bonpie Bapuanuu B pa3Mepe MT-T€HOMa, ITO3BOJIMIIN TPEATIOIOKHUTh,
YTO ATO OMPEEISIETCSI Pa3HBIM KOTMUECTBOM T€HOB, KOAUPYEMBIX JJaHHBIM
reHoMoM. To, 4TO MPUHATO CYUTATH TUTIOBBIM HA0OPOM MUTOXOHIPHAIIb-
HBIX TEHOB BKJIIOYAET HA0OP T€HOB, KOAMPYIOMINX CYObEIMHUIIBI KOMII-
nekca | (NADH: youxunon oxcugopenykrassl) nad 1-9; komruiekca 111
(YOMXHHOH:IIUTOXPOM C OKCHUIOPEAYKTa3bl) cob; komIuiekca [V (iutoxpom
c okcuassl) cox 1-3; kommekca V (ATP cunraser) atp 1,6,8. Kpome toro,
B reHoMme numMerotcst reasl pPHK Gonbinoii n manoii cyouactun pudbocom
1 Bapbupytoiee konndectBo reHoB TPHK. Dtot Habop reHoB 3a peaxum
MCKJIIOYEHUEM MPHUCYTCTBYET NPAKTUYECKH BO BCEX MT-TEHOMax U B
YaCTHOCTH B TeHOMaX MEpBOTo BapuaHTa. MiMeromasics 0a3a JaHHbBIX CBU-
JETEIbCTBYET O TOM, YTO Y MHOTHUX OPTaHM3MOB C IpyTUMH BapuaHTaMU
OpraHu3aliu MT-FeHOMa Ha0Op T€HOB MOXKET 3HAYMTEIbHO MPEBLIILIATD
3TOT criucoK. Cpeay JOMOITHUTENIBHBIX TeHOB CIIEAYET OTMETUTH OT 3 10 27
TEHOB PUOOCOMHBIX OEJTKOB (HaIre MaJIol CyO9acTHIbI ), TeHbI CyObeTUHUTIHI
komiuiekca Il (cykumHaT:yOUXWHOH OKCHUIOpenayKTaswl) sdh 2—4 u
JpyTrHe, BKIIoUasi, Kak [IPaBUIO, YHUKAJIbHbIC HEUIECHTU()UILMPOBAHHbIE
pamMku cunThiBaHUS [47]. KoTudecTBO MOTOTHUTEIBHBIX TEHOB MOYKET
pasynyaTbes Aaxe y OJM3KOPOICTBEHHBIX BUAOB. [l CpaBHEHUS 4acTo
WCITONIB3YIOT HAOOp MT-TeHOM Reclinomonas americana (97 renoB) [48].
CuuTaercs, 4TO 3TOT T€HOM OJNIKe BCET0 MOXKET HAIlOMHUHATh T€HOM
MPO-MUTOXOHIPUAIBLHOTO TpeamecTBeHHIKa. OIHAKO, YMCIO TEHOB y
BBICIINX PACTCHUH MOXET NOXOIUTH 10 156 y Beta macrocarpa u Nico-
tiana tabacum [49]. IIpucyTcTBHE JOMOIHUTEIBHBIX TEHOB, CKOPEE BCETO,
OTpakaeT WHAMBHIyaJIbHbIE OCOOEHHOCTH Pa3BUTHUA OpraHu3MoB. UTo
KacaeTcsi TEHOB pUOOCOMHBIX OCJIKOB, TO WX COXpPaHEHHE B TE€HOME B
nporecce IBOTIOLUU MOYKHO OOBSICHUTB TEM, YTO OHU MOT'YT OBITb IOJTH-
(YHKUIMOHATBHBIMUA OCITKAMH M BBITIOJTHATH B MUTOXOHAPUHU KaKUE-TO
JIOTIONTHUTENbHBIE YHKINH, TOMUMO Y4acTusi B GOPMUPOBAHHU PUOOCOM
[50]. deiictBuTEnbHO, 1O MEHbBINEH Mepe, s 25 puOOCOMHBIX OCITKOB
Y pa3HbIX opranusMoB (E.coli, Sacchararomyces cerevisiae, Drosophila.
melanogaster, Xenopus laevis, Ascaris lumbricoides, Arabidopsis thaliana,
Strongilocentrotus purpuratus, Mviiib, Kpbica, 4e106eK) MOKa3aHbl JOTIOJI-
HUTEJbHBIE (PYHKIUH B KIETKE.
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B pamkax naHHOrOo 0030pa MBI MOCYHTAIH HElEIecoo0pa3sHbIM
paccMaTpuBaTh BOMPOCHI PEIIMKAIIMA U TPAHCKPHUIIIUA MT-TEHOMA,
M OCTaHOBUMCS TOJBKO Ha Mpolleccax PelaKkTUPOBAHUS MEPBUUYHBIX
TPAHCKPUIITOB.

III. PEJAKTUPOBAHUE ITEPBUYHBIX TPAHCKPUIITOB
mT-JIHK

CymecTBeHHBIN BKJIAJ] B OIIEHKY Pa3HO00pa3usi BAPHAHTOB OpPraHU3aIuN
MT-F€HOMa BHOCHT OIICHKa HAJIMYHS/OTCYyTCTBUSI KpUIITOreHoB. Kpunro-
T€H — 3TO OTKPBITas paMKa CYMTHIBAHUA, IEPBUYHBIA TPAHCKPUNT KOTO-
poii 71 peBpalieHys B MOJHOIEGHHYIO MaTpUIly UId CHHTE3a Oerka
JIOJDKEH OBITh JIOTIOTHUTEIBHO U3MEHEH (0TpeaakTupoBan). MHoraa npu
oTpeieTIeHNH Habopa reHOB, KOAUPYEMBIX MT-T€HOMOM CJI0KHO UIEHTH-
¢unMpoBarh TeH, MOKa OH HAXOAWTCS B BHJIE KpumntoreHa. Hampumep,
kpunitored COIlly Trypanosoma brucei, cocrosinii u3 438 HyKI1€OTHIOB
peanusyetcs B pe3ynbsTrare penakruposanus B MPHK pazmepom 866 Hyk-
neotunoB [41].

PenaxrtupoBanne PHK — repMuH, 0XBaTbIBarOIINI IUPOKHUI KPYT pa3-
HO0Opa3HbIX npoueccoB Monudukanur PHK moutn Bcex Tunos: Marpuy-
HBIX, PUOOCOMHBIX, TPAHCIIOPTHBIX, a TAKKe MaNbIX Hekoaupyommx PHK
[51, 52]. Ucropuyecku nepBbIM OBUT OTKPBIT POIIECC PeAAKTHPOBAHUS
reHa COII mT-reHoMa y ABYX BHJOB TpHUIIAaHOCOMATUA: Trypanosoma
brucei n Crithidia fasciculata [53]. Jlanablil TeH 007a/1aeT BBICOKOM
CTETEHBI0 KOHCEPBATUBHOCTH CPEIN TPUITAHOCOMATH I, UTO YKa3bIBaeT Ha
ero ()yHKIMOHAJIbHOCTh, OJJHAKO paMKa CYMTHIBAHMS €ro HapyeHa. Benne
¢ coaBTopamu [53] moka3anu, 4To BCTaBKa 4 ypUAUIOBBIX OCHOBaHUH B
npe-MPHK nipoucxout nocTTpaHCKpUIIIIMOHHO U 3TO BOCCTAHABIMBAET
HOPMAIIbHYIO paMKy CUMTBIBaHMS. B mocneayronye roxsl H3y4eHUe opra-
HU3MOB JPYTUX CUCTEMAaTHYECKHUX THUIIOB IIPHUBEIO K OTKPBITHIO HOBBIX
BapHAHTOB PEIAKTUPOBAHMS.

Ckopo crario sicHo, uTo penaktupoBanre PHK mmpoko pacripoctpaneno
B TIPUPOJI€ OT BUPYCOB [54] A0 MIIEKOMUTAIOMINX U BBICHIMX PACTEHUH.
ITo cyT MOXHO BBIIEIUTH TPU OCHOBHBIX TUIA penakrupoBanus PHK:
MoaudUKaI¥si OCHOBAHHUS, MOCTTPAHCKPUIIIMOHHASI BCTaBKa/yIaJIeHHIE
OCHOBAHUS ¥ KOTPAHCKPHITIIMOHHAS BCTaBKa/ylnaieHue ocCHOBaHusI. [55].

B nanpHeiineM TekcTe Mbl Oy/IeM TOJIb30BATHCS IBYMSI TEPMUHAMH,
KOTOpBIE cieyeT paciudpoBats. PJ] — penaktupyemblii JOMEH, y4acTOK
nocnenoBarenbHocTy npe-MPHK, koTophiii moiBepraercs penakTuposa-
Huto. [laH-pegakTupoBaHue — npouece peAakKTHPOBAHUS POUCXOTUT IO
Bcell ymHe npe-MPHK, B oTmune oT 4acTHYHO penakTupyeMoro Kpu-
MOreHa.
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PEAAKTUPOBAHUE B TAPCTBE XXMBOTHBIX

[TepBbiii ¥ MOKa €EAMHCTBEHHBIHN CiTydall peJaKTHPOBaHUS Y MHOTOKJIETOY-
HBIX JKHBOTHBIX OBLT IMTPOJAEMOHCTPUPOBAH Y TpeMatosl Teratocephalus
lirellus. O6uapyxena BctaBka 6 U B mPHK niuroxpoma b [84]. ABTopbI
ananmsupoBanmu Takke MPHK y 12 apyrux npeacraBuTeneii HeMaTos 1 He
00HAPYKMJTH TaKoTo (heHOMEHa (OIIeHKa TIPOBOIUIIACK ITyTEM CPaBHEHUS
reHa cyt b u ero MPHK).

PEJJAKTUPOBAHUME B MUTOXOH/IPUSAX PACTEHUIA

PHK penakTtupoBaHne B MUTOXOHJPHUSX LBETKOBBIX PACTEHUMN 3aKJIIO-
gaercs B ae3amuanpoBannu C 1o U [56-58]. B n3y4eHHBIX MUTOXOH/I-
pHABHBIX TeHOMaX HacuuThIBaeTcs okosto 400—500 caiiToB ie3aMUHHUPO-
BaHMsI BHYTPH OTKPBITHIX PaMOK cuuThIBaHusA [59—-61]. [le3aMmuHnpoBanue
OCYIIECTBISIETCS CIEINAIN3UPOBAHHBIM (EPMEHTOM, CKOpEe BCETO,
KJlacca Jie3aMUHa3, SBOJIIOIMOHHO MPUCTIOCOOMBIINMCS K HCIOIB30-
BaHUIO IMOJIMHYKJICOTHIHOB B KauecTBe cyOcTparoB [62, 63]. Peakius
nezamuaupoBanusi C—U mpoucxoauT cTporo caT-cnenuuyHo U B
HacTosilee BpeMsl. BhIsIBICHBI Luc-(hakTopsl crieruduuanoctu. [Ipexnae
BCEro, UMM OKa3aJuCh MmocienoBarenbHoCcT B 20—40 HYKICOTHIOB
HEIMOCPEACTBEHHO Ipuiieratomue ¢ 3'-KoHIa K MOAUPUIUPYEMOMY
IUTO3MHY. VI3MEeHEeHHe 3THX MOCJIEN0BATEIbHOCTEH BIHAJIO HA YHCIIO
OTPENAaKTUPOBAHHBIX 10 JAHHOMY CalTy TPAHCKPUNTOB. B HEKOTOpBIX
Cyvasix 3HaAuCHUE UMEIH Takke OKojo 10 HyKIeOoTHIIOB C 5'-CTOPOHBI
MPHK [64, 65]. buonHbopmarndeckuii aHaIu3 3TUX [IUC-IIEMEHTOB y
A. thaliana He BBISIBIIT KaKOTO-THOO 3aMETHOTO CXO/ICTBA MEXKITY HUMU U
IIPU ATOM HE YIAJIOCh JJa)Ke CrPyNIUpPOBaTh ATH AieMeHThl. OKa3aiochk,
YTO MOCJIEI0BATEILHOCTH, OKPYKAIOIINE PA3HbIE PEIAKTUPYEMbIE CaUThI,
COBEpIIIEHHO He TOXO0XH MeXAy co0oil [59]. Llmc-nmpokcumanpHbIe
DIIEMEHTHI, ONMCAHHBIE BHIIIE, HE 00PA30BBIBAIN KOHCEHCYC M PEIKO
UMenu XOTs OBl Kakue-To oOmrue depThl. [IombITKM BBISIBUTH TpaHC-
(akTopsl cIe(pUIHOCTH AOJTOE BpeMsl HE NMPUBOAMIN K YCIEXaM.
[Tosromy mnepBoHayajabHO cyllecTBOBaja ujes noucka mosiekyn PHK,
nono6usrx TPHK Tpumanocomarun, aBisrommxcsi TpaHc-(haKTOpaMH,
OTIPEICIISTFOIIIMHE CaNTHI Ie3aMUHUPOBaHuUs. OIHAKO, 0 CHX TTOP MTOI00-
HBIE TTIONCKH HE YBEHYAJUCH YCIIEXOM

WccnenoBanus, IpoBeieHHBIE in Vitro, TIOKa3alld, YTO CalThl pe/lak-
THPOBAHUS y3HAIOTCS HezaBucuMO. OOHApYyKUBaeTCs IIENBIN Psij dac-
TUYHO OTPEJAKTUPOBAHHBIX MHTEPMENNATOB, KOTOPbIE CaMH PaBHOBE-
POSITHO MOTYT CIYXHTh CyOCTpaTaMH Uil peJaKTHPOBAHHS 1O OCTaB-
mumMcst caifitaM. J[o cux mop He BBIABICHO MPOIECCa MOISIPHOCTH (T.C.
HaNpaBJIeHHOCTHU OT 3'- K 5'-KOHILy MOJIEKYJbI WJIX HA000pOT).
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Tun pegaxtupoBanus U—C He XxapakTepeH UIi MUTOXOHAPHUH 1IBET-
KOBBIX pacTeHUil. Bo BCSIKOM ciydyae HE BBIABICHO HU OJHOTO Ciyvas
TaKOTO penakTupoBanus y Arabidopsis thaliana, Brassica napus u Oryza
sativa — HanOolee M3y4eHHBIX BHAax [59—-61]. 3aTo 3TOT TuUl pemak-
TUPOBAHUS PACIIPOCTPAHEH B MUTOXOHIPUSX POTOJIMCTHHKA, TIE IOCTHU-
raet 4actothl, cornocraBumoi ¢ C—U. Y npyrux MoxooOpa3HbIX, KaK H
y IIpeICTaBUTENeH BceX MOPSIKOB Teu€HOYHUKOB, Kpome Marchantiales,
pacnpoctpaneHbl o0a tuna peaakruposanus (C—U, U—C).

EnuHCTBeHHBIC HA3eMHBIC PACTCHHMS, JJIsi KOTOPBIX HE MOKa3aHO
penakTupoBaHus — NMEYEHOYHUKHU Nopsiaka Marchantiales, Hanpumep,
Marchantia polymorpha [66]. Ha cerogHsmHuii 1eHp peIaKTHPOBAHUS
HE HalJCHO cpeny OmmKalnX POACTBEHHHKOM HAa3e€MHBIX PACTCHUN —
3eJIeHbIX Bojopociei [67]

PEJAKTHUPOBAHUE ¥V MUKCOMMULIETOB

O penakTUpOBAaHUU Y MHUKCOMHIIETOB M3BECTHO JOCTATOYHO JIaBHO.
Macmrabnoe pegaktupoanue COI TpaHcKpHIITa IEPBOH CYOBETMHHLIBI
LUTOXPOM OKCHJIa3bl MoKa3aHo [ 0TT u coaBT. y Physarum polycephalum
[68]. B TpaHckpuImTe 3TOro reHa NpoucXoauT 66 BCTABOK OCHOBAHUN U
He MeHee 4 koHBepcuil. B mpouecce penakTupoBaHusi UCHOAb3YIOTCS 4
Pa3HBIX IO MEXaHNU3MY THITA PEIAKTUPOBAHMS: IUHYKICOTH THAS BCTaBKa
UU (u, BoamoxkHo, CU), xouBepcus C—U, a Takyke MOHOHYKIICOTHTHBIE
BctaBky C u U. BeTaBouHbIE THITBI PETAKTHPOBAHMS TIPOUCXOJISAT KOTPAHC-
KpHUIMIIHOHHO [69]. M3yueHne BO3MOXKHBIX ITyTei 9BOJIOIMY PA3HBIX THITOB
penaxktupoBanus COI mpuBeno K MOHMMAaHWIO, YTO DT YETHIpE THMA
PEIaKTUPOBAHUS UMEIOT CBOIO YHUKAIBHYIO rctopwmio [70, 71].
PenaxtupoBanue mytem BcTaBkH U MPUCYTCTBYET Y BCEX MUKCOMHUIIE-
TOB, YTO YKa3bIBAET HA paHEee BOHIKHOBEHHE ITOTO THIIA PEAAKTUPOBAHUS
y ux o6miero npeaka. Becrapku C OTCYTCTBYIOT Y PHIOTEHETUYECKU PAHO
otrBetBuBIICeTrocs Clastoderma debaryanum n emuucTBeHHas BcTaBka C
HaOmronaercst y Arcyria cinerea. Y 0ojee MO3JHO OTBETBHBIIMXCS Ha
(UIIOTEeHETHUECKOM JIepeBe IpyIn o0HapyxkeHo okoo 30—40 BcraBok C.
OTH JJaHHBIE YKa3bIBAIOT Ha TO, 4TO MexaHu3M C BCTaBKM BO3HHKAET
BHYTPU TaKCOHa MHUKCOMHIIETOB T/Ie-TO B paliOHE OTBETBUBIIETOCS A.
cinerea 1, MIO-BUJIMMOMY, Pa3BUBACTCs B OoJiee MO3HUX rpymmnax [72].
PenaxktupoBanue 1o THIY AMHYKJIEOTHTHONW BCTABKU BO3ZHUKAET TOJIBKO B
npezenax OHON (PHIIOreHETHYECKOI BETBH MUKCOMHIIETOB M OTCYTCTBYIOT B
Jpyrux BeTBsix. Hamo oTMeTUTh, 4TO MeXaHU3M AUHYKICOTHIHON BCTABKH
HE CBOJIUTCSA K MOCEI0BaTENIbHON BCTaBKe IByX MoHO-U [73, 74].
Konsepcust C—U, cyas o puioreHeTHYeCKUM JaHHBIM, JIN0O Hec-
KOJIbKO pa3 BO3HHUKasa, TM00 HECKOJIIBKO pa3 yTpauMBajach pasHbIMH
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MIPEICTAaBUTEIIMU MUCKOMHIIETOB | 75]. Takoe pazHo0Opa3we SBOTIOINOH-
HBIX TyTE€H Pa3HBIX CHCTEM PENaKTHPOBAHUS, 00CCIICUNBAIOIMNX (PYyHK-
IIUOHMPOBAHUE OTHOTO F'eHA, YKa3bIBACT Ha HEOOBIYAHHO BBICOKYHO CTETICHb
MJJACTHYHOCTU CUCTEM peakTupoBanus [72].

Emte oxomo 500 caiftoB penakTupoBaHus HaiieHO 1 0koito 500 caiftoB
MPeJICKa3aHO B MUTOXOHJPUAIILHOM TeHoMme Physarum polycephalum
[76]. B cayuae pemakTupoBaHUS MO TUIY ITUHYKJICOTUIHOW BCTAaBKU
obHapyxenbl Bapuantel AA, UU, GU, UA, GC, CU BcTaBOK. YHUKAJIbHBIH
JUTSE MUKCOMHMIIETOB THUIT PEJTAKTUPOBAHHS OOHAPYKEH I TPAHCKPHUIITA
reHa nad2: ynaneHnue 4 octarkoB ajieHuHa [ 77]. [ eHbl MUTOXOH IpUATBHBIX
pubocomHubIX 6enkoB y Didymium iridis (rpS12, rpS7, rpL2, rpS19, rpS3
u rpL16) monBeprawTcs NHTCHCUBHOMY PEAaKTUPOBAHHIO C HCIIOJIB30-
BAaHUEM TEX € MEXaHMW3MOB, uyTO U TpaHckpunT reHa COI [78].

PepaktupoBaHHIO IBYX THUIIOB ITOJIBEPTAOTCS TAKKE MUTOXOH [PUAITb-
ubie TPHK Physarum polycephalum. JIse metnonnnoBbie TPHK (tRNA™!
tRNA™"2) uMer0T HecrapeHHbIE OCHOBAHHS B aKIIEITOPHOM CTBOJIE, YCTpa-
HSIEMbIE TOCTTPAHCKUMLIMOHHON BCTABKOM €IMHCTBEHHOro G. DTO nepBbIi
W3BECTHBIM M MOKA €IMHCTBEHHBIN cilydall MOCTTPAaHCKPUMIIMOHHON
BcTtaBku G [79]. Takum oOpa3om, cucTeMa peJaKTHPOBAHHUS MUTOXOH/I-
PHAITBHBIX TPAHCKPHUIITOB MUKCOMHUIIETOB YPE3BBIYAHO ycinokHeHa. OHa
BKITFOYAET B c€0sl HECKOJIBKO MEXaHM3MOB, COUETAeT KaK KOTPAHCKPHII-
IIMOHHOE, TaK ¥ TMOCTTPAHCKPHUIIITHOHHOE peAaKTHpoBaHue. PenakTupo-
BaHUIO TTOABEPTatOTCs pa3Hbie TrITH Mostekysr PHK: MPHK 6enxoB mprxa-
tenpHOM e, MPHK pubocomusix 6enxoB u TPHK.

OrnrcaB TaKCOHBI YKHBOU MPUPOABI, AT KOTOPHIX Xapaktepao C—U
penakTHPOBAHKE, Mbl Obl XOTEJIH MOAUYEPKHYTh, YTO 3Ta (hOopMa peaaKkTh-
poBaHus Hanbosee JadmwibHa. He3aBUCUMO U B pa3HbIX BapHaHTaX OHA
BO3HHKaeT y Tpunanocomaru (pegakruposanue TPHK Trp [80]); B muTo-
XOHJIPHSIX M XJIOpOIIJIacTax BeICHINX pacTeHuil [81]; B ciywae anomiumo-
nporerHa B (sepHOro reHomMa MIEKOMUTAIONINX ); U Y KJICTOYHOTO CIIH-
3eBuka Dictyostelium discoideum, [82].

Peoaxmuposanue y Dinoflagellates

VY Tpex npencraButeneil AMHOGIATEIUIAT ObLIIO OOHAPYKEHO OOIIUpPHOE
peIaKTUpOBaHKE B IeHax cox! u cob. PegakrupoBaHue 1o THILy 3aMeH
nHykneotu0B (A Ha G, U Ha C, C Ha U) 3aTparusaet okoi1o 2% Kofupyro-
el mocyenoBaTeabHOCTH TeHoB [83]. PenakTupoBaHue 3aTparuBacT
HYKJICOTH/IbI B IEPBOIM ¥ BTOPOM ITOJIOKEHUSIX KOJIOHA, U3MEHSISI KOOUpYe-
MYIO aMHHOKHCIIOTY.
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Mexanusm ypuounoeozo pedaxmuposarus y mpunaHocomamuo

Hawubornee netanbHO Ha CETONHSIIHMMA JEHb N3yYeH HCTOPUYECKU OTKPbI-
TBIM MEPBBIM MPOLECC PENAKTUPOBaHMs y TpunaHocoMmatua. Hike mbl
onuieM 6ojee moApoOHO, KaK peau3yeTcsl reHeThdecKas nH(QOpMaIus
KHHETOIJIACTHOTO TeHOMa (MUTOXOH/IPHUAIHFHOTO) TeHOMa TPUTIAHO COMa-
THUJI, TPYTITBI OHOKIIETOYHBIX, [T OOJBITMHCTBA MPEACTABUTEIEeH KOTO-
poOii XapaKTepeH Mapa3uTHIeCKUil 00pa3 ®KU3HU. MBI IMOKakKeM TECHYIO
B3aMMOCBSI3b PEIAKTUPOBAHMS CO CTPYKTYPHOM OpraHu3aIifeil MoIeKy1
JHK u npocnenum HEKOTOpBIE IMyTH 3BOJIOLNUN KPUIITOTE€HOB.

OTIUYUTENFHON YepTOl peAaKTHPOBAHKS B MUTOXOHIPHUSX TPUTIAHO-
COMATH/I SBISIETCSI Y4acTHE B OTOM IPOIECCE CIEIHATN3NPOBAHHBIX
monekyn PHK — rumoserx PHK (rPHK). Kpatko nporiecc pemaktupoBaHus
MOKHO omricath Tak. Momnekyia rPHK komriemenTapHo cBsa3bIBacTes 5'- 1
3'-KOHIIEBBIMH y4acTKaMu ¢ MoJekynoil mpe-MPHK, 3arem mynsrudep-
MEHTHBIH KOMIUIEKC KaTaJIu3HpyeT MOCIEA0BAaTEILHO pa3pe3aHue mpe-
MPHK, nob6asnenue/ynanenne ypuanioBbIX OCHOBAHHH JI0 YCTaHOBJICHHS
IOJIHOM KOMIUIEMEHTAPHOCTH ¢ HEeHTpaJIbHbIM yuacTkoM 'PHK n nurnpo-
Banue npe-MPHK [85, 86].

[MepBbiMu Obutn uaeHTUGupoBansl TPHK, xogupyromuecs B
MEKI'E€HHBIX U MPHJICTAIONINX K JUBEPreHTHOW 00MacTH ydacTKax
Makcukoubla [87,88], oqHako 3aTeM CTano sICHO, YTO OCHOBHAsI Macca
rPHK koaupyetcst munukonsiiamu [89, 90] . Ha cerogusmnuii 1eHb 310
eJMHCTBEHHAs JIOKa3aHHasl TeHeTHueckas (QyHKIus muHuKoier [91].
Munukonbsla MoryT conepxkarb 1—4 rena rPHK, kaxnapiii u3 KoTopbix
(aHKMpPOBaH KOPOTKUMH MHBEPTUPOBAaHHBIMU TOBTOpamHu. ['ensl TPHK
TPaHCKPUOMPYIOTCS B COCTABE MOJIMIUCTPOHA, KOTOPBII 3aTeM mpolec-
cupyercs Ha otaensHble TPHK 19S PHK npornieccupyronim koMmiaekcom
[92]. VuuxkanbHo# siBisieTcss TPHK mMakcukonbueBoro KoaupoBaHUs
gMURF2-II, reH KOTOpoi pacnoioKeH BHYTPH KOIUPYIOLIEH oOmacTu
reHa ND4 [93]. DT0 enMHCTBEHHBII HA CETOIHSI U3BECTHBIN ciydai
BHYTPHUTEHHOTO KojripoBanus pyrkironansHoi TPHK. Hecmotps Ha TO,
YTO TPAHCKPHITIINS MaKCUKOJIBIIEBHIX TE€HOB HET TOJIHIIUCTPOHHO, TEHBI
rPHK makcukonmbIieBOro KOIMpOBaHUS SBISIOTCS WHAWBUAYATbHBIMU
TPaHCKPUTIITHOHHBIMU enuHuIaMu [93]. V L. tarentolae anprepHaTHBHOE
pemaKTUpOBaHKE OBLTO BEISBIICHO TSI HECKOJIBKHUX TeHOB, HarprmMep, COIIL,
RPS12 uND3 [94]. [Ipumep ansTepHATHBHOTO PEIaKTHPOBAHUS U3BECTEH
ny T brucei: omna u3 TPHK npuBonut x 00pa3zoBaHuIO aIETEPHATHBHOMN
¢opmsr MPHK COIII, koTopast TpaHCIupyeTcs B aTbTepHATHBHYIO (hopMy
Oenka [95]. Takum 00pa3oM, anbTEPHATHBHOE PEAAKTHPOBAHUE MOXKET
OBITH PacTPOCTPAHEHHBIM, XOTS MTOKA U MaJIOU3y4EeHHBIM, MEXaHU3MOM
TeHepaIiy PasHoo0pas3usi OEIKOB B KHHETOILIACTE.
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Paccmotpum 60see moapodHo ctpykrypy rPHK. rPHK — xopoTtkune
(oxomo 60 1.H.) Mmonexyinsl PHK. @yHKIIMOHATHHO MOXKHO BBIICTUTE TPU
yuactka mosekynsl TPHK [88]:

— 5'-KOHIIEBOH Y4aCTOK, Ha3bIBAEMbIH TaKKe «SIKOPHBIMY B psijie padoT
(anchor), yuactByer B 3akperieanu rPHK na npe-MPHK niepes caiitom
pPEAAKTUPOBAHUS. JTa YACTh OOBIYHO ATUHOM 0K0J0 10 I.H. TOTHOCTHIO
koMIuieMeHnTapHa npe-MPHK penaktupyemoro kpunroreHa.

— Undopmanuonnsiii yuacroxk rPHK, HaunHaromuiics ¢ nmepBoro
HEKOMITJIEMEHTapHOT0 HyKJIeOTHAA. JlaHHbIH yyacTok HeceT HH(OpMaIHio
0 KOJIMYECTBE BCTABIIAEMBIX WIIH YJAIAEMBIX YPUAUIOBBIX OCHOBaHUN. B
MpoLEecce PeJaKTUPOBAHUA 3@ CUET BCTABKU MJIM YNAJEHHs YPUIMIOB B
npe-MPHK BoccTanaBnmBaeTcs KOMIUIEMEHTapHOCTh B paiioHe WHGOP-
manuonHoro yyactka ¢ TPHK. Takoif yuacTox Ha3piBaeTcsi OJIOKOM
penakrtupoBanus. B oOpazosanuu nyminexca MPHK-rPHK B paiione
penakTupyemMoro 0J10Ka MPUHUMAIOT y4acTHe Kak KaHOHWYecKue Barcon-
KpukoBckue napsl, Tak 1 HekaHoHuueckue G:U napsl [96].

— 3'-KOHLIEBOW Y4YacCTOK, COCTOALIUNA U3 YPUIUIOBBIX OCHOBAHUH,
no6asisieMblx K TPHK nocTrpascassiinoHHo 1 MMeromumx HeUKCHpPOBaH-
HYI0 [UInHY. J{00aBnenre ypuauaoB OCyILECTBISIET ClIeHHaIbHbIN (pepMeHT
KRET]1, Tepmunanpaas Tpanchepasa ypuIAIOBBIX HYKICOTHIOB, OTINY-
Hasl OT aHAJIOTUYHOTO (DepMEHTA, yJaCTBYIOILETO B 100aBICHUH YPUIUIIOB
k mpe-MPHK [97, 98]. On ygacTByeT B cTabmmm3anuu ayruiekca mpe-MPHK
n TPHK B mporiecce penaktupoBaHus, B3aUMOCHCTBYS ¢ ITypHH-00TaToM
(0o6b19HO, G-00TaTOM) MOCIEI0BATENFHOCTHIO, TPEIIECTBYIONIEH pelak-
THpyeMoMy Onoky. B kmertkax, tae skcnpeccus KRET1 monmasnsnach
PHK-unTepdepeHtmeii, peqakrupoBaHue He Ipoucxoauso [97].

rPHK oGecrnieunBaet TosIbKO nepeaady uH(GOpMAIUK, HO HE BBIMOJI-
HSIIOT HUKAKUX KaTaUTHYeCKuX (QYHKIUI B MPOIiecce PeAaKTUPOBAHUSL.
Karanus peaximii ocyiecTBisieTcsi 0eTKOBBIM KOMITJIEKCOM, 001a/1at0IIM
MHOKECTBOM aKTUBHOCTEH [85]. BombIux yCcrexoB B U3yueHUH IpoIecca
penaKkTHPOBaHUs yAAJIOCh JOCTHYb, KOTAa MOSBUINCH NEPBBIE in Vitro
CUCTEMBI, B KOTOPBIX OCYIIECTBISIOCH pefakTupoBanue. OcTaHOBUMCS
Ha OCHOBHBIX dTalax MeXaHU3Ma pelakKTUPOBaHMSL.

Ha nepsom srane rPHK «y3Haer» 3a cuet koMniieMeHTapHOro B3auMo-
nerictBus 5'-koHua penakrupyemyro npe-MPHK 1 oOpa3yer ¢ Heit gymiexc.
Ilocnennue nccnenoBanus CBUIETENbCTBYIOT, UTO KIFOUEBYIO POJIb UTPAET
¢dbopMHUpoBaHKE HA JaHHOM 3Tale TaK Ha3bIBAEMOW TpeXCHUpPaIbHOU
crpykrypsl TPHK:ipe-MPHK (umeeTcst BBIILy pOpMUpOBaHHE TPEX JIBYX-
criupaibHBIX ydacTkoB) [99]. IlepBast crimpans GopMHPYETCS SIKOPHBIM
yuactkoM TPHK u npe-mPHK, Bropyro crimpaibe 00pa3yroT oCHOBaHUS
nHpopmanmonHoro yyactka rPHK, a TpeTbs Bo3HuKaeT B pesyibrare
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B3aumozeicteus nonuU yuactka rPHK u npe-mPHK. Takas ctpykrypa
nymiekca TPHK-nipe-MPHK, crabunusupoBannas Oenkamu, sSBISETCS
OCHOBOI1 /I COOPKH peakTupytoriero komriekca. [Ipoucxoaur paspe-
3anue npe-MPHK B mecrte, onpenenseMom mepBbIM HeCHAapEeHHBIM
HykJeotugoM uHpopmannonHoi yactu TPHK. B pesynsrare obpa-
sytorest 5'- u 3'-¢pparments! npe-MPHK. TPHK ynepxwuBaeT ux Bmecre,
B3aUMOJICHCTBYsI SIKOPHBIM Y4acToOK ¢ 3'- hparmMeHTOM, a noiaulU yqacTKoM
¢ 5'-¢hparmenTom. /lanee B 3aBUCUMOCTH OT CTPYKTYPbI HHPOPMAILIHOHHOTO
yuactka rPHK npoucxonuT BcTaBka Wi yjianeHue ypuauioB ¢ 3'-KoHua
5'-pparmenra npe-MPHK [100]. CnenyeT oTMETUTh, YTO HE HAWICHO
rPHK, ocymecTsisitomeil HCKIIOUUTENBHO YIaleHne YpUaAiIoB. Jleno B
ToM, uTo Takasi TPHK nomkaa Gputa 661 0b1TE KOpoue npe-MPHK, u B nym-
JieKce ObLI0 OB HEBO3ZMOXKHO 00pa30BaHUE TPEXCIUPAIBHOM CTPYKTYPBI,
OJTHY M3 CIIHpasield KOTOpoi o0pasyet nHpopMarmonHsiii yaactok TPHK,
HexkoMIieMeHnTapHblid ipe-MPHK o BeraBku ypununos. Kak npasusio,
yIaJleHue YPUIMIOB 00eCIIeunBaeTCs 32 CYET YacTH WH(POPMAITMOHHOTO
yuactka TPHK, B To Bpems kak ocTaBIasicst €ro 4acTb 00pas3yeT TPeXCIH-
pajbHYIO CTPYKTYPY U OTBEYAET 3a BCTABKY ypUIAUIOB. biarogaps stomy
mobast TPHK Bcerma oOpasyer TpexcnupainbHYIO CTPYKTYpPY, HEOOXOH-
MYIO 17151 COOPKH PEeaKTUPYIOIIETO KOMILIEKCA.

HcrounmkoM ypuauinoB st BetaBku U ciy>kuT cBoOomubrii UTP
[101]. KomumdecTBO ypuAMIOB OmpeaeseTcs: KoandaecTBoM A win G B
nHpopmanronHoM ydactke TPHK, Tak kak ¢ STUMH OCHOBaHUSMU OyIyT
00pa30BaHbl KOMIUIEMEHTapHbIE Maphl. BeTaBka 3akaHYMBaeTCs, KOrja
rPHK cTaHOBUTCS MOJHOCTHIO KOMIIJIEMEHTAPHOU PEIAKTUPYEMOMY
el yaactky npe-MPHK [102]. VYmanenue ypuamioB IpOUCXOIUT, KOTIa
3'-KOHIIEBbIC YPUIWIBI 5'-(parMEeHTa BBINCTIMBAIOTCA U3 00pa3yeMoro
IyTJieKca. YnajeHue TakKe 3aKaHYMBAeTCs BOCCTAHOBJIEHHWEM IOJTHOMN
xommuiemenTapHocT TPHK u ipe-MPHK [96]. Takum 06pazom, He3aBHCUMO
OT TOT0, TPOMCXO/INT JIM BCTaBKa WK yaaneHue ypuanios, TPHK npusno-
cuT rerernueckyto napopmanuio B MPHK. 3arem npoucxonut nurupo-
Banue 5'-u 3'-pparmentoB npe-MPHK [100].

BEJIKH RECC, 20S KOMIIJIEKC,
MOJIEJIb ®EPMEHTATHUBHOI'O KACKATA

OO0menpruHATOE TOHUMAHKE TI0CIIEA0BATEIIFHOCTH PEAKIINIA B TIPOIIECCE
penakTUPOBaHUs OTpakaeT Mojeib (hepMeHTHOro Kackana [103]. Paspe-
3anue npe-MPHK ocymectsnsercs cnenuansHoi 3H10HYyKIea30i. [Ipu
JACJICHUOHHOM THUIIC PECAAKTUPOBAHUA BLINICTINBAOIIUCCA YPUIANIIBL
yaaisitoTest ¢ 3'-koHna S'-¢pparMeHTa crienuanbHONW SK30HYKIIEa3oH, a
MPY UHCEPLMOHHOM THIIE PEAAKTHPOBAHUS T0OABISIOTCS TEPMUHATBHON
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Tpancdepazoit ypuamioBeix HykieoTuaoB — KRET?2. 3atem ¢pparmeHThI
npe-MPHK cmmBatorces surazoit — KREL1-2. Bee atn aktuBHOCTH 00HA-
PY’KHBAIOTCA B COCTaBe 00IIIero OEIKOBOro KOMITIeKca — 3IUTOCOMEI [ 104].

[TepBoHauabHO B psijie paOOT ObLI BBIICICH U OXapaKTEPU30BaH TaK
Ha3biBaeMbIil 20S koMILIeke. Y psijia aBTOPOB 1M0100HbIH HAOOp OCIIKOB
nonyuns Ha3BaHue L-xomruiekca [83, 84, 90]. Jlamee MbI Oyaem yarie
WCIIONIb30BATh JJIsl YIPOIICHUS U3NOKEHUsT HazBaHue «20S KOMILIEKCY.
DTOT KOMIUIEKC BKIIOYAET TMEPEUYHCICHHBIC BhIlIe (pepMeHTAaTHBHBIC
AKTHBHOCTH, KOTOPBIE COOCAKAAIOTCS B TPAJUCHTE IIIUIIEPOJIa Ha YPOBHE
muka 20S y Trypanosoma brucei [105] u 25S nns Leishmania tarento-
lae [106]. [laHHBI KOMIUIEKC COCOOEH OCYIIECTBISATh TOJIBKO OJIMH
payHa peIaKkTUPOBAHUS in Vitro, TO €CTh OCYIIECTBISATh BCTABKY WIIU
yIaJIeHUEe YPUAUIIOB TOJIBKO B MEPBOM PEAAKTHPYEMOM OJIOKE OIHOMN
rPHK. IToaTomy, mo MHEHHIO psia aBTOPoB, 20S KOMIIIIEKC, CKOPEE BCETO,
MIPEJICTABIISIET COOO0H TOJIBKO YaCTh PeabHOW JICHCTBYIOIIEH HTUTOCOMBI
WA HA00OPOT, B ITUK TIOTMAIAI0T COIMY TCTBYFOIIUE KIIETOUYHBIE aKTHBHOCTH,
HE SIBJSIIOLIUECS in VIVo 4acThlo peaakTupytouero ammapara [107]. Ho
CHX ITOp 00CYX/TaeTCsl BOITPOC O BOBMOYKHBIX OelTKax-KaHAHU/aTax Ha POJIh
9K30HYKJIEA3bl, TaK KaK MOJOOHONW aKTUBHOCTHIO 00NaJaeT IENbId psif
6enkoB 20S KOMIUIEKCA.

IToxazano cymiecTBOBaHNE 3 THITOB pETAKTHPYIOIINX OCHOBHBIX (COre)
komriekcoB [108, 109]: mHCEpIHOHHBIN CyOKOMIUTEKC (KOMITIIEKC TIOJTY-
g1 HazBaHne RECC2 — RNA Editing Core Complex 2), nenernnoHHbINA
cyoxomuiekc (komruieke RECC1) u cyOkoMImieke, OCyIeCTBISIONTNI
penaxtupoBanue ¢ momoipio uc-rPHK (RECC3). [omydena TpexmepHas
PEKOHCTPYKIHSI JIAHHBIX KOMIUICKCOB M YCTAHOBJICH MOPSIIOK B3aUMO-
JIEHCTBUS BXOASAIINX B JJAHHBIE KOMILIEKCHI OSJIKOBBIX MoJIeKyd. [Ipemo-
JIOKUTEJIHO, BCE THUIIBI CYyOKOMILICKCOB BXOIAT B cocTap obmieit 20S
smuTocOoMbI. COITIaCHO albTEPHATUBHOM TMIIOTE3€ B KIIETKE CYIECTBYET
TPH THIIa AUTOCOM, COOTBETCTBYIOIINX TPEM THUIAM CYOKOMIUIEKCOB

OyHKIMOHATBHYIO POJIb PA/ia OCIKOB, BXOASAIINX B COCTAB IUTOCOMBI,
HEJaBHO y/IaJI0Ch yCTAaHOBHUTH ONlarosiapsi TEXHUKE HOKayTa TeHOB U TIOJIaB-
JeHus1 sxkcnpeccun ¢ momoinsio PHK-unTepdepennnm.

OSBOIIOIHUA PEAAKTUPYEMBIX JOMEHOB
KPUIITOI'EHOB TPUITAHOCOMATU ]

CrefyeT OTMETUTh, YTO MPUCYTCTBUE TOTO MJIM MHOTO T€Ha B (hopme
KPUITOI'€HA MPUXOAUTCS UCCIEAOBATh I KaXKI0T0 WHIWBUIYAIBHOIO
opranmusma, Aake B paMKax OJHOTO TakcoHa. /IBa HMKeCIeoyIOIuX
pasena WUTIOCTPUPYIOT 3Ty CUTYAIIHIO.

CTpyKTypa KPUITOISHOB IpeJCcTaBUTeNeH 000HU T (OmmKarimmx
POJICTBEHHUKOB TPUIAHOCOMATHJI) Ha CETOJHSIIHUI JICHb U3ydcHa
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oueHb ¢parMeHtapHo u ciabo. Y Trypanoplasma borreli pegaxtupo-
BaHuI0 nojasepraiorcs reusl cyb u COL. Ob6a kpunroreHa uMerOT
JIBa pEJaKTUPYEMBIX JOMCEHA: ONWH Ha 5'- U Apyroil Ha 3'-koHIE, U
KKABIH pegakTHpyeTcss He3aBUCHMMO. JTO HAlOMHUHAET CUTYaIUIo
¢ kpuntorenoM ND7 tpunanocomarun. I'en COIl, penakrupyembrit
y Tpunanocomaruj Bcrapkort 4 U, y 6omouun 7. borreli u Criptobia
helicis [110] ne penakrupyercs, u nuc-rPHK B yuactke nocne COII He
obOHapyxuBaercs [111]. Y Gonouuasl Bodo saltnas, 6onee OIUM3KOro K
TpunanocoMatuam suja, COIl 1t MURF2 penaktupyrorcs B mo3UIMSIX,
cxofHbIX ¢ TpunanocoMmarugamu. B rene COII gBa u3 4 BCTaBIsIEMbIX y
tpunanocomarua U 3akonuposansl Ha ypoBHe JIHK. [{uc-rPHK rena COII
00HapyKMBaETCs HETIOCPEACTBEHHO 33 TEHOM B TOM K€ MOJIOKEHHH, KaK
y TpunaHocomaruj. Heoxxunanno y B. saltans tpanckpunt NDS penax-
TUpPYyeTCsl IO Becel JutrnHe. HanmoMHUM, 9TO y TPUITAHOCOMATH/] 3TOT TeH
HUKOT/IA HE sBJsieTCsl KpunToreHoM [110]. Tu naHHbIe TOKa3bIBAIOT, YTO
penakTHpOBaHKUE SIBHO TPEAIISCTBOBAIIO MTEPEXOy TPUIIAHOCOM K Tapa-
3UTUYECKOMY 00pa3y JKM3HH, a HBOJIOIUS KPUIITOTEHOB, IT0-BUINMOMY,
IIJ1a OTHOBPEMEHHO TIO Iy TSIM yTPaThl PeTaKTUPOBAHMSI OJJHUMH T€HAMHU
(NDS5) n nepexona k maH-peJaKTHPOBAHUIO JPYTHX.

PETPOIIO3MIIMOHHA SI MOJIEJIb YMEHBIITEHI 1 PABMEPA
PEJAKTUPYEMOI'O JOMEHA

Kak o0cy»xnanochk Bblllle, pelakTupoBanue B rpenenax P/ Hocur mossp-
HBII XapakTep u nponsuraercs no Monekyne npe-MPHK ot 3'-koHna k
5'-koH1yy. IIpuBeneHHoe Bblle CpaBHEHUE CTPYKTYp Pl roMosoruyHbIix
KPUIITOTEHOB Pa3HbIX BHJIOB TPUIIAHOCOMATH]] TIOKa3aJjo, uto PJ] kpunro-
TeHa MOXKET ITPOTPECCUBHO YMEHBIIIATHCA B JUTHHE, COKPAIIAsCh K 5'-KOHITY,
BIDIOTH 110 PJI, cocTosero u3 enMHCTBEHHOTO PeNakTUPYyeMOro OJioka
(penaxtupyemoro oxuoit rPHK, mammpumep, o6a nomena ND7 L. taren-
tolae). Kak 0110 cKka3aHO BBIIIE, KpUNToTeH A6 y T brucei maH-penaKkTh-
pyercs ¢ yaactuem 8—10 TPHK [112], y L. tarentolae n npyrux nednmanmii
oH 5'-penaktupyetcs ¢ yaactueMm okoino 4—6 TPHK [113]. DToT )¢ ren
penaktupyercs deteipbMs TPHK y Crithidia fasciculata n omroit TPHK
y Angomonas culicis [114]. DToT (dakT npuBeN K MOSBICHUIO MOJEIH,
O0O0BSCHAIONICH COKpaIIeHue IIHHBI P/ myTeM peTpormo3uiuy 4acTHIHO
OTpPEAAKTHUPOBAHHON MaTpUIBl B MakCHKOIbIO [114-116]. Takum
oOpa3zom, Hanbosee IPEBHUE MaH-PENAKTHPYEMbIE KPHUIITOI€Hbl MOTJIH
3aMeIaThCsl HAa YaCTHYHO oTpeAakTupoBanHblie [114, 116]. Hamuuue B
reHOMEe TPUITAHOCOMUJ] T€HA, a B KJIETOYHBIX HKCTPAKTaX aKTHBHOCTHU
oOpatHo#t TpanckpunTassl [ 118, 119] onpeaesnsitor TeopeTHIECcKyIo BO3-
MOKHOCTB 3TOT0 Tpouecca. CXoAcTBO 5'-peakTupyeMoid (opMbl reHa ¢
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yacTU4YHO oTpeaakTupoBanHoil MPHK man-penakrupyemoro romosora u3
JIPYTHUX BHUJIOB COINIACYETCs C TAKOW MOJEINbI0. B TO ske BpeMs B KMHETO-
MJIACTHOM accolare HaxoauTcs okojio 50 Komuii MaKCHKOJIBIIEBOTO
reHoMa, TOTa KaK PeTPOIO3UIIHs, IMO-BUANMOMY, SIBISETCS KpaifHe
PENKUM SIBIIEHUEM M TPOUCXOAUT JIMIIb B OJHOM MAaKCHKOJIBIE OIHOMN
kneTku. [Ipennonaraercs, 4To B OCHOBE 3aKpeIIeHHUs MPOU30ILIeAIei B
OJTHOM MaKCHKOJIbIIE PETPOIO3UIIIH MOKET OBITh SIBJICHUE TIOTEPH YaCTH
THUIIOB MUHHUKOJIEI] B XOJI€ CTOXAaCTUYECKOW Cerperanuu ux Mpu Jele-
Huu kietku [114]. Takum oOpa3om, B KyJIbTypax, yTpauUBarOLINX YacThb
TUIIOB MUHHKOJEL, a, ciaenoBarenbHo, TPHK, yTpaunBaeTcs n Bo3MOX-
HOCTb PENAaKTUPOBAHUS COOTBETCTBYIOIIMX TPAHCKPUNTOB. B Takmx
CIIy4asx MPEeUMYLIECTBO MOIYYarOT KJIETKH, UMEIOINE MAaKCHKOJIBIIO C
MPOU3O0IIEANLIEH PETPONO3ULIMEN Ha YACTHYHO PEeJaKTUPOBAHHBIN KpHUII-
tored. Takum 00pa3oM, PETPOIO3UIIUI0 MOKHO PacCMaTpPUBATh Kak
MYTAalHI0, KOMIIEHCUPYIOUIYIO YTPaTy ONpeAeICHHbIX TUIIOB MUHHUKOJIEL.

JuKkceHHble TPUITAHOCOMATHABI Ha OJHOM U3 CTaaAuM >KM3HEHHOIO
IIUKJTA, SIBISTIOTCS OOJMTaTHBIMU aHAYPOOAMH C HEAKTUBHOM JBIXaTeITbHOM
LEMbI0 MUTOXOHJIPUH. B 3TUX yCIOBUAX OTCYTCTBUE HYKHBIX KJIACCOB
MUHHKOJIET] He OyZIeT MPOSBIISATHCS, TOKA HE HACTYTIAT a3pOOHBIE YCIOBHSI.
MOKHO NpPEeAnoNIOKUTh, YTO CPEAU MOHOKCEHHBIX TPUIIAHOCOMATHU[
MOYKEeT HaOITIoIaThCs TEHACHIINS K COKpaIeHuro JIiHbI PI1 y psiia reHos.

CyMMHpy$ CKa3aHHOE B 3TOM pa3/iee MO)KHO OTMETUTh, YTO BAPUAHTHI
Y MEXaHU3MBbI pEJAaKTUPOBAHNUS [IEPBUYHBIX TPAHCKPUIITOB KapAUHAIbHO
paznuyaioTcs. MOXHO TPEANOI0KHUTh, YTO THIBI PEJAaKTUPOBAHUS
BO3HUKAJIH M DBOJIOIMOHUPOBAIIN HE3aBUCHUMO ISl KXKIO0TO BapHUaHTa.
Bo3moxHO, peHOMEH pelakTUPOBAHUS HE OTPAHUYUBACTCS ONMTMCAHHBIMU
nporeccamu. DTO CBSI3aHO C TEM, UTO JUIsS YCTaHOBICHHS (pakTa peak-
TUPOBAHUS MaTPHUIBI HEOOXOIMMA JieTalbHas HHPOPMAIIHS O IIEPBHYHON
CTPYKTYpE r'eHa U OTPEeIaKTUPOBAHHOW MaTPHIIbL, & HAKOTUIEHHE HH(pOpMa-
UK O CTPYKTYpax F'eHOB SIBHO OrepekaeT (hopMupoBaHHEe 0a3bl JaHHBIX
0 CTPYKType UX TPaHCKPHIITOB.

IV. BAKVIFOYEHUE

HaxornneHHbli K HaCTOSIIIEMY BPEMEHM HKCIIEPUMEHTAIbHbBINA MaTepua
MOKa3bIBAET, YTO MUTOXOHIPHAJIbHBIA FEHOM MOXKET OBITh OPraHU30BaH B
KJICTKE Ype3BbIYaitHO pa3HOOOPa3HO. B mepByro ouepesib 3T0 OTHOCUTCS
K opme, coocTBeHHO, MuTOXOHApHansHOH JIHK (T.e. ee apxurekType).
B otHomennu Gopmbl U pazMepa MOJEKYJIbl MOXKHO BBIJICIUTH KaK
MUHUMYM 6 0a30BbIX BapuaHTOB. HamOombinee pasHooOpasue (hopm
CYyIIECTBOBAHMSI MT-T€HOMA XapaKTEpHO IJIsl MPEACTaBUTENCH 11apCTBa
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Protista, 94T0 oTpakaeT MHOTOOOpa3Me YCIOBHM CYIIECTBOBAHUS ITHUX
opraan3MoB. C yClIO)KHEHHEM OpraHu3Ma, KOTOpoe MPOUCXOAUT Mapall-
JIETbHO C (PYHKIHMOHAJIBHBIM YIPOIIEHHEM KakJO0W OTAENHHOU ero
KJICTKH (CHenuanu3anueii), pasnooopasue GopM opraHu3alui MT-reHoMa
ymeHnbliaercsi. CkanpiBaeTcsl BIieUaTiIeHUE, YTO KolblieBas Gopma, B
TOM WJIM MHOM BapHaHTE, OKa3bIBaeTcs Oosiee MpeArnouTUTENbHON, YeM
nrHelHas. AOGCOMIOTHOE OOJILIIMHCTBO MHOTOKJIETOYHBIX OPraHM3MOB
MMeEET KOJIBIIEBBIC MUTOXOHAPUATIHHBIC TCHOMBI.

BtopbiM BaykHBIM (haKTOPOM SIBIISIETCS pa3Mep MOJIeKyIibl. JIoTH4HO,
YTO yBETMUEHHE Pa3Mepa MO3BOJISET KIIETKE KOAUPOBATh OOJIbIIE OEIKOB.
OpHako, He OOHAPYKEHO MPOIMOPIUOHAILHOCTH MEXKAY YBEIHMYCHHEM
pasmepa JJHK u xonuuecTBoM reHoB, pu 3ToM 3HaunTenbHast yacts JJHK
OKa3bIBAETCS 3aHSATOM MEXIEeHHBIMH creiicepamu. Bo3aMoxkHO, 4TO 3TO
oTpeieNsieTCsl KAKMMHU-TO JPYTUMHE 33]jauaMy, KOTOPbIE BO3JIAararoTcs Ha
3TH ITOCIIEIOBATEIIEHOCTH. BO3MOXKHO, 3TH YYIaCTKH BBITTOJTHSIOT KAKHE-TO
perynsTopHblie (PyHKITUH U B3aUMOZIEHCTBYIOT C OeKaMH, ((OPMHUPYFOIIIMA
HYKJICOM]I MUTOXOHJIPHH WJIN BBITOJIHSIOT UHbIE (hyHKIMH. KommuecTBo
moutekyn MT-JIHK B kieTke ncyucisieTcs COTHSIMH W, MOHATHO, YTO
OHHM JIOJDKHBI OBITh CTPYKTYPHUPOBaHBI B MUTOXOHIpHH. K coxkaneHwuro,
BOIIPOC OPTaHM3AIUN MT-HYKJIEOHIa OCTAETCS HEJTOCTATOYHO BBISIC-
HeHHBIM. [Ipemnokena MOAeb «CIIOUCTOM» CTPYKTYPHI [45], B KOTOpOit
MIpeUTararoTCs pa3Hble BApUAHTHI paciipeeieHns (yHKIIMOHAIbHBIX 30H
BHYTPH HyKJeoua. BIABIAETCS 3HAYMTEIBHOE KOIMYECTBO OEJIKOB,
KOTOpBIEe CITOCOOHBI B3amMopekcTBoBaTh ¢ MT-JIHK, HO nx ydacTtue
B (OpMUPOBAHUU HYKIIEOUAa, B o0ecrnedyeHun (QpyHKIIMOHUPOBAHUS
TeHOMa B CUCTEME i1 Vivo Y pa3HbIX OpPraHU3MOB IOKa JaJIEKO HE SICHO.
MHuoxectBeHHOCTh MoJiekyn JJHK B MUTOXOHIpHUH CTaBUT BOIPOC 00
unentuanoctu tux JAHK. U3BectHo sBienue rereporuiazmuu. Kpome
TOTO, U3BECTHO, YTO B MPOIIECCE OHTOTE€HE3a MOTYT MTPOUCXOAUTD CIIOXK-
HbI€ CTPYKTYpHBIE TIEpEeCTPONKH, B PE3yJbTaTe Yero B OJTHOM M TOM XKe
OpraHU3Me MOTYT BBISBJISITHCSI pa3HbIe BAPUAHTHI MT-T€HOMA.

s MT-reHOMa XapakTepHO OOJbIoe pa3zHOoOOpa3ue MEXaHH3MOB
peanu3alnuy TeHeTHYeCKOH MH(OpPMAIU U MPOLECCOB IKCIPECCHH
reHoMa, OMMCAHHBIA HAMHU BO BTOpPOM dacTu 0030pa. PemakrupoBanue
TPAHCKPHIITOB OKa3bIBACTCS YPE3BBIYANHO PACIIPOCTPAHEHHBIM CIIOCOO0M
PETYISIMU U TeHEepaIluu pa3HooOpasusi B TCHOME MUTOXOHIApHH. s
Pa3HBIX TPYIIIT OPraHU3MOB XapaKTEPHbI Pa3INYHbIE (POPMBI pealIn3alun
MeXaHU3Ma PeIaKTHPOBAHMS, a TAKIKE HA0OP T€HOB (KPHUIITOT€HOB), TPAHC-
KPHIITHI KOTOPBIX BOBJIEYEHBI B 3TOT Ipotiecc. [logyac mumib monoBrHa, a To
Y MEHbIIIas 9aCTh FTeHETUIECKOM HH(OPMAIINK OCTASTCS 3aKOIUPOBAHHOM
B KPUIITOTEHE, a HEZOCTAIONIast 4aCTh IIPUBHOCUTCS B MATPUILY U3 IPYTUX
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JIOKYCOB MOJICKYJIbI MJIH IPYTUX MOJICKYJ, YTO MO3BOJISICT OPraHU30BaTh
reHOM, B KOTOpOM HMH(OpMaIus pacrupeeieHa Mexy aOCONITHO
pa3HbIMUA KOMITAPTMEHTaMH (HAIpUMEpP, MAKCUKOIBIIAMUA U MUHHUKOJIb-
1[aMU KAHETOIUTACTa TPUITAHOCOMATH ). Takasi JOMOJHUTEIbHAS CTPYK-
TypHasi CJIOKHOCTb OpraHU3aIMU, BEPOSITHO, 00YCIABIMBACTCS TEM, YTO
MOMHUMO KaHOHMYECKOW (PYHKIIMU BBIPAOOTKH SHEPTUU, MUTOXOHIPUH
CIIOCOOHBI BOBJICKAThCS B CHEIU(PUUSCKUE I BUA META0OIMYSCKUE U
PETYISTOPHBIC IIYTH U COOTBETCTBOBATh MOTPESOHOCTSIM CIIOKHOTO JKU3-
HEHHOTO IIMKJIa, IPOIIeCcCcaM JCIICHHUS U PEOpraHU3aliK KICTKH.

B 3akitoueHuu cieayer OTMETUTh, YTO MHOTHE IKCIIEPUMEHTaIbHbIC
JIAaHHBIE TTOJTyYCHBI HA MOJICIIBHBIX 00beKTax. [103ToMy, yunThiBast 60JIb-
o€ pa3Hoo0pas3ue yKe M3BECTHBIX BAPHAHTOB MT-TEHOMA, CIICAYET C
0OJBIIION OCTOPOKHOCTHEO IKCTPANIOIMPOBATh UX Ha BCE OPraHu3MBbl. Taxk,
HampuMep, B MOCICTHEEe BPEMS 32 CUCT BHEAPEHHS TCXHOJIOTHI CEKBe-
HUPOBAHHUS TPAHCKPHUIITOMOB CTAHOBHUTCS BCe OOJiee OYCBHIHBIM, YTO
peIaKTUPOBAHUE TPAHCKHUIITOB SIBIISICTCS Ky/1a OoJiee pacpoCTpaHSHHBIM
(EHOMEHOM, U CKOpEe MPABHUIIOM, YEM UCKITIOUCHUEM B TCHOMAX OPTaHeII.
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