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® Hudysopun siBIsIOTCS OTIMIHON MOJIeJbIO JUist UccsenoBanust untepgepenunn PHK, urpatoiein Baxuefimyio posb B 61o-
JIOTHH 3THX MPOTHCTOB. B 00630pe B CPaBHUTE/ILHOM aCMeKTe PACCMOTPEHbl MEXaHM3Mbl T€HOMHOTO CKAHMPOBAHHUS, TIPH KAXKJIOM
T0JIOBOM Mpollecce obecrevnBarolire (hopMUPOBaHHE COMATHUECKOrO reHOMa U3 XPOMOCOM I'eHePaTHUBHOTO siApa, Y HH(Y30pHH
Tetrahymena n Paramecium, otHocsiiuxest K Kaaccy Oligohymenophorea. CpaBHeHue HECKOJBLKUX OJHOBPEMEHHO Cylile-
CTBYIOLIMX B KJIETKE T€HOMOB OCYLLECTBJsieTCs Npu nocpeannyectse Masibix PHK W npuBoauT K TOYHOMY BOCIPOH3BEJIEHHIO
MaTePHHCKOr0 COMaTHYECKOro reHoMa y TIOTOMKOB.

% Kalouesble cioBa: undysopuu; unrepdepenuuss PHK; mansie PHK; makponykieyc; IMMHHYLHSI XpOMaTHHA; SKCIAHCHS
TPAHCIIO30HOB; CalJIEHCHHT I'eHOB.
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% Ciliates are the model of choice to study RNA interference, the mechanism playing key role in biology of these protists.
The genome scanning processes of two ciliates, Tetrahymena and Paramecium (Oligohymenophorea), leading to formation of
the somatic genome from the chromosomes of the generative nucleus are compared in the review. Matching of several simulta-
neously present in one cell genomes is mediated by small RNAs and results in precise reproduction of maternal somatic genome
in the sexual progeny.
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BBEAEHUE

Nudysopun (Ciliophora), nosiBuBIIzecs: 0KoJ0 MUJJIH-
apaa Jer Hazaj, MpeacTaB/siioT cob6or oiHy M3 Haubosee
M3yUeHHBIX M PA3HOOOPA3HBIX TPy MPOTHCTOB, BKJIOUA-
tortyto mpumepro 30000 Bumos [1]. dBosiounontoe pac-
cTosiHie Mexny undysopusamu Oxytricha w Tetrahymena,
OTHOCSILIIUMHUCST K Pa3HbIM KJaccaM, COMOCTaBHMO C TaKO-
BbIM MEXKIy 4YeJOBEKOM H JPOXOKAMH, a MEXIy MpeacTa-
BUTEJIIMU OfIHOTO Knacca Tetrahymena w Paramecium —
C paccTosiHieM MeXJy JIAHIIETHUKOM W 4eJloBeKoM [2].

[IpencraBurenu ponos Paramecium w Tetrahymena
SIBJASIIOTCS TPHU3HAHHBIMH MOJIENBHBIMH OOBEKTAMH KJle-
TOYHOH M MoJieKyJasspHo# Ouosornu. MMeHHO Ha 3THX
MH(Y30pUSIX OB OTKPBIT ~ aBTOCMJIAHCHHT  MHTPO-
HOB [3], BrepBble HalJeHbl OTKJOHEHHUS OT TIeHeTHue-

cKoro koja [4], oOHapyeHa Tesomepasa [b], HaiijeHa
aueTuJTpaHcdepasa THCTOHOB [6] W HauaTO H3yueHHe
«THCTOHOBOTO KOAa», a B TocJjeqHue 1D JjeT MHTeH-
cuBHo usyuaercs PHK-unrtepdepenuys n ee Bausnue
Ha (YHKIMH XpOMaTHHA M 3SKCIpeccHio reHoB [7, 8.
MHorue M3 3THX OTKPLITMH ObliM cjeJaHbl OJaroia-
psi YHUKAJbHOH 0COGEHHOCTH MH(Y30pHH — HaJUUUIO
B HMX KJeTKax JBYX THIMOB sifep. MyJbTUreHOMHBII Ma-
kpoHykJaeyc (MAK) — 3To comaTtuyeckoe $iipo, K-
cripeccusi TeHOB KOTOpOro oGecrnevyuBaeT MpaKTHUECKH
BCe BereTaTHBHble (DYHKUHM KJaeTKH. [Ipu BeretaTuBHOM
pocte MAK nenutcsi yHMKaJbHBIM COCO60OM, Ha3biBae-
MbIM «aMHT03»: MHHH-XpoMocoMbl MAK HepaBHOMEpHO
1 CIy4aiiHO pacnpeenisioTest Mexay A10UepHUMH sIIPAMH,
a BepeTeHo JiesieHust oTcyTeTByert [9].
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[Ipu nonosom npouecce MAK paspymaercst. OcHoBHOI
thyHKIMel reHepaTHBHOTO MUKpoHykJeyca (MUK), conep-
JKALLETO JUIVIOWIHBIA WK TTOJIMTVIOMIHBIE HAOOp XPOMO-
COM, SIBJISIETCS] XpaHeHHe TeHeTHUeCKoH nH(opMally U Tie-
peraua ee MOTOMCTBY TMpH MOJIOBOM mpoliecce. Bo Bpewmst
BeretatuBHoro pocra MUK nesntest MmutoTHYeckH, a npu
TOJIOBOM Mpollecce, KOH'bIOTalUK WM aBTOraMHH, MpeTep-
nesaet Mmeiios. Hoseift MAK copmupyercst U3 npoayKToB
JleJIeHHsT CHHKapHoHa — 3MIOTHYECKOro sipa, BO3HHKAIO-
1Iero B pe3ysbraTe CJAMSHUS JBYX TarjoHAHbIX TPOYKTOB
meiioza MUK. ®opmupoBanue renoma MAK npoucxoaut
B pe3yJ/ibTaTe MaclITaGHBIX MepPecTpoeK 3UTOTHUECKOTO re-
HOMa, BKJIOYAIOUINX BbIpe3aHHe BHYTPEHHHX SJIMMHHHPY-
foluxest nocgenoBaresbiocreit, IES (internal eliminated
sequences), ¢ TOC/EIYIOUINM CHIHBAHHEM (DIAaHKHPYIOLINX
MX YUaCTKOB, (pparMeHTaIHIo XpOMOCOM, 106aB/IeHHe K T10-
JIydeHHbIM (DparMeHTaM de novo TeJOMEepHBIX MOBTOPOB,
M aMIIngUKalnio 00pa3oBaBLIUXCS B pe3ysbraTe BCex
nepecTpoek MUHU-XpoMocoM [9]. ¥ HeKoTopbIX HHy30pHil
(nanpumep, y Euplotes n Oxytricha, knacc Spirotrichea)
MX pa3Mep OKasblBaeTcst MeHee 2 T. 1. H., uucao — 6o-
qee 16000, 1 Ha 0fHON MHHH-XPOMOCOME MOXKET HaXOAUTh-
cst b ouH red [10]. B moGom ciiyuae MHHH-XpOMOCO-
Mbl MAK He fIBJISIIOTCST XpPOMOCOMaMH B LIUTOJIOTHIECKOM
CMBICJIE, TaK KaK He HMEIOT [EeHTPOMep, BbIpaXKeHHBIX
OPWKHHOB pETJIMKALMH, ¥ HUKOT/Aa He KOHIEHCHPYIOTCS.
dakTHUECKH 3TO MPOCTO MHOTOKPATHO aMMJIH(UIMPOBAH-
Hole Mosiekysibl JIHK pagnoro pasmepa, ¢yiaHKupoBaHHbIE
TeJIOMEPHBIMH TTOC/IEI0BATETBHOCTSIMH.

Hannune nByx reHOMOB B OHOH KJeTKe, OMH M3 KO-
TOPBIX (DYHKLIHOHUPYET B Psiy MOKOJEHHH, a BTOPOH Cy-
IIECTBYET JHUIIb B TeUEHHe OJHOr0 KM3HEHHOTO LHKJA,
JiesiaeT UHGY30pUH  UCKJIOUUTENBHO YIOOHOH MOJIEJNbIO
snureHeTuku. JleiictBuresibHo, reHom MAK He mnozasep-
JKeH MPsIMOMY BO3AEHCTBHIO €CTECTBEHHOro otbopa; TpH
TOM ero (OpPMHPOBAHHE H3 XPOMOCOM 3HTOTHUECKOTO
si7ipa TIPOUCXOJUT TIO CXeMe, YK€ 3a/I0’KeHHOH B IMpefte-
crBylolieM, «crapom» MAK knerkn. Bece mosekynsipubie
npotecchl  popmupoBanus reHoma MAK HeTpuBHANBHbI
M CJOXHBI, HO OCOOEHHO BMeYaT/sieT MPollece yaajaeHus
3 reHoma Ttoicsy IES 9JIEMEHTOB, TMPOUCXOJALINX,
Mo BCeH BHAMMOCTH, OT TpaHcrosoHoB [11, 12]. Pasmepsl
IES wmoryr BapeupoBath, u Bce IES obnapaior yHukalb-
HOH MOCJIEN0BATENbHOCTBIO, TO €CThb Croco0 MX yAaJeHHs
JI0JDKEH ObITh OJJHOBPEMEHHO TOUHBIM M HeCTeLH(HUHBIM.
Xpomocombsl MUK noasepratorest pparMeHTaluy, Takke
conposoxaatolericss yactuuHoil norepeit JIHK, npuuem
y Tetrahymena u3 nartu xpomocom MUK nosyuaercs 60-
gee 180 munu-xpomocom MAK [13]. Hosaroe Bpems mno-
cile onucanus macwrabHoi aumunyund JHK npu passu-
i MAK wundysoputi [ 14, 15] Moseky/sipHble Mpolecchl,
MPUBOJISLINE K STOMY, OCTaBAJUCh 3arajKoil, 1 JUIb B I0-
ciaeande 15 JeT yaanoch pacKpbITh KJIOUEBblE MeXaHH3-
Mbl popmupoBanust renoma MAK undysopuit. Oxaszanocs,
UTO UX TVIABHBIMH YYaCTHHKAMH SIBJSIOTCS pasHble TPYMITbI

nekoaupytownx PHK, a npespaliienne reHepaTuBHOro re-
HOMa B COMATHYECKHMH YIpaBJISeTCs CJIOKHLIMM SIHIeHe-
THYECKMMH MEXaHU3MaMH, B OCHOBE KOTOPbLIX JIEJKUT HH-
Tepdepenuns PHK.

OCOBEHHOCTWU ®O0PMWPOBAHNA TEHOMA
MAKPOHYKNEYCA Y TETRAHYMENA N PARAMECIUM

[Tpoueccsl popmuposanust renoma MAK npunImnuansio
pasanyatoTest y MHQY30pHil pasHbIX KIaccoB; B 3TOM 0030-
pe Mbl ChOKyCHpyeMCsT Ha IBYX MOJIeJIbHBIX MPEACTABUTENSX
knacca Oligohymenophorea — Paramecium tetraurelia
u Tetrahymena thermophila. MaciitaGHast JUMHHYLHSI
XpoMaTtHHa Tpu passutuu reHoma MAK stux uncysopuii 3a-
xBatbiBaeT 0kos10 25—30 % renoma MUK [12, 13]. OcHos-
HOU BKJIAJ B 3TOT mpollecc BHocAT ynaneHue IES u ¢par-
MEHTal{sT XPOMOCOM 3UTOTHUECKOTO SIIpa.

IES Tetrahymena w Paramecium cylieCTBEHHO pas-
suuatorest. [ES Tetrahymena B 1esioM 3HaYHTENBLHO JIJTHH -
Hee (pasmep IES Bapwupyer ot 136 m. n. 10 43,4 1. . H.),
a ux oblee KoJMuecTBO cocrapjsier okosio 12000 [13].
Mtuorne M3 HHMX MO-TIpeXKHEMY HMEIOT $IBHOE CXOJCTBO
C TPAHCMO30HAMH, B TO BpeMsl KaK JApyriue CHJbHO JUBEp-
rupoBanu. IES teTpaxumen 3auactyio copep:kKaT romoJio-
TMUHBIE YYaCTKH, YKasblBalolllMe Ha HX OOllee MPOHUCXO-
Knenve [16]. Tlonoxkenne IES B opToOrHUHBIX JIOKyCax
CHJIBHO paznnuaercst Jaxke y OJH3KHX BMJIOB, UTO, MO-BH-
JIUMOMY, CBSI3aHO C MPOJOJIKABLIEHCA 9KCIAHCHEH TpaHC-
nozonoB. Cafitel Bhlpesanusi IES cunbHO pasnuuatorest
M He MMEIOT CTPOTHX KOHceHcycoB. Ha KoHmax Hexoro-
peix IES o6napyxeHbl KOPOTKHE TpsIMble TOBTOPHBI, OJMH
13 KoTopbix octaetcst B renome MAK nocne ynanenus IES.
Y rerpaxumen IES mpakTHueckn HUKOTA He pacrosaraioT-
csl BHYTPH KOAMPYIOIINX MOC/IEA0BATEBHOCTEH, H TOITOMY
4acTo MX 9KCLHM3UST MOMKET MPOUCXOAHTb M0 HECKOJBbKHM
a/JbTepHATUBHBIM caiitaM. [Ipn sToM oOHapykeHHble MpH
NoJIHOM cekBeHnpoBanuu renoma MUK omunnanuats IES,
KOTOpbIE PACMOJIO’KEHbl BHYTPH F€HOB, BBIPE3AIOTCST BCET-
na touno [13, 17]. Dtn omunnamuats IES daankuposans
KOHCEPBATHBHBIMU JIEBSITHHYK/JIEOTHIHBIMH HHBEPTHPOBAH-
neivu nosropamu TTAACACTT. Henasno 6b1710 nokasano,
uTo TOuHOoe ynaseHue 3TuUx IES mpoucxomut mno apyromy
MeXaHH3My, ueM HeTOouHasi SKCUu3Hst octaibHbXx IES Te-
TpaxumeH [17] (cm. Hmke). MHTepecHo, 4TO TeHbl, B KO-
JMPYIOLIHX MOCIE0BATENBHOCTSIX KOTOPBIX PacrosiaraloTcst
stn IES, sKcnpeccupyloTest Ha MO3AHUX 3TAanax KoHblora-
LMK, COBMAJAIOLINX cO BpeMeHeM ynanenus IES u3 renoma
MAK, u KomupytoT GeJIKH, BO3MOXKHO, YUacTBYIOLIHE B pe-
opraHuzauuu xpomaruta [ 13] (cm. Huxe).

IES napamenuii mpeacTaBasiioT coG0H B OCHOBHOM
KOPOTKHE OJHOKOTMHIHBIE HEKOAHPYIOLIHE 3JEeMEHTH pas-
MepoMm 26—882 m. H., B reHome P. tetraurelia nx nacuu-
thiBaetcst OGosee 45000 [12]. TlocnenoBatesnbHoCTH Tpa-
KTHYecKH Beex IES yHHKa/bHBI, U TOMOJIOTHST MEXKLy HUMH
Hu3Ka [ 18]. OHu uacTo pacnosiozKeHbl BHYTPH KOJIUPYIOIIHX
T0CJIe/I0BATENBHOCTEH, TO €CTh NMPH (POPMUPOBAHHH TEHO-
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mMa MAK Heo0X0MMO HX TOUHOE Bblpe3aHue. BomblnHCTBO
IES napawmerufi IBASIIOTCS PyAMMEHTAMH TPAHCIIO30HOB Ce-
meiictsa Tel/mariner [12]. Ouu diankupoBaHbl IPsSMbIMH
nosropamu 5’-TA-3’, ofMH M3 KOTOPBIX OCTAeTCsl B TeHO-
me MAK nocne ynanenus IES [19]. pyrux ctporux KoH-
ceHcycoB Ha KoHuax [ES napamenuii He oGHapy»KeHo, XOTs
tam 3auactyto npucytrctByeT MoTHB TAYAGYNR [20].

®parmentaiust XpomMocoM TIpH  (POPMHPOBAHHM TEHO-
ma MAK Tetrahymena w Paramecium taxkiKe TIPUBOAUT
K YJaJeHHI0 U3 TeHOMa HEKOJUPYIOUIUX MOC/e/0BaTebHO-
CTeH, HO MPH 3TOM KOHIbI PA3PLIBOB HE CIIMBAIOTCS, K HUM
JIOCTPAUBAIOTCST TEIOMEPBI, U TaK 06pasyloTCst MUHH-XPOMO-
combl MAK. Pasmep munu-xpomocom MAK Tetrahymena
u Paramecium cocrasasier ot 50 1o 2000 1. . H. [21—23].
Amrindukaiys MEHA-XPOMOCOM MPUBOAUT K MJIOUAHOCTH
MAK okono 800n anst P. fetraurelia w oxosmo 50n ajs
T. thermophila [7].

Y Tetrahymena nnsi pparmeHTalyid HeOOXOIUMO H JIO-
CTATOUYHO HAJIMUME LMC-CHTHAMA — BBICOKOKOHCEPBATHB-
HOW MocJ/ienoBaTe/IbHOCTH JHOK 15 . H. (chromosome
breakage sequence Cbs), ynasenue KoTopoil H3 re-
HOMa 3aXBaThiBaeT ellle W KOPOTKHE (IaHKHUpYIOLIHe
yuacTku [24]. Tesiomepbl MPHUCOETUHSAIOTCS HA paccTosi-
HUM D—25 1. H. ¢ Kax0il croponbl oT Cbs [25]. OkoJio no-
JIOBUHBI U3 225 Cbs, oGHapy»eHHbIX MPH CEKBEHHPOBA-
nuu renoma MUK T. thermophila [13], umeioT KoHceHCyC
5’-TAAACCAACCTCTTT-3’, y ocranbhbix Cbs B 3T0# 1o-
C/IeI0BATENLHOCTH 3aMeHeHO He GoJiee JIBYX HYKJIEOTHIOB,
npuuem 10 u3 15 HyKJIEOTHIOB CTPOro KOHCEPBATHBHbI,
TO ecThb cama Cbs 1, cooTBeTCTBEHHO, CalTH (PparMeHTalUH
XPOMOCOM HAXOJATCS TOA JAeHCTBHEM CTAOHIH3HPYIOLLETO
or6opa. Cbs namomuHaer cafiThbl-MHIIEHH /151 TPAHCIO3a3
Ha KOHLAxX TpaHcrno3oHoB [13]. MHTepecHO, uTO KOHCEH-
cyc Cbs comepkuT B cBoeM cocTaBe MOC/AEA0BATENBHOCTD
C,A,C,, MOX0oXkKyI0 Ha MepecTPOeHHbIH TeJJOMePHBIH MOBTOP
T. thermophila CA, [26], a Genok Pot2, cneuudnuecku
B3aumosiericTBytoluit ¢ Cbs npu dparMeHTalnu XxpoMocom
[27], oTHOCHTCS K TOMY 2Ke ceMeHCTBY, uTo U Oesok Potl,
yUacTBYIOLIMH B TOIEPKAHUHN TeJIoMep. SIBASIOTCS JIM 9TH
COBMAJIEHUS CYUalHBIMU WK OTpaxaloT sBoJtoiuto Chs,
TMOKa OCTaeTCsl HesICHBIM, HO TpejroJarator, uro camu Cbs
¥ M0Ka HEU3BECTHBIN Geslok, y3Hatoumid Cbs W uHHIMMpY-
IOLLMI pa3pblB, MOTVIH MTPOU3OUTH U3 MOOHJIBHOTO 3JIEMEH-
Ta, JOMECTHLIHPOBAHHOTO B FeHOMe HMEHHO JJIst obecreue-
HHUSI (pparMEHTALH XPOMOCOM MTPH (OPMHPOBAHUH T€HOMA
MAK [13]. TTosioxkenne Cbs u yiiHa rOMOJIOTHUHBIX MHHH -
xpomocom MAK coBnanator y pasubix BusoB Tetrahymena,
B otsiure ot IES, nosoxkeHne KOTOPbIX B TeHOME CHJIBHO
BapbUpyeT naxke y Onu3kux BUAOB [13]. MurepecHo, uto
He BCe MOC/ae0BaTesbHOCTH, (uankupoBanuele B MUK
Cbs n mpuoGperaloiiue TejgoMepsl B mpouecce (HOpPMH-
poBaHUsI TeHOMa, COXpaHsioTcst B reHome 3pesoro MAK.
Henasuo B MAK TteTpaxumeH Oblin 0GHApY»KEHbI TaK Ha-
3bIBaeMble  «HEMOJIePXKUBAIOIIMECS» XPOMOCOMBI  (non-
maintained chromosomes, NMC), koTopble 00pa3yioT-

csa B opmupytouiemess MAK, Ho ucuesaloT mpu nepBbiX
BEreTaTUBHBIX JIEJIEHUSIX KCKOHBIOTaHTHBIX KjeTok [13].
B HekotopbIx caydasx (cM. Huke) Takie NMC KoaupyloT
O€eJIKH, T'eHbl KOTOPbIX aKTHBHO 3KCIIPECCHPYIOTCS UMEHHO
Ha TO3HKUX Tanax KoHbloraiyu, To ectb moka NMC ere
MPUCYTCTBYIOT B HOBOM COMAaTHYE€CKOM reHome [17].

B renome MUK Paramecium [28] Takke mpucyTCT-
ByeT HECKOJbKO COTeH caiToB QparmeHTauud. OjHaKo
y BHUIOB KoMmruiekca P. aurelia cuTHaJIbHBIX MOCJEN0BA-
TeJbHOCTEH Il (hparMeHTalMd He oOHapy:KeHo. Pac-
noJio’KeHne cafita QparMeHTaluu TMpH  (GOPMHPOBAHUH
nHosoro MAK onpenessieTcst y HMX He TOJBKO MOCJIE0BA-
tesbHocTbio JIHK, HO W snureHeTHUecKMMH MexaHW3Ma-
MM — KJIETOUHbIE JIMHUU C UAEHTHYHBIMH reHomamu MK
MOTYT BOCIPOU3BOJUMO PeasM30BbIBATh Pa3Hble MaTTEPHbI
(bparMeHTalMK TIPU KAXKIOM TOJIOBOM Mpollecce, TO eCThb
HacJ/1e/l0BaHHe NAaTTePHOB (PParMeHTalul SABJASETCH <IUTO-
niasmatudeckum» [7] (em. nHuke). [lo-Buaumomy, B 3TOM
cilydae mpolece (hparMeHTallud CBsi3aH ¢ HETOUHOH 3JH-
MHHALMEH CPABHUTEJbHO JITHHHBIX MHWKPOHYKJEapPHBIX
MOCJIeI0BATEIbHOCTEH BOKPYT CAWTOB, MO KOTOPBIM MPO-
UCXoIuT (parMeHtauus [28]. ITH mocsienoBaTebHOCTH
NPEACTaBJAIT COO0H B OCHOBHOM IOBTOPbI, MHHH-CATEJ-
JIMTHI 1 TPaHCTo30HE! [28] 1 otamuaiotes ot IES Goblanm
pa3MepoM ¥ BapuHabeJIbHOCTbIO TOueK BbipedaHus [28].
WMHorna dparMeHTalus y napamenuii sisisercs akyJ/bra-
tuBHOMH, W snumuHauus JIHK conpoBoxxnaercs mnn pas-
PBIBOM, WJIM CLIMBaHHEM CBOGOJIHBIX KOHLOB [8]. B utore
npu popmupoBanun MAK P. tetraurelia 50—60 xpomocom
MUK (rounoe kosnuectBo xpomocom MUK P. tetraurelia
JIO CHX TOp HEU3BECTHO) (PparMeHTHPYHOTCS TPUMEPHO
Ha 200 munu-xpomocom MAK, k kotopbiM de novo jo-
6aBastioTest TesoMepsl [22]. Hetounast ¢parmenranyst npu-
BOJIUT B CBOIO OUEPE/lb K OTCYTCTBHUIO TOUHOH MO3HIUM /151
J06aBIeHNs TEJOMEPHBIX MOBTOPOB, KOTOPOE TMPOUCXOAUT
B yuactkax aauHoit ot 800 n. H. 1o 2 1. n. H. [19]. Kpome
TOTO, Y HEKOTOPBIX MHHH-XPOMOCOM CYIIECTBYIOT ajbTep-
HaTHBHbIE YUACTKH MPUCOETUHEHUS TeJIOMEep, HaXOAALIHUECs
Ha paccrosHuu 2—20 T. m. H. apyr ot apyra [7]. Takum
o0pasoM, Jaxke BHyTpH ofiHoro reHoma MAK MoxkHO 06-
HapYKUTb M0-PA3HOMY MPOLECCUPOBAHHBIE TOMOJIOTHUHbBIE
MHHH-XPOMOCOMBI [29].

Jlosroe Bpems 0CTaBaJloCh COBEPIIEHHO HEMOHATHDIM,
KaK peryJjupyercs ObICTpOe, OJHOBPEMEHHOE H TOUHOE
NpPOTEKaHUE HECKOJBbKHX MOJIEKYJISIPHBIX MPOLIECCOB pea-
PaHKUPOBKH T'eHOMa: OCHOBHbIE COOBLITHS (POPMHPOBAHHS
renoma MAK pasBopaumBatotcsi B TeueHne 3—4 uacos
¥ BKJOUaloT yaaneHue thicau IES, dparmentanmio xpo-
MOCOM O COTHSIM CAHTOB, CHHTE3 TeJOMep M aMIangu-
kauuio noJydenusix Mmogexkyn JIHK. [pyro# 3arankoii
OblIM TOMOJIOTO3aBUCHMbIE MaTePHHCKHE 3(QeKTh, Ha-
6monaemble npu Tpancdopmaunn MAK. Tak, nanpumep,
BBesieHe B MAK napamenyii BEKTOPOB, CoJepKalliX
Hekotopble IES, BbI3biBaeT HapyllleHHe 3KCUM3HM 3ITHX
[ES u3 renoma HoBoro MAK mnocjie mpoxoxaeHust TpaHc-
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topmanTamu nosioBoro npotecca [30—32]. dror schdekt
HaGJonaercs Toabko s 7 % IES, MOJIYUHBIINX Ha3Ba-
Hue «wmarepunckux» IES (matlES) [33]. Ilpu stom onu
He HUMEIOT HHKAKHX TPU3HAKOB, OTJHUAIOUIUX HX OT Jpy-
rux, He-MatlES [31]. Koporkue (menee 50 . H.) IES, kak
npasuiio, He sapastores MatlES [31, 33, Hekpacosa, [lo-
TeXHH, HeonyOJl. naHHble]. Takke a1s HekoTopbix MaTIES
XapaKTepHO HaJMude Ha 000MX KOHIAX PEJKOr0 BapvaHTa
koHceHcyca 5’-TAYAGYNR... -3’, rie B ueTBepTO# 103M-
uuu Haxoautest T (5'-TATT... -37) [31], Ho 3To He siB/IseTCH
yHuBepcasbHoil ueproit Bcex MatlES. Ecqn e B reHome
craporo  MAK npoucxomut neneunsi dparmenra JIHK,
TO OHA TakKe OyJeT Hac/Jel0BaThCs B Psily MOKOJEHHH,
TO €CThb BCE TOJIOBblE MOTOMKH KJIETKH, TJIe MPOU30IILIA JIe-
qeunss B MAK, npu passutun renoma nosoro MAK Gymyt
YIANATh U3 HEr0 COOTBETCTBYIOLLYIO JEJElHH MOCeNI0Ba-
TeJIbHOCTh. Takum o6paszom, Jiobasi OTCYTCTByoLasl B Tre-
HoMe craporo MAK mnoc/ienoBatesbHOCTh OyleT yaajeHa
13 opmupytonierocs revoma HoBoro MAK, a noGaBsien-
nast B crapeii MAK MUVIK-cneunduunas nocnenoBateln-
HOCTb OYJIET C BBICOKOH BEPOSITHOCTBIO COXpAHEHa B MeHO-
me HoBoro MAK [34]. Bonpoc o nocpenxukax B repejaue
nHgopmaunn Mexkay crapeiM MAK u HOBBIM, pa3BuBalo-
IIUMCS  COMATHYECKUM SIPOM JIOJTOe BpeMs OCTaBaJics
OTKPBITBIM, Ha 3Ty poJib BbyIBUraau modekysabl PHK [35].
Ata runoresa o6pesia OCHOBAHUS C OTKPbITHEM MeXaHH3Ma
nnrepgpepentun PHK. Kak okasanocs, dpopmuposanue Ho-
Boro MAK y undysopuil ynpa/isieTcsi B MepByto ouepelb
SMUreHeTHYEeCKUMH MeXaHu3MaMu ¢ ydactieM Masbix PHK
1, JEUCTBUTENLHO, MPOUCXOMUT TI0 Tpadapety reHoMa po-
muresibeckoro MAK. It 0ObsICHEHHUsS] 3MUMeHEeTHUECKHUX
s(dexToB, HabMoOTaEMbIX TpPH (HOPMHPOBAHHH HOBOTO
MAK y undysopuit Paramecium w Tetrahymena, Gblna
npeioKeHa MoJie/ib CKAHUPOBAHUS TeHOMOB [36].

MOJENIb TEHOMHOI0 CKAHUPOBAHMA

[Ipolecc reHOMHOro CKaHMpOBAHUS B LIEJOM CXOIEH
y TeTpaxuMeH u napameuuit. [To Bceil BuaumoctH, o 3Bo-
JIOLMOHUPOBAJ B I1€PBYI0 odepelb Kak CI0co0 3aLIUTb
reHoMa OT 3KCMNAHCHUH MOOWJILHBLIX 3JEMEHTOB H JPYrHX
Uy>KEepOJHbIX MocJeoBaTe/IbHoCTell. BeposiTHO, MMeHHO
pasBUTHe M CreLMann3alys MeXaHH3MOB HHTepepeH-
uun PHK npuBesn K BO3HHKHOBEHHIO sIIEPHOTO Jlyasn3Ma
y HH(Y30pHi, KOTJa BCe «JHIIHHE» MOC/eN0BATEbHOCTH
oueHb PPEKTUBHO YIAJSAIOTCH H3 COMATHUECKOTO T'eHO-
Ma, B TO »Ke BpeMsi CBOOOJHO, MPaKTHYECKH HE3aMeTHO
JJIsl €CTEeCTBEHHOro oT6opa HakalIHBasCh B MoJyallieM
reHoMe IeHepaTHUBHOro sipa. B reHomMHoe ckaHUpoBaHHe
BOBJI€UEHBI KaK TPAIUIHOHHBIE YIACTHHKH TyTel HHTepde-
pentyn PHK, tak n uessiit psin 6e/KoB, (QYHKIHH KOTOPBIX
crielMuyHbl UMeHHO 751 uH(ysopuil. Ha cerogusinuii
JIeHb 3MHUTeHeTHUeCKHe MeXaHU3Mbl (DOPMHUPOBAHHS TeHO-
mMa MAK, ¢ oznHo¥t cTopoHbI, B 06IINX UepTax sICHbI, C Apy-
rofl K€ CTOPOHBI, MO Mepe J00aBJeHUA JeTajell KapTHHA
NpojoJKaeT yCJoxKHATbesl. PazbepeM npouecc reHOMHOTo

CKaHMPOBAHHUS MO3TAMHO, Mapas/eSbHO CPaBHUBAS COOBI-
THS1 y TPEACTaBUTEEl ABYX MOJENbHBIX POOB HH(Y30PHil
(puc. 1).

1. JIpyHanpaBJ/eHHasi TpPaHCKPUINLMS reHoMa u obpa-
3oBanue ckaHPHK

B camom Hauase moJioBoro mpouecca Kak y TeTpaxu-
MeH, TaK W y MapaMeLyil MPOMCXOAMT ABYHAMpaBJjeHHas
TpaHckpunuus reHoma MUK ¢ o6pasoBaHuem aByLerno-
yeunblx PHK (auPHK). Cumuraercs, uro mis napamenuit
XapakTepHa IoJiHast TpaHckpunuust Bcero reHoma MUK
B TO BpeMsl KaK y TeTpaxUMeH MPeUMYyIIeCTBEHHO TpaHC-
KPUOUPYIOTCA MPUTENOMEPHBIE W TPHLEHTPOMEPHbIE paki-
oHbl [37]. menno u3 stux PHK-mynnekcos 3arem Gyayt
o6pasoBbiBaThesl Masible ckanupytoie PHK (ckanPHK),
TJIaBHBIE MOJIEKYJIBI-TTOCPEAHHKH B CKAHHPOBAHHH TeHO-
MoB. ToTajbHast TPAHCKPHUMLHUSI reHoMa TpeOyeT ydacTHsi
0COObIX OeJIKOB-peryasTopoB. ¥ P. tetraurelia 6bu10 06-
Hapy:KeHO JBa TreHa, KOJAUPYIOIMX (haKTOPbl TPAHCKPHII-
uun Sptd. Hannume B renome aByx renoB SPTH penko
BcTpeuaetes y sykapuor [38]. Kak okaszanock, ren SPTHv
IKCIIPeCcCHpyeTCsl MPH BereTaTHBHOM POCTE, a 3KCIpec-
cust rena SPTHm jocThraeT MakcUMyma Ha paHHMX CTa-
JWSIX TIOJIOBOTO TpoLiecca CKopee BCero BO BpeMsi Melo3a.
B nauane aBroramuu 6esiok Spthm sokasmusyercs B MeHO-
tnueckom MUK, 3aTeM — B BoCbMH MpOJyKTax MeHosa;
OH ellle TIPUCYTCTBYET B 3UTOTHUECKOM SIpe M TMPOLyKTax
€ro MHUTOTHYECKOTO JIeJIEHHs], HO M0 Mepe Co3peBaHusl HO-
Boix MUK u MAK ucuesaer. Hokayr SPTHm npuBoauT
K BbICOYAHILIEH CMEPTHOCTH — TI0C/Ie MOJIOBOTO Mpolecca
BBKMBAET TOJIBKO HECKOJIBKO MPOLEHTOB KJIETOK, KOTOPbIE
He CrOCOGHBI IGMUTHCS 1 YMUPAIOT TIePes WK Cpasy rnocJe
nepBoro aeneHusi. MckKyccTBeHHOe CHMXKEHHE KOJHYeCTBa
Oesika Sptdom npuBoaut K 40-KpaTHOMY YMEHBIIEHHIO KO-
sudectBa ckanPHK, To ectb, o cytH, onn He o6pasyiorcst
B KJIETKE.

Kpome Toro, Hapyliaetcss 3JMMHHALUS TOYTH BCeX
MUK-creunduynbx Mocjaef0BaTebHOCTEH M3 TeHoMa
pasBuBatoiierocs MAK, B Tom uHcie TeX, Bblpe3aHue
kotopbix He 3aBucuT oT ckaHPHK. Ilpu stom orcyrer-
BUe Oeska Sptdbm He TpemsiTCTBYeT MpOTEKaHHIO MeHo-
3a, opmupoBanuio HoBbix MAK u amnanduxauun JTHK.
He wuckmioueno, uro Sptdm KOTpPaHCKPHIIMOHHO BHOCHT
HeKHe MOAM(HMKALMM, HeOOXOMUMble B JaJbHEHIIEM s
skcumusun 1ES [38]. Y Tetrahymena noka He oGHapy»KeHO
thakTopoB Sptd WM GesKOB, BLIMOJHSAIOUINX aHAJTOTHUHYIO
(YHKIHIO.

O6pazoBapumecs B MUK nuPHK paspesaiorest sH-
JIoHyK/eazamu cemefictBa Dicer Ha KopoTkne (pparMeHThI
pasmepom 25 H.y Paramecium v 28 H. 'y Tetrahymena —
coocrBenHo  ckanPHK.  BooGuwe  Gesnkn  cemeficT-
Ba Dicer, PHKassi III thna, pagpesator nuPHK na xopot-
ke (21 —28 n. H.) IynyieKcHble MOJIEKYJIbI C XapaKTePHbIM
MOHO(oC(hAaTOM Ha D’-KOHILE H KOHLEBBIMH JABYXHYKJEO-
TUIHBIMU BbICTYNaMu [39]. DT GesIKH MOTYT UMETh JI0 1iie-
CTH JIOMEHOB; y PasHbIX TPYMN OPraHW3MOB Te WJH HHble
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[Tporecc renomuoro ckanupoBauusi y Paramecium (A) w Tetrahymena (B).

A. TenomHoe ckanupoBanue y P. fetraurelia. Ha pannux stanax rosioBoro rpotecca npouCXOJuT MoJHash IByHarpaBieHHast
tpanckpunuus reioma MUK, TTonyuennnie Tpanckpuntsl MUK (T1okasanbl BOJHHCTOI JIMHUE!) ¢ noMolbio Genkos Del2/3
npotieccupytorest B ckanPHK (kopotkue Bosmmctsie jnnn). CkanPHK o6pasyior komrekch ¢ Genkamu Ptiwi01/09 (Genbie
npsimoyrosibHukHn ) 1 neperocsitesi B crapbiii MAK. JIHK craporo MAK rtak:ke noJiHocTbio TpaHckpubupyercest; ckanPHK, kom-
nyiementapuble cunteaupoannbiM HKPHK, nerpamupyior. Ocrasuvecsi ckanPHK, romosiornunbie [ES n npounm nocsienosa-
TEJILHOCTSIM, OTCyTCTBOBaBLINM B cTapoM MAK (mokasaHbl rosryObIMH KOPOTKHMH BOJIHMCTBIMH JIMHUSIMH ) TEPEHOCSTCS B (hop-
mupytotuiicss MAK, rie yanaiot komriementapibie uM [ES (rosyGble npsiMoyrosibHUKH ), B pedyJibrare yero sti [ES ynassiorest
6esikom PiggyMac. Ha matpuiie Boipesannbix [ES (rosy6uie kosbiia) ¢ nomotiibto 6enka Deld cunresupytorest iesPHK (rosy6bie
BOJTHHCTHIE JIMHHH ), KOTOPble B3ANMOIEHCTBYIOT ¢ Geikamu Ptiwil0/11 u yCHIMBAIOT MeueHHe U yaneHue roMoornuHbix IES.
B caiitax ynasnenusi IES coxpansitorest iunykiaeorunt TA.

b. Tenomuoe ckannpoBanue y T. thermophila. Ha pannux stanax KoHbloralldu MpOUCXOJUT JABYHAIIpaBJeHHast TPAHCKPHUITLUS
redoma MUK, 3arparuBatoliiast Kak KoJMpyolke Mocje0BaTebHOCTH (MpsiMast uepHasi jintust ), Tak U A-IES (rosy6oii npsimo-
yrosbhuk ). B-IES (manunoBbiit npsiMmoyrosibHuk) He Tpanckpubupyiotes. [Tosnyuennnie Tpanckpuntsl MUK (nokasanbt BosiHu-
CTOM JIMHHUel ) ¢ momolibio 6esika Dell npoueccupyiores B pannue ckanPHK (kopotkue Bosinnctoie siunnn ). Pannue ckanPHK
06pasytoT Komiiekebl ¢ 6ekoM Twil (Gesibie npsimoyroJibHiKK) W niepeHocsitest B crapbiit MAK. JIHK craporo MAK Takke
TpaHckpubupyercs; pannue ckaHPHK, komnnementapubie cunresupoBannbiM HKPHK, nerpamupyior. OcraBiivecs: panuue
ckanPHK, romodioruutbie A-IES (1mokazanbl rosiyGbIMH KOPOTKMMH BOJIHUCTBIMU JIMHUSIMH ), TIEPEHOCSTCST B (DOPMUPYIOLLIHEL -
csi MAK. Tam pannune ckanPHK ysuator He Tosibko A-IES, Ho u B-IES, umeroue kopotkue yuactku romosiorun ¢ A-1IES
(rosty6asi mosiocka BHyTPH MaJHHOBOTO MPSIMOYTOJIbHUKA ). B peaysibraTe Takoro pacrnosHaBaHHsi HHIAYLMPYETCs CHHTES3 MO3HHX
ckanPHK (masinnoBbie Bosinuctblie niun) ¢ A-1ES u B-1ES. TTosnnne ckanPHK BaaumosnesictBytor ¢ 6enxkamu Twil u Twil 1.
Bmecre pannue n nosinue ckaiPHK oGecnieunator nostyio annmunaiuio [ES us dpopmupyotierocst renoma MAK

Genome scanning process in Paramecium (A) and Tetrahymena (B).

A. Genome scaning in P. fefraurelia. At early stage of the sexual process the micronuclear genome is totally transcribed. The
transcripts (curly lines) are processed into scanRNAs (short curly lines) by Dcl2/3p. ScanRNAs in complexes with Ptiwi01/09
(white rectangles) are transferred to the old macronucleus (MAC). The genome of the old MAC is also totally transcribed, and
scanRNAs homologous to these transcripts get degraded. Remaining scanRNAs homologous to IESs and other sequences absent
in the old MAC (blue short curly lines) are transferred to the new MAC, where they label complementary IESs (blue rectangles)
for the excision by PiggyMac. The excised IESs (blue circles) serve as templates for synthesis of iesRNAs by Dcl5p (amplification
loop, marked with a brace); iesRNAs (blue curly lines) interact with Ptiwil0/11 and enhance excision of homologous IESs. TA
dinucleotides remain at the excision sites.

b. Genome scanning in T. thermophila. At early stage of the conjugation the coding sequences and A-IESs (blue rectangle) are
bidirectionally transcribed in the micronuclear genome. B-IESs (purple rectangle) are not transcribed. The transcripts (curly lines)
are processed by Dcllp into early scanRNAs (short curly lines), which make complexes with Twilp (white rectangles) and get
transferred to the old MAC. The genome of the old MAC is also transcribed, and early scanRNAs which find homology among the
transcripts get degraded. Remaining early scanRNAs, complementary to A-IESs (blue short curly lines), are transferred to the new
MAC, where they recognize not only A-IESs but also short homologous regions in B-IESs. As a result of this, the late scanRNAs
(purple curly lines) synthesis from A-IES and B-IES templates is induced. The late scanRNAs interact with Twilp and Twil 1p.
Both early scanRNAs and late scanRNAs ensure complete elimination of IESs from the new MAC genome (amplification loop.
marked with a brace)
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JIOMEHbI MOTYT OTCYTCTBOBATb, HO HaJIMuHe JIBYX JTOMEHOB
¢ aktuBHoctblo PHKasbl III siB/isieTcst KOHCepBaTHBHLIM
npakTHuecku aas Bcex sykapuot [40]. Y T. thermophila
oOHapyxeHo Tpu Oesika Dicer. Omun u3 Hux, Derl, npu-
CYTCTBYET B KJETKE TOCTOSIHHO, HO, MO-BHIMMOMY, KaTa-
JIMTUUECKU HEaKTHUBEH, TaK Kak HapyuieHue (yHkuun Derl
HUKaK He mposiBasieTcss enotunudecku [41, 42]. bBe-
g0k Dcr2 nHeoOxomum ais cuntesa siPHK, yuactByronimnx
B PEryJsiliM 3SKCIPECCHH PA3/IHUHBIX T0C/eI0BATENbHO-
cTell B BereTaTHBHbIX KieTkax [42]. Tperu#n Gesok, Decll
(Dicer-like), umeer nomen PHKasbi 1 PHK-cBsizbiBatonimii
JomeH [41, 42], B HEGOMBLILIOM KOJMUECTBE TPUCYTCTBYET
B BEreTaTHBHbBIX KJIETKAX U MPH TOJOJAHUH, HO MAKCHMAJIb-
HO €ro TeH 3KCIPECCHPYeTCs B KOHBIOTHPYIOUIMX KJET-
Kax (41, 42]. InaBnas ¢ynkumst 6esmka Dcll terpaxumen
3akJjouyaeTcs UMeHHo B o6pasoBaHuu ckaHPHK [42, 43].
[Ipu cKpelMBaHHM KJETOK ¢ HokayTHpoBaHHbiM DCLI
C KJIETKaMM JMKOro Tuma B KnaeTkax dcll— ne dopmupy-
torcst ckanPHK. Tlpu 3ToM cHHTe3 HCXOAHBIX AJIMHHBIX
JuPHK B knetkax ¢ HokaytupoBanHbiM DCLI1 HuKak
He Hapymaercs. benok Dell takxke HeoOXomum s MU-
TOTHYECKOH M MeHoTHYecKol cerperauuu xpomocom MUK
1 HOPMaJIbHOTO BBLICTPAWBAHUSI XPOMOCOM B Mpodasze Meki-
03a, a y kJaeTok ¢ HokaytupoBaHHbiM DCL1 MUK nme-
I0T MeHbLUHe pa3Mepbl, yeM B HopMe, U KosudecTso JIHK
B HUX 3HAUMTEJIbHO HUXKE, UeM Y KJIETOK JMKOro tumna [42].

B reHome P. fetraurelia oGHapy»eHO BOCEMb T€HOB,
komupytolx Genku ¢ gomeHamn PHKaswr 111 [44, 45].
3nech HeOOXOAUMO OTMETHTb, 4YTO B 3SBOJIOLHH PoOJa
Paramecium uMesd MeCTO KaK MUHUMYM TPH TOJIHbIE Jy-
TUIMKALMK TeHOMA, JIBE MOCJe/IHUE U3 KOTOPBIX MPOU3OILLIH
HENOCPEJACTBEHHO Mepe/l AMBEPreHIue BUI0B-IBOMHUKOB
komriekca P. aurelia [22]. B utore B reHomax 3THX BH-
JIOB TeHbl B OCHOBHOM TIPEICTABJIEHbl TPYNNaMH OHOJIO-
rOB, HACUUTBHIBAIOLIMX MAKCHMa/bHO 0 BOCBMH UJIEHOB.

[To-Bumumomy, Bce reHbl cemetictBa Dicer y P. fetraurelia
KaK pas TMPOM30LLIH OT OHOTO MPEIKOBOro reHa [22].
Tpu u3 Bochbmu reHoB (DCRI, 2, 3) KOAMPYIOT THIHYHbIE
6enkn Dicer, comeprkaiye no apa XeJnKasHbIX cybjpome-
Ha u no japa jomena PHKaszwi 11 [46], HO U3 HuX juliib
6esok Derl siBnsieTcst KaTaqUTHIECKH aKTHBHBIM, MO06HO
6enky Dcr2 y terpaxumen. Hokayr DCRI Bo Bpemsi aB-
TOraMHKM He TIPENATCTBYET Pa3BUTHIO (DYHKIMOHAJBLHOTO
nHosoro MAK [46]. Euie narb reHoB P. fetraurelia xonu-
pyloT GeJikM, KoTopble cosiepkat Tosbko aomen PHKazbl
1 MOC/e0BaTeNbHOCTb U3 300 aMHHOKHCIOTHBIX OCTAaTKOB
Ha N-koHie, (OyHKIIMHM KOTOpoH HesicHbl [44, 46]. Dtn Gea-
KM CTpykTypHOo Osu3ku K Decll T. thermophila n 6blmn
nazBatbl Dcll-Dclb [46]. Kak u y TeTpaxumeH, MMeHHO
Dicer-nono6Hble 6esku Del2 u Del3 HeoGxomumbl it 06-
pazoBanusi ckaiPHK. Tenst DCL2 w DCL3 aktuBupytoTcs
B Hauase aBToramuu [46]. CaiisieHcHHTr JI06GOr0 M3 ITHX
JIBYX TEHOB TI0 OT/EJbHOCTH BO BPeMsi MOJIOBOTO Mpoliecca
MPUBOAUT K YAaCTHUYHBIM HapylieHusM sKciu3nu matlES,
HO He CHIXKAeT BbIKMBAEMOCTH MOJIOBOTO MOTOMCTBa. Pe-
3yJIbTATOM HX COBMECTHOTO CaHJIEHCHHTA SIBJISIETCST TIOJHOE
BhIK/IoueHre cuntesda ckanPHK, napyuienue Bbipesanus
npaktuueckn Bcex MatlES u B utore Hexkusnecrnoco6HOCTb
noromcrBa [44, 46]. Okazasnoch, uro 6eyok Dcl3 oTBeua-
eT 3a npoaykuuio mansix PHK pasmepom ot 24 no 30 H.
¢ nocaenoBatesnbHocTbio UNG Ha 5’-koHlie [44], B TO Bpe-
Ms Kak 6esiok Dcl2 mpomyumnpyer masnbie PHK pasmepom
25 n. mpeanoututesbio ¢ 5-UNN nmn 5’-AGA, no 3a-
tem Piwi-Genkn (cM. Himke) or6upaior Te Mmasdsle PHK|
Ha 5’-KoHlle KoTopbix Haxoautes U [47]. BepositHo, Gesiku
Dcl2 n Dcl3 pa6oraioT B KommieKce, Tak Kak MpH HX COB-
MectHOH pabote o6pasyilorcsi ckaHPHK pasmepom posHo
25 H. u ¢ UNG Ha 5’-koHlie (puc. 2).

B knerkax ¢ mnaxrusupoBanusiMu DCL2 n DCL3 ru-
croHoBble MeTkH H3K27me3 u H3K9me3, mapkupytouine

Paramecium Tetrahymena
Ckanmpytowme PHK
5UNG 3 5U O-met3’
25 H. \ paHHme 28 H.
Dcl2/3
Dcl1p
Dcl5 \
iesPHK / no3aH1e
5UAG CNAUN3’ U ————— O-met?
23-31 H. 26-32 H.

Puc. 2. Maule PHK, yuacTsyloliyie B reHOMHOM CKaHUPOBAHHH y TapaMeLlnii U TeTpaxuMeH. Y napameluit onu npejacrasiets! ckaiPHK,
06pasylolMICs B peayastate paGoThl 6eakos Del2/3, i iesPHK, o6pasyiommmucs ¢ momorbio 6eaka Del5 B nete yeuaenus.
Y TeTpaxvuMeH B FeHOMHOM CKaHHPOBaHWM yuyacTBylOT paHHue u nosnHue ckaiPHK, dopmupytoumecs ¢ nomotibio 6enka Dell

1 UMeIoLIHe METHIMPOBAHHYIO pH603y Ha 3’-KOHIe
Fig. 2.

Small RNAs acting in genome scanning in Paramecium and Tetrahymena. In Paramecium these are scanRNAs produced by

Dcl2/3p, and iesRNAs produced by Del5p in the amplification loop. In Tetrahymena early and late scanRNAs are formed by Dellp
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T0C/Ie/I0BATENBLHOCTH, MOJIeKAlHe SIMMHHALNH, BbISIBJIS-
torest B hopmupytotiemess MAK Ha Gosiee mo3aHUX cpoKax
€ro pasBUTHSI U BbIpa)KeHbl cjadee, yeM B Hopme [33],
uTO, BEPOSITHO, Takke cBsizaHo ¢ orcyTtcrBHeM ckanPHK.
Teunl DCLI w DCL4 Ha HU3KOM YPOBHE 9KCMPECCHPYIOTCS
Ha MPOTSHKEHHUH BCETr0 BEreTaTHBHOTO pPOCTa KJETKH [44],
(yHKIMH 3THX O€JKOB He yCTAHOBJIEHBI, XOTS MOKA3aHo,
uto Gesok Dcl4 takke moxker mpousBoanTs Majble PHK
pasmepom 25—30 H., oT/Mualoldecs 10 3’-KOHI OT TeX
masbeix PHK| 3a hopmupoBanne koTopbix oTBeuaeT Han6o-
Jiee pojicTBeHHbIH emy Gesiok Dcl3 [47]. Hakownen, 6esok
Dcl5 otBeuaer 3a cunre3 iesPHK [44], o6ecneunBatoninx
MeTI0 YCHJIeHHsT B Mpollecce TeHOMHOrO CKaHHPOBAaHMUS
(puc. 1; cm. Huxe).

CkanPHK Tetrahymena pasmepom 28 H. mperep-
nepatoT 2’-O-MeTuaMpoBaHHe pHOO3bl HA 3’-KOHIE, UTO
HeoOXoMMO 711 oGecredeHnst UX (yHKLIHH U CTaOUIBHO-
cri [48]. CkanPHK napameunit pasmepom 25 H. HMEIOT
xapakrepHblil Tpunykjaeotun, UNG Ha 5’-konue. CkanP-
HK o6pasytorest us npemuectsytomnx AuPHK B Bune ay-
MJIEKCOB € 2-H. BbICTYNaMH Ha 3’-KoHIaXx 00GeHux lierne,
YTO XapaKTepHO JYIsT OOBMMHBIX TPOAYKTOB peakliuil, Ka-
ranusupyembix PHKagoidi 11, a 3arem uenb, copepxxalias
5’-UNG, npeanouturesbHo cradumusupyercs [46]. Takas
cTabuIuaalysi, BeposiTHO, I0CTHraeTcst 6arojapst ee cre-
UH(UUHOMY B3aUMOJICHCTBHIO ¢ OesikaMu ceMeiicTBa Piwi,
TaKKe YYacTBYIOUIMMH B T'€HOMHOM CKaHMpoBaHuH [46].
KomnyiemenTapHhast 1enb, mo-BHAMMOMY, ObICTPO Aerpaju-
pyet [46]. O6uwme xapakrepuctuku ckaHPHK Terpaxumen
M Mapamelyi NoKa3aHsl Ha pHC. 2.

O—0%

BereTatueHbIit
KoHblorauys
pocT

Ptiwi 03/01/09
y P. tetraurelia
1 Twi01 (B ctapom MAK)
y T. thermophila
Tatoke npu Korbtoraumm y T. thermophila
HEMHOTO YBeMnM4MBaeTes akcrpeccns Twil9
n Twil0

~—

2. Bsaumopeiicteue ckaHPHK c 6enkamu Piwi

CunresupoBannble ckaHPHK nepewmeniatorest B 1uto-
nJiasmy, riae GopMUpYIOT Komrlieke ¢ 6enakamu Piwi. besku
cemeiictBa Argonaut-Piwi siBasiioTcst Han6osee KoHcepBa-
THBHBIMH U3 BceX O€JIKOB, 3aeHCTBOBAHHBIX B MHTEpde-
penunn PHK. Onu pacnapatorcss Ha JiBe, MO-BHIAUMOMY,
napasornutble rpynnbl — Argonaute-nonoGHbie (Ago),
B3aMMOJIEHCTBYIOIINE C PA3NMUYHBIMU Ka1accamu Maibix PHK
y GOJILIIMHCTBA 3yKapHoT, U Piwi-nogo6Hble, (yHKIIHOHH-
pyIOllMe Ha OMpeeeHHbIX CTAAUSIX PA3BUTHS Y JKHBOTHBIX.
JKuBOTHBIE B OCHOBHOM coepzKaT OeJiki 00eHX IOArpyIIl;
rpubbl (Opisthokonta), 3eseHble BOIOPOCIH H pacTe-
nusi (Archaeplastida) conepaT NpeuMyIIeCTBEHHO GEJIKH
rpynnsl Ago, a undysopun [49, 50] — Ttoabko Piwi-Gen-
ku. Jla1s1 5THX 6eJIKOB XapakTepHO HaJH4yHe JABYX [VIABHBIX
nomenoB — PAZ u PIWI [51]. PAZ-nomeHn cBsa3biBaeT
3’-koner Masbix PHK, B To Bpemst Kak ux 5’-KoHel] 3as1KO-
puBaercsi B koHcepBaTtuBHoM caiite PIWI-nomena, o6aana-
tortero aktusHocTbio PHKaser [49]. [Tocne dpopmuposanus
Komriekca Oeskn Ago-Piwi pazpesaioT ofHy U3 1ierneH, uTo
MPUBOJIMT K €€ JIUCCOLIMAlMN U3 KoMrliekea [52].

B renome T. thermophila 3akonupoBaHo 12 GesikoB
nojcemeiicta Piwi, kKotopblie y 3T0il HH(Dy30pHH HA3bIBa-
torest Twi [40]. BosbumuerBo GenkoB Twi Tetrahymena
MIMeeT yCTaHOBJIEHHble (DYHKIHH W BOBJEUYEHO B HHTEp-
tepenunto PHK B BeretatuBHbIX Kjaetkax. [lepuonpl ak-
crnipeccud Koaupytouux 6esnkn Twi reHOB B KH3HEHHOM
uukne 7. thermophila npencrasiensl Ha puc. 3.

N3 Bcex unenos cemeilctBa TosbKo Oedsiok Twil cro-
cobeH KaTaJu3npOBaTh pacllienyeHne e B JynJeKcax

“CROVCTO-0-0

ObMmeH
MPOHyKTIEyCcaMu

GopmupoBaHIe HOBOrO
MAK

Ptiwi 06/07/08/10/11
y P. tetraurelia

Twi01 n Twil1 (8 choopmmpytoremest MAK)
y T. thermophila

t
Ptiwi 12/15, Ptiwi 14/13 n Ptiwi 02/04/05 y P. tetraurelia
n Twi 02/07/08/09/10/12 y T. thermophila
reHbl Twi 03/04/05/06 y T. thermophila He 3KkcnpeccupyioTcs Ha BBICOKOM YPOBHE

Puc. 3. Tlepuosbl akcrpeccri reHoB GesikoB Piwi B )KM3HEHHOM LIMK/Ie apamelnii v TeTpaxuMeH. PelyKIHOHHOE JieieHe MUKPOHYKJIEYCOB
KOH'BIOTHPYIOIHX KJIETOK 0003HAaYe€HO CUMBOJIOM «R!». B Ka)/10i1 H3 KOHDBIOTHPYIOILIMX KJIETOK M3 FarjouHbIX siep, 00pa3oBaB-
ILIMXCS B pe3yJibTaTe Meiio3a MUKPOHYKJleyca(0B), OCTAeTCst TOJBKO OHO, OCTaJIbHbIE pa3pylIatoTes. DTO eIMHCTBEHHOE rarjon/-
HOe Spo JlenuTest MuToTHdeckn (M), B pesysibrarte uero (opMHUPYIOTCS JIBA FeHETHYECKH WIEHTHUHBIX arJIoMHbBIX TPOHYKJIeyca,
OJIMH M3 KOTOPBIX ( CTallMOHAPHBIH MTPOHYKJIEYC ) OCTAETCsT B MCXOAHOMN KJIeTKe, @ BTOPOH MUTPHPYET B KJIETKY NapTHEpa Mo MoJoBOMY
npoleccy, rjie CJMBAETCS CO CTAllMOHAPHBIM MPOHYK/EYCOM BTOPOil KaeTKH. OGpasoBaBliieecsi 3UrOTHUECKOE SIPO, CHHKAPHOH,

JiaJiee JIGIMTCS MUTOTHYECKH (TaKkyke 0603HaueHo M)
Fig. 3.

Expression periods of the PIWI proteins in life cycles of Paramecium and Tetrahymena. MIC(s) of each conjugating cell passes

meiosis (R!), and all haploid nuclei except one get degraded. Remaining nucleus passes mitosis (M) leading to formation of two
haploid pronuclei. One of pronuclei of each cell migrates to the partner cell and fuses with the stationary pronucleus of that cell.
Zygotic nucleus, synkaryon, then divides mitotically (also labeled M)
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12 MHEHHA, THIIOTE3bI, JTHCKYCCHOHHBIE BOIIPOCbBI

manbix PHK. Benox Twil otcyrcTByeT B BereTaTHBHBIX
KJETKAX, a e€ro reH 3KCIPECCHPYETCs TOJbKO MPH KOHb-
oraliii, dyepes 3 uaca mnocjie ee Havana [36]. Kaer-
KW ¢ HokayToMm reHa TWII oKa3blBalOTCs He B COCTOSIHUU
3aBeplIUTL MOJOBOH mpoliecc W norubator [36]. Dpar-
MeHTalus xpomocoM npu QopmupoBanun MAK B kier-
Kax ¢ HokaytupoBaHHbiM TWI/I uHrubupyercs, XoTs
He OJiokupyeTcst moJiHocThio [36]. Benox Twil obGpasyer
Kommiekebl co ckanPHK u Heo6xoaum anst ux Hakornse-
nus [53]. Ilpu kowbtoraumn Twil cHauasna snokanusyercs
B LMTOMJIA3Me, 3aTeM TepeMelllaeTcss B CTapblil, poju-
tesnbekuit MAK [53]. Mytauuu B rene TW/1, npuBossiine
K Hapyuenuto axkkymyasuun ckauPHK, B nanbneiiem
CKa3bIBAIOTCS U Ha ycraHoBJeHuHn MeTku H3K9 Ha momse-
JKalIeM JIMMHHALMK XpoMaThHe [54] (cM. Huke ). HenaBHo
661710 BbIsicHeHO, uTo reH TW/I sKcrpeccupyeTcst He TOJb-
Ko B ctapoM MAK, Ho u B hopMHpytoliieMcst 3UrOTHUECKOM
MAK. Takxe B HoBom MAK cpasy HaurHaeTcsi 3KCIpeccus
rena Geska Twill; skenpecenss TWIT w TWII1 w3 3urotu-
UeCKOro sijipa CBs3aHa C TeTyel YCUIeHUs B CKaHHPOBAHUH
reHoma (CM. HHXKe).

B renowme P. tetraurelia nawineno 17 renos Piwi-6es-
KOB, Y 3TOH MH(y30pnuu HasbiBaeMmbix Ptiwi, 12 u3 xoto-
PBIX SABJAIOTCA TMAPHBIMH OHOJIOTAMH TOCJEIHEH TMOJHON
Jynuiikaiuun redoma [45, 49] (puc. 3). B npouecce ckaHu-
poBanus reHoma y P. fetraurelia y1acTBYIOT IBa U3 HUX —
PtiwiOl n Ptiwi09, nmerorine romosorvio apyr ¢ aApyrom
99 % u no-BuaMMOMY, poacTBeHHble Gesky Twil TeTpaxu-
men [45, 49]. Euwe npa Geska, PtiwilO u Ptiwill, Toxe
rOMOJIOTHUHBIe MexKy co0oil Ha 98 %, cBA3aHbl ¢ netJei
ycusieHust [55] (eM. Huke ). Bblj1o MoKasaHo, 4To reHbl 6edi-
koB PtiwiOl u Ptiwi09 cnemucununo aktuBupytores Bo Bpe-
Mst Mefio3a. B Hauasie mosioBoro mnpotecca 3TH 6eKH JIOKa-
JIM3YIOTCS B LIUTOMJIa3Me, a jlajiee MepeMelaloTest cHavasna
B crapeiilt MAK, a 3atem B HOBBIH, hopmupytommiics MAK
[49, 55]. YmeHblieHre KoJiMuecTBa JIIOOOTO0 U3 ITHX JIBYX
OeJIKOB MO OTIEJbHOCTH He MPUBOJUT K KPUTHUECKUM Ha-
pyuenusim B ¢opmupoBanun renoma MAK, XoTs1 BBI3HI-
BaeT HapylIeHHs MATEPUHCKOrO HACJEeI0OBAHUSA Jeseluil
B (DYHKLHMOHAJbHBIX reHax [49]. Pesysbratom ke coBmecT-
Horo Hokayrta PTIWIOI w PTIWIO9 siBnsieTcst 6JIOKMPOBKa
Bbipe3anus 1ES, npuuem He TO/MBKO «MatepuHCKUX» [49],
HapylleHHe IKCIU3WKM TPAHCIIO30HOB U3 (DOPMHUPYIOLIErocs
COMATHYECKOTO reHOMa U, KaK CJIEICTBHE, HEXKH3HECTT0CO6-
HOCTb MOTOMCTBA.

3. JIByHanpaBJ/ieHHasi TPAHCKPUIILUSA FeHOMa CTaporo
MAK u B3aumopeiicreue HKPHK co ckanPHK

Ha caenytomem srane ckanPHK n3 MUK nomkHbl ne-
peMmectuthes B crapblii MAK, rie oHM «BbISICHAT», Kakde
umeHHo nocyenoBatesbHoctd JJHK us renoma MUK tam
MPUCYTCTBYIOT — BeJlb HMEHHO 3TH MOCJEI0BATEJIbHOCTH
JIOJDKHBI COXPAHUTLCS M B HOBOM COMATHUYECKOM T'€HOME.
Benku Piwi nocraBastor ckanPHK B crapwiii MAK, e
K TOMY BpPEeMEHH TakKKe MPOUCXOJUT TOJIHAS JIByHANpaB-
JIEHHasi TPAHCKPHUMIMA reHoma. Kak MMeHHO TpOMCXOAUT

B3aumonericteue mexay ckaHPHK u mosHoreHoMHbIME
tpanckpuntamu craporo MAK, nenssectHo. Bakno, uTo
Bce ckaHPHK, koropwie naiinyt cebe romosioruio cpeau
tpanckpuntoB craporo MAK, BwIGBIBalOT M3 TIpoliecca
TeHOMHOTO CKaHMPOBAHMS, BUAMMO, JErpajupysl B CTapoM
MAK [46].

BaxkHylo poJib B IepeMelleHHH KOMILIeKCOB Piwi-
ckanPHK urpator GW-6enkn (6esky, copeprkaline mo-
BTOPBI M3 TJIMLMHA W TpUNTo(aHa), MMEIOlHe CHrHAJ
sepHoit sokanusaunu Ha C-KoHle, B TO BpeMsl KaK HX
N-KOHIIEBOH JIOMeH OTBEYaeT 3a CMOCOOHOCTh CBSI3BIBATH
PHK, nuPHK, omnouenodeunyio JIHK u PHK/IIHK—zLy—
miaekeol. Crauasa takue 6esiku, Nowal u Nowa2, akTus-
HOCTb KOTOPBHIX HEOOXOAMMa JJIs1 BBIXKMBAHHSI TIOJIOBOTO
MOTOMCTBa, OblIH 0OHapyXKeHbl y P. tetraurelia [56]. Tenbl
9THX 6eJIKOB (POHOBO IKCNPECCHPYIOTCS Y KIETOK B Bere-
TaTHUBHOH (hase, HO MaKCHMasbHasl KCrpeccust HabJoIA-
eTcsl HEMOCPEACTBEHHO Mepej]l HayajJoM MeHo3da M jasee
npu nosoBom npotecce. C ucnosnszosanvem GFP 6vuio
nokasano, uro 6esok Nowal Bckope nocse Havyasna mMeio-
3a oGHapyxxuBaetcs B ctapom MAK, a 3atem nepemenia-
etcst B pasBuBatouiicss MAK| Tak ke kak 6enox Ptiwi09.
Besnkn Nowal u Nowa2, BeposiTHO, BBICTYNAIOT MOCPEHH -
KaMi BO B3aumosericteuu mexay HkKPHK craporo MAK
u ckanPHK, nocraBnennbiMu B crapeiii MAK Gesnkamu
Ptiwi01/09 [57]. Benku Nowa HeoGXOZMMBI s HOp-
MaJIbHOH 3JUMHHALMH  TpaHcno3oHoB W MmatlES [56].
[Tpennonaraercst, uto 3TH GeJKH MrpaioT BayKHYIO POJIb
B ¢uasrpaunn ckanPHK B crapom MAK u 3atem yuacr-
BYIOT B MlepeHOCe He CBSI3aBLIUXCS B CTAPOM SIpE MOJIEKYJ
B HoBbIH MAK [56, 58].

Y Tetrahymena takke Oblin oOHapyxeHbl 1Ba GW-
6eaxka, Wagl u CnjB, yuacrBytouime B mpoiiecce ¢op-
MUpoBaHusi reHoma HoBoro MAK [59]. DTtu Genku
He sBasiorcss romosioraMu Nowal u Nowa2, Ho umeror
cxoanyto cTpykTypy. Kak n Nowa-6enxku napameuuit, 6e-
k1 Wagl u CnjB npucyTcTBylOT B BereTaTHBHBIX KJeTKaXx,
HO B HeOOJBIIOM KOJHYECTBE, H SKCIPECCHs HX TeHOB
CHJILHO BO3pacTaeT Ipu nososoM npouecce. [Ipu Berera-
THBHOM pocTe MyTaHThl 1o reHy WAGI He o6sanaioT Bbl-
paKeHHbIM (hEHOTHIIOM, B TO BpeMs KakK MYTaHTbI MO T'eHy
CnjB umetor menkue, «aecektHbie» MUK, uto roBoput
0 BO3MOXKHOH posin 6esika CnjB B moauepxanu XpoMocom
MUK [59]. ITpu nonoBom mporecce oba Oeska cHadasa
Jokasusytores B ctapom MAK, a motom — B pa3BuBaio-
emest MAK, a 1x reHsl TpaHCKPHOMPYIOTCS KaK B CTapOM,
Tak W B 3uroruueckom MAK. ¥V KJIeTOK, MyTaHTHbIX Oji-
HOBpeMeHHO 1o oboum reram, WAGI w CnjB, napyuiaetcs
B3aumMotefictere Komrekcos Twilp/ckanPHK ¢ nkPHK
B crapom MAK U, COOTBETCTBEHHO, BeChb Ja/bHEHIIN
npotiecc ckaHnnpoBanusl. MIHTepecHo, UTO y TaKUX ABOHBIX
MYTAHTOB COXpaHsIeTCsl HOpMaJbHasl JloKanuaaius 6eJsika
Twil Ha Bcex cTaausix 110JIOBOTO 11poliecca, B TO BpeMsl Kak
OJIHOH M3 mpefroaaraeMbix QyHKIUHA 6enkoB Nowa napa-
MeLMI sIBJISETCS KaK pa3 TPAaHCIOPT CBs3aHHbIX ¢ Ptiwi
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ckaHPHK. MeTo1oM KoMMMyHONpeUuunurauuy Oblio 110-
Kasato, uto Oesku Wagl u CnjB HenocpencTBeHHO HiH
uepes pyrue OesKM B3aMMOJEHCTBYIOT KaK JPYT C APYroMm,
Tak U ¢ Oeqxkom Twil. Y ABOHHBIX MyTaHTOB MO reHam
WAG! wu CnjB cepbe3no HapyllaeTcst pa3BUTHE TeHOMA
MAK, u B passuaioiiemcst MAK He nosiBAsIIOTCS HyKJ/1€0-
MPOTEMHOBBIE KOMIJIEKCH], (DOpMHUpyeMble SJIHMHHHPYIO-
wericst JIHK u 6enkom Pdd1 (cem. Huxe), B TO Bpems Kak
y MYT@HTOB T10 KQXKAOMY M3 IByX 3THX F€HOB B OTJEJIbHOCTH
TaKUX HapylleHWH BbIsiBJAeHO He Obuio [59]. OtcyTcTBHE
ToibKo Genka CnjB He ckasbiBaeTcst HU Ha XKH3HECTOCO0-
HOCTH KJIE€TOK, HU Ha MX CMOCOGHOCTH 3MUMHHHPOBaTh IES
13 HOBOTO reHoma. MyTtaHThl ke 1o reny WAGI He moryT
MPeosioIeTh CTaNIO KOHBIOTALMH, HA KOTOPOH MPOHCXOIHUT
JIMMHHYLIMST XpoMaTHHA W ciiuBaHue ¢parmentoB JIHK.
[Ipu sTOM MaxkKe BbRKHBaWOLIKHE | —2 % KJETOK OUeHb CJia-
6bl. Takum oOpasom, skcnpeccuss WAGT npu KoHblorauuu
HeoOXoUMa Uil TOJIydeHHsT HOPMaJbHOTO MOTOMCTBA,
a CnjB, BepositHo, ontuMusupyet padory WAGI.

4. [ipyHanpaBJjeHHasi TpaHCKpUNUUs reHoma Gpopmu-
pytouerocas MAK, B3aumoneiictBue ckanPHK ¢ nkPHK
B HoBom MAK

[enom passuBaronerocst 3auatka MAK raxoke mojsep-
raetcst MoJHOM TpaHcKpunimu. O4eBHAHO, UTO B TOTAJb-
HOH TPaHCKPHUIIMH reHOMOB craporo u HoBoro MAK mnpu
MOJIOBOM Mpoliecce Y HHGY30pUl TakkKe JOJKHbI ObITh
3ajiedicTBOBaHbl  0cobOble (paKTOpbl TpaHCKpHMNLMH. Jlefi-
CTBUTEJIbHO, Y P. tetraurelia oOGHAPYXKHUJH 11I€CThb TEHOB,
Koaupytoumx romosoru akropa TFIIS, u3 xotopeix Tpu
SKCIPECCHPYIOTCST TIOCTOSIHHO, & TPHU HHAYLHPYIOTCST MPH
aBTOTaMUM, TpHueM 0CcOoOeHHO cuibHO — reH TFIIS4.
DTOT TeH KOAUpYyeT (PAKTOP JMOHTALNH, B3AUMOAEHCTBYIO-
wuit ¢ PHK-nosnmepasoit II 1 HeoOxopuMbli /151 CUHTE3a
HkPHK B HoBom MAK. Ero HokayT MpHUBOIMT K Hapyle-
HUIO BbIpE3aHMst 3HAUMTEbHON yacTu (okono 48 %) IES,
a Takke MHorux Jpyrux MHUK-cnenududeckux nocsenopa-
TesbHOCTEH MpH popMupoBanun HoBoro MAK B pesysbra-
Te, K BBICOKOH cMepTHOCTH y motomctBa [60]. Boikupaer
0Kos10 15 % T1OTOMKOB, GOJIblAsi YaCTh KOTOPBIX TaKKe
norn6aeT mocse HeckoJbKUX Aenenuil. Benox TFIIS4 ak-
kymysaupyercsi B HoBom MAK 5o skeumsuu 1ES u ucuesa-
eT cpagy nocie ux ynanenusi. Bee IES, snumuHaums ko-
TopeIx 3aBUCHT OoT GenkoB Nowal n Nowa2, Hy:kmaioTcs
u B TFIIS4, a Bce IES, ynanenue KoTopbIx cBsizaHo ¢ (hyH-
kuper Genka TFIIS4, B cBolo ovepenb, BXOAAT B UMC/IO
IES, 3aBHCHMBIX OT THCTOHOBOH MeTHaTpaHcdepassl Ezll
(cM. Hmke). [pennonarator, uto B3aumoseiicteie HKPHK
co ckanPHK B noBom MAK mnpuBomHT 3aTeM K yCTAHOB-
JIEHHI0O METKH Ha XPOMAaTHH, MOJIeXKAUMH SIMMHHALNHN
13 opmupytotterocst renoma. ¥ T. thermophila 6bln 06-
napy:ken romosior TFIIS, skcrpeccust rena kotoporo Tak-
JKe BO3pacTaet TpH 1oJioBoM mpotiecce [61].

Elle omHUM BayKHBIM YUaCTHUKOM COOBITHH 9TOTO 3Tarna
siBJsieTcst xeqMkasa. besiok Emal, nosiastiomiicss B8 MAK
KOH'BIOTHPYIOLIHMX KJIETOK B Tpodase mefiosa | u ncuesaio-

i yeped 14 yacoB nocse Hayaja KOHbIOralMH, Koraa
HaunHaercst saumuHaimsg JIHK w3 sasatka MAK, Obin
oOHapy»KeH y TeTpaxuMeH. JTa accollupoBaHHasi ¢ GeJi-
koM Twil PHK-xennkasa nepememaercst u3 craporo MAK
B passuBatoimiics MAK [62]. Tlo-Buanmomy, ee oCHOB-
Has poJib COCTOUT B 00eCreyeHUH CBA3bIBAHUS KOMIJIEKCa
Twil-ckanPHK ¢ nkPHK B cocraBe xpomaruna B crapom
1 dopmupyiotemess MAK [62], ona ne nyxna a5 cospe-
Banusi ckaHPHK u nis nx cBsisbiBanus ¢ 6enxkom Twil.
Xesikaza Emal BzaumoneiictByer takke ¢ GW-6ejikamu.
Hokayt rena EMAI y KOHDBIOTHDPYIOUINX KJIETOK MPUBOIUT
k norepe mMetok H3K9 u H3K27 na JIHK, nomnexkauieit
SJUMHHALMK, HapylleHHIo Bbipedanusi MHorux IES B dop-
mupyiotiemcst MAK 1 B utore K HeXKM3HECMOCOOHOCTH M0~
tTomcTBa. HenaBHo y P. tetraurelia Takke Gblia oGHapy»Ke-
Ha xesnukaza Ptmb.220, romonornunas Emal terpaxumen
M, BUIMMO, BBITIOJIHAIONIAS aHAJOTHYHbE (QyHKIHH [63].
I10T 6es10K (PYHKIMOHUPYET MPH MOJOBOM Mpoliecce, KOr-
Jla, Tak »Ke Kak 1 xenukasa Emal retpaxumen, cHavana ro-
sBasercss B crapoMm MAK, a sateM — B dopmupytoiiemcs
HoBoM MAK, 1eMOHCTpHPYS TOT ke MaTTepH JOKATH3ALHH,
uto u O6esok Nowal napamenuit [63]. Tak ke BeseT cebs
eute onun Genok P. tetraurelia PtCAF-1 (P. tetraurelia
Chromatin assembly factor-1-like protein), umetoumit no-
MeH Jyist CBsidbiBaHust ¢ ructoHamu H3 u H4 [57]. Hokayr
rena P{CAF-1 npenstcerByeT Boipedanuto MatlES u tpan-
CMO30HOB U3 (POPMHUPYIOLIErocs reHoMa M, Kak H B JIpy-
TUX AHAJIOTHUYHBIX CJIydasiX, TPHUBOAUT K HCKJHOUMTEJBHO
BLICOKOH CMEPTHOCTH KJIETOK [O0CJ/€e MOJIOBOTO Tpoliecca.
Bruto nokazano, uto 6eyiok PtCAF-1 neobxomum ayist 3./1u-
munauun MAK-crnenuduunex ckanPHK 13 obuiero myna
ckaHPHK B nporuecce ckaHupoBaHusi reHoma [57].

5. MeueHue nomjexalux Aerpajalud nocjienoBa-
teabHocreil JIHK B passuBaromemcs MAK

Y TeTpaxuMeH HYKJIEOCOMbI, CBSI3aHHbIE C MOMEUEHHbI-
mu ¢ nomolibio ckaiPHK u noayexxatnmu snuMuHaumn
13 Pa3BUBAIOLIErOCH TeHOMA MOCJIE0BATEIbHOCTIMH, MPH -
obpetaloT de novo ructoHoBble MeTKH H3K27me3 [64]
u H3K9me3 [65]. Momudukauus rucrona H3K27me3
Berpeuaercst 1 B MUK, n B MAK BereTaTHBHBIX KJIETOK
¥, BO3MOXKHO, SIBJISIETCS TPOMEXKYTOUHBIM 3TaroM /s
ckanPHK-3aBucumoro H3K9-metunnuposanus [64]. Momu-
dukauus H3K9, xotopast y 60/bIIMHCTBA 5yKapHOT acco-
[IMMPOBAHA C FeTEPOXPOMATHHOM, Y TETPAXHMEH BCTpeUaeT-
sl TOJIBKO B MOJIEXKAIEM JUMHHALIMKA XpPOMAaTHHE 3a4aTKa
MAK [65]. Boabmuncero IES Paramecium 3nauntesibHO
kopoue, yeMm IES Tefrahymena, u ux JJiMHBI HEIOCTATOU-
HO, YTOObI CBsI3aTh XOTs1 Obl OJIHY HYKJIEOCOMY. DTO JIOJr0e
BpeMsi 3aCTaBJIsiIo JyMaTb O TOM, uTo y Paramecium wme-
uenve JIHK na nerpanaimio 10/KHO MPOUCXOIUTH He vepes
MOJIM(PHUKAIIMK THCTOHOB, a MO-MUHOMY, HAalpuMep MeTHJIH-
poBaHueM HykjeoTuoB [58]. Tem He MeHee, Kak oKasa-
JIOCb, TMCTOHOBbIE METHJITpAHC(epasbl HEOOXOAUMbI s
MPaBUJBHOTO YJaJIeHUs MOCJeI0BATEbLHOCTEN MpH Pop-
mupoBanuu reHoma MAK y oGeux nHdysopwii.
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Y Tetrahymena O©blIO BbISIBAEHO TPH THCTOHOBBIE
meruarpancdepasel Ezll, EzI2 n Ezl3, crneuuduueckn
monucuumpytoie H3K27 [64]. Kak okaszasnoch, reH
EZL1 skcrpeccupyeTcsl HCKIIOUHTEbHO HA PAaHHHUX 3Ta-
nax KOHblOraluu, B To Bpemsi kak £EZL2 n EZL3 pabora-
0T U B BETeTaTHBHBIX KJAETKAX, XOTs HX SKCHPECCHs TPpH
KOHBIOTAlIMM  BO3pAcTaeT. DKCMEPUMEHThl MO HOKayTy
THX TeHOB T0OKa3asu, 4Tto Metuarpancdepasa Ezll or-
BevaeT 3a ycraHorjeHne MeTkn H3K27me3 B ponnresns-
ckom MAK u B 3auatke HoBoro MAK Bo Bpems nosioBoro
npouecca, a EzI2 u EzI3 orBeuator 3a npyrue, He nepe-
KpbIBatoluecs: coObITust MeTuauposanus H3K27, B Tom
yhcJie B BereTaTHBHBbIX KjeTkax [64]. Ksetku ¢ Hokay-
TUPOBaHHbIM TeHOM EZLI mocjie KOHbIOralluk He MOTyT
OCTaBHTb >KHBOE MOTOMCTBO.

Y P. tetraurelia wemaBHO TakkKe Oblna oOGHapyKe-
Ha MeTtuaTpaHcdepasa ructoHoB Ezll, HeoOGxonumas
JJIsT TPUMeTHJMpoBaHus TucToHa H3 B pasBuBaioleM-
¢t MAK, u 6bl10 MOKasaHo, 4TO OHa HeoOXoauma JiIst
HOpPMaJIbHOH peapaHKMpoBKH renoma [33]. Bcero B re-
Home P. ftetraurelia Obl10 ycTaHOBJeHO 4 reHa, KOJH-
pyomnx  H3K27-cneunduunsle  meTuaTpancdepassl,
HO HU ofaHoro — g H3K9-cneundpuyHbix MeTuaTpaH-
chepas. B nHopme metkn H3K27me3 u H3K9me3 Hu-
KOTJla He BBISIBJSIIOTCS Y MapaMeldi B TPAHCKPHITLMOHHO
aktusHoM MAK nin B8 MUK npu BereTaTuBHOM pocTe.
Bee renbl EZL skcnpeccHpyloTCsl HCKJIOYHTENBHO MPH
noJioBoM rmpouecce, Ho EZL4 sKkcnpeccupyeTcst cpasy
nocae Mefosa, a £EZL2 — B camMoM Hauaje pPa3BUTHS
Hoporo MAK. Dkcnpecensi EZL3 W B nepBylo ouepelb
EZL1 pesko TMOBHIIAETCS B XOfe Mefo3a M MpojosKa-
€TCsl HeCKOJIbKO 4YacoB, TPEANIECTBYS MOSIBJIEHUIO B 3a-
yatke MAK 6Geska Dclb u nauany sxkcuusuu IES [33].
Y kaetok ¢ nHakruuposanuoil Ezll merkn H3K27me3
1 H3K9me3 npaxkrtuueckn He BHISBJSIOTCS. B HOpMe Ke
Metka H3K27me3 BoisiBaisiercs B MUK yxxe npu nepsom
JeJieHnn Melosa n o6HapyxuBaetcs B ctapoMm MAK 6u-
Ke K KoHily Meio3a. Metka H3K9me3 na stux craausx
He orpefeJssieTcst HUTe. 3aTo 06e MeTKH BBISIBJISIIOTCS
¢ camoro Havasa cdopmupoBaHusi HoBoro MAK Ha Bcex
cTaausx ero passutus [33]. Hokayr rena metuarpancde-
pasbl THCTOHOB £ZL1 Bo BpeMst aBTOramuu JeraseH, mo-
CTAaBTOTAMHble KJETKH He MOTYT COBEpIIHTb JaxKe TepBble
BeretaTHBHble jeneHus. B renome MAK Takux kiertok
coxpaHsitorcst Bee npotskeHHble MUK -cnenuduunbie no-
C/Ie/IoBaTeIbHOCTH, Kak AnuHHble 1ES, moBTOpel M TpaH-
CMO30HBI, TAK H YYAaCTKHU F€HOB, OTCYTCTBYIOLIUX B FeHOME
pouTe/beKol KeTkd. [TosHoreHOMHBIN aHain3 nokasad,
uro MUK-cneunduunele mocieoBaTebHOCTH OTJIHYA-
I0TCSl TI0 UyBCTBUTEJLHOCTH K HOKayTy reHa EZLI [33].
Aot depment Heobxoaum st ynanenust 70 % nz 45000
[ES. Ilpu stom Gesok Ezll Hy:eH U i151 TOUHOTO BbIpe-
3anus 40 % KopoTkuX (amuHoi g0 52 n. H.) IES; IES-
mutiend Ezll 6onee GC-6GoraThl W 4acTo JIOKAJU3YIOT-
csl BHYTPHM KOAMPYIOUIMX TocjenoBatesnsHocTell. Takum

00pa3oM, THCTOHOBbIE METKH BCE K€ KaK-TO Y4acTBYIOT
M B JeTEPMHUHALMH Ha yjlajJeHHe TO0C/eA0BaTeNbHOCTEH,
JUTMHBl KOTOPBIX HEIOCTATOYHO JJIsT CAMOCTOSITEJBHOTO
CBA3LIBAHUA XOTS1 Obl OJTHOH HYKJEOCOMDI.

Jpyroii MomuHKalLyel THCTOHOB B TOJVIEXKALIEH 3JH-
munaunn JIHK B renome dopmupyiouterocs MAK siBasi-
eTcsl CyMOWJIMPOBaHMe. DbIIo MokasaHo, 4TO SKCIpeccHs
JIBYX TeHOB, MpoayKTel KoTopblx, SUMO un Uba2, yuacr-
BYIOT B CYMOWJMPOBAHHM HYKJEOCOM, YCHIHBAETCS MPH
nosioBoM mpotiecce y Paramecium v Tetrahymena [66].
HokayT kaxnoro u3 3Tux reHoB y Paramecium npuBOAUT
K HapyuleHuto skcuusun IES, a moromku nosioBoro npo-
1lecca MpH 3TOM BBIKHMBAIOT 33 CUET pereHepalli CTapo-
ro MAK. OyHKIHS 3THX T€HOB B BEreTaTHBHbBIX KJETKaxX
He oyeBMjHA [66].

6. Pacno3HaBaHWe TUCTOHOBBLIX  MoaudUKauuii
Ha JHK, noanexaweit asnaumunauuu, B crapom MAK
u dopmupyroumemes MAK

HecmoTpst Ha B 11€710M BBICOKOE CXOJICTBO CHCTEM Te-
HOMHOTO CKaHMPOBAHHUS Y TETPAXUMEH W rMapamelui, cy-
LIeCTBYET U psijl O€JIKOB, 0OHAPYKEHHBIX TOJBKO y TOH HJIU
apyroit ungysopun. Tak, 6esKH, BOBJeUeHHbIE B pacros-
HaBaHHe THCTOHOBBIX MoauduKauuil Ha ynansemoil JTHK,
MOKa H3BECTHBl TOJBKO AJisl TeTpaxumeH. benku Pddl,
Pdd2 u Pdd3 (Programmed DNA Degradation) He nme-
I0T BBIPAKEHHOH TOMOJIOTHH C KAaKMMH-JHOO0 OeJIKaMu
Paramecium. benkn Pdd1 n Pdd2 BeisiBAsiiorest coBmect-
HO W TOJILKO B mepuoj 5— 15 uacos mocse Havasna moJo-
Boro mpouecca B crapom MAK u 3atem B 3auartke Ho-
Boro MAK [61, 67, 68]. CHauana Geaku Pddl n Pdd2
pacnosioxenbl B 3auatke MAK muddysHo, 3atem oHu dop-
MHPYIOT KPYIHbIE CTPYKTYPbl — KOMTIJIEKChI ¢ 9JTUMUHUPY-
emoit JIHK, koHueHTpupytotmecs y nepudepun supa [67].
Pddl umeer B cBoeM cocTaBe XpPOMOJIOMEHbI M CIOCO-
6en in vitro cesasbiBath MeTkH H3K9me3 n H3K27me3
[67, 68], aBasitolyecs: y TeTpaxvMMeH CHIHAJIOM JIJIS 3JH-
muHaiuun JIHK B 3auatke HoBoro MAK u niist nerpanauyu
JIHK B crapom MAK [69].

[TonaBeHue skcnpeccuu rena PDD nipu KOHblOTalllu
MPUBOJUT K HapyuieHuio akkymyasiuun ckanPHK B HoBoMm
MAK [36] u ymeHblieHuto MetunupoBanus H3K9 [69].
Knetkn ¢ HokaytupoBaHHeiM renoM PDDI o6biHO yMU-
paloT Mmocjie KOHbBIOTalMH, a Y BbRKUBAIOLUIMX HH(Y30PH
perenepupyet ctapbiii MAK [68]. Knetkn ¢ HokayTHpo-
BaHHBIM TreHoM PDDZ2 Takke He CMOCOOHBI 3aBEpIIUThH
noJsioBo mpotece [70], Tak Kak mo KpariHell Mepe uyacTb
MUK-cneunduunoit JIHK, kak IES, tak u conep:aiiue
Cbs-1oc/1e/1oBaTe/IbHOCTH, Yy HUX HE MOXKET ObITh JIMMH-
HupoBaHa. Takum o6pasom, 6esok Pdd2 neobxoanm n ams
BbIpesanust IES, u aist pparmentanun xpomocom [70]. On-
HAKO CHI)KeHHe KosndecTBa Oesnka Pdd2 me memaer na-
koriennto ckaiPHK [36]. Besok Pdd3 rakke conep:kut
olvH xpomonoMeH H, Kak W Pddl, cnocoGeH cBsi3bIBaTh
MeTky H3K9. B KOHBIOTHPYIOLIHMX KIETKAX OH TOXE KOJIO-
kanuayercsi ¢ JIHK, noayexatieit snumunaiyn [69].
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HeponctBennbie npyr apyry Oesnku Lia (localize in
macronuclear anlagen), kak u Genaxku Pdd, B ocHoBHOM
He UMeIOT roMoJioroB y napameuuii [71]. Lial u Lia3 siB-
JISTIOTCS] HeOOJIBIIMMU MOJNOXKHUTEIBHO 3apsSKEHHBIMH OeJI-
KaMH, 4TO TOBOPUT 00 MX BEPOSTHOH CITOCOOHOCTH CBsi-
3bIBATBCST C HYKJEMHOBBIMH KHcToTaMu. Lia2 comepkut
JloMenbl, xapakrephble a1 PHK-xennkas. B nauane mno-
JIoOBOTO Tipouiecca Oenkud Lia JoKanuayloTesi B OCHOBHOM
B 3auatke MAK, a Takke B LMTOMJIAa3Me M B KOHBIOCOME,
obpagytoliieiics B opmupytotiemes MAK  Terpaxumen
0C000H CTPYKTYpe C HEU3BECTHBIMH (PYHKIHSMH, TJIABHBIM
KOMIMOHEHTOM KOoTopoi siBasietcst 6enok Pdd1 [72]. TTocne
pacxoxKJeHnsl KOHbIOTHPYIOLIHMX KJeToK Oesiku Lia BMecTte
¢ Pdd1 o6napyxuBaloTcst B AMCKPETHBIX 30HAX BHYTPH HO-
Boro MAK, uro cBsa3sbiBaeT Gesiku Lia ¢ mpolieccamu pe-
apamxkupoBku renoma MAK [71]. OTnenbHOro BHUMaHHUS
3acay:kuBaet 6esok Liadb, KOTOPBIN Mbl PACCMOTPHM HHIKeE.

7. ¥Ynanenne MMK-cneunduunbix nocienoBareib-
HocTelt U3 reHoma MAK

Tpancrnosasel, oTBeualonirie co6CTBEHHO 3a Bblpe3aHue
noMeueHHbIx Ha ynajsenne MUK-cneunduunbix nocneno-
BaTesibHOCTeN B passuBaiouiemcss MAK, Obuin Bnepeble
oGHapyxXeHbl y P. tetraurelia [73].

Kak ckaszano Bbire, IES nmapamenuit siBasiotest pyau-
MeHTamMu TpaHcrosonos Te/mariner, HO X SKCIM3HsI MPO-
VCXOJIUT HE TaK, KaK Yy MPEIKOBBIX MOOMJIBHBIX 3J1€MEHTOB.
C o6enx cropon IES BO3HHKAIOT JIBYHHTEBble pPa3pbIBbI
no caiiram TA, npu stom Ha o6oux 5’-koHUAXx 06pasy-
10TCSl 4 H. — OJIHOHUTEBbIE BBICTYTMHI; HA MeCTe yaasleH-
Hoit IES coxpansiercst onun u3 caiitoB TA [74]. IByHuTeBble
paspbiBbl BHOcsATCs Gesikom PiggyMac (PGM), npeacras-
JAIIKUM COO0H «OJOMAILIHEHHYI0» MapaMeLUsMH TpaH-
cro3asy piggyBac [73]. Tpancnosonnl PiggyBack, ncxonHo
obHapyKeHHble B TreHOMe MOThUIbKa Trichoplusia ni, xo-
JMPYIOT TPAHCI03a3y, KOTOPast OCYIIECTBISIET UX SKCLHU3HIO
1 obecreynBaeT BCTPaMBaHWE TPAHCIIO30HOB B CAHT-MH-
wenb TTAA [75, 76]. PGM cTpyKTypHO CXOJIHA C TPAHCIO-
3azamu PiggyBack, Ho, B oTsinune ot Hux, red PGM He sB-
JISIeTCS YacTblo TPAHCMO30HA H, COOTBETCTBEHHO, BCET/A
coxpansiercst B reHome MAK [22, 77]. Takum o6pa3om, reH
PGM cran wacTelo reHoma Paramecium, a KORMPYeMbIil
MM 06eJIOK BBITIONHSIET BakHeHlMe (QyHKIMM. B Hacros-
IIIMH MOMEHT OjloMalllHeHHble T'eHbl TpaHcrodas PiggyBac
HallJleHbl Y pa3HbIX 3YKapuoT [78], NpuuemM OJHH M3 TaKHX
FeHOB y uesioBeka Koaupyet 6esok PGBDS, yuactBytoniuii
B nepecrpofikax JJHK B pakoBeix kierkax [79]. Dxcrpec-
cust reHa PGM P. tetraurelia npuypoueHa K 3aBeplleHHIO
noJIoBOro mpotiecca, Korja 6enok PGM oGHapy»KuBaeTcs
B passuBatoniemcst MAK [73]. Hokayt rena PGM Bo Bpe-
M$1 TIOJIOBOTO TpOLecca MPUBOAUT K HAPYIIEHHIO SKCLU3UH
npaktnyeckn Beex IES n npyrnx MUK-cneunduunsix mo-
cenoBaresibHocTell B popmupytoniemes MAK u k HeBo3-
MOXKHOCTH (pparMeHTalMd XpPOMOCOM, UTO (haTasbHO A5
noroMkoB. st shcpextuBHOrO yaanenust IES neo6xommnmo
(hopmMHpOBaHKe KOMIJIEKCa, COCTOSILIEr0 MUHUMYM M3 JIBYX

6esxoB PGM [80]. HenaBHo Ob1o0 06HApYyKeHO ellle MATH
rpynn renoB-napajnoros PGM, komupyioumx 6eJKH, noJy-
uuBive obulee Hazpanne PgmL (Pgm-like). B stn nartsb
TPy BXOAAT TeHbl JeBATH OGeskoB Pgml, pasnuuato-
IIMXCSl MO TOC/IEN0BATENBbHOCTH U OPraHHU3alUH JIOMEHOB.
[ensl, komupyioue 6enku PgmL, skcnpeccupyioTest npu
noJsioBoM Tipotiecce [81]. Besiku Kax/0ii U3 NATH TPy JI0-
KaJu3yloTces B pazsuBatoliieMess MAK, sBasitotes HeoOX0/M -
MbIMH KOMIMOHEHTaMK 00l1ero accolurpoBanHoro ¢ PGM
KOMIJIEKCA M BaykKHBI JYIsT TTPABUJIBHON Jiokanusauun PGM
B siipe U TouHoro BhIpedanust IES [81].

OTKpbiTHE TpaHcnosasbl W3 rpynnbl PiggyBac y napa-
MelHUH 3aCTaBUIIO HCKaThb ee U y TeTpaxumen. OcHoBaHneM
AJIS1 3TOTO B TOM 4HCJIe MOCIYXKUJIO TO, uto y Tetrahymena
npu Beipesanuu IES rtaxcke obGpasytorest 4 H. 5’-0onHOHH-
TEeBble BBLICTYNbl HAa 0OOMX KOHIAX, XOTSl KOHCEPBATHBHBIN
cailt TA y nux orcyrcrByer [82]. IleiicTBUTENIbHO, B Te-
Home Tetrahymena ObI0 OOHAPYXKEHO HECKOJBKO Tre-
HoB Tpancnosa3 PiggyBac, TPB (Tetrahymena piggyBac
transposase) [17, 83]. Takum o6pasom, K/woueBoil dep-
MEHT MyTH T€HOMHOTO CKaHMPOBAHHSI, OCYIIECTBJSIOUIHH
cobcTBeHHO sKcumanio Henyxkuoi B MAK JIHK, no-Buuu-
MOMYy, TIOSIBUJICSI B TeHOMe MH(Y30pHil B COCTaBe TPaHCIIO-
30Ha M ojloMalllHMBaHue TpaHcnolas PiggyBac npousoriio
eIMHOXKIBI HA PAHHEM 3Tare 3BOJIOLMH HH(Y30pHil Kac-
ca Oligohymenophorea [73]. Ten TPBZ2 komupyet GeJok,
oTBevatolii 3a skcuusuio MUK-creuuduunbix noce-
noBatesbHOCTEll npu opmuposanun Hosoro MAK [83].
Ero skcmpeccust CHbHO BO3pacTaeT Ha TMO3AHHX 3Tarax
KOHbloraluu, uvepe3 12—14 yacoB mnocje cMelIMBaHUSA
KJETOK TPOTHBOTIOJNOXKHBIX THIOB CcriapuBaHus. bejiok
Tpb2 xomnokanusyercst B passupaioiiemcss MAK ¢ metka-
mu H3K27 u H3K9 u Gesikom Pddl. Hokayr rena TPB2
MPUBOJUT K HapyllleHuto Boipedanus IES u ¢pparmentaimu
XPOMOCOM M, COOTBETCTBEHHO, K THOesn notomctBa [83].
Kaxk u Bce Tpancnosasnl PiggyBac, Tpb2 pacrnosnaer caii-
Tbl 5'-TTAA-3’ 1 BHOCHUT JIBYHHTEBOH pa3pbiB Mepej nep-
BeIM T, HO B KauecTBe cyOcTpaTa MOTYT HCMOJb30BAThCS
1 JIpyrue mocjenoBaresbHocty — Hanpumep, 5’ -GTAG-3
u 5’-AGTGAT-3’. HenaBuo 6buio nokazano [17, 84], uto
aBe apyrue Tpancrosassl PiggyBac, Tpbl u Tpb6, Bmecte
OTBEUAIOT 3a KCIU3HI0 TOUHO Bbipe3aeMbix IES, pacnoso-
JKEHHBIX BHYTPH 3K30HOB M MMEIOIIMX HA KOHIAX JIeBATH-
HYKJIEOTH/IHbIE KOHCEHCYChl, THIHYHbIE J/Is1 TPAHCMO30HOB
piggyBac. Bbio nokasano [17], uTo axkTHBHO 3Kcmpec-
CUPYIOLLMICA B TeueHHe ToJIOBOro mpollecca reH TPB6
pacrioioxken Ha onHoit 13 NMC, ucuesaloliefl U3 reHoma
gpesqoro MAK Tterpaxumen. Murepecto, uro Gemok Liad,
HMEIOLLHH JIOMEeH «IUHKOBBbIH mnasen» mist cssisu ¢ JIHK,
MO-BUANMOMY, TaK:Ke HCXOAHO MPOM30LIe OT TPaHNo3a3
PiggyBac, Ho yTpatua 1oMeHbl, He0OXOMMbIe /IS BBIMOJ-
HeHUs1 (PYHKIIMM TpaHcnodasbl [85]. DtoT Gesiok Tpedyercs
st 3aBucumoro ot Tpb2 ynanenus IES us dopmupyo-
ILIErocsT COMATHYECKOTO TeHoMa MpH MOJOBOM Mpolecce
1 MOXKET SBJATbCA (DYHKIMOHANBHBIM TOMOJIOTOM G€JIKOB

& ecological genetics

2018;16(4)

eISSN 2411-9202



16 MHEHHA, THIIOTE3bI, JTHCKYCCHOHHBIE BOIIPOCbBI

PgmL P. tetraurelia, XoTs1 Ha JAHHBI MOMEHT HEU3BECTHO,
B3aUMOJIeHCTBYeT Ji OH Harnpsimyto ¢ Tpb2 [81, 85].

8. JlurupoBanne MAK-cneuuduunbix mnocjaenona-
teabHocTeid JJHK

[Tocne sxcumsun IES cuvBaHue KoHIOB obecrieunBa-
10T JiMrasbl. Takue JIUrasbl MOKa 4TO 0OHAPYXKEHbI TOJBKO
JUIsi mapamenii [86], XoTs My TeTpaxuMeH OHH, OUeBHJI-
HO, JIOJKHBI cylllecTBoBaTh. OO6pasytoimecs Kol JITHK
coenuusoTest 6enkamu cuctembl NHEJ (non-homologous
ends joining), y Apyrux sykapuoT o0ecreuuBarollei Clim-
BaHHWE JIBYHHTEBBIX pa3pbiBOB XpPOMOCOM. KiitoueBbIMHU
KOMIIOHEHTAMH 3TOH cucreMbl siBasitotres ATd-3aBucu-
Mble JHrasel U WX Kodaktopel. B renome P. fetraurelia
HaiineHo nBa reHa (LIG4a n LIG4b) nvra3 tuna 1V, pe-
napupylouux jaByHuteBbie paspbiBbl B nyth NHEJ. Tak-
JKe Obl1 OOHApY»KEH OJMH TeH, KOIUPYIOLIHH TOMOJIOT
XRCC4, HeoOXOMMMBIH KOMIIOHEHT KOMILIeKca JIMras,
u nBa rena XLF/Cernunnos, Komupyloumx KodakTophbl
kommekca Lig4-XRCC4 [86]. Dkenpeccusi revoB LIG4a
1 XRCC4 unnyuupyercs Mpu T0J0OBOM Tipollecce, a 6eJlok
Lig4a noxkanusyetcst B passuBatoiiemcs: MAK. Ilpu stom
skenpecenst LIG4a w XRCC4 naunmnaeTcsl paHblie, 4eM
PGM BHocur aBynuteBsle pa3peiBbl B JJHK nosoro MAK,
TO €CTb aKTHBALMS JIMTUPYIOLIETO KOMIJIEKCA He WHJIylH-
pyeTcst pa3pbiBaMH, a BBICTYNAET YaCTblo 3aNPOrPaMMUPO-
BaHHoOro Tpotiecca. Muakrusauus renos LIG4a n XRCC4
MPUBOJIUT K HApYLIeHHIO (DOPMHPOBAHUS XPOMOCOM Pa3BH-
Batotierocss MAK u perenepanuu craporo MAK y BbixKu-
BaIOLIMX MOCJE MOJOBOTO npolecca KaeTok [86].

9. «Iletnsa ycunenus»

Kak 6b110 HenaBHO oOHApPYKEHO, TPOLEece CKaHMpOBa-
HUSl TeHOMA Kak Y TeTpaXWMeH, TaK U y napamelyii HMeeT
«TIETJII0 YCHUJIEHHSI» — JIOTIOJIHUTEJIbHBIA payHJl CHHTe-
3a Manbix PHK, o6ecrneunBatoniyx MakcMMaJjbHO MOJHOE
meuenue IES B dopmupyroniemes renome. B HoBom MAK
nosipasitorest Masible PHK oco6oro ksacca, romosioruuHbie
uckaountesbio [ES [16, 44]. 9tn masnbie PHK, oco6enno-
CTH UX 00pa30BAHUS U MEXaHHU3M JICHCTBHS, 110-BUHAUMOMY,
pa3nnyaroTcs y JAByX pojioB nHdy3opuil. HeoxunanHo oka-
3aJ10Ch, UTO Y TeTpaxumet He s Beex IES B MUK o6pasy-
torest o6bluHble, «paniue» ckaHPHK. Te IES, nyist koTopbix
ckaHPHK o6pasytores cpasy, nosyunsu HasBaHue A-IES;
omnaxko B-IES, nas xotopsix pannue ckanPHK orcyrersy-
10T, TAKXKE JUMHHHUPYIOTCA U3 TeHOMA HOBOTO (POPMHUPYHO-
uterocsst MAK. Okasasioch, uto 3a ynanenue B-IES oteua-
tot «no3anue» ckaHPHK pasmepom 26—32 H. (cm. puc. 1),
KoTopble (hopmupyloTest B 3adatke HoBoro MAK no ske-
uusnu [ES u B3aumonesictBytor ¢ Gesikamu Twill u Twil,
CUHTE3UPYEMbIMH 34 CUET 3KCIPECCHH T'€HOB B HOBOM
MAK. Ilpu stom Twil, xonupyewmsiit B crapom MAK, cBsi-
3biBaeT TosbKO panHue ckanPHK, pacrnosnatomme A-1ES
[16]. Onnako ecnu HokayT reHa TWII B ctapom MAK nipu-
BOJIMT K HapyLIeHWIO 3JuMUHAaLUMK GoJblieil yactu IES,
to HokayT reHoB TW/I w TWII1 B noBom MAK Bbi3biBaeT
JMUIb K HapylleHue ynanenus yactu B-IES, To ectb paH-

uue ckaHPHK Bce paBHO HeoOXoauMbl VISl yAaJleHHsl BCexX
IES. Buytpu A-IES u B-IES npucyTcTBYIOT OIHHAKOBbIE
I0OBTOPbI, YTO 103BoJsieT paHHuM ckanPHK, npomyuupy-
embiM ¢ A-IES, u pacnosnaBats B-IES (To ectb pannune
ckanPHK oGnanatot tpaHc-gyHKiHeit ), 0 3anyckaTh CHHTE3
BTOpHUHbIX, no3nHux ckKanPHK s napexxHoll skcuuaun
Bcex IES. Kak u pannue ckanPHK, noznnue ckanPHK
o0pagyloTcsi B peayJibtate padoThl Gesika Dcll u He oT-
sunyatorest oT paHHux ckaHPHK nuuem, kpome pasme-
pa (cm. puc. 2). IIna cunresa no3nuux ckaHPHK Hy»xHbI
6eaxku Ezll u Pddl, To ectb, BeposTHO, caiiThl cuHTe3a
jonosnuteibHbix  ckanPHK  onpenensiiotess ructoHoBbI-
MH MeTKamHu. B cBoto ouepenb, nozanue ckanPHK Toxe
crocoGHbI K TpaHc-pacrno3HaBanuto MHorux IES, nostomy
HaJlMyKe Jaxke HeOOoJbLIOro KosuuecTBa paHHux ckanPHK
B peayJibTaTe «IeTIH YCHUJICHUs» OKa3blBaeTCsl J0CTATOUHO
JUIs yianeHusi npaktudecku Beex IES [16].

¥ napamellMil He BbIIEJISIIOT paHHUX M No3aHuX ckaHPHK|
Ho nomumo ckanPHK y nmapamenmii 6bl1 o6Hapy»KeH HO-
Bblfl ka1ace manblx PHK| yuacTBylowux B peopraHusauuu
reroma MAK npu nosoBom npotecce [44]. DTH masble
PHK romoJsiornunbl  TosibKO TocaenoBatensHoctsam  IES
1 6bln HasBauel iesPHK (cm. puc. 1). Pasmep iesPHK
BapbupyeT oT 23 10 31 H., UX KOHIEBbIE MOC/ENI0BATEb-
HOCTH OTJMuatoTesi oT TakoBbix cKaHPHK (cm. puc. 2).
B ornnune ot ckanPHK, 3a npomykumio KoTopbix oTBe-
vator 6enxu Dcl2 u Del3, iesPHK cunresupytoress npu
pabore Dcl5. Ten DCL5 skcnpeccupyeTcsl Ha TO3AHHX
craqusix passutust MAK, Kak pas Koraa MpoOMCXOAUT KC-
uusus [ES. B otsivune oT MHOrMX JIpyrux GeJKOB, yyact-
BYIOLIMX B Mpoliecce ckannposanus, Dcldp, nmo-suanmomy,
He yuacTByeT B (hparMeHTalldu XpomocoM [33] u BaxkeH
TosbKO st skcuuann IES, saBucumbix ot iesPHK. Caii-
gencunr reda DCLS mpHUBOIUT K COXPAHEHHIO B TeHOME
npumepro 12 % IES, HO He siBsieTCs JeTaibHBIM st
kaetku [44]. HenaBHo Obu1o nokasano, uto Dcldp moxet
pacnoznasath B AUPHK nmenHno cafitel, cooTBeTCTBYIOIHE
koHuam IES [47], paspesast TpaHCKPUNTHI HCKYCCTBEHHbBIX
KoHKaTeMepoB 13 JByx IES TouHo no ux rpauuie. 3a-
MeHa J1lo60ro M3 HykjeoTHnoB B caiite cuinBkd [ES-TES
BbI3bIBAJId HAPYLUEHHE PACIIO3HABAHUA 9TOro canra OeJ-
koM Dcld. TTo xony dopmuposanusi renoma MAK kosnue-
ctBo ckaHPHK napnaer, a kosnmvecrso iesPHK, nao6opor,
napacraetr. Ecan ckanPHK BaaumopnerictBytor ¢ Genkamu
Ptiwi01,/09, CUHTE3UPYyEeMbIMH 3a CUEeT 3KCIPEeCCHH re-
HoB B crapoMm MAK, 1o iesPHK o6pasyior xommiekcs
¢ Geaxamu Ptiwil0/11, CUHTE3MPYEMbIMH B 3MrOTHYe-
ckom MAK [55]. Ilpennonaraercs, uro iesPHK dopmu-
pyloTCsl TP TpaHCKpPHUMUMH yxKe Bbipe3danHblx 13 JIHK
IES, o6ecneunBasi MOJIOXKUTEJIbHYIO TIETJIIO  0OpaTHOU
CBSI3H — KOJIMYECTBEHHO YCHJIMBAsl MEYEHHEe W yjajeHHe
IES, cocrapasioyx npumepHo 7—15 % 0T 06I1Lero ynca
IES [44]. TTockoabky, B otamure ot IES terpaxumen, IES
napamelMil YHUKaJbHbI, HX TPaHC-pacno3HaBaHue, Mo-BU-
JIUMOMY, HEBO3MOXKHO.
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10. Beiku nyTM CKaHUPOBaHUSI C HEU3BECTHbIMH
yHkuMsIMU

Y napameuuil U TeTpaxUMeH eCTb TakKe OeJIKH, MOsiB-
JISTIOILIMECST TIPU MOJIOBOM TIpoliecce U HeoOXOIUMBIE JIIs
3aBepUIEHNsT PeapaHKMPOBKH TEHOMa, TOUHblE (QYHKIHH
KOTOPBIX OCTAlOTCsl HeBbIsicHeHHbIMU. Tak, y P. tetraurelia
Obl1 OOHAPYKEH KCNPECCUPYIOLIMICA MPU MOJOBOM IPO-
11ecce reH, MPOIYKT KOTOPOro OOHAPYKHBAETCS HCKJIIOUH-
TeJIbHO B pasBuBatolieMcss Hoeom MAK B nepuos, Korja
NPOUCXOAUT Bbipezanue IES. DTorT Gesok, noJyuuBLIMi
nagBanue Died (Defective IES Excision), Heo6xoaum ajs
ynanenust u3 renoma MUK-creunduunbsix nocaenosarein-
Hocteft [87]. TomosornuHelfl reH CO CXOAHBIM TpoduIeM
sKcnpeccud o6HapyxeH u 'y T. thermophila. Ero npomyxt
nerekrupyetcss B HoBoM MAK Tosbko Ha paHHHX 3Tanax
pasBUTHS U HeoOXomuM Jyist yaanenust IES u ¢parmenra-
uu XpomocoM [87], HO 3aTO Ha BCexX Tanax KOHblOraluu
npucyrctyer B MUK [87]. Diedp He umeet GeJIKOBBIX J10-
MEHOB C M3BECTHON (DyHKIMEH, KPOME JIBYX KJIACCHUECKHX
CHWTHAJIOB SIEpHOM JloKanusauuu. Tetrahymena ¢ WHaKTH-
BUpOBaHHBIM D/EH He MOTYT 3aBepUIMTb aMIIH(UKALHIO
reHoMa, B TOM BpeMsl Kak MyTautel no DIES Paramecium
reHOM aMMJIN(ULUPYIOT, HO HE MOTYT MPaBUJBHO €ro pe-
opraHuzoBath [87].

151 npaBWJILHOU MepecTpofiKM reHoMa TeTpaxHMeH
HeoOXOIMMO  TaKXKe HaJMuMe LEeHTPOMepCreupuIHOro
BapHuaHTa ructoHa H3, KoTopblil BCTpeuaeTcst y Beex syKa-
puot [88, 89]. ¥ T. thermophila stor GesOK Ha3biBaeT-
cst Cnal. Ten CNAI na HU3KOM ypOBHE 3KCIpeccHpyeTcs
B BereTaTHBHBIX KJETKAX, BBIKJIIOUYAETCS TPH TOJNOJaHHH
1 BHOBb 3KCIIpecCHpyeTcsl TpH KoHnblorauuu. Takoft mar-
TepH 3KCrpeccuu cooTtsercTByeT poan Cnal B dopmupo-
BaHUH LIEHTPOMEP: B BETeTATHBHBIX KJETKAX MOCTOSIHHO
penymumpytorest xpomocombl MUK, npu ronopannn MUK
3amupaet B ase G2, a BO BpeMsl KOHBIOTALUH TPOXOIHUT
HECKOJIbKO JIeIeHUH Mpe- W MOCT3HTOTHUYECKHX MHTO30B.
[To mepe dopmupoBanus Hoporo MAK Cnalp nepecraer
JIETEKTHPOBATLCS B 3TOM SApe, UTO KOppeaupyeT C Hc-
Ue3HOBEHHEM M3 HEro LEeHTPOMEPHBIX YUaCcTKOB 0 Mepe
sanmuHaiun MUK-cnemuduunoin JIHK. Kak okasasnoch,
skenpeceuss CNAT npu KoHbloralpy Heo6Xoauma /st Bbl-
’KMBAHHUSI TTOTOMCTBA. EC/M HOKAYyTHPOBATh B KOHBIOTHPY-
X kiaetkax ren CNAI, sto mpensrtcTByeT hopMHpO-
BaHUI0 KoMruieKcoB OeskoB Pdd ¢ sinmunupyemoit JIHK.
Bo3M0KHO, HMEHHO 1LIEHTPOMEpPHbIE YYaCTKH XPOMOCOM
MUK o6pasyioT kop st pOPMHPOBAHHS 3THX CTPYKTYp
B pasBuBatoliemcs 3adatke MAK [90].

Y mapamenuil MpH MOJOBOM TMpollecce HHAyLHpYeT-
csl 3Kcmpeccusi 28 He MMeIOUIMX napajoros reHos [91],
18 U3 KOTOPBIX SIBJSIIOTCS YHHKAJbHBIMM U HE HMEIOT ro-
MoJsioroB B 6azax jaHHbIX. [1pn 3TOM 1151 1IByX M3 3THX re-
HOB 0Ka3a/oCh, YTO HUX 3KCMpeccHsl HeoOXOAUMA YISl BbI-
JKMBAHHUSI MOJIOBOTO TOTOMCTBA (MPH HOKAayTe JIeTalbHOCTh
npesbiana 90 %). Onu 6bn Hassanbl PDSGI u PDSG2
(Paramecium protein involved in Development of the Somatic

Genome). Oxnnako cBoiicTBa 6eJIKOB, KOAUPYEMBIX ITHMH
reHaMM, CHJILHO pasnuuagnch. benok Pdsgl npucyrcTByert
KaK B CTapoM, Tak 1 B paspuaioiiemcss MAK, B To Bpemst
Kak Pdsg2 — rtosabko B passuBatoiiemest MAK. Ipu stom
Pdsgl BaxkeH /151 5TUMHHALNH TOJBKO HEKOTOPBIX MaTIES,
a Pdsg2 okasancst HeoOOX0AUM ISl SJIUMHHALIMH BCEX TPO-
BepeHHbix [ES [91]. Kpome Toro, Hokayr PDSGI 6aoku-
pyeT mpolecc CKaHMPOBAHUST — HapylIaeTcsl SJAUMHHALHS
ckanPHK, romosioruynbix nocsienoBarebHOCTSIM, TPUCYT-
crBytotnm B ctapom MAK. Hokayr PDSG2 HuKak He BJH-
sier Ha ckaHnPHK, no sarparupaer iesPHK. Murepecho,
uTO M3 BCceX OeNKOB Parameciuni, ydacTBYIOUIMX B 3IKC-
uusun IES, Tonbko Pdsgl ne sanefictBoBan u B ynase-
HUH TPaHCMO30HOB; yMeHblIeHHe KojuuectBa Pdsg2 npu-
BOJUT K 3HAUMTEJNbHOMY YAEpKaHHWIO TPAHCMO30HOB JBYX
ceMelcTB, TOo ecTb Gesiok Pdsg?2 BoBjeueH u B mpotecc
(bparmMeHTalUH XPOMOCOM.

Kak yxxe OblI0 cKasaHO Bbllle, ylajeHHe He Bcex
[ES napamenuii oGecrieunBaeTcsi MpoleccoM CKaHUPO-
BaHUs TreHOMa. J3HauuTesbHasg dacth IES He 3aBucHT
ot ckanPHK, oco6enHo 3T0 KacaeTcsi OTHOCUTEJbHO KO-
potkux IES, naBHo cyliecTBy0OLIMX B TeHOMAX MapaMelyi
M CHJIbHO PeylHPOBAHHBIX MO CPABHEHWIO C TPAHCIMO30-
HaMM, OT KOTOPbIX OHM mpousouu. Kakum croco6om
obecrieunBaeTcs UX Bbipe3aHue? Ha jaHHbIH MOMEHT 0j1-
HO3HAUHOTO OTBETA HA 3TOT BOMPOC HET, HO CYIIECTBYET
psL MPENooKEeHHH, 4TO B KauecTBe CHIHAJIOB MOTYT
BoicTynath W Moaudukaunu JTHK [8]. MetunupoBanue
uuTo3uHa, cranpaprHas moaudukauus JHK 6axrepnt,
y HH(Y30pUil TIpaKTHUECKH OTCyTCTBYeT. B reHome MAK
Paramecium w Tetrahymena 3ato oGHApyKHBaeTCs
Jpyras XapakrtepHas s OaKTepui, apxei M HEKOTOPbIX
rpu6oB Moaudukauus JTHK — NG-METHJII/IpOBaHI/Ie ane-
HuHa [92, 93], npoucxoadiee no caiitam GATC B pasBu-
Batoiemest MAK kak pa3 B To BpeMmsl, KOT1a POUCXOAUT
sanmuHauns JIHK us dopmupytonierocs reHoma 3toro
siipa. Bo3MoKHO, XOTSI MOKa HUKAK He J0Ka3aHo, YTO 3TO
MOJKET HMETb 3HAueHHe /ISl PACTIO3HABAHUS yAAJsieMbIX
nocjenoBaresibHocTel [8].

3AKJTHO4EHUE

Mtuoroo6pasne pacKpbITBIX 32 MOC/HEIHHE JBaIIATh
JIeT STMUTeHeTHIECKHX MEXaHH3MOB MPEKPACHO HJUTIOCTPH-
pyet posb untepdepenunn PHK B 6a30BbIx mpoieccax
JKHU3HENEATC/JbHOCTH KJIETKH. MmenHo »3nureHetHyeckue
MEXaHU3MbIl 1eJ1al0T PAa3JIMYHBIMHU KJAETKH MHOTOKJETOYHO-
ro opranmama, O6JTEI[L2HOLU,H€ WIEHTHYHBIMU I'€HOMaMH, OHH
BOBJIEUEHBl B MPOLECCH OMpeeseHus noia U Buaoobpa-
3oBanus [94]. Y undysopuit Tetrahymena w Paramecium
manble PHK sexkat B ocHOBe cyioyKHeH1ero nporecca re-
HOMHOTO CKaHHPOBAHHsI, B pe3yJkTaTe KOTOPOTO B OfHOH
KJIeTKe HH(Y30pHIil BCeraa CyllecTByeT ABa THMa siiep, Co-
JeprKalux (pU3NIecKy M (yHKIHOHAMBHO pas/nyalolinecs
retomsl. [Ipu mosioBom mpolecce Bce TeHOMBI MOJHOCTBIO
TpaHckpubupylores, dopmupylomecs: B MUK  wmanbie
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ckanupyiouime PHK, nepemetnasice mexuy simpamu, obec-
Ne4yuBaloT npsMoe «cpasHenue» resomos MUK u crapo-
ro MAK, no romoJiorni B3auMOJIEHCTBYs C TPAHCKpPHITa-
Mu craporo, a 3atem nHosoro MAK. B pesynrrare storo
CpaBHEHMsl MOSIBJIAIOTCS COOTBETCTBYIOLLME T'MCTOHOBbIE
MeTKH B XpomatuHe passuBatoiierocss MAK, uto y apyrux
OpraHM3MOB MPHUBOJUT K reTepoxpomatnnusanuu. Mudgyso-
pHM 3aXOfAIT asiblie B 3TOM npotecce, saumunnpys JTHK,
CBSI3aHHYIO C MEUYEHbIMH HYKJE€OCOMAaMH, H3 COMATHUECKO-
ro reHoMa, KOTOpbIf, 10 CyTH, MOXKHO Ha3BaTb 3MHUI€HO-
MoM. Tak Kak coMaTHuecKHil reHOM (OPMHPYeTCs 3aHOBO
13 XPOMOCOM T'e€HEPAaTHBHOIO siipa B KaXKIOM KM3HEHHOM
1uKIe, UHPY30PUH SIBASIOTCS YHMKANBHOH MOJEJbIO st
U3Yy4eHHS] MEXaHU3MOB 3IMMI€HETUYECKOrO HacJled0BaHHs
B psily IOKoJieHHH. B pesysbrate reHOMHOro cKaHMpOBa-
HHsl HE TOJIbKO OBLICTPO M TOYHO, MO 00paslly pPOAMTEJb-
CKOTO TeHoMma, opMmupyercs cioxkHehmunin renom MAK
B KJIETKaX-MOTOMKaX, HO M oOecreynBaeTcsi MaTepHHCKOEe
HacsenoBanue mnpusHakoB [37]. Tak, HacienoBanue TH-
MOB CrapuBaHusi y uHdysopuii P. tetraurelia [95], onun
U3 [1ePBbIX ONUCAHHLIX CJyyaeB LMTOIJIA3MaTHYECKOro
Hac/leI0BaHusl TpU3HAKoB, Gojsee 70 JjeT ocraBaBllee-
Csl 3araJikoil SMUTreHeTHKH, HelaBHO [96] Oblio oObscHe-
HO MMEHHO TeM, YTO IIPH F€HOMHOM CKaHMPOBAHUM TOYHO
BOCIIPOM3BOJUTCS MaT€PUHCKOE COCTOSIHHE aJljiejiell reHoB
TUIOB CIAPUBAHUS U JlesleLlMl B IPOMOTOPE WJIH KOAUPYIO-
LLell NocJ/e10BaTe/IbHOCTH POANTE/ILCKON KJIETKH Hacjlely-
10TCSl y KJIeTKH fouepHeil. [Ipu 3ToM oTCyTCTBYIOLLME YACTH
reHoB He siBJstioTcest IES un pyanMenTtamu TpaHCrno3oHOB,
OHM OLUMOOYHO, MO HAJNMYMIO LUC-CUIHAJIOB, MOLIH ObITb
pacnoszHaHbl Kak IES-monoGHble  mocjenoBaTelbHOCTH
¥ 3aTeM B psily [OKOJIEHHH CTasn CTaOW/IbHO YAANSTbCS
13 renoma MAK [97]. OueBuaHo, 4TO aHAJOTHUHBIM 00pa-
30M MOTYT peryJHpoBaTbCsl M HAC/IELOBaTbLCS M Apyrue
npusHaku y uugdysopuii. To ecTb cucrema, 3BOJIOLHOHH-
poBaBlUasi 1JIs1 3aLIUThl FeHOMa OT SKCMNAHCHH TPAHCII030-
HOB U yJlaJIeHHs1 U3 COMATHYeCKOro reHoMa HeKOAUpYoLLeh
JHK, moxeT ObiThb ajantupoBaHa M AJls APYTHX LeJeH.
Oco6eHHOCTH OpraHu3alMi SJIEPHOTO  ammapara  MHQy-
30pUH MHOIJA MeLlaloT [POBOAUTL MpsIMble Mapajulest
MeXIy STUreHeTHUeCKUMH (heHOMeHaMHu, 00HAPYKEHHBIMH
y UH(Y30pHIl U BHISIBJEHHBIMH Y APYTHX 3yKapuoT. OaHako
HET COMHEHMH, uTO B OyIylleM CBeIeHUs O MeXaHU3Max
1 posn untepdepennn PHK, nosyuennsie npu nceneno-
BaHUAX HH(DY30pHil — Kazanoch Obl, OUeHb CrelU(UIHON
IpyNIbl 3YKapHOT, — MOCTOSIHHO OYyAyT HAXOAMTb aHaJlo-
TMH U NapaJiied B OHOJIOTHH APYTHX OPraHH3MOB, KaK 3TO
y2Ke TIPOUCXOJUT ceruac.

ABTOpbl mpu3HATeNbHBl JDpuKy Maitepy (Mucrutyr
6uosorun, Beiciast HopmasbHas wkosa, [lapwx, ®pan-
1ust) 3a AJIMTEJIbHBIE JIUCKYCCHH T10 SMHreHeTHKe rapame-
1MH, cnocoOCTBOBABIIME HamucaHuio 3Toro o63opa. HMe-
cJIe/IoBaHNe BBIMIOHEHO B paMKax paGoT mo rpanty PH®
16-14-10157.
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