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B 0630pe Ha npumepe Stylonychia lemnae naercst nupencTaBieHue 00 YHUKAIbHOW CTPYKTYpPHO-(QyHKIINO-
HaJbHOH OpPraHM3allM¥ I'€HOMa MaKpOHyKJeyca (COMAaTHYecKOro saapa) uHdysopuii-cnuporpux. O000meHb!
JIaHHbIE, Kacarolluecs CTPOCHUs sIepHOTO anmnapara S. lemnae B uHTepdase, B mporecce BEreTaTuBHOIO Jelie-
HHS KJIETKH, a TAK)KE BO BPEMsI H [OCIIE TT0JIOBOTO Ipouecca HH(y30puil — KoHbIorannu win aproramuu. Oco-
60e BHMMaHHE YJIEJICHO OIHMCAHUIO CTPYKTYPHI M PYHKIHNH MHHH-XpPOMOCOM MakpoHykieyca S. lemnae, BKIIIO-
Yasi KOJMPYIOIINE YYacTKH, 5’ i 3’ -HeTpaHCIUpyeMble YYaCTKU U KOPOTKHE Teaomepbl. OGOCHOBBIBACTCSI TH-
[0Te3a, COIIACHO KOTOPOU TEJIOMEphI CIIUPOTPUX MPEICTABISIOT COO0H Y4aCTKH MHUHH-XPOMOCOM, B KOTOPBIX
JIOKaJIN3yeTCs TOUKA Havaja perukanui. O0cyKaaloTcs SKCIepIMEHTaIbHbIE JAHHBIE, CBUICTEIILCTBYIOLIHE O
TOM, 4TO 5’-HeTpaHCKpUOUpYEMbIe 00JIACTH MHHH-XPOMOCOM, HECYIIHX I'eHbI o 1- U a2-TyOyiiHa, coepKar
10 KpalfHel Mepe HeCKOJIBbKO KJIACCHYECKUX 2JIEMEHTOB dykapruotHoro npomotopa: TATA-6o0kc, CAAT-60kc n
MHHUIUATOp TpaHCKpHIHH. CylecTBOBaHHE B MUHUXPOMOCOMAX CIEU(DHUISCKUX Ul CIIUPOTPUX PEryIsTop-
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HBIX HOCHCI{OB&TGHBHOCTeﬁ, KOHTPOJMPYHOUIUX PCIUIMKAIUIO U TPAHCKPUIIIHIO, HE TOATBEPIUIIOCE.

KinrwoueBbie crnoBa: I/IH(1)y30pI/II/I, MaKpOHYKJICYC, MUHU-XPOMOCOMbBI HU3IIUX 3YKAapUOT, H,HepHBIﬁ ar-

mapar.

[IpunsaTeie cokpameHusa: Ma — MakpoHykieyc, Mu — MUKpPOHYKJIEYC.

SnepHblii annapat uHdysopui

Tun Ciliophora (pecun4nble npocreiinime, i HHPy30-
pun) BKIogaet B ceds okoo 8000 BUIOB BRICOKOOPTaHU30-
BaHHBIX IPOCTEHIINX, KIETKH KOTOPBIX Ha BCEX WJIM HEKOTO-
PBIX CTaaUsAX KU3HEHHOTO IUKJIA MOKPBITHI PSIIaMH PECHU-
yek ([orens, 1981; Lynn, Small, 2002). ITocnexnue
MPEICTABIISIFOT CO00# OpraHelyibl, 00CCIICUYNBAIOIIHIEC IBHKE-
HUE W MUTAHNE 3TUX OJHOKJIETOYHBIX 3yKapuot. Jpyroii xa-
pakTepHOH O0COOEHHOCTHIO MH(Y30PHI SIBIISIETCSI HAIMYNE B
UX KJIETKE 10 KpaifHel Mepe ABYX CTPYKTYpHO U (DyHKIIHO-
HAJIBHO PA3IMYHBIX sJIep — OOBIYHO KPYIHOTO BETETATHB-
HOTO, MJIM COMaTHYECKOro, sijpa (MakpoHykieyca — Ma) u
0oJiee MEJIKOro TeHepaTUBHOTrO siapa (MUKpOHyKiIeyca —
Mmu). Ma u Mu 0o0pa3yroTrcs U3 IEepHBATOB 3UTOTHYECKOTO
sapa (CHHKapuoHa), a UX CTPYKTypHbIE U (QyHKIIMOHAJIbHBIE
pa3nu4us BO3HUKAIOT B Pe3yJbTaTe TaK HA3bIBAEMOW OJHO-
BpPEMEHHOH s/iepHOH T PepeHINPOBKH, KOTOPAst IPUBOIUT
K HOSIBJICHUIO Y MPOCTEHINEro JByX HJIM HECKOJbKUX pa3-
JUYHBIX sAep B o0mied murormnasme. Takoe COCTOSHUE B
KJIETKEe WH(PY30PHUHU IPUHATO HA3BIBATH SIIEPHBIM AUMOPHU3-
MOM (Iyaau3MOM) WM SIAEPHBIM reTepoMophusMoM (CM.
0030psr: Paiikos, 1978, 1989, 1992; Ocumnos, 1981; Raikov,
1982, 1995, 1996; Ammermann, 1990; Prescott, 1994,
1998).

Kax mpasuio, Mu npezcrasiser co0oil AHUIIONTHOE
PO, pa3Mep KOTOPOro BapbUPYET OT JI0JIe MUKPOMETpa J10
10 mxM. OOBIYHO 3TO AAPO METAOOTHMUECKHA MATOAKTUBHO. B
neM PHK 1160 coBceM He CHHTE3UpYyETCs, THO0 CHHTE3HUPY-
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©TCSl Ha HU3KOM ypPOBHE, a SAPBIIIKH C TOMOIIBIO IIUTOMOP-
(ooruuecKuX METOJI0OB HE BBISABIAIOTCA. [lenenne Mu
MPOUCXOJHUT B (hOpME 3aKPBITOrO BHYTPHUSACPHOIO OPTOMHU-
TO3a, B XOZIe KOTOPOTO siiepHasi 000JI0UKa HE pa3pyliaeTcs
(Raikov, 1994a). Bae nepuona mnosioBoro npotecca (KOHbIO-
TaIy WIK aBTOTaMHH) QYHKIHA MU B OCHOBHOM CBOJSTCA
K XpaHEHUIO U Iepeade reHeTHIeCKON HHPOPMAIHH B PSIIY
araMHbIX KJIeTOYHbIX nokojeHui (Paiixos, 1978; Ocunos,
1981).

Bwmecte ¢ Tem miist MHOrMX MH(QY30pHid Mu upe3BbIyaii-
HO BaXKHBI JUJISl 00ECIIEUCHHUsI KHU3HEIESATEIIbHOCTH Berera-
THUBHBIX KJIETOK. Tak, y Iesoro psna mpeacTaBuTeNei poaoB
Paramecium, Tetrahymena, Stylonychia, Euplotes n HEKOTO-
PBIX ApyTUX moTepss Mu MpUBOAWUT K THOENH KIETKH-Opra-
HU3Ma yxe gepes 2—3 cyt (Fokin, Ossipov, 1981; Ng, 1986;
Lu, Ng, 1991; Raikov, 1996). 1o HeKOTOpBIM JaHHBIM, JOJI-
JKHBI CYIIECTBOBATh KaKHe-TO CIEMU(PUIESCKIE TeHBI, KCI-
peccupyrommuecs Toibko B Mu (Ammermann, 1970; Tam,
Ng, 1987). OnHaxo SKCTIEpUMEHTHI TI0 BBISIBICHUIO TAKUX Te-
HOB TMOKa He yBeH4anuch ycuexoMm (Kaney, Speare, 1992).
BwMmecTte ¢ TeM y HEKOTOPBIX KIIOHOB HH(DY30PHH-CIIUPOTPHX,
JUIEHHBIX Mu, B Ma oOHapy>keHbl 0cOObIe MUKPOHYKJIIEap-
Hele mocienoarensHocTH JIHK, kKoTOpBIe, Kak monaraior,
KOMIIEHCHPYIOT OTCYTCTBHE I'€HEpaTHBHOIO siipa B KJIETKaX
stux npocrermux (Karrer, 1986). B To e Bpems H3BECTHO
HEMaJIO IITaMMOB MH(Y30pHH, KYJIbTHBUPYEMBIX B Jlabopa-
topun (Hanpumep, wramm GL Tetrahymena pyriformis) uiau
BBIJICTICHHBIX W3 MPHUPOIHBIX MOMYJSANUN (HEKOTOPBIE APY-
rue mrammbl 1. pyriformis u Stylonychia lemnae), KOTOpBIC
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MTOCTOSIHHO JIMIIEHBI MU U IIPH 3TOM MOTYT COXPAaHSTh JKU3-
HECTIOCOOHOCTD B TEUECHHUE JUITUTEIEHOTO BpeMeHH (cM.: Ocu-
noB, 1981; Ammermann et al., 2003). Takum obpa3om, BO-
NpOC O MPUPOJIE BEre€TaTUBHON aKTUBHOCTH MH 10 cUX 1Op
0CTaeTCsl OTKPBITHIM.

Ma uHdy3opuit — TPaHCKPUIIIHIOHHO BBICOKOAKTHBHOE
COMAaTHYECKOE SAP0. Y MHOTHX U3BECTHBIX BH/IOB 3THX MpO-
creiimx Ma uMeeT BechbMa KpYITHbIE pa3Mephl (Harnpumep,
JUIMHY 10 1—2 MKM) U CIOXHYI0 (opMy, HATIpUMEp JICHTO-
BUAHYIO Y Bursaria truncatella (Cepreesa, 1977), ueTkoBu1-
Hytw y Stentor coeruleus (Tartar, 1961; Ckapnaro, 1977) unu
B BUJE Pa3BETBICHHOW CTPYKTYpHI y Ephelota gemmipara
(Grell, 1953). ¥V apyrux npeacrasuteneil HHPy30puii oTMme-
YEHO HECKOJIbKO, & HHOT'/Ia MHOXKECTBO BEr€TaTUBHBIX SIACP.
Hampumep, y Dilptus anser nHacuutsiBaetcs 200 Ma u 6onee
(Bunnukosa, 1974). Kak mpaBuio, comaTudeckue siipa MH-
¢y3opuit 6orater JJHK, omHako ecTe MCKIIIOYEHUS, HATIPH-
Mep KapuopenukTuiael. AOcomroTHoe coxepxkanue JTHK B
Ma y Menkux ocobeil pa3IMuHbIX BUIOB HH(Y30pUil Bapbu-
PYET OT HECKOJIBKUX EANHHUIL 0 JECSITKOB MUKOTPAaMMOB, a Y
0c000 KpyHHBIX MH(QY30pHH — 1O HECKOJBKUX THICSY ITH-
korpammos (Paitkos, 1989, 1992; Raikov, 1995, 1996).

Comatnueckue sapa HH(Y30puii-KapuopeIuKTH L HE CIIO-
cobnbl k genenuto (Raikov, 1985, 1994b). Ilpu Gecrnionom
Pa3MHOXKEHMH 3THX IpocTeiimunx Ma aensuieiics KJIEeTKU CIly-
YalHO pacIpeaessIOTCs MEXK/Ty JOUEPHIUMHU 0COOSMH, a HeJ0-
CTalOIIME 5i/Ipa 3aT€M Pa3BHUBAIOTCS U3 HEKOTOPBIX JIOYCPHUX
Mu B pe3ynbTaTe Cenu(uIecKkoro mporecca peopraHu3aium
nocnennux (Raikov, 1985, 1994b). Onnako Ma nopasisito-
mero OONBIIMHCTBA APYTUX HHQY30pUH ACNIATCA, MpHUUEM
BHEIITHE OTH JCJICHUs MOX0XkH Ha amuto3 (Paiiko, 1978,
1992). IIpu 3TOM BHYTpH WM CHApYX U COMaTHUUYECKOTO gapa
MIPOUCXOIUT COOpKAa MUKPOTPYOOUEK, & MUTOTHYECKHE Bepe-
TEHa JIJICHUSI 1 XPOMOCOMBI HE HACHTH(UINPYIOTCSI.

VY uHdy30puil araMHOE pa3MHOKCHHE 0CO0CH OOBIUHO
MTOBTOPSIETCSI MHOTO Pa3 MOJPSAL, MMOCIE YETO B UX KHU3HEH-
HOM LIMKJIE HACTyNaeT MOJI0BOMH mporecc B hopMe KOHBIOTa-
uuu win aBroramuu (Raikov, 1972, 1995). B xone aroro
mporecca B MU MPOMCXOIUT MEHO03, MPUBOAAIINNA K pPeayK-
LMY YKCIIa XPOMOCOM. 3aTeM B TOM M APYI'OM KOHBIOTHPYIO-
IIMX MapTHEPax ralIonaHbIe NepUBaThl MeHoTHYeCKnX Mu
(cTaruoHapHBIA 1 MUTPUPYIOLIMH TPOHYKIICYCHI Pa3InIHbIX
NapTHEPOB NPU reTeporaMuy MM CTAlMOHAPHBIM U MUTPH-
pYIOUIN TPOHYKIIEYChl OJHOTO MapTHEpa B CIydae aBTOTa-
MHUH) CIIMBAIOTCS, B PE3yJIbTAaTE YEro 00pa3zyercst AUTLIOHI-
Hoe simpo — cunkapuon (Raikov, 1972, 1995). Ilocienuuit
JIETUTCS HECKOJIBKO pa3 MUTO30M, IPUYEM M3 OJIHUX JIEpPHBa-
TOB 3TOT'0 3UTOTUYECKOTO sifpa popmupyrorces Mu, a u3 npy-
X — 3a4aTkyd HOBBIX Ma. Ctapsrif Ma pa3pymraercs, u aa-
jee ero (parMeHTh pe30pOUPYIOTCS B aBTO(Arn4eckux Ba-
Kyonsx (cM., Hanmpumep: Bunnuxosa, 1974; Cxapnato,
1978). B netansx peKOHCTPYKIIHS SIASPHOTO armapara mocie
KOHBIOTAllUN WJIM aBTOTaMHUH y Pa3HBIX BHUJOB MH(Y30pHiH
NPOTEKAET HEOJMHAKOBO, OJHAKO B KOHIIE KOHIIOB B KJIETKE
MIPOCTEHIIEro 00s3aTenbHO (HOPMHUPYIOTCS 1A ABYX THIIOB,
pa3IMYaronMXCcsl CTPYKTYPHO, TeHETHYECKH M (YHKIHMOHA-
nbHO. [Ipu 3TOM BaXXHO OTMETHTbH, 4TO AU HEepEeHIINPOBKA
Mu, B pe3ynbTaTe KOTopoil o0pasyrorcst Ma, Bcera HeoOpa-
THUMA.

B mocnenaue 30 net uccnenoBanus ocoOeHHOCTEH pop-
MHUPOBaHMS HOBBIX Ma M MpUYMH HEOOPaTHUMOCTH 3TOU And-
(hepeHIUPOBKU MPOBOIUINCH 0COOCHHO MHTeHCHBHO (Rai-
kov, 1972, 1982, 1995, 1996; Paiixos, 1978, 1992; Ammer-
mann, 1990; Prescott, 1994, 1997, 1998, 2000; Riley, Katz,
2001; Jahn, Klobutcher, 2002; Ardell et al., 2003; Yao et al.,

2003; Garnier et al., 2004; Meyer, Beisson, 2005). Bcruteck
nHTEepeca kK Ma OblT Ipex/ie BCero cBsi3aH ¢ OYpHBIM pa3BH-
THEM METOJNYECKOil 0a3bl COBPEMEHHOM OMOJIOTHH M MOKUC-
KOM TMOJXOMSIINX MOJIEIbHBIX O0BEKTOB MJISI M3YyUCHUS
CTPYKTYPBI U (DYHKILMIT XpPOMOCOM H SIAEPHBIX T€HOMOB B Iie-
JoM. B pe3ynbrare 3THX HcclieloBaHUN 0Ka3aJ0Ch, YTO B OH-
TOTEHE3€ BCEX M3YUYCHHBIX BHIOB MH(OY30puil reHoM Ma
npereprneBaer riybokue npeodpasosanus (puc. 1). Ilpu
ATOM, HECMOTpPSl Ha OoOHapy>KeHHOe pa3zHooOpa3ue BapuaH-
ToB audepeHIpoBKH Mu, B pe3ynbTare KOTOpoil o0pasy-
ercst Ma, 0ka3anoch, 4TO B pa3BUBAKONIMXCs Ma 00s13aTesb-
HO TIPOMCXOJAT 10 KpalfHel Mepe Tpu coObITH: 1) nemernus
M 3aMeHa MHOTHX 3JIEMEHTOB HCXOJHOTO reHoma Mu,
2) MHOTOKpaTHOE YMHOXEHHE OCTaBIIEIiCs YacTH TEHOMa
TEHEPaTUBHOTO Spa MyTeM aMIUIN(UKAIIMH WINA MOJIUIIIION-
JIM3AIMY U 3) «IIepeTacoBKa» COXpaHMBIIMXCS B Ma reHeru-
YECKHX CETMEHTOB MHUKPOHYKJIEAPHBIX XPOMOCOM.

MacmTabbl 3THX COOBITHII CYIIECTBEHHO BapbUPYIOT y
pasHbIX BUIOB uH(Dy30puii. Tak, B paspuBaromuxcs Ma Pa-
ramecium u Tetrahymena pegymupyercst 10—20 % wucxon-
HOT'O TEHOMA, a OCTaBIINECS HYKJICOTH/IHBIE TIOCIIE0BATEIb-
Hoctu J{HK permnupyrorces, Kak MpaBuiIo, HE3HAYUTEIHHO.
Hampotus, y nHQy30puii-CIUpOTPUX SAUMHHUPYET IO
90—95 % ucxoansix nocnenosarenpbuoctedt [JHK. B pesy-
apTate B 3penoM Ma stux npocrteidmux Monekyasl JHK
MHUKPOHYKJIEAPHBIX XPOMOCOM OKa3bIBAIOTCS (pparmMeHTHpo-
BaHHBIMH Ha KOPOTKHE OTPE3KH, KOTOPbIe OOBIYHO COJIEpIKAT
BCEro OJMH T€H C COOTBETCTBYIOIIMMHU PETyISATOPHBIMH H
TEJIOMEPHBIMH y4acTKaMH. MOHO- WM OJIMrOTreHHbIe (par-
menTol JIHK cnuporpux pasmepom ot 0.4 mo 23.0 T.m.H.
MIpecTaBICHBl B Ma MHOTMMH ThIcsidaMu konwid. [To obpas-
HOMY BBIP@KEHHIO NEPBOOTKPHIBATENSI TaKUX (parMeHTOB
JIHK amepukanckoro uccienosatesns [Ipeckorra (Prescott et
al., 1971), 3pensrit Ma uH}py30puil-cIUpOTPUX MPEICTABIS-
eT co0OH «MEIIOK CO CBOOOAHBIMU FEHAMUY.

PasHble mccienoBaTenn Ha3bIBaIM KOPOTKHE (parMeH-
161 JIHK B Ma stux npocreimux monexynamu JJHK renno-
ro pasmepa («gene-sized DNA moleculesy»; Swanton et al.,
1980), MakpoHyKJIeapHBIMH XpoMocoMaMu («macronuclear
chromosomesy; Kreyenberg et al., 1998), HanHoxpomocoma-
MU («nanochromosomesy; Postberg et al., 2005) nau mu-
HU-XxpoMocoMamu («minichromosomesy»; Hoffman et al.,
1995). Iloxanyii, B COBpEMEHHOH JHTEpaType B HauOOJIb-
Il CTENEeHN 3aKPEIIIICS TEPMUH «MHHUXPOMOCOMBDY, XOTS
OH, KaK M OCTaJIbHBbIC TPU TEpPMHUHA, HE SIBISIETCS Oeccriop-
HbIM. Jlesi0 B TOM, YTO MHHHUXPOMOCOMBI CITUPOTPHX HE CO-
JIep’KaT LEHTPOMEPHl U MO3TOMY, CTPOTO T'OBOPS, MOTYT
Ha3bIBAaThCSA XPOMOCOMaMHU TOJBKO ycioBHO. Kpome Ttoro,
MHHHXPOMOCOMAaMH Ha3bIBAIOT U HEKOTOPbIE APYTHE THIIBI
XPOMOCOM IPOCTEHIINX, HAIPUMED JIMHEHHBIE MUHIXPOMO-
coMbl pazMepoM 50—150 T.11.H. HEKOTOPBIX BUJIOB apUKaH-
CKUX TPHUITAHOCOM. MHUHHUXPOMOCOMBI 3THUX MAPa3UTHIECKUX
KryTukoHocueB Ha 90 % cocTosAT M3 TaHJEMHO PacHoJIo-
KEHHBIX TOBTOPOB pazMepoM 177 M.H., a U3 KOIUPYIOIIHUX
0EI0K TeHOB MOTYT COJIEPKaTh TOJIBKO T'€HBI Pa3INYHbIX Ba-
PHAHTOB MOBEPXHOCTHOT'O IIIMKONPOTEN1a, IIPUYEM B TPAHC-
KpUIIIMOHHO HeakTuBHOU popme (Weiden et al., 1991).

HecMoTpst Ha ykazaHHBIC BBIIIE TEPMHUHOJIOTMYECKHE
TPYAHOCTH, MBI CUUTAEM LI€JIECO00pa3HBIM HE MHOYKHUTD YHC-
JI0O HOBBIX TEPMHMHOB AJs1 00O3HAUYEHUS] MOHOTEHHBIX WM
OJIMTOTEHHBIX XPOMOCOM IPOCTEHIINX, a HPUHSITH JUII HUX
00Nl TePMUH «MHUHHUXPOMOCOMA», YTOUHSAS KaKIbIH pa3
UX IPUHAUIEKHOCTh K COOTBETCTBYIOIIMM THIIAM sIJIEp U CH-
CTEeMaTHYECKUM I'PYIIIaM OJHOKJIETOYHBIX dyKapHuoT. Takum
00pa3oM, MOHO- U OJIUTOTEHHBIE XPOMOCOMBI 3pEIIBIX BETe-
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MUKpOHYKJI€apHbI€ T€HbI, COXpaHsIoLMecs B 3pesiom MA
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Puc. 1. Cxema, wutocTpupyomas GpparMeHTalH0 HOJUTEHHBIX XPOMOCOM U (OPMHPOBAHME MHHHXPOMOCOM B 3a4aTKe HOBOTO MAaKpoO-
HyKJIeyca y uH(y3opuii-cniupotpux nocie konbtoramuu (mo: Klobutcher, Prescott, 1986; moauduumuposano).

BOII — BHyTpeHHME YIUMUHUAPYEMbIE HYKJICOTHAHBIC OCIEI0BATEILHOCTH B PAHHEM 3a4aTKe MaKpOHYKJIeyca.

Fig. 1. Schematic drawing of major stages of macronuclear minichromosome development in the exconjugant cells of spirotrichous ciliates
(After: Klobutcher, Prescott, 1986; modifided).

BDIT — internal eliminated sequences in early macronuclear primordium.

TaTHBHBIX siJiep MH(Y30pHii-CIUPOTPHUX MBI Oy/1eM Ha3bIBaTh
B HACTOsAIIEM 0030pe MUHH-XpOMOcoMaMu Ma CIHpOTPHUX.
MuHH-XPOMOCOMBI Ma npejicTaBUTENeH HEKOTOPBIX PO-
0B cnupoTpux, Hanpumep Stylonychia (Elsevier et al.,
1978; Lipps et al., 1978; Ammermann, 1990; Steinbrueck,
1990; Maercker et al., 1999; Jonsson et al., 2001), Euplotes
(Roth, Prescott, 1985; Tausta, Klobutcher, 1990; Ghosh et
al., 1994; Aigner, Cech, 2004; Mollenbeck et al., 2004;
Wang et al., 2005), Oxytricha (B HacTosIee BPEeMs BUIbI
O. trifalax n O. nova nepeHeceHsl B pon Sterkiella m mepe-
WMEHOBaHbI B S. histriomuscorum u S. nova COOTBETCTBEH-
HO) (Zahler, Prescott, 1988; Greslin et al., 1989; Zahler, Pre-

scott, 1989; Williams, Herrick, 1991; Foissner, Berger,
1999; Prescott et al., 2002; Cavalcanti et al., 2004a, 2004b;
Lescasse et al., 2005), BoO MHOI'OM 0Ka3aJUCh YIOOHBIMU MO-
JEJsAMU ISl U3YYEHUsI CTPYKTYPHOW OpraHu3aluy «MHUHU-
MaJIbHO BO3MOXKHBIX» 9YKAPHOTHBIX XPOMOCOM H PETYJISIIHN
TeHHOW aKTUBHOCTH Y 3yKapuoT. K 4uCIly TaKuX MOJETbHBIX
00BEKTOB B IEPBYIO OUEPE/b CIEAYET OTHECTH MUHU-XPOMO-
combsl Ma unoyzopuu Stylonychia lemnae (Helftenbein,
1985; Conzelmann, Helftenbein, 1987; Maercker, Lipps,
1993; Kreyenberg et al., 1998; Skovorodkin et al., 1999,
2001a; Landweber et al., 2000; Lozupone et al., 2001; Paii-
xenb, 2003; Ammermann et al., 2003; Ardell et al., 2003).
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Ocobennoctu Mopgossoruyeckoi
U YJIBTPACTPYKTYPHOH OpraHu3anuu
MakpounykJjeyca Stylonychia lemnae

Wndy3zopus Stylonychia lemnae (puc. 2) Obl1a onucaHa
Kak OJIN3KOPOJICTBEHHBIN BU[I IIIMPOKOU3BECTHOTO S. mytilus
(Ammermann, Schlegel, 1983). Mopdomnorngecku oba Buna
9THX HH(Y30pUH CXO0XKH, OJHAKO S. [emnae HECKOIBKO
kpymnaee. Ocobu S. mytilus u S. lemnae MoryT BCTymath B
KOHBIOTAINIO, OJHAKO OHM HE Jai0T MOTOMCTBa. OTMETHM
Takke, 4To, Mo MHeHHI0 AMMepmanHa U [llnerens (Ammer-
mann, Schlegel, 1983), nanasie o Mopdonornu u ynpTpa-
cTpykType S. mytilus B paGorax, onmyOJIMKOBaHHBIX /0
1983 1., B IeHCTBUTENLHOCTH OBLITM TIOJIYyUeHBI Ha S. lemnae.
[TosTomy B HacTosmeil paboTe Ipu pacCMOTPEHHUHN JTaHHBIX
9THX MyOJIMKanui pedb Oyaer uatu o S. lemnae.

SnepHbIli anmapat BereTaTHBHOW ocobu S. lemnae
OOBIYHO TIPE/ICTaBIICH JABYMS-UETHIPbMS MU U OJJTHUM TaHTe-
neBUIHBIM Ma (puc. 2), y3Kas nmepemMbldka KOTOpOTro cojaep-
KUT IYIKH MAKpopmraMenToB (puc. 3). O6omouka Ma mme-
eT KJIACCHUYECKOEe JBYXMEMOpaHHOE CTPOEHHE M NMPOHH3aHA
TOpaMH C MOPOBBIMH KOMIUIEKcamMu. Ha ynbTpaTOHKHX cpe3ax
XpoMaTHH Ma OpraHu30BaH B BHJAE CETH aHACTOMO3HPYIO-
LIUX TSDKEH, CPeId KOTOPBIX BBISBISIETCS! HECKOJIBKO KPYII-
HBIX SAPBIIIEK (puC. 4, a, 6). Bo MHOTHX MecTaX XpOMaTHHO-
BbIC TSDKM KOHTAKTHPYIOT ¢ BHYTpPEHHEH MeMOpaHOH 0060-
nouku Ma (puc. 4, a, 6; Walker, Goode, 1976).

B mpomexyTke Mexnay neneHusMua Ma S. lemnae peru-
kaiust THK B HEM MmpOHMCXOAUT CTPOTO YMNOPSAOYEHHO IO
Bceit ero muumue. [Ipu stom JIHK cunTe3upyercs Tonpko B
JBYX CHEeIN(UIECKUX ydacTKax Ma — peruIMKanuoHHBIX
I0JIOCKAX, KOTOPBIE TIEPEMEIIAaloTCsl OT JUCTAIBHBIX KOHIIOB
Ma x ero uentpy. MarepecHo, uro nepen nenesueM Ma, T. e.
rocie okoHuaHus nepuona cuntesa JHK n ncuesnoBenus
PEIUTHKAIIMOHHBIX MOJIOCOK, y S. lemnae ranTeneBuaHbII Ma
mpeoOpasyeTcs B 0AHO OoIbIoe cepudeckoe Teno (puc. 5).
XpoMaTHHOBBIE TSHKM B 3TOM TeJIe PacIioiaraloTcsi KOHICHT-
pHUYECKH, YTO, KaK I0JIaraloT, YKa3blBaeT Ha BpalaTreibHOe
rmepeMenieHne XpOMaTHHOBEIX dJeMeHTOB B Ma (Walker,
Goode, 1976). Ilpu 3TOM Mek)ay XpPOMATHHOBBIMH TsKaMH

HOJMMEPH3YIOTCS XaOTHYECKH OPUEHTHPOBAHHBIC MUKPO-
TpyOOUYKH, KOTOpBIE, MTO-BUANMOMY, YJacTBYIOT B IpoLecce
«TepeMelInBaHus» XpoMaTuHa. B xojie onucaHHbIX Tporec-
COB XPOMAaTHHOBBIE TSKH YyTPAuyHBAIOT CBSI3b C BHYTPEHHEH
MeMOpaHoi siepHOit 000J10YKH, K KOTOPOH OHU OBLIM pH-
KpEeIUICHbl B OCTANbHBIX (pa3ax KIETOYHOTO IUKIA (pHC. 5;
Walker, Goode, 1976; Raikov, 1982). PaccmarpuBaemsbie
JITaHHBIE CBHJICTEIBCTBYIOT O MEpepacupeaesieHnd XpoMaTH-
Ha ¥ M3MEHEHUH KOH(UTYpallMy XPOMATHHOBBIX JJIEMEHTOB
Ma npu popmupoBanun chepuueckoro tena (Walker, Goo-
de, 1976; Raikov, 1982).

Henenne Ma S. lemnae HanBoe, Kak M 'y IPyTHX HHPY30-
puii, HartomMuHaeT aMuTo3. CHavana, Kak OTMEYasoch BBIIIE,
KOMITAKTHOE SIIPO BBITSTUBACTCS B JUIMHY, a 3aT€M IEPELIHY-
POBBIBAeTCS Ha ABE YacTH. [Ipy 5TOM Ha yJIbTPATOHKHUX Cpe-
3ax Ma B (hazax ero BBITSITUBAHMS U NEPEIIHYPOBKH BBISBIIS-
I0TCS BHYTPUSIIEPHbIE MUKPOTPYOOUKH, KOTOPbIE Ha IMOJIO-
cax ¢urypsl geicHus ynupaiorcs B obonouky Ma (Walker,
Goode, 1976; Raikov, 1982). Takum oOpa3om, B IICJIOM IO
cBoeil Mopdororum u yapTpacTpykrype Ma S. lemnae mo-
Jno0eH Ma GosbIIMHCTBA APYTHX WH(Y30pUil.

dopmupoBaHUe 3a4aTKOB HOBBIX Ma y S. lemnae mocne
KOHBIOTALlMH CONPOBOXKIACTCS MacmITaOHOW peopraHu-
3anMell TeHeTHYEeCKOro MaTepualia COOTBETCTBYIOIIMX Jie-
pPHUBAaTOB CHHKApHOHA. Y CHHPOTPUX B OTJIMYUE OT IOJAB-
JSIOIIETro OOJBIIMHCTBA APYTrUX MH(QY30pHid B 3a4aTkax Ma
(hopMUpYIOTCS TOJUTEHHBIE XPOMOCOMBI. BriepBbie cBeTo-
ONTUYECKH TAKHE XPOMOCOMBI OBUIM ONHUCAHBI UMEHHO Y
S. lemnae (Ammermann, 1964, 1965), a 3aTeM u y HEKOTO-
PBIX ApYyrux BuaoB uH(y30puii (cM. 0630psl: Alonso, 1978;
Raikov, 1982; Kraut et al., 1986; Ammermann, 1987). Pa3-
BuUTHE 3auaTka Ma S. lemnae HaunMHaeTCsl C KOHACHCAIMH
XpOMOCOM JHIUIOWIHOTO AepuBaTa CMHKapuoHa. [Ipn stom
BCE KOHJICHCHPOBAHHBIE XPOMOCOMBI PacIojararoTcs mpeu-
MyIIecTBEHHO no nepudepun 3adarka (Ammermann et al.,
1974). Ha aToii cramuu ssaepHoit 1uddepeHIInpoBKH CoIep-
sanue JJHK B 3auatkax Ma B 4 pa3a npeBbIIIaeT YPOBEHb,
XapaKTepHbIN /ISl CHHKapuoHa. 3aTeM MeHee TPEeTH BceX
XPOMOCOM BHOBb JICKOHJICHCUPYIOTCS, CTAHOBSTCS HUTCBH/I-
HBIMHU M TIepeMeNIaroTcs K IeHTpy 3adatka Ma. OctaibHble

Puc. 2. Undyzopus-cnuporpuxa Stylonychia lemnae.

MA — makponyxieyc, MM — muxponyxieyc. JJuddepennansHo-uaTepeHpepeHINOHHbIN KOHTpacT. Macwmabnas auneiika — 30 MKM.

Fig. 2. Micrograph of Stylonychia lemnae, a spirotrichous ciliate.

MA — macronucleus, MM — micronucleus. Differential interenferential contrast. Bar — 30 pm.
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Puc. 3. DnektpoHorpamma (hparmMeHTa TaHTCICBUIAHOTO MakpoHykieyca Stylonychia lemnae.

B y3Koii mepeMbIiKe s1pa HaXOAUTCS MTyY0K MUKPO(DUIaAMEHTOB (M¢); sio — siaepHas obonouka. Macwmabnas auneika — 5 MKM.

Fig. 3. Electron micrograph of Stylonychia lemnae; a narrow isthmus of a dumbbell macronucleus contains a bunch of microfilaments.

Mm@ — microfilaments, s0 — nuclear envelope. Bar — 5 pm.

XPOMOCOMBI OCTAIOTCSI KOMIAKTHBIMH U PACIHOIAraroTCs I10
niepudepun siapa. [lozaHee IMEHHO 5TH XPOMOCOMBI JIeTeHe-
pupytot. Takum oOpa3oM, yke Ha caMOW paHHEH CTaauu
pa3BuTHs HOBOro Ma S. lemnae ero reHOM 3HAYUTEIBHO pe-
JOYLUPYETCsl B pe3yJIbTaTe XPOMOCOMHOM JUMUHYIIHH.

CoxpaHUBIINECS MOTUTEHU3UPOBAHHBIE XPOMOCOMBI
MIPHOOPETAIOT JICHTOBUIHYIO (OPMY, U B HUX OOHapyKHBa-
IOTCSl YepeAyIOIIMecs MoNepeyHble TeMHbIE TUCKH U CBET-
JIBI€ MEKJUCKOBBIE yYacTKH. JIHCKM y TaKUX XPOMOCOM
MIPEICTABISIOT COO0I CKOIUICHUSI HUTEH XpOMaTHHA TOJIIIN-
Ho#t 30 uM u amuHOK 10—200 T.1.H. MEXIUCKOBBIE y4acT-
K# 00pa30BaHBl HUTSIMH XpPOMAaTHHA TONIUHON 10 HM U JITH-
Ho#t 1—10 t.m.1. (Kraut et al., 1986).

DIEeKTPOHHO-MHUKPOCKOIMUYECKUE UCCIEAOBAHNS JIEHTO-
BHJIHBIX XpOMOCOM S. lemnae ToKa3alii, 4To Mocje 3aBepie-
HUSl MX TosuTeHn3anuu oHu ¢parmentupyrorcs (Kloetzel,
1970; Gil et al., 1972). IIpouecc ¢pparMeHTaIIIF HAYMHACTCS
C mosiBJIeHUsI (PUOPMIUISIPHOTO MaTepuana B MEXINCKOBBIX
MIPOMEKYTKax. B pe3ynbraTe monnTeHHbIE XPOMOCOMBI OKa-
3BIBAIOTCS PACCEUCHHBIMH 3TUM MAaTEpHaliOM Ha OT/ACIbHBIC
JIICKH, KOTOPBIE MO3JHEE OKa3bIBAIOTCSI 3aKIIOUCHHBIMH B
OTJIeNBbHBIC MY3BIPbKU ¢ GuOpo3HOH cTeHkoi. [Tocme moma-
JIaHWS B TAKWE ITy3BIPbKH OOQJIBIIAS YacTh AMCKOB pa3pylia-
ercs, a conepxkanue JJHK B sape pesko cHmxkaerca. Takum
obpaszom, conepxkanue JJHK B 3auaTtke Ma moutn Bo3Bpamia-
eTCs K MCXOJHOMY YPOBHIO, MOCKOJBKY Oonee 90 % JHK
MTOJIUTEHHBIX XPOMOCOM IIOJBEpraeTcs AeCTpyKIuu (Am-
mermann, 1965, 1971).

B konre ¢assr anumunanun JJHK cTeHKH my3BIpHKOB C
COXPaHMBIIUMHUCS OTJEIBHBIMH JIUCKaMH B 3a4aTke Ma pas-
pymarorest 1 Gopmupyromuiics Ma BXOJUT B HOBYIO (hazy
nuddepeHInPOBKH, 00BIYHO HA3bIBAEMYIO aXPOMATHYECKOM.

B stoii paze nuddepennuporkn Ma Ha yIBTPaTOHKHX Cpe-
3aX €ro 3a4aTKOB BBISBIISIIOTCS MEJIKHE TJIBIOKH IUIOTHOTO
xpomaruna. Jlanee B sape naunnaercst cunre3 PHK u ¢dop-
MHUpPYIOTCSL SIApbILIKU. Bekope B 3auaTke HoBoro Ma mpouc-
xoaut Bropast (asza cunreza JJHK, cBsizannas ¢ mpoxoxe-
HUEM uepe3 sApo S nap perIuKalMOHHbIX MOJ0COK. B pesy-
apTate AToro mponecca coxepxanue JHK B 3auatke Ma
BO3pacTtaet B 32 pa3a 1o CpaBHEHUIO C TAKOBBIM B aXpOMaTH-
geckoil aze quddepenunposku. [Tocne 3aBepmieHN CHHTE-
3a JIHK 3agarox Ma nocrenenno npuoOperaer 1eUHUTHB-
HYO TaHTeaeBUAHYI0 hpopmy (Ammermann et al., 1974).
[IpencraBneHHble JaHHBIE CBUICTEIBCTBYIOT O TOM, YTO
B Xozae nuddepeHnupoBKy 3adatka Ma S. lemnae nipouc-
XOJSIT JIBE TOCIENOBATEIbHbIC IUMUHYLUH T€HETHYECKOTO
Mmatepuaia. [lepBast cBsi3aHa ¢ Jerpajanueil 3HAYUTEIbHOU
YaCcTH ILEJBIX XPOMOCOM, a BTOpas — C pa3pylieHUEeM
OTPOMHOT'0 YHCNIa (PPAarMEHTOB COXPAHMBIIUXCS TOJTUTE-
HU3UPOBAHHBIX XpOMOCOM. B pesynbrare B geHHUTHBHOM
Ma §. lemnae MOTYT CyIIecTBOBAaTh TOJIBKO BeChMa KOPOT-
ke (GparMeHTH HEOONBIIOW YaCTH XPOMOCOM HMCXOIHOTO
JepuBaTa CMHKapuoHa. KosmdecTBo ke 3THX (pparMeHToB,
KOTOpbIE B JAJIbHEUIIEM U MOJYYHIN Ha3BaHUE «MHHU-XPO-
MOCOMBI Ma criupoTpuX», OKa3bIBACTCSI MHOTOKPAaTHO YMHO-
JKeHHBIM. [10 COBpeMEHHBIM MpPECTaBICHUSIM, TOJHBINH Te-
HOM 3penoro Ma S. lemnae comepxut 12—36 (Hoffman et
al., 1995) wm 15—24 (Kreyenberg et al., 1998) Tbic. TeHOB,
KOTOPBbIE JTOKaIU3YIOTCSI B MOHOTEHHBIX, PEXKE OJMTOTECHHBIX
MHHH-XpOMOCOMax. Pazmep Takux XpoMOcoM BapbHUpYeT OT
HeckoJbkUX coTeH 110 20 Teic. n.H. [Ipu sTom B Ma copep-
KuTcs B cpenHeM 1o 15 000 komuit kKak10i MHUHH-XPOMO-
combl (Ammermann, 1990; Prescott, 1994). HckmtoueHue
COCTABJISIIOT, MOXaIyH, TOJBKO «PUOOCOMHBIE» MHHHU-XPO-
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Puc. 4. YaprpacTpykrypa makponykieyca Stylonychia lemnae.

@ — aHACTOMO3HUPYIOIHE XPOMATHHOBBIE TSDKH (X71) BO hparMeHTe MaKpOHYKJIeyca; 6 — SIPBIIKO (10) B MAKPOHYKIIEyCe. M — MUKPODHIAMEHTBI, 0 —
siiepHast 00onouka. Macumabrble auHelKy — S5 MKM.

Fig. 4. The fine structure of the macronucleus of Stylonychia lemnae.

a — network of dense chromatin trabeculae (xm). 6 — nucleolus (s20). m¢p — microfilaments, s0 — nuclear envelope. Bars — 5 pm.
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Puc. 5. Dnexrponorpamma Makponykieyca Stylonychia lemnae, npeoGpazoBaBuierocsi B chepuueckoe Telo Hepes ero JIeICHUEM.

XM — aHACTOMO3MPYIOIINE XPOMATHHOBbIE TSDKU. Macuimabnas nunetika — 10 MKM.

Fig. 5. The macronucleus of Stylonychia lemnae at the stage of a spherical body shortly before the nuclear division.

xm — anastomosing chromatin trabeculae. Bar — 10 pm.

MOCOMBI M BBICOKOAMILIH(UIIMPOBAHHBIC MHHHUXPOMOCOMBI,
(YHKIHMST KOTOPBIX JI0 KOHIA HesicHAa. YHCII0 3THX MUHHUXPO-
MocoM B Ma S. lemnae BO MHOTO pa3 MPEBBIMIACT YHCIO 00-
JBIIAHCTBA Apyrux MuHHXpomocoMm (Lipps et al., 1978;
Wegner et al., 1989; Kreyenberg et al., 1998). B 3akmouenue
OTMETHUM, 4YTO, IT0 HAIIUM OIICHKaM, CYMMapHOE KOJIUYECTBO
MUHUXpOMOcOM B Ma S. lemnae MOXeT JOCTUTATh HECKOJb-
KUX MHJUTHOHOB.

MMuHH-XPOMOCOMBI MAKPOHYKJIEyCa
Stylonychia lemnae

K pemennto mpoOieMsl CTPYKTypHO-(pYHKIHOHAIBHOMN
OpraHu3any MUHH-XpomMocoM Ma S. lemnae n 1pyrux BUJOB
CHHUPOTPUX YAAIOCh NPUOIU3UTHCS TOJIBKO C HACTYIUICHUEM
«MOJICKYJISIPHOM 3pbI» B W3YyYEHHHM SJEPHOTO amlmapara WH-
¢dy3opuii. Okazanock, 4TO KX/l THII MUHU-XpOMOCOM Ma
S. lemnae conep UT YaIie BCErO OIHY, PEKE IBE OTKPHITHIC
pPaMK¥ CYMTBHIBAHUS M NOJIHBIH HAOOp HEOOXOIMMBIX peryJisi-
TOPHBIX 3JIEMEHTOB, YTO YIPOIIAET M3yYEHHE PEIUTMKAINU
JHK MuUHU-XpOMOCOM M TPaHCKPUIILMUHU COAEPKALIUXCS B
HuX reHoB (puc. 6; Seegmiller et al., 1997; Pimenov et al.,
2002; Zassoukhina et al., 2002). YV CTUIOHHXHI OTKpbHITAs
paMKa cunuThIBaHUS HaunHaercs ¢ Tpumiera ATG, koaupyto-
1IEro METUOHUH, U 3aKaHuuBaeTcs cTon-kogoHoM TGA. -
TEPECHO, UTO y MPEACTABUTEICH ABYX APYTHUX POIOB CITH-
porpux — Oxytricha n Euplotes — OTKpBITas paMKa CUH-
TBIBAHUS Takxke HaumHaeTcs ¢ Tpumiera ATG, ogHako
3aKaHYMBACTCS OHA y OKCHTPUX cTom-kKomoHoM TGA, a 'y
symnorecoB — tpumietom TAA, pexe tpumnerom TAG
(Helftenbein, 1985; Gray et al., 1991; Meyer et al., 1991;
Hoffman et al., 1995).

T'enst Ma S. lemnae, kak 1 MaKpOHYKJICAPHBIC [CHBI IPY-
TUX CIIHPOTPUX, KpaifHe pemako comepkaT mHTpoHH (Hof-
fman et al., 1995). ®nankupyronme y4acTKd MHHHU-XPOMO-
comubix JIHK S. lemnae (nocnenosarensHoctu JJHK, orpa-
HUYMBAIOIINE KOAUPYIOMNH Yy9acTOK MOJIEKYJbI: CIpaBa —
Tpeiiep, ciieBa — JIMJEpP) 3HAYUTEIBHO BapbUPYIOT B pa3Me-
pax u B OOJBIIMHCTBE Ciy4aeB couepxkar e 6osuee 200 r.H.
(puc. 6; Hoffman et al., 1995). Jlis HeKoaQUpyOMMX y4acT-
KoB MuHHU-XpoMocoMHbIX JIHK 3tux nHy3opuii xapakrep-
HO BBICOKOE COJICPKAHNE HYKJICOTHAOB, B KOTOPBIX a30TH-
CTBIC OCHOBAHUS NPEACTABICHB! aZICHUHOM (HYKJICOTH/IBI A)
u tumuHOM (Hykieotuabl T). Tak, 5'-guaHkupyronme yda-
CTKH MHHH-XpoMocoM S. lemnae B cperHeM coaepxat 70 %
nykineotuioB A u T, a 3’ -nankupyromnue ygactku — 76 %.
OTMeueHHOE 00CTOSATENHCTBO 3HAUYUTEIBHO 3aTPYAHSIET 110-
nuck AT-00raTelX perysisaTOpHBIX 3JEMEHTOB MHUHH-XPOMO-
coM, Harpumep Takux, kak TATA-Ooxc.

Ha xoHIax Bcex MHHH-XPOMOCOM S. /emnae pacmooxe-
HBI KOPOTKHE TeJIOMepbl, 00pa3oBanHble 20 mapaMu HyKJI€o-
0B 5'-C,A,C4A,Cs-3’ ¥ IOTOJHUTENBHO €LIe OJHUM He-
crmapeHHBIM 16-HyKineotunHeM snementom T1,G,T,G, Ha
3’-konie mosekyisl JIHK (puc. 6; Klobutcher et al., 1981;
Hoffman et al., 1995).

YcraHoBneHo, 4To y S. lemnae TpaHCKpUOUpYETCs TpH-
6smmzutensHo 60 % renoma Ma. Eciu ydecTb, 4TO MOJICKYJIbI
JHK comepxat Taxxe HETpaHCKPHOUPYEMBIE TIOCIeI0BaTe-
JBHOCTH, MOJYYaeTCsl, YTO y JaHHOTO Buaa HHPY30pHi HKC-
HpeccupyeTcs MojAaBisioliee OOIbIIMHCTBO MaKPOHYKIIeap-
HbIX reHoB (Nock, 1981). Bonee Toro, ¢ momoIpo sKcnepu-
menTtoB 1o JIHK-PHK-rubpuansanuu mnokasaHo, 4To 0KO0JIO
90 % Bcex monekyn JJHK Ma crunonuxuii cogep:xar mnocie-
JIOBAaTEJIbHOCTH, MpUCYyTCTByomue B ToTansHo PHK, u3zo-
JMPOBAHHOW M3 KJIETOK ATUX MH(py30puit (cM. 00630p: Klo-
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C4 A4 C4 A4 C4 Jlunep

Koaupyroliias oomacTs

Tpeiinep G4 T4 G4 T4 G4 T4 G4 T4 G4

¢,1,6,1,G,T,G, T,G,

C,A,CA,C, |

Puc. 6. Cxema cTpoeHHS MHHH-XPOMOCOMBI Stylonychia lemnae.

B pamkax cripaBa u ciieBa yKaszaHbl HyKICOTHIHBIE [IOCIIC0BATEILHOCTH TEIOMEPOB; JTHAEp U Tpeitiep — 5’ - u 3’ -raHKupyroLie HeTpaHCIUPYeMbIe yHaCTKH.

Fig. 6. Schematic drawing of a minichromosome of Stylonychia lemnae.

Telomere sequences are shown in the right and left frames; munep and rpeiinep — 5’- and 3’ -flanking nontranslated regions, respectively.

butcher, Prescott, 1986). Ecau mpenmnonoxuTe, 4T0 HEKOTO-
pBI€ TEHBI MOTYT 3KCIIPECCUPOBATHCS JINIIb MEPUOTUICCKH,
TO MOJYy4YacTCsA, YTO BCC WUJIM IMOYTH BCC MHUHH-XPOMOCOMBI
S. lemnae ¥Mer0T TpaHCKpHOMpyeMble ydacTKH. Takum 00-
pa3oM, TPaHCKPHUIIUOHHBIN noreHuuan Ma S. lemnae upes-
BBIYAHHO BBICOK.

Ha py6exe XX n XXI BB. 1151 U3y4eHHsI CTPYKTYpPbI U
¢yHKIMH reneTuyeckoro anmnapara Ma S. lemnae n HekoTo-
PBIX JAPYTHX CIHPOTPUX CTAIHM MIHPOKO HCIOIB30BaTh JBa
nojxona. IlepBerii Ga3upyercsi Ha CPaBHUTEIHHOM aHAJIH3e
HYKICOTUAHBIX HOCHelIOBaTeHBHOCTeﬁ MHUHH-XPOMOCOMHBIX
JHK cnupoTpux ¢ HyKICOTHIHBIMH IOCIEIOBATEILHOCTS-
mu JIHK pasnuuubix sykapuor, Bkiroudas nHQy30puid u3
npyrux cucrematrnaeckux rpynn (Hoffman et al., 1995). dna
KpaTKOCTH Ha30BEM TaKOHW CHOCOO MOWCKA PETYISTOPHBIX
nocnenoBatensHocTe JJHK cpaBHHUTENbHO-MONIEKYISAPHBIM
MeTonoM. BTopoit moxxon (Ha30BEM €ro HKCIEPUMEHTATb-
HBIM) — 3TO M3Y4YCHHE PEIUIMKALUKN ¥ TPAHCKPHUIIIINU T'€HOB
CHUPOTPHUX MOCPEJCTBOM T'€HETHYECKO#l TpaHchopManuu
nH}y30puil HcKyccTBeHHBIME KOHCTpyKimsamu JHK, co-
3/laHHBIMH Ha 0a3e HATHMBHBIX MUHH-XPOMOCOM MH(Y30pHil.
ITpu 3TOM AJIs N3ydeHUs! PEIUTMKALNHT U TPAHCKPHUILIUU B Ma
S. lemnae nHBEMPOBATN KOHCTPYKIIUH U3 MHHH-XPOMOCOM-
Heix JJHK, comepkamue Mmytanuu B aHaIU3UpyeMbIX obac-
TAX 3THX Mosekyn (puc. 7; Skovorodkin et al., 1999, 2001a,
2001b; Pimenov et al., 2002; Paiixens, 2003).

CpaBHUTENBHO-MOJIEKYJIIPHBII TOAX0A B U3YYEHUH MU-
HuUXpoMocoM Ma S. lemnae TnaBHBIM 00pa3oM ObLT HaNpaB-
JICH Ha MOKCK Y 9TOW CIHMPOTPUXH KOAUPYIOIIUX U peryJisi-
TOpHBIX nociaenosarenbHocTel JJHK, yxe u3BecTHBIX aJist

npyrux sykapuot (Helftenbein, 1985; Conzelmann, Helften-
bein, 1987; Helftenbein, Muller, 1988; Helftenbein et al.,
1989; Hoffman et al., 1995; Kreyenberg et al., 1998; Maerc-
ker et al., 1999). K coxaennro, OOJIBIIHHCTBO HCCIIEAOBATE-
JICH ATUM YpPOBHEM H3yUYCHHsI MHHH-XpoOMOcoM S. lemnae
OTPaHUYMBAIUCH, YTO TPUBEIO K BOSHUKHOBEHHUIO IEJIIOTO
psima MpOTUBOpEYAINUX OPYT IPYTy MPEACTABICHUI O TeHe-
TUYCCKOM CTPYKTYPE MUHU-XPOMOCOM.

CrnoxxuBmieecs MOJNOKECHUE Il MOKHO TPOMILTIOCTPH-
poBaTh Ha MPUMEPE MU3YYCHHS UYCTHIPEX TUIIOB MHHH-XPO-
MocoMm Ma S. lemnae, TeHbl KOTOPBIX KOAUPYIOT TYOYJIMHBI.
Tax, B Ooxree paHHHX padoTax MPH PACCMOTPESHUN MEXaHU3-
MOB DPETYJISIMA TPAHCKPHUIIIMK TCHOB, KOJAUPYHOIIHUX o 1-,
o2-, B1- u B2-TyOynuHBI, HE YOAIOCh Cpa3y NIPUNUTH K OJTHO-
3HAYHOMY BBIBOJIY O COCTaBE PETYJIATOPHBIX ITOCIIEIOBATE-
JBHOCTEH COOTBETCTBYIOIIMX MUHHU-XpoMocoM (Helftenbein,
1985). Usyuenne 5'-HeKoAMpPYIOMICH 00IaCTH B TeHaxX o 1-
0.2-TyOYJIMHOB MO3BOJIWIIO CACIATH MPEATIOTI0KCHIE O HATU-
guu TATA-TI0100HBIX MOCJIENOBATEILHOCTEH, PACTIONOXKEH-
HbIX Ha 165, 140 u 41 n.H. 1eBee TOYKHU Havaja TPAHCISIUUU
(puc. 8; Helftenbein, 1985). Ilpu >TOM HavaibHas TOYKa
TPaHCKPHUIIIIMHK (TaK Ha3bIBaeMasi Touka +1, rJe pacmoaoxeH
MEPBBIH TPAHCKPUOUPYIOIIUHCS HYKICOTH]I B KOAUPYIOIICH
obnactu JIHK) skcriepumMeHTanpHO onpeeicHa He Obuia.

B Ooisree mo3gHUX paboTax TOH ke MCCIEeI0BATEIBCKOI
rpynnsl (Helftenbein, Muller, 1988) nokanuzanus Touku
HHUITHAIIMHA TPAHCKPHUIILMK ObLTa PECKa3aHa B [TOJI0KCHUN
41 m.H. 1eBee TOYKHM WHUIMANWH TpaHcsaun (puc. 8; Helf-
tenbein, Muller, 1988). Ha ocHOBaHMM 3THX JaHHBIX OBLIO
BBICKA3aHO MPEIIMNOJI0KEHNE O TOM, YTO B MPOMOTOPE TeHa

1 [ ]
.
}\ ‘\\l KKK AKX KX XK] 20000000 00000 00 0000000000 0.0 000 000000 I

Puc. 7. Cxema JIHK-kOHCTpYKIHI, CHHT@3HPOBAHHBIX Ha OCHOBE O. 1 -TyOyIMHOBOW MHHH-XPOMOCOMBI ¥ HCIIOJIB3YEMBIX ISl TPAHC(EKINT
Stylonychia lemnae.

A— THK-KoHCTpYKIWS, coepIKalias O OHYKJICOTHAHYIO BCTaBKY pazMepoM 49 I1.H. ¥ HCIIOIb30BaBIIasiCs B OKCIIEPUMEHTAX B KAUeCTBE BHYTPCHHETO KOHT-

poust; 5 — JHK-koHCTpyKIus, coaepkalias MyTaliu (JeICHU 1 3aMEHBI HyKJICOTHI0B) B AHATU3HPYEMBIX 00JIACTSIX H OJTUTOHYKICOTUIHYIO BCTABKY pa3Me-

poMm 19 1.H. @rasicku — TOYKM Havyaia TPAHCKPUIILNK; Oesible NPAMOY201bHUKY — TETOMEPBI; YepHble NPAMOY20.1bHUKY — OJTMTOHYKIIEOTU/IHbIE BCTABKH; 1psi-

MOY20NbHUKY ¢ KIeMYaAmotl WmpuxoeKol — KOAUPYIOIUe yIaCTKH MUHU-XPOMOCOM; NPAMOY20IbHUKU C KOCOU WMPUXOBKOU ¢ HAKIOHOM 61PA60 — YIaCTKU

MHHH-XPOMOCOM, B KOTOPBIX IPOM3BOJIMIIM MTOUCK PETYIATOPHBIX nocienoBarenbHocteit JJHK, KOHTpoaupyromux peruinKanuio; npsamoy20abHuK ¢ KOColl

WMPUXO0BKOIL C HAKIOHOM 671€60 — YIACTKH MUHU-XPOMOCOM, B KOTOPBIX IIPOM3BOIIH IIOUCK PETyIATOPHEIX ocnenoBarensHoctei JJHK, konTponupyromux
TPaHCKPUILIHUIO.

Fig. 7. Scheme of DNA-constructions synthesized on the base of o 1-tubulin-encoding minichromosome of Stylonychia lemnae applied for
transfection experiments.

A— DNA-construction with oligonucleotide insertion 049 b.p.; itis applied as a internal control in all experiments. 5— DNA- construction with oligonucleoti-

de insertion of 19 b.p.; it contains mutations (deletions and nucleotide replacements) in analysed regions. The scheme shows: flags — transcription initiation po-

ints; white fields — telomeres; black fields — oligonucleotide insertions; fields with checked hading — opening reading frames; fields with right lopsided line

shading — regions where replication regulatory elements were searched; fields with left lopsided line shading — regions where transcription regulatory elements
were searched.
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o-1 TyOynun
Helftenbein, 1985 TCAGTTATAA TAATAGTTCA AACGATAAAT TATAAAATTT GAATTAGTTA AGATTCCCCT
Helftenbein, Muller, 1988 TCAGTTATAA TAATAGTTCA AACGATAAAT TATAAAATTT GAATTAGTTA AGATTCCCCT
Helftenbein et al., 1989 TCAGTTATAA TAATAGTTCA AACGATAAAT TATAAAATTT GAATTAGTTA AGATTCCCCT
Steinbruck, 1990 TCAGTTATAA TAATAGTTCA AACGATAAAT TATAAAATTT GAATTAGTTA AGATTCCCCT
Pimenov et al., 2002 TCAGTTATAA TAATAGTTCA AACGATAAAT TATAAAATTT GAATTAGTTA AGATTCCCCT
-170 —-160 —-150 -140 -130 -120

ATTCAAAAAT TAAGAGGGTC CTTCATATCC ATTCAAATAT ATCTTAAATA CTTAAACTTA
ATTCAAAAAT TAAGAGGGTC CTTCATATCC ATTCAAATAT ATCTTAAATA CTTAAACTTA
ATTCAAAAAT TAAGAGGGTC CTTCATATCC ATTCAAATAT ATCTTAAATA CTTAAACTTA
ATTCAAAAAT TAAGAGGGTC CTTCATATCC ATTCAAATAT ATCTTAAATA CTTAAACTTA
ATTCAAAAAT TAAGAGGGTC CTTCATATCC ATTCAAATAT ATCTTAAATA CTTAAACTTA
-110 —-100 -90 80 =70 —60

ACTAGTAATT ATAATTATTT CATTTTTTCA AACAAAATCA ACTCTTCATC ATG
ACTAGTAATT ATAATTATTT CATTTTTTCA AACAAAATCA ACTCTTCATC ATG
ACTAGTAATT ATAATTATTT CATTTTTTCA AACAAAATCA ACTCTTCATC ATG

ACTAGTAATT ATAATTATTT CATTTTTTCA AACAAAATCA ACTCTTCATC ATG
ACTAGTAATT ATAATTATTT CATTTTTTCA AACAAAATCA ACTCTTCATC ATG

=50 —40 =30 -20 -10 0
o-2 TyOyuH
Helftenbein, Muller, 1988 CCTATAAATA GCGAAATAAA GTGGGAAATT ATAACTTTAT TTTATATTAA AACAAAATCA AATCTTCATC ATG
Helftenbein et al., 1989 CCTATAAATA GCGAAATAAA GTGGGAAATT ATAACTTTAT TTTATATTAA AACAAAATCA AATCTTCATC ATG
Steinbruck, 1990 CCTATAAATA GCGAAATAAA GTGGGAAATT ATAACTTTAT TTTATATTAA AACAAAATCA AATCTTCATC ATG
Pimenov et al., 2002 CCTATAAATA GCGAAATAAA GTGGGAAATT ATAACTTTAT TTTATATTAA AACAAAATCA AATCTTCATC ATG
=70 —60 =50 —40 =30 —20 -10 0
B-1 TyOymn
Conzelmann, Helftenbein, 1987 TAAATTTTAA ATTCAGAGAA TGAATATAAG GATACCAATT TTAAGAAGTA TTAATTATTC TTAATTTTCA AAAACAAACC ATG
Helftenbein et al., 1989 TAAATTTTAA ATTCAGAGAA TGAATATAAG GATACCAATT TTAAGAAGTA TTAATTATTC TTAATTTTCA AAAACAAACC ATG
Steinbruck, 1990 TAAATTTTAA ATTCAGAGAA TGAATATAAG GATACCAATT TTAAGAAGTA TTAATTATTC TTAATTTTCA AAAACAAACC ATG
Pimenov et al., 2002 TAAATTTTAA ATTCAGAGAA TGAATATAAG GATACCAATT TTAAGAAGTA TTAATTATTC TTAATTTTCA AAAACAAACC ATG
-80 =70 —60 =50 —40 =30 —20 -10 0
3-2 TyOyun

Conzelmann, Helftenbein, 1987 TGTTATAAAT ATGCGCCCTC TCTAACTAAT ATATAATTCA AATAATTTTC AAAACAAAAC TCAAGTCACA ATG

Helftenbein et al., 1989 TGTTATAAAT ATGCGCCCTC TCTAACTAAT ATATAATTCA AATAATTTTC AAAACAAAAC TCAAGTCACA ATG

Steinbruck, 1990 TGTTATAAAT ATGCGCCCTC TCTAACTAAT ATATAATTCA AATAATTTTC AAAACAAAAC TCAAGTCACA ATG

Pimenov et al., 2002 TGTTATAAAT ATGCGCCCTC TCTAACTAAT ATATAATTCA AATAATTTTC AAAACAAAAC TCAAGTCACA ATG
=70 —60 =50 —40 =30 -20 —-10 0

Puc. 8. Ctpoenue mpomMOTOpOB B TeHaX TyOymHHOB Stylomychia lemnae 1O NaHHBIM pa3HBIX aBTOPOB.

[pencrasieHsl TMAUPYIOMINE HEKOJUPYIOIINE YYaCTKU I'eHOB - U B-TeOynuna. JKupuoim wpugmom Boiaenensl TpuiuieTsl ATG, ¢ KOTOPBIX HAUUHAIOTCS
TpaHcaupyemblie yqacTku reHoB. TATA-Gokchl noduepxnymul. TOUKH HHALMALNH TPAHCKPHUIILIHH BBIICICHBI JHCUPHBIM UWPUGMOM T HOOUEPKHYMbL OBOUHOT
JIUHUE.

Fig. 8. Structure of promoters in tubulin genes of Stylonychia lemnae according to different authors.

The figure shows uncoding leader sequences of a.- and B-tubulin genes. ATG triplets (the beginning of open reading frame) are marked in bold. TATA-boxes are
underlined. Transcription initiation points are in bold and underlined with double line.
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o2-tyoynuaa umeercst TATA-60kc, pacmonoXeHHBIH Ha
27 m.H. IeBee TOYKW HHUIHANMNA TPAHCKPHUIIIHH, WA Ha
68 1.H. JeBee TOUYKH MHHUIMANKK TpaHcisuuu (puc. 8; Helf-
tenbein et al., 1989). I1pu aToM B rene o 1-TyOymmHa OBIT 00-
HapysxeH sunib TATA-nono6ubIi 2nementT Ha 99—104 1.
JieBee TOYKW WHUIMAIUHM TPAHCKPUIUWHU, uin Ha 140—
145 m.H. MeBee TOYKH HHULIHAIIUY TpaHcisanuu (puc. §; Helf-
tenbein, Muller, 1988; Helftenbein et al., 1989). Takum 006-
pazom, JaHHBIE, TOJIYICHHbBIE B PE3yJIbTaTe TOJIBKO CPaBHU-
TEIBHOTO aHanu3a nocieaoBarenpHocTed JIHK, cBunerens-
CTBOBAJIM O CYIICCTBCHHBIX PA3IUYUAX B MCXaHU3ME PEry-
TSAIUH WHALNAAIAN TPAHCKPUIINH B TeHax o l- U a2-Ty0y-
TUHOB y S. lemnae.

B xone pganpHEeHIMX CpaBHUTENBHBIX HCCIEJOBAHUN
HYKJICOTUIHBIX TIOCICIOBATEIHHOCTEH Pa3sHBIMUA aBTOPAMH
OBUIH TIOJYUYCHBI PA3JIUYHBIC PE3YJIbTaThl OTHOCUTEIIBHO JIO-
KaJN3alyiy TOYeK WHUITMAIINHA TPAHCKPHUIIIIHA H MECTOIOIIO-
JKEHUS PETYJISITOPHBIX JJIIEMCHTOB B HCCIEIYEMBIX T€HaX
(puc. 8; Helftenbein et al., 1989; Steinbruck, 1990). Takum
00pa3oM, pe3yIbTaThl TOJIEKO CPABHUTEIBHOTO aHATN3a HYK-
JICOTHTHBIX MTOCIICJIOBATEIBHOCTEH B OUEPEIHOM pa3 MmpuBe-
JIM K U3MEHCHUIO MIPEICTABICHUN O JIOKAJIN3AIUU [TPEIoia-
raemoro TATA-Ookca B MUHH-XpoMocoMax S. lemnae.

TeopeTudeckue pacdeThl, KacaroIUecs JOKATU3aInu
TOYKH WHHUIHAINHA TPAHCKPHUIIIINK U CTPOCHUS IPOMOTOpPA B
reHax B 1- n B2-tybynuna S. lemnae, okazanuch Oojee 01HO-
poaubiMu. Tak, ObUIO ycTaHOBIICHO, YTO B reHe f3 1-TyOynuHa
TOYKAa WHHUIMAIMN TPAHCKPHUIIMH PAcIIOIoKeHa Ha 46 IL.H.
JIeBeC TOYKHM WHHIMAIIMKA TPAHCISNWHU, a B reHe 2-TyOynu-
Ha — Ha 37—38 m.H. nesee (puc. §; Conzelmann, Helftenbein
1987; Helftenbein et al., 1989). Mcxons u3 3TUX JaHHBIX
KaHOHHMYECKas mocienoBateibHOCTh TATA-Ookca Obuta 00-
HapyXeHa TOJBKO B TreHe 2-TyOynnHa B MOJOKEHUU Ha
28—29 n.H. neBee TOYKM MHULUALUUU TpaHCKpunuuu. s
rena [ 1-TyOyyinHa HA TOT MOMEHT HAIUX 3HAHWUU MPEICTaB-
JISUTOCH BO3MOYKHBIM TOBOPHTH TONbKO 0 Hamuanu TATA-mo-
JIOOHOTO AIIEMEHTA, PACTIONIOKEHHOTO Ha 34 IL.H. JICBEe TOUKH
UHUIMaMK Tpanckpuniuu (puc. 8; Helftenbein et al., 1989).

JlocTaTOYHO MPOTHBOPEYUBBIMA OKA3aIIUCh TAKXKE pe3y-
JIBTAThl CPABHUTEIBHOTO MCCIICIOBAHMS HYKICOTUIHBIX IO~
CJIeIOBATEILHOCTEH, OTBEUAIONINX 3a PEIIUKAIUI0O MHUHHU-
xpomMocoM S. lemnae, KOTOpBIE HECYT TCHBI TYOYIHHOB
(Conzelmann, Helftenbein 1987; Helftenbein, Muller, 1988;
Helftenbein et al., 1989; Maercker, Lipps, 1993). B wactHo-
ctu, B IHK Takux MuHu-xpomocom O0butn BoisiBiieHbl AT-00-
rathle MOJYKOHCEPBATHBHBIC MAIHHIPOMHBIC MOCIICIOBA-
TENFHOCTH HYKJICOTH/IOB, PACIIONIOKEHHBIC BOIM3H TEIIOMEPOB.
[TepBoHaUYaIBHO OBUIO BBICKA3aHO MPEIMOIOKCHHE O TOM,
4yTo mMeHHO B 3Tux cermeHTax JIHK mokxammsomBana Touka
Hayaia perumkKanuu (Touyka ori) MuHu-xpomocom (Helf-
tenbein, 1985; Conzelmann, Helftenbein 1987; Helftenbein,
Muller, 1988; Helftenbein et al., 1989; Maercker, Lipps,
1993). OnHako ¢ 3TOM TUIOTE30H HE corjacuiach rpyIia
HccrenoBaTeneld, KOTopble HA OCHOBAaHUM COOCTBEHHBIX JIaH-
HBIX TPHUILIH K BBEIBOAY O TOM, YTO B MHHH-XPOMOCOMAaxX
S. lemnae n Ipyrux COUPOTPUX TOYKA Ori HAXOJAUTCS B TEIIO-
Mepax (Zahler, Prescott, 1988, 1989; Hoffman et al., 1995).
Takum 00pa3oM, IpPU OTCYTCTBUH KOPPEKTHOH JKCIIECpH-
MEHTAJIbHOH MPOBEPKH TEOPETUYCCKUX 3aKJIFOUCHUH O JIO-
KallW3allid TOYKH Ori, CACTaHHBIX HAa OCHOBAHWU CPaBHH-
TEIBbHO-MOJICKYJIIPHOTO aHalln3a COOTBETCTBYIONIMX HYK-
JICOTUIHBIX MOCJEIOBATCILHOCTEH, HE MPEACTABIAIOCH
BO3MOJKHBIM BBISICHHTD, TJI¢ B JCHCTBUTEILHOCTH JIOKAIH30-
BaHA TOYKA WHUIMANUU PCIIMKAIMU MHUHH-XPOMOCOM
S. lemnae.

OueBuAHBIC HEAOCTATKU U3YUCHHs PETYISTOPHBIX yda-
CTKOB MHHH-XPOMOCOM S. /emnae TOJIBKO C IOMOIIBIO CPaB-
HUTEJIBHO-MOJICKYJIIPHOTO aHalIM3a MOCIeJ0BaTelbHOCTEH
JHK moOynunu MONEKYyISpHBIX OMOJOTOB MPUCTYIHTH K
pa3paboTke OoJiee CI0KHOTO, IKCIIEPUMEHTAIBHOTO MOJIXO0-
Jla K MCCIeIOBaHMI0 3Toi mpobaemsl (Wunning, Lipps,
1983; Meyers, Helftenbein, 1988). B aTom ciyuae ans u3y-
yeHus: Mexanu3moB perumkanuu JIHK u tpanckpunuun B
MHUHH-XPOMOCOMaX S. lemnae MCTIONB3YIOT KIOHUPOBaHHbIC
renerndeckue koHctpyknuu JIHK, co3mannsle Ha ocHOBe
MUHH-XpoMocoM. OTti koHcTpykuuu JTHK comepxar kax Ha-
THUBHBIE 3JIEMEHTHI MUHH-XPOMOCOM (KOAMpPYIOMIast 001acTh,
(hTaHKMPYIOMIKE MOCIIEIOBATEIBHOCTH U TEJIIOMEPHI), TaK H
3JIEMEHTHI C MyTallUsIMHU, IOJyYEHHBIMHU B pe3yIbTaTe Jeje-
U ¥ TOYEUHBIX 3aMEH COOTBETCTBYIOIINX IOCIIEA0BATEIb-
HOCTEH, a TaKXKe BCTpauBaHUsI OJIMTOHYKICOTHUAHBIX BCTABOK
B IIPE/IIOIaraéMble PETYJISITOPHBIE CETMEHTHI MUHU-XPOMO-
COM.

DKkcrepuMeHTanbHas padboTa Takoro Tuna ObuIa CyIecT-
BEHHO oOierdyeHa HEOONBIIMMHU pa3MepaMH MHHH-XPO-
mocoMHBIX JIHK, oTcyTcTBHEM B MX KOJUMpYIOLIEH 00acTH
HHTPOHOB U HanmuuueM B 3Tux JIHK enuHCTBeHHOHN pamKu
cunteiBanus. 1o cymecTBy npu paboTe ¢ HCKYyCCTBEHHBIMH
MYTaHTHBIMH MHHHU-XpOMOCOMaMu S. lemnae wccienopare-
JII0 TIPUXOJIMIIOCH UMETH JIEJIO C BEChbMa KOMIIAKTHOH peruiu-
KallMOHHO-TPAHCKPUIIIIMOHHON EIMHUIIEH, 4TO CyIIeCTBEH-
HO YIIPOILAJIO KIOHUPOBaHHE HEOOIBIINX MUHU-XPOMOCOM-
Heix JTHK m obGecmedmBano BO3MOXHOCTh COOMpaTh Ha
OCHOBE MUHHU-XPOMOCOM T'€HETUYECKUE BEKTOPHI, COAEpXKaA-
IIMe MyTaIliH B 3apaHee OMpeeNeHHBIX 00JIacTsX.

Hanee atu nckyccrsenusle KoHcTpykuuu JHK nnbenu-
poBaiu B Ma KIIETOK-PELUITMEHTOB, BHI3bIBAsI TaKUM 00pa-
30M TeHeTHYecKyio TpaHchopmanuio wH y3opui (Skovo-
rodkin et al., 1999, 2001a, 2001b; Pimenov et al., 2002; Paii-
xenib, 2003; Ammermann et al., 2003). IIpu 3tom oco-
OCHHOCTH TPAHCKPUIIINN U PEIUIMKAIlMH MYTaHTHBIX MHU-
HHU-XPOMOCOM B TPaHC(OPMUPOBAHHBIX KJIETKAX MO3BOJISIIH
CynuTh 0 (QYHKIMOHAIBHOW 3HAYMMOCTH TOW UM MHON HYK-
JICOTHTHON TIOCIIE0BATEIBHOCTH MHHHU-XpoMocoM (Skovo-
rodkin et al., 2001a, 2001b; Pimenov et al., 2002; Paiixensb,
2003).

B mocnenHue roapl Mpu MOMOIIM SKCIIEPUMEHTAIBHOTO
MOJIX0/Ia C UCIOJIBb30BaHNEM MYTaHTHBIX KoHCTpykuuid JTHK
OBUTIO MOKA3aHO, YTO YJAJCHWE WM 3aMEHa KOJHPYIOIIETO
y4acTka, a Takxke 5'- u 3’ -(pIaHKUPYIOIIUX MOCIEI0BATEb-
HOCTEH He PUBOJUT K HapyIIeHHO d(Q(HEKTUBHOMN peruinKa-
uu MUHH-XxpoMocoM (Skovorodkin et al., 2001b). Bmecre ¢
TEM MUHHU-XPOMOCOMBI C YAaJIE€HHBIMU TEJIOMEPaMU OKa3bl-
BaJINCh HECTTIOCOOHBIMU K PEIUIMKALUN U OBICTPO NCUE3aTH B
psany xierounsix nokosenuit (Skovorodkin et al., 2001b).
OTcrofa HaxOTUT CBOE MOATBEPXKIACHHE TMIIOTE3a, B COOT-
BETCTBHHU C KOTOPOI TOYKa Hawaja PETUIMKAIMA MHHU-XPO-
MOCOM HaXOJHTCs B WX Tenomepax (Zahler, Prescott, 1988,
1989; Hoffman et al., 1995).

Hcnons3oBanue MytaHTHbIX KoHCTpykuui JIHK npu
U3yYEHUH MUHH-XPOMOCOM S. lemnae TO3BOJNNIO TPOIUTH
CBET Ha CIE OJHY KIIYEBYIO NMPOOIEMYy MOJIEKYJISIPHOU
O6uostornu MHQPY30puil — MpodIeMy PETyJsHuN Yucia Ko-
MU pa3IUYHBIX F€HOB MPH UX PACHpE/Ie]ICHUH B JOUEpHUE
sanpa B xoxe aeneHus Ma. Kax yxe ormeuanocs, Ma nudy-
30pUil IETUTCA OCOOBIM 00pa3oM, W €ro JEJICHUE TOJIBKO
BHEITHe HamoMuHaeT amuTo3 (Paiixos, 1978). Ilpu nenenun
Ma KHHETOXOpBl M BEPETEHO [EeNCHUs He (OPMHUPYIOTCS,
XOTsI MUKPOTPYOOUKH B KapuoIIa3Me WM B IUTOIUIA3ME
BONM3M SACpHOM 000JI0YKH BCe ke 0OHapyKuBaioTcs. B me-



Stylonychia lemnae — mooenvhulit 00vexm 015 U3YYEHUA MUHU-XPOMOCOM 629

JIOM MEXaHHU3M, 00eCTeUMBAIONINI PaBHOE paclpeieleHue
TeHETHYECKOT0 MaTepHana MaTepUHCKOTO sipa MEXay Io-
yepHUMHU Ma, ocTaeTcsi ManonoHATHEIM. OJTHAKO MOJIAraoT,
YTO HEOOBIYHBIH c11oco0 neneHnst Ma ckopee Bcero BO3HUK B
pesynbTare Mogudukannn murosa (Paiikos, 1978).

Cy1miecTBYIOT B OCHOBHBIC THIIOTE3bI, 0OBACHSIONIHE,
KaKkuM 00pa3oM MPOHMCXOANT «aMuTO3» Ma undyszopuii. Co-
IJIACHO TMEPBOM THIIOTE3€, MOJHBIH HA00p MUHH-XPOMOCOM
(B cirydae CIPOTPHUX) WA HEOOIBIIUX XPOMOCOM (B CiIydae
HEKOTOPBIX Apyrux uH(py3opuii) Ma sjipa, He0OXOAUMBIH
JUIsL HOPMAJIBHOM KHU3HEACSITEIbHOCTH KIIETKH, aCCOIMHPO-
BaH BMECTE B TaK Ha3bIBaEMbIi CYOHYKIIEyC, KOTOPBIH Mpe-
cTaBisieT co00il cTpyKTypHYyI0 cyObeauuuiy Ma. Takux
cyOHyKIeycoB B Ma MOeT OBITh HECKOJIBKO, U B IPOIIECCE
neneHust Ma MMeHHO CyOHYKJICYChl, a HE OT/EIbHbIC MHU-
HHU-XPOMOCOMBI KAKHM-TO 00pa30M pactpeaessitoTcs MexX Iy
nouepanmu sapamu (Nanney, Preparata, 1979).

B nHacrosiee BpeMsi CyOHyKIJI€yCcHAs! THIIOTE3a Cerpera-
MM TEHETHYEeCKOro MaTepualia Ipu jaejleHud Ma uHdyszo-
puii ycTapena u mpeAcTaBiIseT HHTEPEC TOJIBKO C HCTOpHYe-
CKOW TOYKHM 3peHHs. J[eq0 B TOM, YTO y TETpaxWMeH OBLIO
0oOHapy»KEeHO SBJIICHHE TaK HAa3bIBAGMOH I'€HETHYECKOM pac-
COPTHPOBKH aJlIeJIeH, TPH KOTOPOH B HCXOAHO IE€TEPO3UTOT-
HBIX KJIETOUHBIX JIMHUAX 3THX WH(PY30pHUl Yepe3 HEKOTOpoe
KOJINYECTBO ACICHUHN MOCIE KOHBIOTAIUU TOSIBJISIOTCS] OCO-
0u, cozxepiKallre TOJBKO OJHY ajUlelb HEKOTOPHIX I'€HOB
(Merriam, Bruns, 1988; Longcor et al., 1996). Dtot pe3yiib-
TaT OOBSACHIETCS CIlydailHBIM paclpe/ielIeHHeM T'eHHBIX all-
aenei npu geneHuy Ma u, clieloBaTeIbHO, CIydailHbIM pac-
IpeIeIeHeM MUHU-XPOMOCOM, B KOTOPBIX COJIEPIKATCS 3TH
annenu. TeM He MeHee B JICHCTBUTENBHOCTH HPHU JCICHUH
nHY30pUH HE MPOUCXOJUT MOTEPH KU3HEHHO BAXKHBIX Te-
HOB Ma, npuBosiieii k rudesu kieTok. Bmecre ¢ Tem heno-
MEH CTapeHUs! KIIOHOB Y PECHHUYHBIX MTPOCTEHIINX TaKXke 00-
IEU3BECTEH.

CormacHo BTOpOW THUIOTE3e, OOBICHSIIOMIEH KaK CecT-
punckue xpomocomusle JIHK pacnpenensitorest B nouepHue
Ma, — peruiuKaTUBHOI runorese, — OallaHC KOTHN pa3iiny-
HBIX MUHH-XPOMOCOM B CIIy4ae MX HEJO0CTAaTKa B JIOYEPHUX
Ma nocTuraercs ¢ NOMOIIBIO JIOIOJHUTENIBHBIX PayHIOB
PETUIMKAIMKA COOTBETCTBYIOIMX MUHHU-XpoMocoM (Preer, Pre-
er, 1979). HomomHuTtenpHbe payHabl permmukanuun JJHK B
Ma peiicTBUTEIBHO OBLIM OOHApYKEHbI y TeTpaxumeH (bop-
xceHuyc u ap., 1977; Cleffmann, 1975) n mapamenmii (Ber-
ger, 1982). Ilpu sToM mojaranu, 4To H3OBITOK XPOMOCOM
TOTO HJIM MHOTO KJIacCa MOYKET YJAlAThCA U3 sipa, HallpH-
Mep, B XoJlle dKcTpy3un xpomaruHa u3 Ma (Doerder et al.,
1975; Cleffmann, 1980). OgHako ocTaBajgoCh HESICHBIM, Ka-
KHM 00pa3oM KJIETKa MOXKET «CUHUTATh» KOJIMYECTBO MHUHU-
XpOMOCOM TOTO WM MHOTO THna B Ma. [Ipu 3ToM OblH TO-
JIy4eHBbl JJaHHbIC, KOTOPBIE CBUETEILCTBOBAIM KAK B MOJIb3Y
CYIIECTBOBAHNUS MEXAHN3MA AKTUBHOT'O KOHTPOJIS KOJINYECT-
Ba KOIMH reHOB B Ma (1aHHbIE O PEIUIMKAMK puOOCOMalIb-
noit JIHK y Tetrahymena thermophila n pe3yabTaThl aHAIH-
3a CTPOCHHMS CAliTOB MHMLMAIMK PEIUITMKAINN B MHHH-XPO-
Mocomax, konupyromux pPHK; Larson et al., 1991), tak u
MIPOTHUB ATOH I'MIIOTE3bI (JaHHBIE O MOCTOSIHCTBE B PALY IIO-
konenwnii yncna koruit JJHK dara nambna, nHbEIIpOBaHHON
B Ma napamennii; Kim et al., 1992).

PesympTarer pabotsr CKOBOpPOIKHHA B cOaBTOPOB (Sko-
vorodkin et al., 2001b) mo n3ydeHuro MexaHu3Ma KOHTPOJIS
peIUTHKAIlM MUHH-XPOMOCOM, HECYIIHMX TeH o l-TyOynuHa,
TIOJITBEP/MIIN OTCYTCTBHE aKTHBHOTO KOHTpPOJISA YHCIa KO-
nuii MuHU-XpoMocoM B Ma S. lemnae. Bo-nepBbIx, okaza-
JIOCh, YTO B TPAaHC(HOPMUPOBAHHBIX CTUIIOHUXHSIX, OTINYAI0-

HUXCS OT HATHUBHBEIX 0Cc00€il OONBIIMM YHCIOM KOIHH
reHa o 1-TyOynnHa, MEYEHHOTO CHEIH(PHIECKON OIUTOHYK-
JIGOTUJIHOW BCTAaBKOM, YHCIO COOCTBEHHBIX MHHHU-XPOMO-
COM, COJIEp’KallINX 3TOT I'eH, He YMEHBIIMIOCH. [Ipn akTHB-
HOM KOHTpOJIE YKclia KON reHoB B Ma yBenrueHue B 3ToM
siIpe B HECKOJBKO (710 JECSATH) pa3 KOJIUYECTBa MUHU-XPO-
MOCOM, MPAKTUYCCKH HICHTUYHBIX HATHBHOW MUHH-XPOMO-
COME 3TOr0 K€ TUIIA, HE MOTJIO ObI OCTAThCSI «HE 3aMCUYCH-
HBIM» KJIETKOH. BO-BTOPBIX, TpaHC(hHOPMHUPYIONIHE BEKTOPHI,
JUIICHHBIC 5’ - 1 3’ -HEeKOUPYIONINX YYaCTKOB, U BEKTOPHI, B
KOTOPBIX OTH YYacTKH OBLIM 3aMEHEHBI MPOKAPUOTHBIMHU
nocnenoBarenbHocTsiMu JIHK, mocne BBenenus B Ma moin-
JKHBI OBLTH OBI CO BPEMCHEM HCUYC3HYTh U3 P, MIOCKOIBKY
OHM He cojiepkarT HuKakux ydacTtkoB JIHK, cBoiicTBEHHBIX
HATUBHBIM MUHH-XpoMocoMaM S. lemnae. OmHAKO B JEHCT-
BUTEJIBLHOCTH OKa3aJIOCh, YTO YMEHBIIEHUS YHCia KOMUK
stux Monekyn JJHK B TpanchopmmupoBaHHBIX KI€TKax He
npoucxoaut (Skovorodkin et al., 2001b). Mcxoas u3 nomy-
YEHHBIX JAHHBIX MOXKHO CJeNaTh BBIBOJ O TOM, 4To B Ma
S. lemnae akKTUBHBIA CHKBEHC-CHEIU(PUICCKUI KOHTPOIb
KOJIMYECTBA KOMHUII MUHU-XPOMOCOM OTCYTCTBYET.

Ecnau »TO0 mpenmosnoxkeHue BEPHO, TOTJa HEOOXOIUMO
O00BSACHUTH, IOYEMY CITydalfHOE paclpeeieHne MHHU-XPO-
MOCOM I10 SJpaM JTIOUCPHHUX KICTOK HE MPUBOJIUT K OBICTPO-
My HCUYE3HOBEHHIO HEKOTOPHIX I'€HOB U MOCIEAYIOIeH rubde-
i uHQpy30puil. [lo-BHIUMOMY, TODKEH CYIIECTBOBATh Me-
XaHU3M, 00CCIICYUBAIOIINI PABHOMEPHOE paclpeeicHue
TeHEeTUYECKOIro Marepuaia B aensmemcs Ma. M3BecTHo, 4TO
mepen JeJCHUEeM TaHTeJIeBUAHOro Ma cruinoHuxmii hopma
3TOrO siipa U3MEHSETCS — OHO CTAHOBUTCS CHEPHUCCKUM.
IIpu 3TOM nmake Ha CBETOONTHYECKOM YPOBHE MOYKHO Ha-
Osronate nepemenmBaHue cojepxkumoro supa (Kimball,
Prescott, 1962; Ammermann, 1971; PaiikoB, AMMepmaHH,
1976). Bo3M0kHO, Takoe NepeMEIINBAHUE COACPKUMOTO
sipa KaK-TO CBS3aHO C MEXaHH3MOM, 00CCIICUMBAIOIIUM IIc-
pemagy B nqouepHre Ma 1o 0IHHAKOBOMY KOJHYECTBY COOT-
BeTcTBYROIINX MUHHU-XpomocoM (Kimball, Prescott, 1962;
Bardele, 1969; Ammermann, 1971; PaiikoB, AMMepMaHH,
1976). K coxaneHuto, eTaal 3TOr0 MeXaHH3Ma JI0 CHX TOp
HEU3BECTHBI.

DKCIepUMEHTATBHBIA TOX0JI, OCHOBAaHHBIM Ha TpaHC-
(hopManuu KICTOK CTHJIOHUXUH JIMHCWHBIMH KOHCTPYKIIHS-
mu JIHK, MapKkupoBaHHBIMH OJIMTOHYKJIEOTHIHBIMU BCTaB-
KaMM, TIO3BOJIMIT TaK)Ke TTOTYIHTh HHTEPECHBIC JaHHBIE O pe-
ryjasinuu TpaHckpunuuu 'y S. lemnae (Skovorodkin et al.,
2001a; Pimenov et al., 2002; Zassoukhina et al., 2002; Paii-
xenb, 2003). Tak, B MEUHA-XpOMOCOME, HecyIel reH o l-Ty-
OynuHa, ObUT OOHAPYKCH PSIT HYKJICOTHIHBIX MOCIICIOBATE-
neHOCTeH (mocnenoBarenbHOCTE TATCCATTCAAA, Hava-
JI0O KOTOPOW PACIONIOKEHO Ha 47 IL.H. JIeBee TOYKU Hadala
TpaHCKpUINLUH; ocaenoBaTenbHocTh TAAATA, Havaso ko-
TOpOIl pacmonoxeHo Ha 28 M.H. JieBee TOYKH Hadayia TPaHC-
kpunuuu; nocnegoatenbHocTh ATTATAA, Hauano xoTo-
PO pacIioyIoKEHO Ha S5 I1.H. JIEBEE TOUKU Ha4ala TPAHCKPUII-
W), MyTallid B KOTOPBIX NMPHUBOJIUIN K JTOCTOBEPHOMY
camkennto cunteza MPHK B Ma (Skovorodkin et al., 2001a;
Pimenov et al., 2002; Zassoukhina et al., 2002; Paiixenn,
2003). IIpu >TOM 3aMEHBI HYKJICOTHIOB B yUaCTKaX MEKIY
yKa3aHHbIMH nocienoBarenbHocTsaMu JJHK muHM-xpomoco-
MBI, Hecymiel reH o l-TyOynnHa, He MPUBOIWIA K 3aMETHO-
My U3MEHEHHUI0 UHTEHCUBHOCTU cuHTe3a MPHK.

JaneHeimuii aHanus 5'-HeTpaHCKpUOUpyeMoOil obiac-
T o 1-TyOyJIHHOBOI MUHH-XPOMOCOMEI S. lemnae mokaszain,
YTO yYaCTKH 3TOH 00JacTH, MPEACTABJICHHBIC MOCICI0BA-
tensHOCTIMU TATCCATTCAAA, TAAATA u ATTATAA,
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COOTBETCTBYIOT CIEIYIOUINM KJIACCHYECKHM 3JIEMEHTAM
npomoTopa aApyrux sykapuor: 1) CAAT-60kcy, 2) TA-
TA-6okcy u 3) ununaropy tpanckpunuuu (Pimenov et al.,
2002; Paiixens, 2003).

OCHOBBIBAsICH Ha JITAHHBIX JIUTEPATYPHI O CTPOCHUH KJlac-
CHYECKOT'0 3yKapHOTHOT'O MPOMOTOpPA U HYKJICOTHIHOM CO-
CTaBe KOHCEPBATHBHBIX PETYJSTOPHBIX 3JIEMEHTOB B MH-
HU-XpOMOcOMax S. lemnae, MOXXHO JOCTATOYHO TOYHO Tpe/I-
MIOJIOKHTD, TAC 3TH TOCIEAOBATEILHOCTH JIOKAIN30BaHbI B
rere o l-ty6ynuna (Paiixens, 2003). [Tpn aToMm nomyvaercs,
yro CAAT-60Kc o 1-TyOyaIMHOBOH MUHH-XPOMOCOMBI S. lem-
nae, mMeromni HykineoTuaneli coctaB CATAT, pacmoro-
xkeH Mexay —44 u —50 m.H., a TATA-GoKc, UMEIONIHIA COCTaB
TAAATA, pacionoxen mexny —22 u —29 n.H. Uaunmuarop
TPaHCKPUILUKM, TpeacTaBaeHHbIN HykieoTugaMu ATTA-
TAA, 3aHUMaeT MO3UIKIO OT +2 10 —5 II.H.

Panee CAAT-60kc Obu1 00HApPYKEH B pe3yiIbTaTe Cpas-
HEHMs HYKJICOTHIHBIX TIOCIIeIoBaTeIbHOCTEH B 6 TeHax Ma
Tetrahymena thermophila, B onnom rene T. pigmentosa v B
rere o l-tyoynuna Stylonychia lemnae (Brunk, Sadler,
1990). ITpu srom st CAAT-60kca stux uHdy3opuii Obl1a
ompejeseHa clenyomas KOHCEHCYCHAs MOCIeI0BaTeb-
Hocth: 5'-TATCCAATTCARA-3’. B euie oxHoli pabote, B
KOTOpOM aHATU3UpOBaIN 66 MaKpOHYKJIEApHBIX T€HOB ApY-
rux uHdy3opuit, CAAT-60kc uaeHTH(HUIINPOBAIH IO OIpe-
JICJIEHHOM NIl HEKOTOPBIX 3YKAPHUOT KOHCEHCYCHOH mocie-
nosarenbHoctn 5'-GG(T/c)CAATCT-3" (Hoffmann et al.,
1995). B pesynsrate Obutn BBIsIBICHBI CAAT-momoOHEBIE
MOCJIEZI0BATENBHOCTH B 19 U3 66 Hccae10BaHHBIX MAKPOHYK-
neapHbix reHoB uH(y3opuit (Hoffmann et al., 1995). Uure-
PECHO, UTO NPU CPaBHEHUH HYKJICOTHIHBIX MOCIIE]OBATEIb-
HocTel 9 MakpoHyKJeapHbIX I'eHOB Euplotes crassus ObLI
obuapyxern CAAT-60kc ¢ mocienoBarensHOCTRIO 5 -GAG-
CCAATCAGA-3' tonbko B o1HOM 13 3THX reHoB (Ghosh et
al., 1994). Ilpu srom nouck CAAT-60kca E. crassus mpoBo-
JIMJICS] C MCTIONIb30BaHNEM KOHCEHCYCHOH TOCIIe0BATENbHO-
ctu 5'-TATCCAATCARA-3’, tne R o6o3HavaeT mypuHO-
BbIe OCHOBaHMA. B 11e10M MOXXHO clielaTh BBIBOA O TOM, YTO
CPAaBHUTEJIBHO-MOJICKYJISIDHBIA aHaN3 HYKJICOTHIHBIX I10-
cnenoBarenbHocTell CAAT-00Kca y pa3HbIX BUIIOB HH(Y30-
pHil Bce XKe MO3BOJIAET BBISIBUTH KOHCEPBATHBHBIM MOTHB
CCAAT B AT-6oratoM 5’-HEKOOUPYIOIIEM Y4acTKe ICHOB
JTUX [POCTEHUIIUX.

CAAT-00Kc ABISIETCS TUOUYHBIM IS DYKApHOT dJe-
MeHTOM Kop-tipomotopa (PKumynes, 2002). Ilpu stom ero
(GyHKIHMS 3aKJII0YaeTCsl B KOHTPOJIE MEPBOHAYAIBHOTO CBS-
3piBaHusl PHK-nonumepasel I ¢ mpoMoTopoMm, 4TO B CBOIO
ouepe]p obecreunBaeT NPaBUIBHOE MO3UIIMOHHPOBAHUE
MIPEIMHUUAIMOHHOTO KOMIUIEKCA TPAHCKPHIILUK HA COOT-
BeTcTBYIOIEeM cermenre mosekyisl JHK. U3BecTHO, uTO
€CJIM MPOMOTOP COJAEPKUT TOJIBKO HHUIUATOP TPAHCKPHII-
LIUN U OTCYTCTBYIOT JPYT'M€ OCHOBHBIE TPAHCKPUIIIIMOHHbIE
¢axTopsl, ounmennas PHK-noxumepasa Il naunuupyer
TpaHckpunuuo ManodpdextuBHo (Carcamo et al., 1991).
Hexortopele apyrue maHHble, HApUMep CHIKEHHE 3D ek-
TUBHOCTH TPAHCKPHIILUU B pe3yjbTaTe caWT-crenuduye-
ckux MyTtanui nociueposarenbHocTer JIHK, pacrnonoxen-
HBIX B OINPEACICHHBIX 00JIACTSAX NMPOMOTOpaA, TAKXKE MOJI-
TBEPKAAIOT Mpeanonoxenue o ToM, uto CAAT-60kc Momy-
nupyeT 3G PEKTHBHOCTh TPAHCKPUNIIHUA y dYKApHUOT
(McKnight, Kingsbury, 1982; Graves et al., 1986; Barberis
et al., 1987). ITo-Bugumomy, y S. lemnae CAAT-60kc B TeHe,
KoaMpylomeM o 1 -TyOyuH, Takke HIpaeT posib BCIioMorare-
JIBHOTO 3JIEMEHTa KOP-TIPOMOTOpa, YCHJIUBArOIEro 3¢ ek-
TUBHOCTH TPAHCKPHUIIHMU 3TOTO T€HA. DTO MPEANONI0KEHUE

MTOITBEPIKICHO B 3KCTIEPUMEHTAX 110 KOTpaHCeKIuu S. lem-
nae BEKTOpaM, coJepXalluMu MyTtanuu B obmactu CA-
AT-60kca. Tak, ObUIO MOKa3aHO, YTO Pa3pyIICHHE 3TOTO
9JIEMEHTa IPOMOTOpA CHMKAET dPPEKTUBHOCTH TPAHCKPHUTI-
IIUH, XOTS ¥ HE B TAKOW Mepe, KaK, HalpuMmep, NpH yJaleHHN
nHunuaTopa Tpanckpuniuu (Skovorodkin et al., 2001a; Pi-
menov et al., 2002; Zassoukhina et al., 2002; Paiixens,
2003).

PesynbraTel ananuza nocaeposatenbHocTedl JAHK mu-
HHU-XpOMOCOM Ma HH(Y30puii-CIIUpOTPUX MO3BOIMIH cHop-
MYJIMPOBAaTh HEKOTOPBIC MPEIIOJIOKEHUS O JIOKAIHU3AIHH
TATA-6oxcoB mu o kpaitHeit mepe TATA-1ogo0HBIX TT0-
CJIEZIOBATENILHOCTEH B Pa3IMYHBIX I'€HAX STHUX MPOCTEHIINX
(Greslin et al., 1988; Wefes, Lipps, 1990; Gaunitz et al.,
1992; Hoffman et al., 1995). K coxanenuto, moiydeHHBIC
BBIBOJIBI OKA3aJINCh HE CIUIIKOM MpaBaonogooHbMu. Tak,
mo pesynprataM paboTsl Bedeca m Jlumca (Wefes, Lipps,
1990) GbLTO CACTAHO TIPEIIOIOKEHUE O TOM, YTO B TCHE THC-
tona H4K S. lemnae nmeercss TATA-O0okc B HOJOKEHUH
—19 m.H. OTHOCHTENHHO TOYKHM Hadama TpaHcusnuu. [Ipu
9TOM TOYKA Hayasla TPAaHCKPHUIIINHU B YIIOMSIHYTOH paboTe He
Obuta ompejerneHa. DTO MPEANOJOXKECHUE MPENCTABIACTCS
MaJIOBEPOATHBIM, TTOCKOJIbKY KOHCEHCYCHBIC MOCIEIOBa-
terapbHOCcTH TATA-O0KCa, Tak ke kKak u apyrue AT-Oorarteie
MTOCIIEA0BATEIHPHOCTH, OOBIYHO PACIOJAraloTcs Ha IPYroM,
COBEpUICHHO OIPEJEICHHOM PACCTOSHUU OTHOCHTEIHHO
TOYKM Hayaja TPaHCKPHUILUHU (0OBIYHO B pailoHe OT —5 J0
—30 m.H.) MPaKTHYECKHA y BCEX HCCIETOBAHHBIX JYKapHOT.
HckiroueHne moka cOCTaBISIOT TOJIBKO APOXOKU Saccharo-
myces cerevisiae, y KOTopbix TATA-O60KkC HaXOqUTCS B yda-
ctke Mexay —40 u —120 n.H. OTHOCUTEIBHO TOYKU Hayala
tpanckpurnuuu (Li et al., 1994; Smale, Kadonaga, 2003).

B paborax, MOCBSIIEHHBIX aHATN3Y HYKJICOTHIHBIX TIO-
clleZIoBaTeNIbHOCTEH MpoMoTopa reHa o l-tyOynuna S. lem-
nae, npennonarainock, yto TATA-60kc okanu3oBaH B ca-
MBIX Pa3HBIX MOJOKCHHUSAX OTHOCHUTEIHHO TOYKH Hadala
tpancisnuu: —164, —139 u —40 n.1. (Helftenbein, 1985);
—40 m.H. (Helftenbein, Muller, 1988); —145 n.1. (Helftenbein
etal., 1989); —125 m.=. (Steinbrueck, 1990). Cpa3y ormernwm,
YTO B AaJIbHEUIIEM BCE ATH MPEAIIONOKEHNS HE OBUIN JKCIIe-
pUMeHTanbHO noaTBepxaeHbI (Paiixens, 2003). Toapko Teo-
perndeckue npennooxenus o noxkanusanun TATA-O6okca B
rerax rucrona H4G, a Takxe B reHax o.2- u f2-TyOynuHa y
S. lemnae (Steinbrueck, 1990; Wefes, Lipps, 1990) manum
MOJTBEPIKJICHHUE B XO€ TOCJIEAYIOMINX AKCIIEPUMEHTAIBHBIX
MCCIIE/IOBAaHUHN C MCIIOJIb30BAaHUEM MYTAHTHBIX KOHCTPYKIIHIA
JIHK (Pimenov et al., 2002; Paiixens, 2003).

[IpuymHa CTOJIb YACTBIX PACXOKACHUI MEXIy pacyder-
HBIMH TIPEIIOIOKEHUSAMHI U SKCIIEPIMCHTAIBHBIMHU JT0Ka3a-
TerabcTBamMu JJokanuzanuu TATA-OOKCOB B COOTBETCTBYIO-
[IAX T€HAaX CIOHPOTPUX COCTOUT B TOM, UTO 5’'-HEKOAUPYIO-
W y9aCTOK ATHX TEHOB O4YeHb Oorat HykieoTnunamMu A u T
n nostomy TATA-nonoOHbIe MOTHBBI BCTpEYarOTCs B pac-
CMaTpUBAaEMBbIX y4acTKax JOBOJIbHO 4acTo. C JApyroi cTopo-
HBI, HCCICIOBATEIIN, OPUEHTHPYIOMINECS HA CTPOrO (DHUKCH-
POBaHHYIO CTPYKTYpY KOHCEHCYCHOW IOCIIEI0BaTEIbHOCTH
TATA-6okca — TATAA, mosry4aroT 3aHIDKEHHBIC PE3YIIb-
TaThl MPU OICHKE PAaCIPOCTPAHCHHOCTH 3TOTO JJICMEHTA
npomoTopa B renax uH¢ysopuii (Hoffman et al., 1995). Co-
TJIACHO COBPEMEHHBIM IPEICTaBICHHUSIM, KOHCEHCYCHAs II0-
cienoBatenbHOCT TATA-OOKCa MOKET BapbUpOBATh B ILHU-
pokux mpeneiax (Hahn et al., 1989; Singer et al., 1990;
Wobbe Struhl, 1990; Zenzie-Gregory et al., 1993; Patikog-
lou et al., 1999). [TosTOMy ¢ IOCTATOYHOI yBEPEHHOCTHIO
MoxHO ncKaTh TATA-O0KC TONBKO B TeHax, B KOTOPBIX
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oTpesieieHa TOYKa MHUIUAIWK TPaHCKpHUNUUU. [Ipu sToM
cienyeT yuuteiBath, 4yTo TATA-G0oKe pacronaraercst Ha co-
BEPILICHHO OIPE/ICICHHOM PACCTOSIHUM OT 9TOW TOYKH — B
obmactu oT —25 nmo —30 m.H. OnpenenuB TakuM oOpazoM
paiioH, B KOTOPOM MO>KET HaXOAMUTHCS HICKOMBIH PEryJsiTop-
HBIH 3JIEMEHT, CIeAyeT Aajee UCKaTh B HEM MOCIEA0BATEb-
HOCTb, COCTOSIILYIO M3 MATH-LIECTH HyKiIeoTuaoB A u T. B
YaCTHOCTH, MTPUJIEPKUBASCh UIMEHHO ATHUX MPaBHJI U OBLT JK-
cnepuMeHTanbHo oOHapyxeH TATA-Ookc B rerax al-, a2-,
B1- u B2-TyOynuna (Paiixens, 2003). Ecnu opuenTHpoBaTh-
cst Ha nosoxkeHne TATA-Ookca OTHOCHTENILHO TOYKH Hava-
Ja TPAHCKPUIINN U HA CXOACTBO y Pa3HBIX T€HOB IOCIEIO0-
BaresbHOCTell JIHK, pacronoskeHHBIX B 3TOH 00nactu, TO
OKa3bIBAETCS, UYTO 3TOT PErYJIATOPHBIN JIEMEHT UMEET KOH-
CeHCYCHYI0 mocnenoBaTenbHOCTE TAAATA y TyOynuHOB
al-, 02-uPB2- u TATAA y B1-tyoynuna (Paiixens, 2003).

OKcnepuMeHTaNbHO Y HH(Y30pHii ObUT 00HAPYIKEH ere
OJIMH BXHEHWIINH 3JEMEHT THIUYHOTO KOp-IPOMOTOpA
9YKapHOT — HWHUIMATOP TPAHCKPHUIIIMH, KOTOPBIH BIIEPBbIE
OBLT BBISIBIICH ¥ S. lemnae. DKCIEpUMEHTHI 10 TpaHChopMa-
MU CTWIOHUXMH TOKa3allM, YTO yJaJCHHWE WJIN 3aMeHa B
rene o l-tyOynmaa nocnenoBarensHoctu JIHK, pacmomo-
KEHHOW B 00J1aCTH TOYKH Havasla TPAaHCKPUIIIIHUHU, TIPUBOIUT
K 3HAYUTEIBHOMY CHW)KEHHUIO d()()EKTUBHOCTH TPaHCKPHII-
nuu 3Toro reHa (Pimenov et al., 2002; Zassoukhina et al.,
2002). B mocnenytomeit pabore B pe3ynbraTe CpaBHEHHS T10-
cnenpoBatenbHocTedt JIHK, okpykamomux Touyky Haudana
TPAHCKPHUIIINH, y PA3IUYHBIX I'€HOB S. lemnae M Ipyrux
9YKapHOT OBIIO MOATBEPKIACHO MPUCYTCTBHE THUIIUYHOTO
JUIsS DYKapHOT MHUIMATOpA TPAHCKPHUIILIUU Y CTHIOHUXHUI.
KoHncencycHast mociieoBaTeIbHOCTh HHALMATOPA TPaHC-
KpUIIIUHU B TeHax o l- u a2-TtyOynuHa S. lemnae npencras-
nena rentanykieorunom ATTATAA, B rene B1-TyOymnu-
Ha — GTATTAA, a B rene B2-tyoynmuna — TATATAA.
Bce aTH rentaHyKI€OTH/IBI COOTBETCTBYIOT THIIMYHOM KOH-
CCHCYCHON TOCJIEI0BATEIbHOCTH WHUIUATOPA TPAHCKPHII-
WY IPYTUX 9YKapHOT, KOTOPYIO MOXKHO OIKCATh (POPMYIIOH
YYANT/AYY, rone Y — n1000# NMUPUMHUIMHOBBINA HYKJIEO-
g, a N — mo6oii Hykiaeotun (Smale, Baltimore, 1989; Ja-
vahery et al., 1994; Lo, Smale, 1996).

3akJIoueHmne

Wsygenne snepHoro numopdusmMa nHPy30pHid, KOTOpoe
Ha NPOTSHKECHUH MHOTHX JICCATHIICTHH HPOLUIOTO CTOJICTHS
TPaJUIMOHHO BEJIOCH MPEUMYIIECTBEHHO MTPOTO300JI0TaMHU,
B Havase XXI B. MpHUBENO K MOSABICHUIO HAYYHOTO HAIpaB-
JICHHUS — HMCCJIEJOBAHUE MUHU-XPOMOCOM H JIPyTUX HEOOJIb-
LIMX XPOMOCOM PECHHYHBIX MPOCTEHININX. DTO HANIPABICHHUE
HCCIICIOBAaHUH BO3HUKIIO HA CTHIKE KJIaCCHYECKOH MPOTHUCTO-
JIOTUA U COBPEMCHHOW KJICTOYHON M MOJICKYJISIPHO# Ouo-
JIOTHH, TJIaBHBIM 00Opa3oM Omaromapsi IBYyM OOCTOSTEIBCT-
BaM: 1) IIMPOKOMY HCIIOJIB30BAaHNUIO COBPEMEHHBIX METOJIOB
UCCIIe/IOBAHNs, TO3BOJIMBIINM HJCHTU(DUIIMPOBATH ATH XPO-
MOCOMBI B HEOOBIYHOM SACPHOM ammapare MH(QY30puid;
2) ylauHOMY IOJ00PY MOAXOMISIINX MOJAEIbHBIX 00BEKTOB
JUIsL yroTyOJeHusl aHalau3a XPOMOCOM 3THX IPOCTEHIIUX.
Cpenn >THX OOBEKTOB HCCIEIOBAaHUS OCOOCHHO IEpCIICK-
TUBHBIMH OKa3aJHCh WH(Y30pUU-CIIUPOTPUXHU, MPEUMYILIe-
cTBeHHO Stylonychia lemnae, B Ma KOTOPBIX OBLTH OTKPBITHI
MOHOT'€HHBIE W OJHMIOTEHHBbIE MHHH-XpoMocoMmbl. Ilocien-
HHE 00pa3yroTCsl B )KU3HEHHOM IHKJIE CHUPOTPHUX B PE3yJib-
TaTe CIOXHOTO Iporecca TudQepeHInpoBKN 3a4aTKoB Ma
rocjie KOHBIOTalluy WK aBToramun uHdy3opuii. [Ipu sTom B

pa3BuBaromuxcs Ma npoucxoast: 1) menenns 60IBIINHCTBA
9JIEMEHTOB HMCXOJHOTO IeHOMa 3adaTkoB Ma (T. €. reHOMa
CHHKapHOHOB, U3 KOTOPBIX 00pa3yoTcs 3TH 3a4aTKH), BKIIIO-
4asi HEKOTOPEIE [IeTbIe XPOMOCOMBI; 2) MHOTOKPAaTHOE YMHO-
JKEHME MyTeM aMIUIM(UKAIMK OCTaBIIEHCS 4acTH IeHOMa.
Takxe He UCKIIOUEHO, YTO COXpAaHUBIIMECS B Ma CeTMEHTHI
mukponykieapusix JJHK mepepacnpenenstoTes 1mo pasHbIM
XPOMOCOMAM.

PasHOCTOpOHHME UCCIIEIOBAaHUS MUHU-XPOMOCOM S. lem-
nae TO3BOJIWIIM OOOTAaTHTh HAIM TPEACTABICHUS O TaKUX
KITFOYEBBIX OMOJIOTHYECKUX MPOIeccax U ABJICHUSIX, KaK perl-
mukanus xpomocoMusx JIHK, rennas amMmmudukaus, pery-
JSIMS TEHHOM aKTUBHOCTH, YIaKOBKa XpPOMOCOMHOTO Mare-
puana B uHTEp(dase, MOBEACHUE ALEHTPUUCCKUX XPOMOCOM
IIpY JICJICHUH siipa ¥ MHOTHe Jpyrue. HeoOxommmo Takxke
OTMETHTB, YTO, 32 UCKJIFOYCHUEM OTCYTCTBUS LIECHTPOMEPHOM
MOCJIEI0BATEIBHOCTH HYKIICOTH/IOB, BO BCEX OCTAJIbHBIX OT-
HOIICHUSX MHUHHU-XPOMOCOMBI S. lemnae W HEKOTOPBIX JIpy-
T'UX CIIUPOTPHUX MPEJCTABIAIOT COO0H €CTECTBEHHBIC MOACITH
«MHUHUMAaJIbHO BO3MOXXHBIX» 3YKapHOTHBIX XpoMocoM. Taxk,
00JIBIIIOE YUCIIO MUHH-XPOMOCOM S. lemnae CONEPKUT BCETO
OJIMH TeH, KOTOPBIA 00paMiIeH HeOOIbIINMU HETPAHCKPUOH-
PYEMBIMH TTOCIIEIOBATEIBHOCTAMHI HYKICOTHOB U KOPOTKH-
MU TesoMepamu. [Ipu 3ToM Bce iy MouTH BCe TeHbl MUHU-
XPOMOCOM JIEMOHCTPUPYIOT BBICOKYIO TPAHCKPHIILIMOHHYIO
AKTUBHOCTD, T. €. KMOJYAIINX» MUHH-XPOMOCOM y S. lemnae
MPaKTUYECKH HET.

DKCIEepUMEHTAIBHO [OKa3aHo, 4TO 5’-HeTpaHCIupye-
MBbIe 00J1aCTH, 110 KpalHEeH Mepe TeX MHHU-XPOMOCOM, B KO-
TOPBIX JIOKJIM30BAHBI TeHBI oL l- u o2-TyOynuHa, coaepxar
KJIACCHYECKHE JJIEMEHTHI dyKapuoTHOro mpomortopa: CA-
AT-60kc, TATA-O0okc 1 MHMIIMATOP TpaHCKpUIIMU. BMmecTe
C TeM B MUHHU-XpPOMOCOMax He ObLIO 0OHApY)KEeHO crenudu-
YEeCKUX JJIsI MH(QY30pHH PETYISATOPHBIX IOCIEI0BaTEIbHO-
cTeil, koTopsle KoHTponupyroT perukaiuio JJHK. Heo6xo-
MO TaKX€ OTMETHTB, YTO HCXOAS U3 IOJyUYEHHBIX K HACTO-
SIIEMy BPEMEHH JIAaHHBIX MOXKHO ITPEIIOJIOKNTh, 9TO B Ma
S. lemnae OTCYTCTBYET aKTHBHBIH CHKBCHC-CIICIIU(PUICCKHIA
KOHTPOJIb KOJIMYECTBA KON MUHHU-XpoMmocoM. VHTepecHO,
YTO B MUHH-XPOMOCOMAaX CIIUPOTPHX IMOUYTH HE BCTPEYAIOTCS
MOBTOPSIOIINECS MOCIEI0BATEIbHOCTH, KOTOPBIE Yy IPYTUX
9yKapuoT UTPAIOT CYIIECTBEHHYIO POJIb B (hOPMUPOBAHHUH
rerepoxpomarrHa. [lomydeHsl yOeauTenbHbIe MOJITBEPXKIe-
HUSI THUIIOTE3BI, COTIIACHO KOTOPOH B TeJIOMEpax CIHPOTPUX
JIOKAJIN3YIOTCS TOYKHM MHUIManuu permmkanun JJHK mu-
HU-XPOMOCOM.

OO0pammaer Ha ce0s BHUMaHHE TOT (PAKT, UYTO MPOCTOH
CPaBHUTEIBHBIN aHAIN3 HYKJICOTHIHBIX I10CIIEI0BATEIbHO-
creit IHK Munu-xpomocom Ma cniupoTpux, KOTOPBIM yBJIe-
KalOTCSl MHOTHE HCCIICOBATENH, U ITOMCK Ha OCHOBE 3TOTO
ananusa B JIHK MUHH-XpOMOCOM yKe H3BECTHBIX CTPYKTYp-
HBIX JIEMEHTOB XPOMOCOM JAPYT'HX 3yKapuoT JaJEKO HE BCe-
I71a Jal0T OJHO3HAUYHBIC ITOJIOKUTEIbHBIE pe3yibTaThl. Ta-
KOH TEOpPeTHYECKHH aHaJu3 MOCIeAOBATEIbHOCTH OCHOBA-
HUI B MHHH-XPOMOCOME CIIEAYeT PaccMaTpHBaTh TOJIBKO
KaK OCHOBY JUISI IUNTAHUPOBAHMS JaJIbHEHIICH SKCIIepUMEHTa-
JILHOW paboThl, OCHOBAaHHOM, HAMPUMEp, Ha HUCIIOIh30BAHUH
KJIOHUpoBaHHbIX KOHCTpYKIMi JTHK, cogepxamux mytanuu
B aHAJIM3HUPYEMBIX 00JIACTAX MHHU-XPOMOCOMBI.

W3 npencTaBneHHOT0 0030pa CIeAyeT, 9YTO K HACTOsIIe-
My BpPEMEHH MOJIEKYJISIpHAsh OpPTaHU3aIlUsl OTAEIbHBIX MH-
HU-XpoMocoM S. lemnae Hemnoxo ucciaenoBana. OgHAKO
OCTAIOTCSI HEPEIICHHBIMA MHOTHE MPOOJIEMBI, CBSI3aHHBIC C
orpeiesieHueM OOIIMX MPHHIUIIOB CTPYKTYPHOW OpraHu3a-
UK ¥ GYHKIIMOHUPOBAHNS TEHOMA 3TOT0 MOAEIHHOTO BUAA



632 A. 1O. ITumenos, U. b. Paiixenv u op.

nHDY30pUH-CIIPOTPUX. Y CIIeXaM UCCIETOBAHUNA B 3TOH 00-
JacTH B HEMAJIOW CTETEHU MOT OBl CITOCOOCTBOBATH CHEIHa-
JIBHBII TEHOMHBIHN IIPOEKT, UMEIOIINI LIEJIBIO ONIPEACIICHUE U
CpPaBHUTEJBHBIN aHAJIU3 MOCIEN0BATEILHOCTEN OCHOBaHUMN
Bcex xpomocoMublx JIHK Ma u Mu S. lemnae.

OcTtaeTrcs akTyaJdbHBIM U BOIIPOC O TOM, KaKUM 00pa3om
B ’KM3HEHHOM IIMKJIE CITUPOTPHUX MOJIEPKUBAETCS HA TIOCTO-
STHHOM YpPOBHE 4YMCJIO KOMHH pa3IHYHBIX MUHHU-XPOMOCOM
Ma. [TpuxoauTcs TakKe NpU3HATh, YTO [T0KA OCTAETCSI HEMO-
HATHBIM, KaK 0e3 y4acThsi KHHETOXOPOB M MHKPOTPYOOUeK
o(opMIICHHOrO BepeTeHa JIEJIeHUs MHHU-XPOMOCOMBI pac-
XomATCs B pensmuxcs Ma stux nHpy3opuit. 3ydenne sto-
ro mpoliecca Morjo Obl CHOCOOCTBOBATH ITOHMMAaHHUIO TOTO,
Kak BOOOIIIE BOSHUK MHUTO3 Y 9yKapHOT, IIOCKOJIBKY JIeJICHHE
Ma S. lemnae, BO3SMOXHO B psi[Ic OTHOIICHUH, MOJICITHPYET
Cerperanuo reHeTHYeckoro MaTepuaia y NepBUYHBIX dyKa-
pPHOT, Y KOTOPBIX €Imie He c(HhOPMHUPOBAIICS MHUTOTHUECKUI
anrmapar U3 MEKpOTpyOOYeK ¥ KHHETOXOPOB.

Pabora BrImonHeHa mpu QuHAaHCOBOW Moamepxkke Poc-
cuiickoro Gonaa GyHIaMEHTAIBHBIX HCCIIE0BaHUH (IIPOCK-
Th1 03-04-48505 u 04-04-49209), Hemenkoro ¢onga Hayd-
HEIX uccnenoannii (hporx DFG, mpoektr Am 26/31-1) u He-
Menkoro ¢gonga akagemuiyeckux odomenon (poux DAAD,
mpoekt 325/1in).
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STYLONYCHIA LEMNAE AS A MODEL ORGANISM FOR STUDIES OF MACRONUCLEAR
MINICHROMOSOMES OF THE CILIATES

A. Yu. Pimenov, I. B. Raikel, I. N. Skovorodkin, Yu. I. Podlipaeva, D. Ammermann, S. O. Skarlato!

Institute of Cytology RAS, St. Petersburg;
I e-mail: sergei_skarlato@yahoo.com

The unique structural and functional organization of macronuclear (somatic nucleus) genome of the spiro-
trichous ciliates, exemplified by Stylonychia lemnae, has been reviewed. Data on the architecture of S. lemnae
nuclear apparatus at interphase and during vegetative cell division, conjugation or autogamy are summarized.
Special attention being paid to the structural and functional peculiarities of short macronuclear minichromoso-
mes known to contain protein-coding regions, 5'- and 3’-flanking nontranslated regions, and telomeres. A hy-
pothesis, previously put forward, according to which in the spirotrichous ciliates the telomeres themselves may
serve as starting points of replication in minichromosomes, has now received its further substantiation. The re-
cent experimental data, which confirm that 5’-nontranscribed DNA leader sequence of o 1- and a.2-tubulin-en-
coding minichromosomes display at least several regulatory elements typical for eukaryote promoter (TA-
TA-box, CAAT-box, transcriptional initiator), are discussed. Up to now, there is no confirmation with regard to
a possible existence in the spirotrichous minichromosomes of specific regulatory sequences capable of control-
ling both replication and transcription processes.

Key words: ciliates, macronucleus, minichromosomes of lower eukaryotes, nuclear apparatus.



