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B cBeTe coBpeMeHHBIX MPeACTABJIEHHUI O CYIIeCTBOBAHAN 00BEMHBIX PETYJISTOPHBIX CeTeil KAK OCHOBBI XKM3HE-
obecneyeHHus 00CYKIAETCS POJIb HEKOIUPYIOIMX NoBTopsomuxcs 3nemenTos [IHK B kiieTke, a TakKe B 9B0-
JIIOIAM TAKCOHOB. B opranmyHoii CBA3M ¢ 3T0ii MPo0IeMoii paccMaTpUBaeTCs BeAyHias PoJib MPUHIMIA YABOE-
HHS M YMHOXKeHus J00bix oTpe3koB JIHK — oT HyKjieoTHAA 10 CKOJIb YTOTHO JJIMHHBIX (hparMeHTOB B CETMEHT-
HBIX AYIUIMKANMAX — B BO3HUKHOBEHMH MEXAaHM3MOB OpPraHM3AalMM W PEKOHCTPYKIHMii TreHoMa, B €ro
B3aMMO/ICICTBIM C 0€JIKAMH HA YPOBHE XpOMATHHA. DTO 00ecnevynBaeT pa3Ho00pa3ne apXuTeKTOHUKH reHoMa
H XPOMOCOM KaK OCHOBHBIX YYACTHHKOB MOp(oreHe3a. B 60Jb110ii cTeneHn MIACTHYHOCTb TeHOMA U €r0 pery-
JISIMS ONpPeNeSAIOTCsA CTPYKTYPOil M 3BOIONMEN TaHIEMHbIX U Aucnepruposanubix nosropos JTHK, ux tec-
HBIM CIEIUIEHHEM C MCTOpPHUeil Pa3BUTHS KUBBIX OPraHU3MOB, UX YYACTHEM B COMATHYECKHX W HACJIEXyeMbIX
npoieccax, BKJIIOYasi SNMUreHeTHIECKYI0 PEeryJisiuio 32 CYeT CAaMHX MOBTOPOB, WX MoAubUKANMIA U UX TPaH-
cKpuntoMa. Beicka3piBaeTcss MHEHHE, HMeOLIee MOMIEPKKY B padoTax APYTuX aBTOPOB, 0 GeccoaepKaTesb-
HOCTH ¥ 0€CI0JIe3HOCTH UCTI0JIb30BAHUS — JJIS OIIEHKH CMBICJ/IA CYHIECTBOBAHMS U (DYHKIIMOHUPOBAHHUS HE KO-
JIUPYIOIUX OeJIKH MOCJIeI0BATEIbHOCTEH — X MeTa(OPMIECKNX OmpeesieHril KaK “IroucTHIECKuX”, “My-
copubIx” WM “napasurnyeckux”. CopMympoBaHa runores3a, COIacHO KOTopoii 3Ty yacth renomuoii JIHK,
HANPOTHB, MOKHO PACCMATPUBATH KAK OCHOBHYIO, “X035iCKYI0”, 1€/iCTBYIOIIYI0 CyOCTAHIIMIO, HEKHii KapKac,
Ha KOTOPOM, BO B3AaUMO/IECTBHH C KOTOPbIM M JIJIS OJ/IeP:KaHUs KOTOPOro (hyHKIMOHUPYeT OeJIKOBO-JTUTaH/I-
HbIi armapat. CoOCTBeHHAS MOJIEKY/ISIPHAS 3BOJIIONNSA KAPKAca ONMpenesiseT NATTEPH U SBOJIONHNIO CTPYKTYPHbBIX
0€eJIKOB, 00eCceYnBaIoIIMX Pa3Hooopasue mopdoreHe3a. KoncepparusHomy 00IIEMY “CTEPXKHIO” MPOIIECCOB JKH3-
HeZIeATe/IbHOCTH BCEX OPraHN3MOB — META00IMIECKIX, SHEPreTHIECKUX M 00eCTieYHBAEMBIX TeHAMH “JOMAIIIHETO
X035iCTBA” — OTBOAMTCS POJIb B 00PA30BAHNM 3ALIMTHOI 000JI0YKH HACJIEACTBEHHOIO BEIIECTBA, A TAKXKE B 00ec-
neyeHnd (hepMEHTATUBHOrO MYTH PEIUTMKALMH W TPAHCKPHUIIIMK ¥ B SNIUT€HETHYECKOM PEryIsIyu.

Karoueente caosa: carelsIuTHBIE TOBTOPDI, AUCIIEPTUPOBAHHBIE MOBTOPBI, “3roucTuyeckue, mycopunie JTHK”,
TIPUHIMII TOBTOPSIEMOCTH B reHoMe, MopdoreHe3, 6Mopa3Ho000pa3ue, MOJIEKYISIPHAS IBOJIIONHUS.

REPEATED DNA SEQUENCES AS AN ENGINE OF BIOLOGICAL DIVERSIFICATION, by V. V. Grechko*
(Engelhardt Institute of Molecular Biology, Russian Academy of Sciences, Moscow 119991 Russia; *e-mail: gre-
chko@eimb.ru). Several aspects of the functional role of non-protein-coding DNA elements in the cell life and
taxa evolution were discussed in connection with modern views on three-dimensional regulatory network as a
basis for life support and evolution. In accordance with this problem, the leading role of duplication and multi-
plication of any DNA fragments (from single nucleotides to segmental duplications) in origination of genome
structure and reshaping were considered in relationships with chromatin proteins. By this way the diversities in
genome and chromosome architectonics leads to diversity of morphogenesis. The regulation and plasticity of
the genome is determined by the structure, plasticity and evolution of genomic satellite and dispersed repetitive
elements, which, being tightly bound with life phylogeny, result in somatic and inherited changes. Repeated se-
quences take part and perform some epigenetic regulation via repeats themselves, their modifications, or via
their RNA transcripts. There is a growing evidence that the usage of methaphoric designations of protein-non-
coding sequences as “egoistic, junk or parasitic” are senseless and useless. To the contrary, the hypothesis is
formulated that the repetitive non-coding DNA part could be considered as a main substrate of life, something
like a “carcass” serving as a basis for protein-coding sequences. The own molecular evolution of this carcass
defines the pattern of DINA transcription and then evolution of structural proteins and morphological differen-
tiation. Genes involved in main energetic, “house-keeping” and metabolic processes are forming some kind of
the protecting envelope for the hereditary material, and also provides the enzymatic pathway of replication,
transcription and epigenetic regulation.

Keywords: tandem (satellite) repeats, dispersed repeats, “egoistic, junk” DNA, DNA duplication and multipli-
cation, morphogenesis, biodiversity, molecular evolution.
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Without denying the obvious existence of an island/sea
contrast between coding and noncoding sequences,

it will be shown that available evidence does not refute,
and increasingly support the view that the sea itself

is to a significant extent permeated by function.

E. Zuckerkandle [1]

BBEJEHUE

Co BpeMeHU OTKPBITHSI CATE/UIMTHBIX U AUCIIEPIH-
poBaHHBIX TOBTOPOB B JIHK, Korma stm n30nITOUHbBIE,
KaK Tiojlarajii, HedyHKIMOHaJIbHblE PErMOHBI pac-
CMATPUBAIUCh KaK HEe HEOOXOMMMBIE JUISI XKU3HEIes -
TEJTLHOCTU KJISTKH WITH JaKe MapasuTIIeCKU (MU 3T0-
WCTUYECKM) MCTOLIAIOIINE PECYpPChl OpraHuU3Ma IS
CBOETO pa3MHOXeHMs, IIpoluto cosee 40 ieT. BHavane
TeHOM KaK Obl ITOIpa3aeIsiii Ha IBe UTTOCTACH, OHA U3
KOTOPBIX CHMHTE3MpoBaja OeJIKM, ObLla MCTOYHHWKOM
(dopMo0Opa3zoBaHUS U TTOAACPXKAHMS XKIU3HU, a BTOpasi,
CaMOJOCTATOYHAsI, TOJIbKO OTHMMAJla Yy KJIETKU 4YacThb
PECYPCOB IS CaMOTTIOAIEPXKaHUSI, KaK UCTUHHBIIA Bpe-
JIUTeNb (PYHKIIMOHMUPYIOLIEH yacTh TeHoMa. M 3Ta 1o-
3ULIUST paccMaTpUBaiach Kak CBOEro poaa mapamurMa
[2, 3].

C TeyeHreM BpeMEeHU — 1 aHaJIM3Y 3TOM TOUKU 3pe-
HUS B UCTOPUYECKOM aCMEKTe MOCBSIIEH JaHHbINA 00-
30p — caMble CMeJIble TEOPETUYECKUE U JIOTUYECKIe
MpeacKa3aHusi aBTOPOB, KOTOPbIE BbICKA3bIBAIU TPO-
TUBOIIOJIOXKHYIO TOUKY 3pEHUS, OKa3aJIuCh ropasno 60-
Jiee MPOAYKTUBHBIMU B OLICHKE BO3MOXKHOCTEM MOBTO-
POB KaK HOCUTEJIEN CTPYKTYPHOM, KOAUPYIOLLEH, pery-
JIITOPHOM, 3BOJIOLMOHHON (yHkimu [1, 4-9]. B
MOC/IeAHME TOIbI 3TA TOUKA 3PEeHUsI, Ka3aJloCh Obl, CTajia
OOIIETIPUHSITON, OTHAKO JaXKe ceiiuac ee moanep KuBa-
IOT HEKOTOPbIE aBTOPbI, MO-MPEKHEMY UCTIOIb3YIOIINE
B CBOMX JOKJIaJaX U CTaThbsiX MeTahOpHUUIECKOEe Omuca-
HUE MOBTOPOB Kak MYCOPHbIX U arouctuueckux ([10,
11] u npyrue). M 310 coBceM He Tak 0e30IT1acHO, KakK
MOXXHO TT0JIaraTh, IIOCKOJIbKY U3BECTHO, KaK UI€0JI0TH -
yecKue Npeapaccyaky MOTYT CAeP>KUBATh pa3BUTUE Ha-
YYHOro 3HaHus. Yero CTOWT, Hampumep, cieayrolee
BbICKa3bIBaHME aBTOpa 0030pa AaHHbBIX, MPEACTABICH-
HBIX HA TOAMYHOM cOOpaHnU MeXXTyHapOaIHOro O0lIe-
CTBa MOJIEKYJSIPHBIX 3BomounoHucToB (ISME)
(A. Eyre-Walker [12]). Hutupys padoty Kapna [IImuna,
OTKPBIBIIIETO, YTO B OTBET Ha CTPECCOBBIE OOCTOSITE/b-
CTBAa HAUYMHACTCS TPAHCKPUIILMS IWCIIEPTMPOBAHHOTO
nosBTopa Tira SINE, perieH3eHT Bce Tak ke — Hecrnoae-
MO — OTMeYaeT: “Oma nopazumenvHas KapmuHa Nulma-
emcs 3acmaeums Hac dymams, umo SINE umerom ¢hymx-
yuro, 00HaKo mpedyemcs dokazams, 4umo umems SINE —
amo npeumyulecmeo. Mue, auuHo, MpyoOHO 6000paA3UMb,
umo SINE u LINE, komopbie oueguono s161:310mcs 3e0u-
cmuveckumu u napasumudeckumu ynacmxamu JIHK, mo-
eym obaadamev KAKUMU-MO UHBIMU CEOUCMEAMU, HeM
amu”. ABTOp He TIpUHUMAaeT BO BHUMaHUE U TO, UTO C
STUMOJIOTHEN TIOHATUS “Hapa3uTu3M’ Wid “mMycop”
BPSII JIU COTJIACYeTCsI TO, YTO HEPEAKO J0JISl HE KOIUPY-

I'PEYKO

JOIMX OEJIKM PETHOHOB B TEHOME TOCTUTAET JIECATKOB
TIPOLICHTOB.

Touka 3peHUsI, COTITaCHO KOTOPOI HE CISH0BAIIO OBl
YBJIEKaThCSl TTPOMU3BOJIbHBIMU MeTahOpUIECKUMU TepP-
MWHAaMU B HayYHOM oOmxofe, 6JiM3Ka aBTopy o030pa.
TepMuHBI caliIeHCUHI, caTe/UTUT, ophoH, Mycop, 3ro-
13M, TMICEBIIOTEH U APYTUE, XOTSI U CITIOCOOCTBYIOT TBOP-
YeCKOMY BOOOPaKeHWI0, HO OTBJIEKAIOT OT IOMBITOK
CTPOroro, JIOTMYECKOTO 1 J10Ka3aTeJIbHOTO OINMUCAHMS
HOBBIX SIBJICHUI WIM UX XapaKTepucTHMK. HemaBHuii
npuMep — OlieHKa HEKOAUpYyollei (B OCHOBHOM, T10-
Bropstironiericsa gactu JAHK), kak “mycteian” (desert)
(Venter et al., 2001, cM. ccbliky B [13]), okazanach Tak-
Ke beccoaepkaTesIbHOU, €CJIM He CKa3aTh 1e30PUEeHTH-
PYIOLLEN, TOCJIE OTKPBITUSI BAXKHEUIIIEW PETYISITOPHON
pOJIM  HEKOAMPYIOIIEH 4YacTh €€ TpaHCKPUIITOMa
(cMm. 0030pHI [13—13]).

bnaronapst MHOXECTBY MyOJIMKalMii (He BCe U3 KO-
TOPBIX, KOHEUHO, MOTYT OBITh YIIOMSIHYThI B Mpeaeiaax
OIHOrO 0030pa), MOATBEPKAAIOIINX TeCHEIIIee 1 B3a-
MMOIIPOHMKAIOIIIEE B3aMMOAEUCTBUE KOAUPYIOLIEH 1
He Konupytolei 6eku yacteit JIHK kak enrHoi, coB-
MECTHO 3BOJTIOLIMOHUPYIOLIEN, (PYHKIIMOHUPYIOIIEH 1
00ecTeYnBaoIIei XKU3HENESITeIbHOCTh CUCTEMBI, TTPE/I-
CTaBJISIETCS] BO3MOXKHBIM M HEOOXOIMMBbIM el1ie pa3 pac-
CMOTpPETh HEKOTOPBIE M3, Ha Halll B3IJIsII, Hanubosiee yoe-
JIUTETbHBIX.

ook

KocHeMcs aBoMIOIMM B3MISII0B HAa POJIb HEKOIUPY-
rouieit JIHK. IMpuBeneHHas B anurpade ¢pusiocodpcku-
ononormdyeckass meradopa TpoOIIEeMbI, KOTOPOM II0-
CBSILIEH 0030p, cOopMyIMpoBaHA HECKOJBKO OCTO-
poxHo, 6yayuun HarmucaHHo B 1992 1. E. LlykepkaHiib
(Zuckerkandl) [1] paccmaTprBaeT B Ka4eCTBE “HEKOIM-
pyIoleit” TOJIbKO KaK TaKOBYIO OTPOMHYIO, YacTo I10-
JIABJISTIONTYIO, YaCTh TEHOMA 3YKapuOT, KOTOpasi COCTO-
WUT U3 TTOBTOPOB JiIoOoro Tuna. OH He MPUBJIEKAET ellie
SBJACHUS “TICEBAOTCHM3ALIMMN” CTPYKTYPHBIX T€HOB; OH
HE pacCMaTpUBAET TOT (PaKT, YTO TaK Ha3bIBaeMasl He-
komupyromasa dacte JJHK monBepraercss TpaHCKpHII-
M ¢ obpaszoBaHneM pazmuHbIX TUIIoB PHK; oH He
Y4UTHIBaeT Toro, yto Masibie PHK yyacTByroT B crieniy-
(bruHOI peryisiuvu U B AMUTEHETUYECKUX TTpoLieccax,
YTO, CaMo 10 ceOe, TIPENCTaBIIIeT HEKUIA KO BIUSHUS
reHOMa Ha XU3Hb KJIETKU. M 4TO MO3TOMY OTHOCUTh
nosTropstiommecs parioHsl JIHK k pa3psimy BooOIe HU-
Yyero “He KONUPYIOLIUX™ BPsi JIM pa3yMHO, KakK 3TO 1
paccmorpusai Tpudonos (Trifonov) [ 5, 6]. ABTop smnu-
rpacda umen B Buay He koaupytoiiyto bBEJIKW yactsb re-
HoMa. OgHako MeTaOprUISCKIIT 00pa3, BEICKa3aHHbBIN
LlykepkaHmieM, O4eHb BBIPA3UTEICH, WCIOJIBb3YeTCs
JIPYTUMU aBTOpaMu [ 15] v TOJTHOCTBIO TPUMEHUM C M0~
3ULIMIA, U3I0KEHHBIX B JAaHHOM 0030pe.

OnHako Obl1a 4eTKo chopMyJIMpoBaHa Jpyrasi To4-

Ka 3peHusI, B KOTOPOii BBeZeHa MeTachopa, UCTIOb3ye-
Mas 1 moHbIHe (dynurti (Doolittle) u Canuentia (Sapi-
MOJIEKVYIIAPHAS BUOJIOTUA Ne 5
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enza) [3]). ABTOpHI I10JIaraloT, YTO €CTECTBEHHBIIA OTOOP
BHYTPY T€HOMa HEW30€KHO MPUBOIMUT K IMOSIBIICHUIO
JHK, He BBIpazkarommxcst (peHOTUITMYECKH, YbsT €IMH-
CTBeHHasi (pyHKIIMSI €CThb IIepeXXMBaHUE BHYTPU T€HO-
Ma. ITpokapruoTryeckue TpaHCIO30HbI U 3YKapUOTH-
YeCKUe CPETHETIOBTOPSIONIMECS MOCIEI0BATETbHOCTH
MOTYT pacCMaTpUBaThCS KaK TaKue — IMapa3suTHICCKIE
W1 MycOpHBbIe, WM srouctudeckue — JIHK, u Huka-
KX (DEHOTUITNYECKUX VI SBOIIOLMOHHbBIX (QYHKIINIA
MOXXHO MM He IIPUIKICHIBATh. DTOM TOYKE 3PEHMSI, KaK
M3BECTHO, COOTBETCTBYIOT B3IIsiabl Opresuia (Orgell) u
Kpuka (Crick) [2]. KoHeuyHO, Bpsi iu KTO-HUOYIb U3
COBpPEMEHHBIX MCCJIeAOBaTeIel, MCIONB3YIOMNX 0
CHX TTOp 3TH OPOCKME, HO TI0 CYIISCTBY OSCCMBICIICH-
HbIE U aHTUOMOJIOTMYecKre MeTadopbl, IOMHUT BbI-
CKa3bIBaHME MOCJIOBHO 1 MOMIMMIIETCS celdac IO
yTBEpXKIeHHEM aBTOpoB. U, TeM He MeHee, TaxKe U Celi-
4yac, 3Has OTPOMHBIE JOCTWXKEHUS TOCHeaHuX 15—
20 JreT B u3y4eHUU MOJIEKY/ISIPHOI OMOJIOTMH IIOBTOPOB
U IOPYIUMX pa3laeiaoB HECTPYKTYPHOM 4YacTd TIeHOMa
(cM., Harpumep, [16—18] u npyrue, pacCMOTpeHHBIE
Jiajiee B TEKCTe), HEKOTOPHIC aBTOPhI ITPOIOJIKAIOT MC-
MOJIL30BaTh 3TU XapaKTePUCTUKM, HECMOTPSI Ha CO00-
paKeHUs1, HAIKOUM 00pa3oM He MOAACPXKMBAIOIIME UX.

Haubosee cucremMarmyeckud 3Ta mpobsiaeMa pac-
CMOTpeHa B 0030opax Marrtuka (Mattick) u coasT. [13—
15]. CornacHo UM, AOJTOE BPeMsI CUMTABILASICS OPTO-
JIOKCAJIbHOI TOYKAa 3pEHMS1, TTPUITUCHIBAIOIIAs HE TOJIb-
KO MEePBUYHO CTPYKTYPHYIO, HO U TJIABHYIO (PYHKIIMO-
HaJIbHYIO 1 PETYJISITOPHYIO POJIb TOJIBKO OenKam (U 1x
KOMILIEKCaM) XWBOW KJIETKW, HeBepHa. MHeHue o
TOM, 4TO JUISI OCYILIECTBIICHUS crielin¢puIecKoi u opra-
HUBYIOLLIEH IMporpaMMbl OMOJIOTMYECKOTO CYIIIECTBOBA-
HUS HEOOXOIMMbBI U IOCTATOYHbBI TOJIBKO OEJIKU, TIepe-
CMaTpUBAETCSl U HE COOTBETCTBYET JACHUCTBUTEILHOCTH
[19, 20]. ITpu aTOM 0T™MeuaeTcs, uto eule B 1975 . Kunr
(King) u Yuiicon (Wilson) (cm. [19]) chopmynupoBaiu
MHEHUE, YTO JIMIIIb Majiasi YaCTh 3BOTIOLIMOHHBIX U3ME-
HEHUI B MOJIEKYJISIPHBIX OCHOBAaX >KU3HU obecrieunBa-
eTcsl KONUPYIOLIUMU OeJIKA yyacTKamu TeHoma. [iaB-
HbI€ BOJIIOLIMOHHbBIE UBMEHEHMSI OCHOBAHbI HA MeXa-
HU3MaX, KOHTPOJUPYIOLIMX KCIPECCUIO TeHOB, U Ha
HEKOJIMPYIOIIMX TMOCIeA0BaTeIbHOCTSIX. (DTa TouKa
3peHUs] BbIHECEHA B 3arojIOBOK CJIEAYIOIIETO paszzesia
0030pa). DBOJIIOLIMSI HE MOXKET OIPENE/ISIThCS TOJIBKO
Bce 0oJiee YCIOXKHSIIOLIMMCS pernepTyapoM OeIKOB, HO
JIOJDKHA 3aBHCETh B OOJIBIIION CTENIEeHW OT Habopa MH-
CTPYKIIM OT HEKOAUPYIOIIEH YacTh TeHoMa, TTO/IaBJIsI-
fo111asl 4acTb KOTOPOMl COCTOUT M3 MOBTOPOB Pa3HOIO
TUAMA.

Bo3HUKIIO TIpefcTaBIeHUE O PETYISATOPHON CETH,
CBSI3BbIBAIOIIE BOENMHO MWUIMOHbI OOMEHHBIX U
CTPYKTYPHBIX B3UMOCBSI3€ii JKNBOTO OpraHU3Ma 1 OIo-
CpenyeMoii, B OCHOBHOM, HE KONUPYIOIIUMU OEJTKA
(masee, 711 KpaTKOCTH, — “HEOEJIKOBBIE T€HBI”) TIOBTO-
pamu JIHK [6, 21]. UMeHHO peryisiTopHasi CeThb, ee
NpUpoaa, apXWTEKTOHWKA W BapUATUBHOCTH MOTYT
o0ecrneunBaTh HEBEPOSITHOE Pa3HOO0pa3e NHINBUILY-
aJIbHBIX U TAKCOHHBIX paznmu4uii. OHa B TOW WM MHOU
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CTETICHU TIPUCYTCTBYET Y BCEX BYKApMOT [22] 1 mpoka-
puot (cM. [23] u ccbuiku Tam). TIpeacraBieHus1 0 BO3-
MOXKHOM perynupytoiieii poau nosropoB JIHK B unau-
BUIYaJbHOM pa3BUTUM KJIIETKHA CHOPMYIUPOBAHBI
A. OJIOBHMKOBBIM yke B 1996 1. B meTayibHO paspabo-
TaHHOI rumnoTe3e [24], B KOTOPOIi IIOBTOPSIIOIICIACS Ya-
ctu JJHK oTBomuTcsl McKmouMTeNbHAS 10 3HAYCHUIO
poJIb “JIOKALIMOHHOI”, HaIlpaBJISIOLIC MepeBo JIU-
HeliHou nHgopMaunu JJHK B TpexmepHyio opmy op-
raHm3Ma.

bonee ymepeHHas mo3ulMsl chopMyIMpoOBaHa
CBepmioBbIM [25], KOTOPBIH IT0JIaracT, YTO COBPEMEH-
Hasl mapaaurMa 3BOJIFOLMHI A0JKHA BKIIFOYATh TPUMep-
HO PaBHOBaXXHbIE COCTABJISIONINE: OMOXUMUYECKYIO
2BOMIOLIMIO (CTPYKTypa U (byHKIIMSI OEIKOB), PEryJisi-
TOPHYIO KOMIIOHEHTY (3BOJIIOLIMSI PETYJISITOPHBIX CeTeit
M, B TOM YKCJIe, IOBTOPOB) 1 SBOJIIOLIMIO TUITA “less-is-
more” [26] (BOBHMKHOBEHME HOBBIX (DYHKIIWI y Iapa-
JIOTOB OCJIKOB, O UeM OyZIeT CKa3aHo Jajiee). ABTopy 00-
30pa OoJjiee GIM3Ka TOYKA 3PEHMSI, COIJIACHO KOTOPOit
IJIABHBIM KOMITOHEHTOM 3BOJIIOLIMU XU3HEIESITEIbHO-
CTU SIBJISTFOTCSI PETYJISITOPHbIC CETU, OCHOBHOE JICHCTBY-
IollIee HaYajI0 KOTOPhIX — HEKOAUPYIOIINE OSIKI perv-
OHBI, a TAKXKe OOIIMiA (1, BUIUMO, BCEOOIIMIT) MPUH-
1N JyTUIMLHMpyeMocTH toboro yyactka JTHK.

Ienp HacTosILIEro 0030pa — MOIBITATHCS M3 MOWC-
TUHE 6€30pe’KHOr0 MOPSI UCCIIEAOBAHWI TTOKA3aTh HAW-
6oJ1ee XapaKTepHbBIe, TTOATBEPKIAIOIINE TOUKY 3pEHMUS,
KOTopasl TIpeAronaracT BO3MOXHOCTb pacCMaTpUBaTh
HeOeJIKOBbIE TTOBTOPhI KAK OCHOBHYIO CUJTY BOJIIOLIMUI
1 MOp(0o0oOpa30BaHUSL.

BCE ®OPMbI 2KU3HU OBBEANHAIOTCA
HA OCHOBE IIPUHIUIIA
KOHCEPBATMBHOCTHU CTPYKTYPHbLIX
I'EHOB BEJIKOB OCHOBHOI'O OBMEHA
N JMBEPCUOUIINPYIOTCA HA OCHOBE
INPUHOWUIIA BAPUABEJIbHOCTH
HEKOIMPYIOIIIEN YACTH JHK

Ha xakoMm ke 0CHOBaHMY MOIJIa BOSHUKHYTh 1 IO~
roe BpeMsI MpeolbIagaTh YITOMSIHYTast BHaYaJIe TTapaInr-
ma? Ha Harin B3IIsin, Ha alijpMOpHOM U Ka3aBIIIeMCSI paHee
JIOTUYECKMM TIPEACTaBICHUN O TOM, YTO MCKITIOUUTEb-
HYIO pojib B MOpP(H0oOOpa30BaHUM UIPAIOT OEIKU M UX
KOMIUIEKCHI W, COOTBETCTBEHHO, I'€HbI, KOIUPYIOIIVE
3TU OeJIKU. DBOJIIOLIMS KMBOTO paccMaTpUBajlach — U HE
TOJIBKO B CTpaHe, MOYUTABIIIE DHrebca, — JIMIIb Kak
¢dopma xxku3Hu 6es1KoB. To mpocToe 1 JJormdeckoe cood-
pakeHue, YTO OCHOBHBIC 3aKOHBI SHEPTreTUYEeCKOro U
CUHTETUYECKOrO OOMEHA U 3aKOHbBI (PYHKIMIOHUPOBA-
HUSI afrapaTa CMHTe3a OSJIKOB Y BCeX ITPOKApUOT U 3Y-
KapyoT MPpaKTUIECKN OIMHAKOBBI B KAYECTBE €AMHOTO
MPUHLINIIA XU3HEIEITeIbHOCTH, a [IO3TOMY MEHee Be-
POSITHBI B POJIK CyOCTpara IJIsi BOBHUKHOBEHUS OMO-
pa3zHo00pa3usi, He pacCMaTPYBAJIOCh U HAUMHAET 3aBO-
€BbIBaTh MO3ULIMHU TOJIBKO ceityac. COBOKYIMHOCTb Op-
TOJIOTOB BCEX BAXXKHEMINMX IJII OOMEHa CTPYKTYPHBIX
reHoB (MeTareHoB Mo TepmuHoioruu k. Crioapra
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(Stuart) [27]) “HaHM3BIBacT” BECh >KMBOW MUP Ha He-
KU1 OOLIUIA CTepKEeHb, 1JIs1 KOTOPOTo (haHTaCTUYECKOe
pasHooOpasyie (hopM, B KOTOPOM OH CYIIIECTBYET, BOOO-
111€ TOBOPS1, He 00s13aTe/IbHO. ABTOD MoJlaraet, uto aei-
CTBYIOT CHJIbI OTOOpa OOIIIEr0 COOTHOIIEHMSI, I13aitHa
TeHETUYECKUX TTyTeli, YTO HEOOXOAUMO ISl MoIepKa-
HUS pabOThI BCEr0 MeXaHW3Ma 3a CYET BbICOKOKOHCEP-
BaTUBHBIX T€HOB [27]. DTO — 3aKOH JJIsI BCETO XXUBOTO,
B Kakux Obl MOpdoiornuyeckux hopMax OHO HU Cyllle-
CTBOBAJIO.

Orcloga cienyeT BBIBO, YTO BO3HMKHOBCHUE pa3-
HOOOpa3usI XKUBOTO BEIIECTBA BPSI JIN CBSI3AHO €IUH-
CTBEHHO CO CTPYKTYPHBIMU TeHaMH (XOTSI UX 3HAYCHUE
HEOCIIOprMO, cM. 0030p [28]). Bo Bcex oTaenax skuBoro
mupa (4eyoBeK, Apo3oduiia, HeMaToaa, IPOXKU, pac-
TEHMS U GaKTepUN) KOIKCIIpeccupytoTes 22163 cTpyk-
TYPHBIX OPTOJOTMYHBIX TeHa [27]. OHu “mponepxa-
JINCH” B JOCTATOYHO — TMPUHLIMITHAIIBHO — CXOTHOM
BUJIE BCIO UCTOPUIO MPO- U BYKAPUOT, UTO CBUACTEIb-
CTBYET U 00 MX OOIIEM KOPHE, TTOTyUYUBIIEM CEICKTUB-
HO€ TIPEVMYIIECTBO, U O TOM, UYTO HE OHU SBJISTFOTCS
IJIaBHBIMM “OTBETYMKAMM ™~ 3a HEMCUMCINMOE MOpP(PO-
JIOTMYECKOe pa3HOoOoOpa3ue XXUBOro. AHAIM3UpPYs O0asy
JAHHBIX IPOMUIIEN SKCIIPECCUU IIIECTU OCHOBHBIX TaK-
coHoB, beprmaHn (Bergman) u coabT. [29] nomuepKuBa-
IOT, YTO KOIKCIIPECCUS TEHOB CO CXOIHBIMU (hyHKIIMSI-
MM y BCEX TPYIN IIPO- U 3YKAPUOT KOHCEPBATHUBHA,
OCOOEHHO 3TO OTHOCUTCSI K TeHaM MeTaboMUeCKUX
nyteil. HekoTropble KO3KCpecCUOHHbIE MOIYJIU OM-
HAKOBBI Y BCEX Ha3BaHHBIX IIPEACTAaBUTEIICH, B IPYTUX
CJTyJasix OHM TECHO KOPPEITUPYIOT (HAIIpUMeD, IIpoliec-
cunr puoocomHoii PHK), xots nMmeroTcss 1 yHUKaJIb-
HBIE CBOICTBa, (POPMUPYIONINECS 3a CUET CJIydailHbIX
myTanuii. TeM He MeHee, B LICJIOM TeHHbIE CETU CTPYK-
TYPHBIX OCJIKOB BBITJISISIT CXOMHO, HECMOTPS Ha pa3iiv-
YKl B TIOBEICHUM OTACIBHBIX TeHHBIX ceTeid [30].

Touka 3peHusT Ha SBOJTIOLIMIO XXUBOTO KaK Ha B3au-
MOJIEICTBUE CUJI, COXPAHSIIOIIIMX OCHOBHBIE KOHCEPBa-
TUBHBIE CBOMCTBA, C TDIACTHYHOCTHIO apXUTEKTYPHI Te-
HOMa, €0 CKJIOHHOCTBIO K TIepeCTpOiiKaM 1 ¢ pa3HOO0-
pa3veM SMUreHeTUYECKUX MEXaHU3MOB peryisitivu [ 19,
20, 31] He BBI3BIBACT YK€ CEPhE3HBIX BO3PAKECHUIA.

Yro ke orpeaeisieT INIAaCTUYHOCTh XPOMOCOM U Te-
HOMaA?

ITloucku npuuun (ocrnos) 6uosozcuueckozo
Pa3HooOpasus

B 3Tux nouckax oopatuiyd BHUMaHUE Ha (ppaKiIio
nosropsouxcsa JHK, mockonbky ¢ camMoro Havana u
JI0 HAIlIMX AHEW HaxOMSAT TECHOE CLEIUICHUE MEXITY
pa3zHoO00Opa3reM MOBTOPOB U TAKCOHOMMYECKUM U 3BO-
JIIOLIMOHHBIM ITOJIOXKEHUEM TaKCOHOB (CM. OO030pBI
[32—34]). Kak monaraim BHavase, SIBJICHUE IIOBTOPSIC-
MOCTH MPUCYIIIE TOJBKO HEKOTOphIM ydyacTkam JTHK,
He KOIMPYIOLIMM OSJIKM, U OTpakaeT MX HEKOHTPOIU-
pyeMoe M HEHYXHOe UIsI KIIETKM pa3MHOxXeHue. U
TOJIBKO M3peKa, KaK Obl MCKITIOUUTEIBHO U B HEOOJIb-

I'PEYKO

LLIOM YMCJI€ KOIUI, OHO (DYHKLIMOHAJILHO OIPaBAaHO U
HaOJTIOAETCSl Y CTPYKTYPHBIX (TUIIAa UMMYHOTJIOOYJ -
HOB, TUCTOHOB WM INIOOMHOB) U pUOOCOMHBIX TEHOB B
cydyae HernpeomovMMOi TMOTpeOHOCTM OpraHu3Ma B
YBEJIMUCHUM I03bl T€HOB JISI KOHKPETHBIX (DYyHKIIWIA
opraHusma. OgHaKo BBISICHWIOCH U ceiiyac oOlLenpu-
HSITO, YTO TTOBTOPSIEMOCTb, C OOpa30BaHUEM MHOXe-
CTBa OJIMHAKOBBIX WJIY TIPUHLIMITUAIBHO CXOIHBIX 3JIe-
MEHTOB, €CTb OOLLIM I TPUHLIMIT 3BOJTIOLIMU TeHOMA. DTO
KacaeTcss B paBHOM CTENeHW U CTPYKTYPHBIX T'€HOB:
~5% reHoMa 4YeJIOBeKa y4acTBYeT B CEIMEHTHBIX Y-
TUTUKAIINASIX, OKOJIO 35% GEJIKOBBIX JIOKYCOB aMILTH(DH-
mupoBaHo (cM. 0630pkI [25, 35, 36]).

Mmerorcss M BecbMa aKTUBHO (QYHKIIMOHUPYIOT
YHUBEpCaJIbHble (hepMeHTaTUBHBIE MEXaHU3MBbI, OCY-
LLIECTBJISIONINE 3TU YABOEHUSI U aMIUIMpuUKaluu
YYacTKOB 'eHOMa, JIIOOBbIX — B IIMpOYaidilieM 1rana3o-
He JUIMH YMHOXAIOIIMXCSl YYaCTKOB BO BCEX OTAE/ax
JKMBOTO MUpa — OT 1—2 H. 10 CKOJIb YTOAHO JUIMHHBIX
¢dparmenToB IHK (cermMeHTHBIE MyTUIMKaIMM) U 1ie-
JbIX reHoMoB ([25], cM. Takke [37]). Tanaemuzanuu
MoryT noaBepratbcs U ydactku JAHK, comepxariue
noBTophsl TMIA SINE, Kak 3T0 HaOMIOIaeTCs ¥ HEKOTO-
pbIx canamaHap EBporbl (HO He y aMepUKaHCKUX BU-
JIOB), TPUTOHOB U KceHoryca [38].

IlocTeneHHO CcTalo MOHSTHO, YTO TMOSIBJIEHUE CEr-
MEHTHBIX IYTUTMKALIMN TaKXKe OMPEACISICTCS CIOXKHOM
“UTpoil” pasIUYHbIX MEXaHU3MOB, 3aBUCUT OT HEKUX
HEPaBHOMEPHBIX COOBITUI 3BOJIIOLIMU, UYTO MPUBEIO K
HECKOJIbKMM BOJIHAM 3THX AYIUIMKalUii (y TIpUMaToB,
no kpaftiHeit mepe [37]). HabmonaeTtcs oueBuaHas B3a-
MMOCBSI3b MEXy AyTUIMKalMsIMU, TEHOMHOI HecTa-
OMJILHOCTBIO M KPYITHBIMU XPOMOCOMHBIMU TIepe-
crpoitkamu. CerMeHTHbIE TyTUIMKALUU He TOJIbKO CIO-
COOHbI MPUBOAUTL K MOSIBJIGHUIO HOBBIX TE€HHbIX
CEMEICTB, YTO MOXET BJIMSITh HA COBPEMEHHBIE TeHHbIE
¥ (DeHOTUTTMUECKHE BapUalluK TPUMAaTOB, HO U yae/b-
HBII BeC TaKMX U3MEHEHUI Tak 3HAYUTeJIeH, KaKk U He
TIIPEACTABISUIN 10 cux op [37]. DTo B paBHOM CTEIIEHN
OTHOCHTCSI K TeHOMY JTIIOOBIX 3yKapuoT [39].

DT MeXaHM3MBbl OYIUIMKALMK, MO-BUINMOMY, HE
OTHAIOT “TIPEAIIOUTeHMsI” KaKNM-JTN00 (PpparMeHTaMm C
pa3Hoil cTerneHbio (PYHKLUMOHAIBHOU 3HAYMMOCTU, U
COXpaHEeHME WIM YHUYTOXCEHHE OYIUIMKATOB IIPEIoO-
CTaBJISIETCS CUJIaM OTOOpa. YMHOXKAIONIUIACS (pparMeHT
CKOpee BCero IPOXOAUT CTAAWI0 YABOCHMS, €CIU MC-
MOJIL3YIOTCS TIPEAIIoIaracMble HBIHE MeXaHU3MBI YIIBO-
exust JIHK (romonornyeckoit 1 3KTOIMMYECKON PeKOM-
OWHaIMK, TeHHOU KOHBepcuu iy apyrue [40—42]).

AMIumdUKaIsT MOXET IIPOUCXOAUTH C UCITOIb30-
BaHMEM MeXaHU3Ma KaTsIerocs KoJblia (HalaeHBI
KoJibLieBble (hopMbl caTesututHou JIHK [43]). ITpu uc-
MOJIb30BaHUU MeXaHW3Ma OOpaTHOM TPAHCKPUITIIUA 1
ooparHoro BcrpamBanusg KJIHK B reHomM Bo3MoxkHa
B3pbIBHAsI aMIUTU(MUKAIIMS TICeBIOreHa (B ILIMPOKOM
CMBICJIE BTOTO CJIOBAa — KAaK BapMaHTa I'eHa).

HOCKOJ'H:Ky TaKNC MEXaHN3MbI pa60TaIOT Ha coxpa-
HCHUE 1 paCIIMPECHUE CIIEKTpPa 3TOT'O ABJICHUS OT ITPO-
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KapHroT K 3yKapuoTam, TO, IPUAEPKUBAsICh lTapaauTrMbl
“mycopHoit” IHK, cinenoBano Obl MpU3HATh, YTO BCSI
9BOJIIOLIMS TEHOMa 3a CYET aMILIM(UKAIIMKA HaTlpaByie-
Ha Ha BBIPAOOTKY M YMHOXXEHME TaK Ha3bIBaEMO “Tia-
pasutudeckoii” JIHK. B 3Ty KaTreropuio npuiiuioch Obl
3a4YMCIIUTD BITOJHE (PYyHKIIMOHAIBHO BaXKHbIE HE TOJIb-
KO CTPYKTYpHbI€, HO Y TOBTOPSIIOIIMECS PETYJISTOPHbIE
ydyactku JHK, nHanpumep, amImmduiimpoBaHHbIE
CalThl CBSI3bIBAaHUS (DAKTOPOB TPAHCKPUIILIMU B pery-
JISTOPHBIX MOMYJISIX, YUC-PACTIONIOXKEHHbBIX, U YaCTO Ha
OrPOMHBIX PACCTOSIHUSIX, 110 OTHOIIEHUIO K CTPYKTYp-
HOMY TeHy [44, 45]. DTu caitTbl (haKTOPOB TPAHCKPUII-
LIMMA OKa3aJlMCh K TOMY XK€ OYeHb KOHCEPBATUBHbBIMU:
OHM OTHOCUTEJIbHO Majl0 U3MEHWJIUCH 3a MOCJEAHUE
450 mutH. et (0K0J10 75% CXOACTBA), HO TAHAEMU3ALIMS
HaOJII0IaeTCsl TONBKO Yy MO3BOHOUYHBIX (T.€. 3BOJIOLIMU-
OHHO 00JIee MOJIOIBIX OpraHu3MoB). Clienpl JyTuIMKa-
MM IpociexxuBatoTces 6osee 500 MITH. JIeT.

Crano o4eBUIHBLIM, YTO 3BOJIIOLIMOHHOE 3HAYECHHE
SIBIICHUSI TIOBTOPSIEMOCTU (M30BLITOYHOCTH) HOJDKHO
nMeTh Oombinoe 3HadeHue [39]. B mocimemHue rombl
MPEAIIPUHATO TEOPETUYECKOE M3YdYeHME pa3idduuii B
CTPYKTYPHBIX TTapayiorax Ha (PpMI0reHeTUYEeCKOM YPOB-
HE B ITOMBITKAX OCMBIC/IEHHSI (ITyTeEM MaTeMaTH4eCKOro
MOJIEJIMPOBAHMsI) MTOCIEACTBUI BOSHUKHOBEHMSI T1apa-
JIOTOB U M30BLITOYHOCTU T€HOB BOOOIIE (CM. 0030p [46]
¥ CCBhUIKM B HeM). OCHOBHOE 3aKJTIOYEHHE: €CTECTBEH-
HBII OTOOpP HE MOXET IIPOCTO TIOAACPKUBAThL HEKUI
YPOBEHb “U30BLITOYHOCTH” Y4YaCTKOB, CTCIIEHb M30bI-
TOYHOCTH JOJ/DKHA YBEJIMIMBAThCSI.

CpaBHeHUe CXOACTBA IMOC/Iea0BaTeIbHOCTE! Tapa-
JIOTOB, TIPEJICTABJICHHBIX B 0aHKe JAHHBIX, MEXIY CO-
00l 1 C OPTOJIOrOM TOTO K€ TeHa TT0Ka3aJlo, YTO B psifie
CJIy4aeB OPTOJIOT M €ro Mapajior B IPYrOM TaKCOHE 00-
Jiee CXOOHBI, YeM APYryvie Mapajiord 3TOro TAKCOHA MeX-
Iy coooii. [To-BuamMoMy, MMeeTCsI IMHUST COXpaHEHUST
HWCXOTHOM (PYHKIIMU OPTOJIOTa B OAHOM U3 HUX B 3BO-
JIIOLIMM W TICEBIOTeHU3alMs (T.e. TIOTepsT WM Mepe-
cTporika pyHKLIMM) — B Apyrux [47, 48]. [Ipuuem yaso-
s1IeMOCTb (W1 OOJIbIINe CTeNeHU aMILTU(UKALIN) Te-
HOB C TEHIEHIMEN COXpaHsATh (DYHKILIWIO IyIUIMKATA
YBEJIMUMBAETCS IO MEPE YCIIOXKHEHMST opraHusma [49].

CTpyKTypHO OOOCHOBaHa THIIOTE3a, MOCTYJIUPYIO-
111251, 4YTO MEX/Ty PAHHUMU XOPAOBBIMY U TIO3BOHOYHBI-
MU IIPOM3OIILIY ABE ITOTHOPa3MePHBIE AYTUIMKALIUY Te-
HOMa, B pe3yjIbIare 4ero, eCTeCTBEHHO, YBEIMUMIOCH
YICJIO HAOOPOB reHOB. [lyIiMKaiyy TeHOB XapaKTep-
HEBI JJIs1 TIepexo/ia OT Mpo- K 3yKapuotam. IIpumMepbl
MOXHO OBIJIO ObI YMHOXUTb. CIiebl OyTUTUKALIMU, Xa-
paKTEepHOM JIs phIO, TIPOCIEXKUBAIOTCS 1 Y YeJIOBeKa Ha
(doHe Apyrux nepecrpoek reHoma [35].

TMosiBneHre AyOJIMKATOB-TIAPAJIOTOB TEHOB MAJIEKO
He Bceraa v He HeM30eXKHO MPUBOAUT K TTOJTHOCTBIO He-
(YHKIIMOHAJIBHOMY COCTOSIHMIO MCTUHHOW TICEBIOTre-
HU3auuu (“UcropyeHHbIn” reH). MHorue “rnceBmore-
HU3WPOBaHHbIE” TeHbI, HAIIPUMEP, HEKOTOPBIE Tapa-
JIOTM TaK Ha3bIBa€MBIX “KACCETHBIX T'e€HOB” (B TOM
YHhCjae TeHbl OEJIKOB ¢ “IIMHKOBBIMM TIajbLiaMU”
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ZNF-TreHsbl 1 Ipyrue) COXpaHsIIOT U IUBEPCUDUITIPYIOT
cBoM (DyHKIIMOHaIbHbIE cBoiicTBa [42]. [TokazaHo, yTO
OHM 3KCIIpecCUpyIoTcs TKaHecrenudpuaHo [50, 51].
IMapasioru ogHOrO, GYHKIIMOHUPYIOLIETO B HACTOSIIIIEE
BpeMsi, TeHa MOTYT yBeJIMUMBATh €ro MOTeHIMAN (KaK B
cydae aMIUIMUKaLY F'eHOB TUCTOHOB WJIM UMMYHO-
IIOOYJIMHOB) MJIA IPHUOOPETaTh JONOTHUTEIHLHYIO WA
BOBCEe HOBYIO (yHKUMIO. CaMO 3TO SIBJICHHUE MOXET
UMETh PAaBHOBEPOSITHO MOJIOXKUTEIbHOE WJIM OTpULIA-
TeJIbHOE 3HaueHUe (BEPOSITHOCTb 3apervucTpyupoBaTh
BTOpOE — OoJbile [47]). Jaxke mmoTepsIBIINE UJIUM MOIU-
(burmpoBaBIlIMe CBOIO (PYHKIIMIO TICEBAOT€HbI MOTYT
HavaTb paboOTaTh HA “Ipyrom Imoje”.

Hanpumep, y yemoBeka MMeeTcsl GOJIBIIOE YUCIIO
HETIPOLIECCUPOBAHHBIX T€HOB, TaK Ha3bIBAEMbIX TICEB-
JIOTEHOB, UCXOJHbIC (DYHKIIMU KOTOPBIX ObUIM yTpaue-
HBI OC/IEe pa3aeieHrs KJlaabl ““deIoBeK—IIMMITaH3e”
[52]. ¥YcTaHOoBIIEHO, YTO TICEBIOTCHU3AIINSI B HEKOTO-
PBIX CIyJasix UMeeT afanTUBHOe 3HaYeHue. Tak, HyJie-
BoI1 ajutesib reHa CASP12 (mucremHuIacnapTaT-IpoTe-
WHa3bl), B HOpPME YYaCTBYIOIIMIA B TPOTHMBOBOCHAJIM-
TeJbHBIX PEaKLIUSIX U UMMYHHOM OTBETE U MOTSPSIBLLINIA
3TU (PYHKLIMHU, CLETUIEH C OTBETOM OpraHu3Ma Ha Cell-
cuc. Imerorcsa u apyrve npuMepsl (CM. CChUIKU B [52]),
U3 KOTOPBIX YITIOMSIHEM TIceBIoreHu3anuo reHa H-1ie-
i MyuosnHa 16 (MYH 16), KoTopast IpHrBeJia, Kak MoJjia-
raloT, K yMEHBILIEHUIO 00beMa XKeBaTeJIbHBIX MBI U K
MOC/IeIOBABIIIEMY 32 3TUM YBEJIWYCHUIO pa3Mepa ro-
JIOBHOTO MO3ra y yeJIoBeKa

OTU U Ipyrue JaHHbIE COOTBETCTBYIOT BbICKa3aH-
Hoit panee OncoHom (Olson) [26] rumotese (“less-is-
more hypothesis™), TOCTYIUPYIONISi, UTO YMEHbILICHUE
ONHOM (PYHKILIMU MOXET TPSIMO CIIOCOOCTBOBATD TTOSIB-
JIEHUIO JIpyroii, OoJjiee YCIelIHOW Ha ompeaeieHHOM
ararie. [urmoreza cTUMyaMpoBanach JAaHHBIMU O TOM,
YTO HOKAyT Aake OOJIbILIMHCTBA I€HOB Y JPOXKEl He
BJIMSIET HA X (DEHOTUT U BbDKMBAHUE B J1aOOPaTOPHBIX
YCJIOBUSIX, MHOTA IaKe YIydlllasi CUTyall1io (CM. CChLI-
KU1 B [26]). Y denoBeKa MprUMepOM MOXKET OBITh TTOTepsT
rpyniibl KpoBu Duffy, KoTopasi conpoBoXKaaeTcst mosis-
JICHUEM YCTOMYMBOCTA K BO3OYAMUTENIO MAISIPUU;
ycroiumBocTh K BUupycy HIV cBsizaHa ¢ motepeit QyHK-
mum reHa CCRYS. B aTux citydasix TepsIIoTCsI HEKOTOPhIE
peLenTopbl XeMOKWHOB, HEOOXOAMMbIE TIapa3uTy s
VHBa3uu. MI3BeCTHBI U Apyrue MpuMephl alanTaiioH-
HOI KOMIeHcaluu 1oTepu (hyHKIUU reHa.

M3menenre (pyHKIIMI IapajoroB, BOSHUKAIOIINX B
pe3yJbTraTe CErMEeHTHBIX TYTUIMKALUI yJacTKa JOKaIu-
3allMM OPTOJIOTa, 3aBUCUT OT CBOMCTB U YMCa KOIUA
TaK Ha3bIBAEMbIX BHYTPEHHMX TAaHAEMHBIX ITOBTOPOB
(ITS), xoTOpBIE BXOOIT B COCTAaB HEMPOLIECCUPOBAHHO-
ro “6enkoBoro” reHa. OHU MOTYT U3MEHUTb WA UX KO-
JTUPYIOIIE YacTy, WIM IMAaTTePH CIUIACHHTA, WA Xa-
pakTep TKaHeBou skcripeccuu [26]. bosee Toro, B Ha-
cTosllliee BpeMsl M3BECTHO, YTO MHOTME OelIKu C
MPaKTUYECKU OJMHAKOBBIMU BBICHIMMU CTPYKTypaMu
MPENCTABISIIOT COOOM, MO CYIIECTBY, Mapajord U BbI-
TIOJTHSTIOT B Pa3HBIX TKAHSX (T.€. B pa3HOM OKPY>KEHUM)
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pasHbie QyHKIIMK. He MCKITIo4eHO, YTO OHM SIBIISIIOTCSI
TIPOAYKTOM BKCIIPECCUU TeHOB-TapajaoroB (cMm. [25]).
BosHuk pgaxke TtepMuH “moonlighting proteins”, Te.
“Oesiku, pabOoTaloIINE IO COBMECTUTENILCTBY [53]).

CaMo YMHOXEHUE €CTb TPUHIIUIM JOMOJIHUTETBbHOM
TIOJICTPAXOBKM JII0OOM (DYHKIIMU — TaK rojaraiu Bar-
Hep (Wagner) u coaBT. (1994; cM. cchlIKy B [46]). Bos-
MOXHO, 3Ta aHTpOIocoLMa/IbHasE MeTtacopa Bce-Taku
3/1eCh HEYMECTHA M 3aJaHHOU LIen “TIOACTPaxoBKU”
KaKoOM-TM00 (PYHKIIMM OBITh HE MOXET (JIJAMapKU3M).
Ho c¢ teM, uro ciayvyaiiHO pa3BUBIIMECS MeXaHWU3MbI
YIBOCHMSI M aMIUIM(pUKALIUK JTI000ro yJyacTKa MOTJIU
ObI 0Ka3aThCsl BBOJIIOLIMOHHO T0JE3HbIMU, OYEBUIHO,
He npuxoautcs crioputs [7]. Ilouemy? IToTomy uto de-
HOMEH IPOSBIISIETCA B SBOJIIOLINM, [I0-BUINMOMY, B Ha-
pacrarollieit — oOT HU3IIMX K BBICIIIMM — CTETIEHU C pac-
IIMPEHNEM CHeKTpa aMIUTU(UIUPYEMbIX YYacTKOB
JAHK 1 ¢ ycnoxxxeHrem nx cTpykryp. Camo 110 cebe yBe-
JIMYEHME Y1CIa OMHOPOIHBIX 3JIEMEHTOB MOIJIO Obl CTaTh
(B COBOKYITHOCTH C OOBIYHBIM MYTalIMOHHBIM TIpOLIEC-
COM) TIPEIMETOM M3YUYEHUS KaK OJHOM M3 MPUYUH BO3-
HUKHOBEHMSI OMOJIOTMYECKOro pa3Hoo0paszus [54].

ABneHue MyJBTUILIMKALIMU JIOKYCOB, XapaKTepHOe
7151 TEHOMOB BCETO COOOIIECTBA 3YKapUOT (M MPOSIBISI-
[o1eecs yxxe y HU3IMmMX (opM), OTKpPhIBAaeT BO3MOXK-
HOCTb BOBHMKHOBEHUSI HECXOJACTBA, pa3HOOOpa3s Ha
OCHOBE OI'POMHOTO YHcJla BApMAHTOB aMIUTM(UKALIVH,
[JIaBHBIM 00pa30M, HECTPYKTYPHBIX F€HOB, HO TaKXXe U
CTPYKTYPHBIX, €CJTU OHU OYIyT MOABEPraTbcs “rceBno-
reauzanu”’ ([46]; cM. Takke cchlTkH B [25]). Bee atn
COOBITUSI MPUBOMST K TEHOMHOM 1 XPOMOCOMHOI peop-
raHuzanuu. Takum o06pa3oM, OIVH U3 OCHOBHBIX TTPH-
3HAKOB COBPEMEHHOI 3BOJIIOILIMY BBICIINX — CETMEHT-
Hble AYTUTMKALIMM TEHOMA, BbI3bIBAIOIIME XPOMOCOMHYIO
HECTaOMIbHOCTb, WHAWBUAYAJIbHBIA TMOIMMOPDU3M,
0oJIe3HN — “apaMaTUYEcKylo IUIACTUYHOCTh reHoma”
[36]. BTOT (peHOMEH, M 3TO OYEBUAHO, COXPAHSIETCS B
SBOJTIOLIUM.

OnHa U3 NOMBITOK MaTeMaTU4eCKOro MOJEINPOBa-
HUsI COBpEMEHHOI 3BOIIOLIMU, MpearpuHsaTas boiamo-
rokou (Boldogkoi) [55], IprBOAUT K TAKOMY K€ 3aKJTIO-
yeHuto. IlepBoHayanbHO MoAe b ObLIa TIOCTpOeHAa Ha
JIOTTYIIIEHUU, YTO BBOJIIOLMS OINpeAesisieTCs] TTOCTOSIH-
HBbIM U3MEHEHUEM YacTOT BOBHMKHOBEHMSI BAPUAHTOB
(ayteneii), pa3aAYarOIIMXCs MO MPU3HAKY IPUCIOCO0-
JIeHHOCTH opranusma. U 3neck aBTop [55] cTaikuBaeT-
Csl C MHTYUTUBHO OYEBUIHOM CUTYaIIMEN, PACCMOTPEH-
HOM BbIIIE, KOTAa COOCTBEHHO CTPYKTYpHbBIE T€Hbl U
OCJIKM He Taf0T JOCTATOYHO CBEACHU O MOJIEKYISIPHBIX
OCHOBax pa3HooOpa3usi. Takue cBeIeHUsI MOXHO IOJTy-
YUTh TOJIbKO M3 PAaCCMOTPEHMST PETYJISTOPHBIX PErro-
HoB JIHK, a Takske Bcex, BKJIIOUasl CaTe/UIUTHBIE, OUC-
MeprupoBaHHbIE U MOOWJIbHBIE 3JIEMEHTbI, PETMOHOB
TeHOMa, He CBSI3aHHBIX MPSIMO C CUHTE30M OeJika. ITo
MPYBEJIO aBTOpa K HEOOXOAMMOCTH HOBOro 000Ollie-
HUSI, a UMEHHO, K MOJIeJIM, Ha3BaHHOM “IrUIioTe3a CeTu
9TOMCTUYECKUX TE€HOB”, B KOTOPOW paccMaTpuBalOT
TeHHBbIC CETU, BHYTPUBUIAOBOM PETYJSTOPHBIA IMOJIU-
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Mopdu3M, a He aJJICTbHBIN ITOTMMOP(MN3M NHINBUILY -
aJIbHBIX CTPYKTYpHBIX reHoB [55]. TTonumopdusm re-
HEpUpYeTCsl BapUallUSIMUA PETYJISTOPHBIX KOMITOHEH-
TOB TEHHBIX CETEM, a4 HE BAPUALIUSIMU UX KOOUPYIOLINX
rocjiefoBaTeIbHOCTE. DBOIOLNST IPOUCXOIUT Yepes
HETpepPhIBHOE PECTPYKTYPUPOBAHHE COCTaBa CeTeil, a
He 3a cueT puKcanuy CIienuUIeCKX ajuieiaeil i
KaKOro-Jambo OTHOTO BapuaHTa CETH.

OTU BBIBOABI KOPPEIUPYIOT C TIPEACTaBICHUSIMU
MHOTHX MCCIIeIOBaTeNIe O CYIIeCTBOBAaHUM HeCTyJaii-
HBIX IIPOCTPAHCTBEHHBIX CETEil TEHOB 1 UX PETYIISITOP-
Horo obecrieueHus1 (network theories) (CM. cCbUIKU B [48,
55], a Takke B GoJiee paHHMX paboTtax [4—6, 18, 24]).

OGpaTtuMcs COOCTBEHHO K TTOBTOpaM, 3HaUYEHUE KO-
TOPBIX KaK MPUCYLIMX (DYHKLIMOHUPYIOLIEMY '€HOMY
He MoJBepraeTcs COMHEHMIO, HO X Y4acTHUe B ITpoLiec-
ce >XXU3HeNesITeIbHOCTU 10 HEAaBHUX MOp paccMaTpU-
BaJIOCh HEKOTOPBIMU aBTOPaMU TOJIBKO C MO3UILIMNA UX
MOTeHUUAbHON  Pa3pylIUTEIbHOW  JeTeIbHOCTU
(vu, o KpaiiHei Mepe, IesITeIbHOCTH, HE CITOCOOCTBY-
IolIei amanTauyy opraHusMma) [56, 57]. Brpouem, kak
YK€ OTMEYAIOCh, MPOTUBOMOJIOXKHASI TOUYKA 3pEHUSI BbI-
CKa3bIBa/IaCh HEOMTHOKpATHO, HaunHas1 ¢ 70-x ronos [4].
o751 HEKOIMPYIOLIKUX TIOBTOPOB BO BCEX 1IAPCTBAX KM -
BOTO MHUpa MOXET BapbUpOBaTh OT HECKOJIBKUX MPO-
LEHTOB (Y APOXKeil) 10 JeCSITKOB (Y BBICIIMX 3yKapH-
oT) [25]. PazHooOpa3ue 3Toit 4acT MOBTOPOB HEBEPO-
SITHO BEJIMKO — B TIpeleiaX HECKOJbKMX OCHOBHBIX
CIOCOOOB OpraHM3alliM UX MOC/IeN0BaTeIbHOCTEN.

Cpenu HUX, BO-TIEPBBIX, TPYyMIIa CAaTEJUIUTHBIX I0-
BTOPOB, OOpPa3yIOLIMX HETPEePhIBHBIC PSObI €IWHUII,
OOHOTHUIHBIX B ITONYJISILIMU U BUIIE, HO CIIELIM(PUIECKUX
U OTVINYAIOIINXCS B KaXKOOM TakcoHe. Yucao ceMeiicTB
M KOIIMiA, X pa3Mephl U MOC/Ie10BaTEIbHOCTU UCKITIO-
YUTEJIbHO Pa3HOOOpAa3HEBI, XOTS U COBEPILIEHHO HECITy-
YaitHbI 10 CBOEMY IIPOMCXOXKISHUIO 1 3BOJIIOLINH [32—
34, 58, 59]. HekoTophbie cXOOHBIE 10 CTPYKType, POd-
CTBEHHBIC B OJHOM KPYITHOM TaKCOHE, ceMelcTBa ca-
TEJUIMTOB XapaKTEPHBI Aj1s1 0ojiee HU3KMUX TAKCOHOMU-
YEeCKMX €IMHML IO TOM WJIN MHOM YaCTU BXOASIIIUX B X
COCTaB CITeU(PUIECKIX 1 KOHCEPBATUBHBIX (hparMeH-
TOB. DTO CBUIIETEJILCTBYET 00 MX OOIIEM IIPOMUCXOXKIIC-
HUM M O HOIBEPXEHHOCTU IIOJIOXUTEIHBHOMY OTOODY,
T.€. O TOM, UTO OHM COXPAHSIIOTCSI B UICTOPUU PA3BUTUS
TaKCOHa.

Bo-BrOophIX, 3TO pa3dopocaHHbIe (AUCIIEPIUPOBAH-
HbI€) BIIOJIb TEHOMA MOBTOPSIOLIMECS TAKCOHOCTICIIU -
(bruHbIe yyacTK. PazMepbl HEKOTOPBIX 13 HUX JIEXKAT B
npenenax 100—500 H. (moBTophl Tvna SINE), npyrue
CYILIECTBEHHO 00JIbllle — MOpSIKa ThICIY U JECATKOB
Thicsid HykKJeoTunoB (mosropsl Tuma LINE, JTHK-
TPaHCIIO30HbI, PETPOTPAHCIIO30HbI, PETPOBUPYCHI).
IToBTOpsSIEMOCTH X YPE3BBIYATHO BEJIMKA U Pa3HOO0-
pa3Ha. HekoTopble M3 HUX He coepXKaT OTKPBITBIX pa-
MOK CUWUTBIBaHUS IJIs COOCTBEHHbBIX OEJIKOB, ApyTuve
KOAUPYIOT OOpaTHYIO TPaHCKPUIITa3y, HyKJieasy U He-
KOTOpBIE IpyTre (pepMEHTHI, UCITOIb3yeMbIe, B YaCTHO-

MOJIEKYJISIPHASI BUOJIOTUS Ne 5

ToM 45 2011



ITOBTOPHI THK KAK MHCTPYMEHT BUOJIOTMYECKOI'O PABHOOBPA3A

CTH, JUT MX pa3sMHOXEHMS U BCTpauBaHUs 0OpaTHO B
reHoM [60, 61].

B-TpeTbux, 3T0 TeHBbI TPaHCHOPTHHIX, OOJBIINX U
manbix puoocoMHabix PHK. Kak MoxxHO 11051araTh, nmest
0 “Imapa3uTUYeCcKOi” WiK “MyCOpHON” MPUPOJIe STOTO
KJlacca He MpUIILIa HUKOMY B TOJIOBY, BUAVIMO, TOJIBKO
OTOMY, 4TO (DYHKIIMSI pHOOCOM CTaja OYeBUIHOI OO
TOT0, KaK 3TU [IOBTOPbI ObLIN OOHAPYKEHbI B UTTOCTACU
CaMOCTOSITEJIbHBIX CYIIIHOCTE IeHOMa, a He KakK IIpo-
CTO IHUCITIEpTMPOBaHHBIE WM TAHAEMHBIE ITOBTOPEHL.

W HakoHell1, 3TO MCeBIOreHbI, COBCEM HEeJIJaBHO pac-
cMaTpuBaeMble KaK OTpabOTaHHBIN Marepual 3BOJIO-
MM, KaK HACTOSIIMK “Mycop”, HO POJIb KOTOPHIX B
3BOJTIOLIMM U MX “KM3HB MOCJIe CMEPTH” B KAYECTBE T'e-
Ha HEeKOM Apyroil (yHKIIMY TOJIbKO Terepb HaUYMHAeT
TIPOSICHITBLCS U BBI3BIBACT O'POMHBIN MHTEPEC MOJIEKY-
JIIPHBIX TeHETUKOB [25, 53].

B naHHOI1 cTaThe OCHOBHOE BHUMAHUE OYyET yaese-
HO 3HAYEHWIO MEPBOU M3 YIIOMSIHYTBIX TPYMIT TTOBTO-
POB, KaK HauboJjiee KOHTPACTHOU, (hyHKIIMOHATLHBIN
CMBICJI CYLUECTBOBAHUS KOTOPOM IIOJABEPraJICSd Hau-
OoJibllIeMy COMHEHUIO U HauboJiee TpyJAeH JJIsl 9KCTie-
PUMEHTAIIBHOTO MOJIETTMPOBAHUSI.

OYHKINUN CATEJVIMTHBIX
(TAHAEMHBDIX) JTHK B OBECIIEYEHUN
ZKNUBHEIEATEJIBHOCTU

C caMoro MoMeHTa OTKPBITHSI CaTe/UIUTOB BOMPOC
00 X (PYHKIIMOHAJILHOM POJIY BbI3bIBAJI OTPOMHBIN UH-
Tepec B Hay4yHbIX Kpyrax (cMm. o03opsl [32, 34]), HO
TOJILKO B HacCTOsIIIee BpeMsl 0(DOPMUIOCh MHEHHUE O
BaXKHOCTU 3TOM ponu [36, 62]. HartoMHUM, 4TO JUTMHBI
PSIIOB TTOBTOPSIIOLIMXCS TAHAEMHbBIX TIOBTOPOB JIEXAaT B
OrPOMHOM JHafna3oHe — OT COTEH A0 MWIJIMOHOB KO-
Ui, KOTOpbIE CIEAYIOT IPYT 32 APYTOM IO MPUHIIUITY
“ronoBa-K-xBocTy”. Pa3HOOOpa3HbI 11 pa3Mephl IIOBTO-
PSIIOLLIMXCST €AMHULL B pa3HBIX CEMECTBaX MIOBTOPOB —
OT eAVHULL (MUKPOCATEJUIUThI) U AECSATKOB (MUHMCA-
TeJUIUTHI), Yepe3 coTHU (mopsiaka 200—400 1m.H. B on-
HOI1 Koruu) 1o nopsiaka 10? (meracaresumrer). Hanpu-
Mep, OKOJIO 2% ITMHBI TUTeda Y-XpOMOCOMBI YeJTOBEKa
zaHumMaror 2000 koruit mmHoM 2450 m.H. Kaxnas. Y
KUTOBBIX UMEIOTCS CaTeJUTUThI C JUIMHOW €IMHULL ITPU-
mepHo 1500 1 1800 m.H. [34, 63]. BunocneunuaHbIM
MOXET OBITh M YMCJI0O MOHOMEPOB B psiny. Tak, Hampu-
Mep, Y TpeX BUIOB Ap030GUJibl CWJIBHO U BUIOCIICIIU -
(bUYHO pasznyaeTcs coaepkaHre rOMOJIOTMYHBIX TaH-
JeMHbIX TTOBTOpoB (21.5, 5 1 0.4% COOTBETCTBEHHO)
[32, 33, 56].

Kpyr Bo3aMoxkHOCTEH 111 (PYHKIIMOHUPOBAHMS Ca-
TeJTuTOB ouepyeH bputreHom (Britten) n daBumuco-
HoMm (Davidson) [4]. OHu moJiaraau, 4To NOBTOPHI MO/~
JIEPXKMBAIOTCS1 €CTECTBEHHBIM OTOOPOM 1 COXPaHSIIOTCS
B TeYEHUE MWLIMOHOB JIET, ITOCKOJIBKY OKa3aJUCh, IO~
BUIMMOMY, CTPYKTYPHBIMU KOMITOHEHTAaMU — HampU-
Mep, crielicepamu ISl JKU3HEHHO BaXKHBIX PETMOHOB,
KOTOpPbIE HEYCTOMYMBBI TIPU 3BOJIIOIIMOHHBIX U3MEHE-
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HUSIX. ABTOPBI BITEPBbIC TPEATIONOXIIIN, YTO TTOBTOPBI
MOTYT YYaCTBOBATb B PETYJISILIMU TPAHCKPUIILIMU, A TIe-
pecTpoiika reHoMa 3a CYeT Yucjia U OpraHu3aluu Io-
BTOPOB B BOJTIOIIMM MOKET BECTH K 00pa30BaHUIO HO-
BBIX PETYJISITOPHBIX ceTell. “Pasznoobpazue noemopsro-
Wuxcst nocaedo8amenbHOCmell, 04e8UOHO, CYUecmeyem
COMHU MUANUOHOB AeM U S18ASEMCSL UCIOYHUKOM 0451 00-
PA308aHUSL HOBbIX pecyAsMOPHbIX  83AUMOOMHOUEHU.
Kpome moeo,... nnodomeopHbie nepecmpoiiku pauee obpa-
308A6UWUXCS PecYASIMOPHBIX Cemell, No-6UdUMoMy, Npo-
doncaromes u 8 Hacmosiujee epems” [4].

OTH B3IISIOLI TIPSIMO TIEPETIETAIOTCS ¢ COBPEMEH-
HBIMM TIPENCTaBICHUSMHU, UMEIOIIMH yXKe HEKOTO-
PYIO BKCIIEpUMEHTAJIbHYIO TTOAASPKKY ([55], cM. TakKe
0030p [64]). CxonHble Maen ObUIA Pa3BUTHI U TTOAIEP-
JKaHbI B ApYrux padotax (cMm. 063opsi [1, 58, 63, 65]).

Oco0eHHO BaxKHBIM IIPEICTABISICTCS (PaKT yBeJIMIe-
HUS J1OJIA TTOBTOPSIIOIIMXCS TOC/IEIOBATEIbHOCTEN B
3BOJTIOLIMOHHOM JIBIDKEHHHM TAKCOHOB [66], M MX BO3-
MOXHOE y4acTHe KaK PeTyJIITOPOB IEPECTPONKM TEHO-
Ma Ha CTaJuy OHTOIeHe3a 1 raMeToreHesa (CM. 0030pbl
[20, 67]), 4TO MIPSIMO CBSI3BIBAETCS C ITOIMYJISILIMOHHOM
muddepeHaneid 1 pernpoayKTUBHON M30JISIIINCIA.
IlepecTpoiikaM MOBTOPOB B T€HOMAX IIPUIAETCS MEP-
BOCTEIIEHHOE 3HaYeHue. Tak ObUla co3naHa KOHIIETITY-
aJIbHas1 CXeMa, OTBOIsIIIIAst OOJIBIIIYIO, €CJIM HE OIpee-
JISIIOIIIYIO, POJIb HEKOMUPYIOIIMX IIOBTOPOB B PETyIsi-
LIMA 1 TIEpeCTpOiiKe reHoMa B KauyecTBe cyOcTpara
SBOIOLIMOHHOTO OBDKEHMS (CM. CChUIKM BO BBeme-
HuUM). B Hacrosiiiee BpeMsl OHa cTaja HaIOJHSITHCS
BKCIEpUMEHTAIBHBIM conepxkaHueM. Ocoboii ormopoit
JUIST 9TOI CXEMBbl CTaJIi MHOTIOYMCJICHHBIE JaHHBIE O
Pa3HOO0pA3NM CATEJUIMTOB B pa3HBIX TAKCOHAX XKIBOTO
Mupa.

Denomenoaoeus poau camearumnoix JJHK
6 Qhuaoeenese

[anee mipyBeaeHbI HEKOTOPBIE OOIIME CBEICHUS 00
3TOI B3aMMOCBSI3U ““C BBICOTHI IITUYBETO MOoJieTa”, TI0-
CKOJIbKY CKOJIbKO-HUOY/Ib 1eTaTbHO PACCMOTPETH B Of1-
HOIl cTaThbe MHOTHME COTHU ITyOJIMKAIIWA TI0 caTesuIn-
TaM, JaXe OINMUpasiCh Ha YITOMSIHYTbI€ BBIIIE 0030DHI,
HET HUKAaKOil BO3MOXHOCTH.

TakcoHoMmyeckoe pasHoOOpa3ne TaHIEMHBIX ITO-
BTOPOB I10 TTOCJIEI0BATEILHOCTSIM, pa3Mepy MOBTOPSIIO-
IIelics eMMHUIIBI, YUCITy SAMHUL], OpTaHMU3aNH PSIOB
(K mpuMepy, BO3MOXKHOCTb BHYTPEHHEH MMOBTOPSIEMO-
CTU HEeOOJIBIIIMX YYACTKOB BHYTPU KOIMMU WIM CaMUX
KOIMWIA 1 IpyTe OCOOEHHOCTH) HEBEPOSITHO BEJIMKO.
MHorna ygacTky pa3HOTo THMA “depenyioTcsi” BHYTPH
psima, XOTsl 3TO 3a4acTylo TPYAHO OIpeAeUuTh BCeI-
CTBHE “pa3MbIBaHUS” TPaHUL] MEXITy HUMU U APYTUMU
TATIAMU TIOBTOPOB BCJICACTBHME CIYYAHBIX MYTallAil
(cM. [33, 34, 59]). HekoTopsie moBTropkl TUna SINE mMo-
TYT COCTaBJISITh “YUCThbIe” TaHAEMHBbIE PsIIbl, B IPYTUX
CITy4asix B PSIObI CATeJUTMTOB MOTYT BHEAPSITHCS TaKKe
JIpYrUe y4acTKU; TaHAEMHBIE TOBTOPBI MOTYT COCTOSITh
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"3 (pparMeHTOB OUCIIEPTUPOBAHHBIX ITOBTOPOB [34],
VJTA HEKOTOPbIE (PparMeHThI MOTYT pacroJiaraTbCsl TaH-
JIeMHO (Y OIHUX TaKCOHOB) MJIXA paccestHO (Y APYIHX)
[34]. Kaxnprii TaKCOH MOXKET COAepKaTh HECKOJIBKO
COBEpILEHHO pa3HbIX CEMENCTB caTeJIINTA.

DuoreHeTUYECKUI aHAJIN3 MHOXECTBA TAKCOHOB
MoKasaj, YTo MHAUBUAYAJIbHOE CXOACTBO KOMUM Kaxk-
JIOTO CeMeNCTBA CaTeJUTUTHBIX TOBTOPOB BLICOKO (MHO-
IJ1a OHU MPAKTUYECKU TTOTHOCTBIO MICHTUYHBI OJ1aro-
Japst “KOHILIEPTHOM ” 3BOJIIOLIMM) Ha YPOBHE KaK OCOOM,
TaK Y TIOMYJISIIUU. YPOBEHb AUBEPreHLIMN MEXIy I0-
MYJISIIMSIMU HECKOJTBKO BBILIIE M YBEJTMUMUBAETCS T10 Me-
pe pacxoxKAeHUs MOy Y BUIOB (TaKCOHOCIIEII -
¢uaHOCTh). OOBIMHO 3TO KOPPEIMPYET C YBEIMICHUEM
cucrteMaTndeckoi (ITo MopdoJIornn) AMCTAaHLIMK POI-
CTBa MeXIy TaKCOHaMM, HO, €CJIM 3TO HE TakK, TaKue
MPOTUBOPEUMSI PACCMATPUBAIOTCS KAK MPEIOT IS T1e-
pecMoTpa WM YTOYHEHUS] TAKCOHOMMUYECKUX TPaHUILI
(cM. 0630p [33]).

DTN 3aKTI0YeHNST MOKHO OOOCHOBATh pe3ysbraTa-
MM paboT Ha aposoduire [68], xkykax [69, 70], maykax
(uT. Mo [66]), pridax (cM. [32], aTakke [71]), HemaTome
[72] u MHOXecTBe Apyrux opraHuszMoB [73]. Hampu-
Mep, y perrtinii cem. Lacertidae Kaxablit U3 ucciaeno-
BaHHBIX POIOB OOJIAaeT CBOEM, OOHAPYXKMBAEMOI BO
BCEX BMOAX KAXXIOro pojia, TOMOJIOTMYHOM TPYIIION ca-
TeJUTATA, HO KaXKIasl U3 HUX MOXET CUJIBHO OTJIMYATHCS —
KaK TI0 CTPYKTYpe, TaK U M0 OCOOEHHOCTSIM OpraHM3a-
LIMM — B pasHbIX pogax cemeiictsa [74—76]. biauskue
BUJIbI BHYTPH POJa COXPAHSIIOT OYEBUIHYIO TOMOJIOTHUIO
careymTa CLsat, ¥ 9yeM MeHee pOICTBEHHBI BUIBI, TEM
botee pazmyaloTcs ux care/unThl. CTereHb 3TUX pa3-
JIMYUI OTpaKaeT CTeleHb FeHeTUIECKOro POACTBA T10-
nyasguuii. Yaie Bcero 3To POACTBO COOTBETCTBYET
MPEACTABIEHUSIM 300JI0r0B 0 MOP(OJIOTMYECKOM TaK-
COHOMHMHU 3TUX PENTUIMI, HO B HEKOTOPBIX CIIydasix
MO3BOJISIET 00OJIee TOUHO OTpPeAesISITh TAKCOHOMUYECKOE
POICTBO Y CUCTEMATIYECKOE TTOJI0KEHHE.

To ke obHapyxXeHO y aM(pHuOMii: BRICOKOCXOMHBIN
O CTPYKType CaTeJUIUT HaiieH BO BCEX XPOMOCOMaX
Rana catesbiana wn elilie y 4eThIpex BUIOB 3TOrO poja
(Wu et al., 1986, cM. ccbuiky B [33]), HO OTCYTCTBYET B
JHK ponos Xenopus, Bonebina, Acris, a Takke y reorpa-
duYecKr yIaJeHHBIX KWTAWCKUX BUAOB pona Rana.
MuHucaTeNTIUTHBIE TIOBTOPBI Y HEMATObI (M HEKOTO-
PBIX HACEKOMBIX ¥ MOJUTIOCKOB) Han0OJIee TOMOIeHHBI
1 MaJloudMeHYuBHI B sBomoumu [73]. KopamioBbie
MOJUTIOCKU, HE UBMEHMBILIMECS] CO BPEMEH JIEBOHA, CO-
JIep>KaT HeOOJIbIIIOe YKCJIO IIOBTOPOB, Majlo OTINYalo-
IIMXCS B pa3HbIX TakcoHax. OTcyTrcTBUe MOpOoIornde-
CKMX TIPU3HAKOB BUIIOO0Opa30BaHMSI y TeorpauyecKud
OYEHb OTIAJICHHBIX IOMYJISILINI HEMAaTOObI COIJIACYETCSI C
Ype3BhIYaifHOI MOHOMOP(MHOCTBIO X CaTEJITMTOB [25].

Kak mpaBwiio, Ha ypoBHE BBIIIIE POIOBOTO CaTell-
JIMTHBIE CEMENCTBA YKe MPAKTUIECK HECXOMHBI, XOTSI
B HEKOTOPHIX CIIy4asiX, HampuMmep y XykoB Tribolium,
Palorus n Pimelia (cem. Tenebrionidae), careumATHBIN
KJTACTEP OCTAETCSI CXOMHBIM TOCTIE TMBEPTEHIIUM POIOB
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M CEMENCTB, HACYMUTHIBAIOIIMX 60 MJIH. JIET CBOEU UCTO-
pun [69]. To xXe 0OTHOCUTCS K TpeM pomam ceM. Acipens-
eridae (ocerpoBbie), Psfl-caresut KOTOpbIx oObeaU-
HseT ¥x Ha ripotsskernu 100 moH. et [77].

TTpu 11060i1 cTEerneHn CXoncTBa U OTJIMUU B IOCIe-
JIOBaTEJIbHOCTSIX CaTeJUINTa JUBEPreHLIMsI UX OTHIOAb
HE CTOXaCTWYHa, IMOABEpPKEHa OTOOPY W HE SIBJISIETCS
Pe3yJIETaTOM CIIy9aifHOTO MyTHPOBaHMs [ 78]: B KOIMSIX
UMeIoTCs 60J1ee KOHCEPBATUBHBIE YYaCTKU, TTPOSIBIISIIO-
1I[1€ 3HAYMMYIO OPTOJIOTUIO Ia>Ke B HAUMEHEE CXOIHBIX
NONyJISILUSIX PoJa, U BapuabesibHbIe YYacTKU, B KOTO-
PBIX HapsIIy CO CIIyYaliHbIMU MyTallUSIMU €CTh U CIIELIU -
¢rdeckue, Mo KOTOPbIM MOXKHO TIPOCTEANTh BO3MOXK-
HBIH MyTh WX 3BOJTIOLIMU B TAKCOHE 00JIee HU3KOTO paH-
ra [33, 34]. CareumThl psiza HACEKOMBIX CIIyXaT
IIpUMEPOM HauOOoJIbllIelf KOHCEPBAaTUBHOCTH CBOMCTB
Ha ypoOBHe ceMeiicTBa (HECMOTPSI Ha MX YaCTUYHYIO Ba-
prabeIbHOCTD) KaK I10 OOIIIei IJIMHE TOBTOPSIIOIIETOCS
psina, TaK ¥ MOHOMEPA; CXOIHBI MOTHBBI UX BTOPUYHOM
U TPETUYHOM CTPYKTYp (CM. Jajiee pasaes o ¢pusuye-
CKOI CTPYKTYpe caTeJUTuToB) (CM. 0630p [63]).

Bo Bcex pabotax [17, 69] cHOBa 1 cHOBa oOparaeTcst
BHUMaHME Ha MPUBS3KY OMPENETIeHHbIX clieluduye-
CKHX CaTeJIJTUTOB K pa3HbIM TAKCOHAM U TIPUCYTCTBUE B
HUX MOTEHIMAIBLHO (PYHKIIMOHAJIbHBIX 3JIeMeHTOB. He
MOTYT OBITh CIyYaliHBIMHU CITeLM(PUIECKHE ITaTTePHBI
BapuabeIbHOCTU U COXpaHeHe HEKOTOPhIX KOHCepBa-
TUBHBIX YYaCTKOB TaKCOHOCTIELIM(PUUHBIX CATEeJTUTOB.
Hammpumep, ycraHoBiaeHO, 4To Bce 12 BUIOB €HWH-
ctBeHHOTro pona Ctenomis (TYKO-TYKO, CEMEIUCTBO TPhI-
3yHOB AMEpUKHN) colepXkaT CHenrudUUecKuii cate-
JIUTHBIN Kactep. Ero HeT B Apyryx oOLIMPHBIX ceMelt -
ctBax (Muridae u Cricetidae), Ho oH oGamaeT BecbMa
c1a0bIM CXOJCTBOM C CaTe/UIMTHBIM KJacTepoM Ipea-
craButeseii cemerictBa Octodontidae, ¢ KOTOPBIM TyKO-
TYKO pa3oliiesics okojio 10 MiH. jieT Hazan [79].

Hosepom (Dover) [80] raBHO moka3aHO, YTO pa3iv-
yaroluecst 1o TiaBydyeil MIOTHOCTU (hpaKlUM caTesl-
JINTHBIX TIOBTOPOB MPUMATOB COCTABJISIIOT TPYIIIHI,
pasyinyaonirecs 1o HyKJeoTUIHOM MocenoBaTeIbHO-
ctu. Satlll u SatlV yenoBeka UMEIOTCS TaKKe y M-
MaH3e, TOpwLIbl U opaHryTaHa; Satll — Tonbko y yeso-
BEKa; Ol-CaTeJUTUT — TOJIKO Y BBICILIMX IPUMATOB U Ye-
JIoBeKa. BhIBOABI 3TOi paOOTHI MOATBEPKICHBI B HAIlIe
BpeMsi. KoMmbrloTepHast 00paboTKa 1 ONMCAaHUE OL-Ca-
TEJUIMTOB 13 (PparMEeHTOB IIIOT-TAaHOBCKOW CyMMBbI
JAHK (Ha6op dparmenToB JAHK, paciierieHHoi mo
CclyJailHOMYy TIpM3HaKy) IIpMMAaToOB IOATBEpKAaeT
(byHIaMeHTaJIbHbIE pa3Inuus B pacripeie/ieHur U 9BO-
JIIoLMM caTesuuTa y 00e3bstH Ctaporo CBeTa M BBICIITNX
00e3bsiH [81]. B Hallle BpeMsl yCTaHOBJICGHO, UTO JIBE
TPYIbI, U3 KOTOphIX coctouT Satlll akpoieHTprye-
CKHX XpOMOCOM, BO3HUKJIM B pazHoe BpeMs. CKOpOCTb
MX BBOJTIOLIMU BUIOCTIeIM(YHA (BHYTPU ITPUMAaTOB) 1
HeoJIMHAaKOBa B pa3HbIX XpoMocoMax [82].

OBomonus P-caremmmrHoit JIHK mpumMatoB mo
CTPYKTYpe YYaCTKOB YETKO YKa3bIBaeT Ha WX COIIPSI-
>KEHHOCTB C 3BOJIIOLIMOHHO pa3HbIMMU rpyriamu [83]. B
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TeHOME OpaHIyTaHa OCHOBHAas Macca 3TOro II0BTOpa
MpeAcTaB/ieHa O4eHb KOPOTKMMU cienkamMu — oT 100
1o 175 n.H., ToTpy>KeHHBIMU B AYTUTMIIMPOBAHHBIE CET-
mentbl JHK mirHoit 60—80 1.r.H. Yucao konuii 3Toro
IYTUTMKOHA ¢ 3-caTesuiutoM Koseouetes ot 7 1o 100 Ha
rartouanblii reHoMm. B JIHK makaka u rm66oHa 3TOT
JIYIUIAKAT MapKUAPYETCsI B OMHOM XPOMOCOMHOM PETHO-
He Ha rpanuie ¢ pIHK mapkepHoit xpomocombl. Of-
HAaKO TOJIKO y TMOOOHA AYTUTMKAT BKITIOYaeT [3-cates-
Jt ;ymHoi 100 m.H. TakuM o6pa3oM, npenkoBast pop-
Ma OyIuIMKaTa TosiBWIach y 00e3bsiH Craporo Caera
25—30 MuTH. J1eT Ha3a, B TO BpeMsl KaK IMPOTOTHII [3-ca-
TeJIIATA HOSIBUJICS Y TIpeAIlIeCTBEeHHUKA THO00OHA IToCe
OTAEJICHUST KJIaabl TOpWLIa + IIMMIIAH3€ OT 00e3bsiH
Craporo Csera (okosio 35 MJIH. JieT Ha3an). JdeTaaisHo
M3ydeHa COOCTBEHHASI 9BOJIIOINS OL-CaTeJUTUTHOM 1IeH-
TpomepHoit JIHK [84]. IToucku 6onee MOIOIbIX 1 60-
Jiee IPEeBHUX KOIMUIA B OTPOMHOM MAacCHUBE JOCTYITHBIX
ceiiyac TaHHBIX IT0 MOHOMEpaM 1 (PUJIOreHeTUIeCKOoe
CpaBHEHME MX Y YeJI0BeKa 1 IIPUMATOB IIPHUBEJIO K 3a-
KJTIOYEHMIO, UTO PsIIbI 3TOTO caTesIIMTa MPOXOAWIU Ye-
pe3 Ieproabl TUIIepMyTadIbHOCTU. W Kaxkaast BojIHA
9KCITAHCHY KOPPEIMpPYeT IO BPEeMEHM ¢ BO3HMKHOBE-
HMEM HOBOI'O TaAKCOHA MpUMAToB [85].

DutoreHusT IPUMATOB ITPOCIIEKMBACTCS HA IPYTOM
catesutnTe (28 1.H.), JiexallleM B SHXaHCEPHOM paiioHe
reHa 7TSER (TMMUOWIATCUHTA3a), cieBa OT Hero [86].
DTOT palioH He TOJIBKO TOJIMMOPMEH TT0 YHUCITY KOTTHi
(4To OTpakaeTcst Ha SKCITPECCUU TeHa), HO U CTPYKTYP-
HO TIoipa3naesisieTcsl Ha TPU HE3aBUCUMO 3BOJTIOLIMOHU -
poBaBmx dyactu (R1, R2, R3). D10 cnemyer n3 Toro
dakTa, 4TO CTeneHb UX CXOACTBA B Pa3HBIX BUAAX MPU-
MaToB BbIpaxkeHa 0OoJIbliie, YeM MEXIY TPeMsl YacTIMU
BHYTpU omHoro Buma. [lo-BuommMoMy, TiepBUIHAST TU-
BEPreHIIMsT MeXKITy HUMU ITPOM30IILIa 0 PACXOKICHUS
00e3bsiH Ctaporo CBeTa U TOMUHU, U Jajee Mpoao-
JKajlach He3aBUCHMO B KaXKIOM 13 TAKCOHOB. Y TIprMa-
TOB CTeTIEHb MOJTMMOPGhU3Ma YBETMIMBAETCS HA ITYTH K
YyeJIoBeKy, Haubojiee MOHOMOP(hHBI TMPUMUTHUBHBIE
TaKCOHBI.

PaboT Takoro Trmna MHOXECTBO, M OHM IPOIODKa-
FOTCSI BIUIOTD JIO CETOOHSIIHEr0 BpeMeHU (HarpuMep,
[871]). Bce uznoxxeHHble (baKThl M MOIOOHBIE UM CBUIIE-
TEJILCTBYIOT O HEPa3pbIBHOI B3aUMOCBS3U MeXy (Pop-
MHUPOBaHHEM OHMOpPa3HOOOpa3nsI M CHELM(PUIHOCTHIO
caresunTHBIX JIHK. W 3T0i1 TOUKM 3peHmsT TIpuaepKi-
BalOTCSI MHOTUME MCCIIeNOBaTe/ v, MPSIMO paccMaTpUBa-
IOIIME BBICOKYIO BEPOSITHOCTh BHI0O00PA30BATEIbHOM
dyukumu careutoB [17, 33, 69, 78]. OcobeHHO MmoKa-
3aTe/ibHa B3aMMOCBSI3b B TPOLIECCEe WHAVBUIYATLHOTO
Pa3BUTUSL MEXOY coAepKaHMEM M KadyeCTBOM caTell-
JIUTHBIX Ha0O0poB, (duitorecorpadreii 1 HEKOTOPHIMHA
Mophodu3noNIornIecKUMU Mpru3HaKaMu (CM. CChLIKU
B [5, 6]). D10, HanprMep, BapHalliX B YKCIIe TaHICM-
HBIX IIOBTOPOB, YTO MOXET BIMSATH KaK Ha (hbeHOTHUIT
oco0eil Ha pa3HbIX ATafnax WHAWBUAYaJIbHOTO pa3BH-
TUSI, TaK U TIyTEM HacjleI0BaHUs — Ha UX MTOTOMKOB.
HeoxmnmanHyto moaiepKKy 3Toi TOYKI 3pEHMS MOKHO
HaliTU B COBPEMEHHBLIX JAaHHbIX, KOTOPbIE CBUICTC/Ib-
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CTBYIOT O MOJIMMOP(U3ME YMCIa KOMUI CTPYKTYPHBIX
reHoB (CNP) B reHoMe yenoBeka. Tak j1ro0ble 1Ba MH-
nuBuaa pasnmdarorcs no CNP nmpumepHo 105 reHOB; TO
>Ke HabJIrogaeTcs Ipy CpaBHEHWN APYTUX BUIOB [88].

B ynomsnyToit Beitiie padote [5] TpudoHoB nmomnara-
€T, YTO MPSIMOE BKCIIEPUMEHTATIbHOE U3YyYeHUE MOMIY-
JISILIAY TIOBTOPOB U UX CBSI3U ¢ (DEHOTHUITOM TIPH T -
OTPOITHOCTU (DEHOTUITMYECKOTO IMPU3HAKA, 3aBUCSIIIE-
T0 OT MHOTHX T€HOB, BPSI/ JIU BO3MOXKHO, OTHAKO YUCJIO
W KOHTPYSHTHOCTh YACTMYHBIX JaHHBIX MOXKET CITy-
KUTh MPU3HAKOM BEPHOCTH TTOchUIOK. [IpuBeaem He-
KOTOpBbIE U3 MHOXECTBA YIMOMSIHYTBIX TTPUMEPOB (CM.
CCBUIKU B [5]).

ConepxaHue rerepoxpoMarrHa (CoCTOSIIIEero, Kak
U3BECTHO, B OCHOBHOM U3 CaTE/UIMTOB U IPYTUX [MOBTO-
poB) B JIHK aBctpanuiickoii capanuu Antractomorpha
similis IOBBIIIIAETCSI KJIIMHAJIBHO OT CeBepa K IOry, 4TO
COOTBETCTBYET reorpauyecKkoMy TMpPOABMKEHUIO U
sBomonuu Buga. B 12 Bumax KeHIypoBoii KphICHI (Di-
podomys) cofep:KaHUe caTeJlITa Koiebsaercs oT 36 10
74%, n pasHble BEJIMUUHBI COOTBETCTBYIOT Pa3HBIM
croco6aM JIOKOMOILIMY 3BepbKa (TepeaBUKeHre C T0-
MOIIIbIO WX JBYX, WIM YeThIpeX KOHEYHOCTEl), UTo
KOppEJUPYET C OINpPENeSEHHBIMU OCTEOJIOTMUYECKUMU
V3MEHEHUSIMMU.

B pa6orax maboparopun HeBo rokazaHo, 4To y pac-
TeHuii Festuca ovina n Agrostis canina, pacTyliux Ha
LIMHK-COepXallluX TTOYBaX, BbIpaOaThIBAETCSl YCTOM-
YMBOCTh K METAJLTY, YTO KOPPEJIUPYET C COMEPKaHNEM
carejuira. JIpyrue aBTopbl OOHApYKWIM U3MEHEHMS B
MOpPGOJIOTUM PACTYILIETO Ha “TIEpEKOPMJICHHBIX TTI0Y-
Bax JIbHA, YTO COIPSDKEHO C YBEJIMYEHMEM YHMCIIa TaH-
JIEMHBIX MOBTOPOB HeCKOJIbKMX TUNOB. Ilpu mudde-
PEHIIMPOBKE KJIETOK MOPKOBM, KYJIBTMBUPYEMBIX Ha
TBEPIOU cpenie ¢ GUTOropMOHAMU, HEKOTOPhIE (hpak-
uyu careuymTHoOM JIHK HaunMHaOT permmumupoBaThCs
paHbIIe, yeM ocHoBHasg Jacth JJHK. AMmmmdukaims
rerepoxpoMaTuHa HaOJIOMaeTcsl B KYJBTYpe KIIETOK
MpU BO3IEUCTBUHU JIEKAPCTBEHHBIX CPENCTB (KOJIXULIM-
Ha, METOTPEKcaTa U APyrux) (CM. CCbUIKU B 0030pe [5]).

V pacreHuii Tabaka mpu o0pa3oBaHNUM KaJiyca (1Ie-
mnddepeHIpoBKa) odpa3yeTcsl BpeMeHHast (hpaKiyst
caresumutHoi JIHK. Comepskanue carejumira B CIIIOH-
HBIX XeJIe3aX JMIMHKA Ap030(hIbI IO MEPE Pa3BUTUS
nagaer ot 60% g0 ciaemoBbIX KoaudecTB. B momenu
I depeHIMPOBKY KIIETOK IPOXOKEH aKTUBALIUS Pe-
noptepHoro reHa CYC7 (u30-2-uutoxpom C) 3aBUCUT
OT MOBTOPA U3 57 T1.H. Ha €T0 5'-KOHIIE U OT TUIIA KJIETOK
(cM. ccouiku B 0030pe [5]). KomuuecTtBo careymuara
RAEI180 ommmuaercst B8 JIHK pa3HbiX BUIOB IaBesist
(Rumex). B xiage ¢ CHUCTEMOI MOJOBBIX XPOMOCOM
XX/XY caTe/uTuT JoKa30BaH TOJbKO B MajioM ayTo-
COMHOM Jiokyce; B kiane XX/XY(I)y2 umeercs nomnos-
HUTEJIbHBIA MacCUBHBIN JIOKYC B Y-xpoMocoMe. Tlep-
BBIi1 GJIOK TOMOT€HEH, HO BUAOCTIELIM(UYEH, BTOPOI —
MEHee T'OMOI€HEH, €r0 BHYTPUBHUIOBAs AWBEPIeHLIMS
BBICOKA 1 COIOCTaBMMAa C MEXXBUIO0BOI [89].
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TakM 00pasoM, TpedIToioKeHne, BBICKa3aHHOE
eme B 1971 ., BCKope Mocje OTKPBITUS CaTeJJIMTHBIX
IOBTOPOB, O TOM, UTO UX, TAKOI OBICTPBINA Y HEOOMHA-
KOBBII B pa3HbIX JIMHUSIX, MyTallMOHHbIN IIPOLIECC BbI-
paxkaeTcsl, BepOSITHO, B BUAOBOI crelM(PUIHOCTU (B
OMopa3HOO0pa3nn), NOMASPKUBACTCS MHOTMMM JTaH-
HbIMU [58]. OmHako noTtpedoBanock 6osee 30 JeT, 9ro-
OBbI MOIIATHYTh OTHOIIIEHUE MHOTUX MCCllenoBartelieit K
MOBTOpaM Kak K HeHyxxHoMmy KomrmaptMmeHTty JITHK. K
HACTOSIIEMY BpeMEHM HAKONWIOCH IOCTATOYHO JTaH-
HBIX U pa3MbIIIUIEHUI, KOTOPBIE MCKTIOYAIOT IPEeACTaB-
JICHUSI 00 3TOMCTUYECKON WU, TeM OoJsiee, MyCOPHOM
MPUPOJE CAaTEJUTUTOB.

Tandemnoie noemoput 6 xpomamute u yeHmpomepe

OcHOBHasl 107151 TAaHAEMHBIX TTOBTOPOB KJIETKU CO-
JIEPXKUTCS B TETEPOXPOMATUHE U LIEHTPOMEPE, KOTOpast
MpeACTaBJIIET CO00I 0COOYIO €ro CTpyKTypy. IToaTomy
npobsieMa BO3MOXHOI POJIM caTeJUTMTOB KakK IJIaBHOM
COCTaBJISIIONIEN YaCTU XPOMOCOMBI U KaK YYaCTHUKOB
(YHKIIMOHMPOBAHUSI LICHTPOMEPHI I KWHETOXOPA MPU-
BJIEKaJIa 0CO00E BHUMaHUE (CM. 0030p MO OpraHu3aluu
9TUX (PYHKIMOHAIBHBIX PETMOHOB M CCHUIKM B HEM
[90—93]). LleHTpoMepa IO CYIIECTBY IPEACTaBIISIET CO-
00li KOMITIEKC CMEeUMUIECKUX TOMEHOB (WM KOM-
MapTMEHTOB), COCTOSIIIIMX U3 Pa3HOTO THUIIA CaTeJIIAT-
HBIX TOBTOPOB, NPEJICTaBJIEHHBIX B OOJbIIEM WU
MEHBIILIEM KOJIMYECTBE, CO CrelnUIeCKUMU OeIKaMu,
KOTODBII OCYIIIECTBJISIET MPOLIECC arperaliuy U pacxox-
JIEHUSI XpPOMOCOM B MUTO3€ U MEHO03€.

W3 3amMedaTeTbHBIX pabOT MOCISTHMX JIET 0CO00 OT-
MeTtuM pabdoty IBeHaTpu (Guenatri) 1 coaBT. [91], B Ko-
TOPOU M3yJalli POJIb PA3IAYHBIX (ppaKkLnii caTeJUIUT-
HBIX TOBTOPOB B LIEHTPOMEPE U IIPULIEHTPOMEPHOM T'e-
TepoxXpoMaTUHe MbIleit. Mcnoab30Bain IBYXLBETHBIMN
FISH-aHanu3 XUuBbIX siiep 1 BbIACJIEHHbBIX HYKJIEOCOM
B COYETAHNI C UMMYHOOJIOTUHIOM OEJIKOB 1 OIIpe/Iesie-
HMEM BpeMeH Hauajia peruiMkaluu B siape. Ha ocHoBe
3TUX JAHHBIX pa3paboTaHbl OOBEMHEIE MOIEIN CTPYK-
TYpbI CaTeJUIMTHBIX JOMEHOB B MX B3aUMOACHCTBUU C
OejlkaMu B TeYeHME KJIeTOYHOro Imkiaa. Okazanoch,
YTO COOCTBEHHO LIEHTPOMEPHbIE U TTPULIEHTPOMEPHbBIE
MOBTOPHI 00JIa1AI0T pa3HBIMM XapakTeprucTukaMu. Oc-
HOBHasl (MaxkopHasi) (ppakiiust o0pa3yeT KJIacTephl C Te-
TEPOXPOMATUHOBBIM OeJIKoM 1o, a MUHOpPHAasl Tpel-
CTaB/IsIET COOOM OTIOEIbHYIO CYIIIHOCTh, B3aMMOJIEHi-
CTBYIOIIYIO C IPYTUMU — LIEHTPOMEPHBIMU — OEJIKaMU.
O06a KoMILIeKca comep>KaT METUIMPOBAHHBIA TMCTOH
H3, HO mo-pa3HOMY UyBCTBUTE/ILHBI K HyKJIea3e MUK-
poKOKKOB. Kaxknas ¢ppakimst o0pa3yeT IOBTOPSIOIIY-
10Cs1 IMHYKJICOCOMHYIO earHuIly. O6a foMeHa peruiu-
LUPYIOTCS aCMHXPOHHO, IIPUYEM CLICTUICHUE XpOMAaTHL
HOIIEPXKMBACTCI MAaXXOPHBIM CaTe/UIMTOM JIOJIbIIIE,
YyeM MUHOPHBIM, YTO KaKIM-TO 00pa30M CBSI3aHO C pa-
00TOI TMCTOHOBOU MeTwaTpaHcdepasbl. Takue Mpo-
CTPaHCTBEHHO-BPEMEHHbBIE ITapaMeTphl XapaKTepHBI,
OYCBUIHO, OJIs pa3HbIX 3TaIlOB CLECIUICHHUA U pacXoXK-

I'PEYKO

JIEHUsT LICHTPOMEp M PACXOKICHUS XPOMOCOM C yda-
CTHEM TaHAEMHBIX ITOBTOPOB.

HexkoTtopble acrieKThl pojid caTeJLUIMTOB B LIEHTPO-
Mepe, KpoMe TIpearnoiaraeMoii OIOpHO-CTPYKTYPHOM,
cymmupoBaHbl B 003ope Iltossa (Plohl) u coaBt. [94].
3nech onieHuBaroTcs (1) ocobble M BaxKHBIE CBOMCTBA
CTPYKTYPHOI1 OpraHU3allMi caTe/UTMTOB U UX CIeLM-
(brueckas okanuzanus B iIeHTpoMepe; (2) 3aKOHOMeP-
HOCTH 3BOJIIOLIMOHHOM TOMOT€HU3allMU TAHAEMHBIX Psi-
JIOB, TIOCKOJIbKY, HapsIIy C CYIIECTBEHHOI TUBEpreH1I-
eii B 1IeJIoOM, MMEIOTCSI BeChbMa KOHCEpPBAaTHBHBLIE B
SBOJTIOLIAN SJIEMEHTBI KO WJTA LIEJIbIX CEMENCTB Ca-
TeJUTUTOB; (3) CITOCOOHOCTD LIEHTPOMEPHBIX U TTPULICH-
TPOMEPHBIX CaTeJUIMTHBIX TOBTOPOB — KaK TAKOBBIX 1 B
WX MO3aMYHOM B3aMMOAECHCTBUM C IPYTUMU 3JIeMEHTA-
MU IeHOMa — B3aMMOJIEHICTBOBATh C PSIOM CrielMdu-
JecKux 0eJIKOB; (4) HECOMHEHHOE yJacTHe CaTe/UINTa B
(byHKIIMOHUPOBAaHUM LIEHTPOMEPHI U, CJIEIOBATEILHO,
B ICJICHUU KJIETKU. AHAJIM3UPYIOTCH (5) JaHHBIE O POJIU
CaTeJUTUTOB B OSIMUI€HETUYECKOW peryasiuyuu TpaH-
CKPUITIMU TOCPEACTBOM Y4YacTUs B METMIMPOBAHUU
JAHK u yepe3 obpa3zoBaHue U IEHCTBUE MAJIBIX MHTEP-
depupytomumx PHK kak mpoaykra TpaHCKpPUILIMU Ca-
MMX CaTeJUINTOB; a Takke (6) X BO3MOXKHAST pOJIb B TTe-
pecTpoiikax XpoMOCOM KaK OHOTO 13 MEXaH3MOB BU-
JI000pa3oBaHUST U/UIU PENPOLYKTUBHOMN UBOJSLIN (U
HeKOoTOphle apyruve Bompochl). [TomuepkHeM, UTo yxKe
20 yreT Ha3a OBIJIO BEICKA3aHO MHEHUE, OCHOBAaHHOE Ha
JeTaTbHOM HW3YyYeHUM MaTTepHOB TreTepoxpoMaTriHa
XPOMOCOM U CBOMCTB CaTeINTOB y TPUTOHA, COTJIACHO
KOTOPOMY JIaKe Masible U3MEHEHMSI BO BpEMEHax OT-
JIeJbHBIX TAITOB KJIETOYHOTO 1IMKJIa BCJISACTBUE U3Me-
HEHMI B KOJMYECTBE rerepoxpomMaTMHa MOTYT MMETh
MHOTOKPaTHO YMHOXEHHbIH 2(pDEKT Ha pOCT OPTaHU3-
Ma ¥ OBITh aIalITUBHO BaXKHBIMU [95].

OO0 oYeBUIHOM BCIIBIIIIKE MHTEPECA K 3TUM TTpooIie-
MaM B Hallle BpeMsl CBUIETEJIbCTBYET U TO, uTo 13 140
paboT, HUTUPOBAHHBIX TOJIHLKO B OOTHOM 0030pe [74],
MoJI0BMHA omyosimkoBaHa B riepuos ¢ 2002 o 2007 ro-
JIBI, a B pEaJTbHOCTU TaKWX paboT ropasmno oobiie. He-
KOTOpbI€ U3 3TUX, OCHOBAaHHbBIX Ha JIOTMKE Y KOCBEHHBIX
JTAHHBIX, TEOPETUYECKUX TTOJIOKEHUI TTOIyJaroT B Ha-
cTosilIee BpeMsi 9KCTIepUMEHTaIbHbIE MTOATBEPXKISHUSI.

IbHHOIIHJICeHeprle u dpyeue IKCcnepumenma.nbHble
nooxoovt K U3YUCHUIO poau cameaiumoe

OnvH U3 TaKUX MOAXOO0B — 3KCITEPUMEHTATBHBIIA
TPAaHCTEHO3 C UCITOJIb30BAaHUEM KAaCCET, COACPKAINX
reH-MUILIEeHb U Pa3IMYHbIE BUIbI CATEJTUTOB B Pa3HbIX
OPMEHTALIUSIX, C PA3HBIM YMCIIOM €IVHUL] U U3 Pa3HBIX
UCTOYHMKOB [96]. Hanmpumep, B KIIETKI 3pUTPOJICHKO-
3a MBIIIM BBOAWIU TeH QIIyopeclMpyIoIIero Oenka
(eGFP) B cocraBe kacceTsl pYB, conepxxaiiieil hiaaH-
Kupyiome TeH eGFP 1iocnenoBarelIbHOCTH BEKTOpa
YAC/BAC. M3BecTHO, YTO BEKTOPHBIE YYaCTKU Kacce-
Thl TOJABIISIIOT TpaHCKpumiuio reHa eGFP (addekr
yrHeTeHus, caiiyieHcuHra) [97]. Ecnu B aTux yciaoBuUsIX
BCTaBUTh B KAacCCETy Psij OIpeAeSIeHHBIX CaTeJTUTOB
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(MCKYCCTBEHHO MOJIyYEHHBIX, C M3BECTHOM CTPYKTY-
poli), BapbUpys B OOJIBIIIOM IHMAIla30HE YMCIO MX KO-
MMiA, TO TeH peakTuBupyeTcs. [1o cocTosTHMIO METUIN -
POBAaHHOCTH (IM- WA TPUMETWIMPOBAHUE OCTaTKa
Lys9) umenTpomepHoro BapuaHrta rucroHa H3 mozkHO
3aKITIOYMTh, YTO TPAHCTEH HAXOAUTCS B ICKOHIEHCHUPO-
BaHHOM COCTOSIHUM, U 3TO COCTOSTHHE He MepeaacTcs
Ha pAacIlOJIOKeHHbIC PSIOM KOHACHCUPOBAHHbIC
YUacTKU BEKTOpa. DTO SIBJICHUE SIPKO BBIPAXKEHO IPU
WCTIONB30BaHMM Y-CaTeJUTMTa IIPUMAaToB, C1abo BbIpa-
KEHO — y MaXKOPHOTO caTeJIJIMTa MBILIC 1 BOOOIIE He
MPOSIBISIETCS TIPU BBEIEHUU OL-CaTe/UIMTa YeJIOBeKa.
AHTUMHTUOUTOPHOE (MHCYJISITOPHOE) AeCTBUE Y-ca-
TEJUIUTA HE eCTh CJICACTBUE €ro MPSIMOTO ITPOMOTOPHO-
IO WJIM 3HXaHCepHOoro neicTBus Kak canrta JHK, oro
KOppeJmpyeT ¢ 00pa3oBaHNEM CIET(PUICCKOM CTPYK-
Typbl XpOMAaTHWHA, KOTOPast U CTAHOBUTCS TICPMUCCUB-
Ho-TpaHckpumuronHoit. Kumy (Kim) u coaBr. [96]
yIaJIoCh TI0Ka3aTh, YTO paHee OOHapy>KEHHBIe B Y-ca-
TEJUIMTE CAUTHI CBA3BIBAHUS TaK Ha3bIBAEMOTO Oeika
Ikaros (orpenesieHHOI ero n30(hopMbI), KOTOPHIE MPe/I-
CTaBJISTIOT co00it CBsI3KY aByX IleHTaMepoB GGGAA,
pazaeaeHHBIX HECKOJIBKUMU CITyYaiHBIMUA HYKJICOTH-
JJaMH1, HapylLIalTCsI IIPU OIPEAeCHHBIX MYyTalUsIX.
DTO NPUBOAUT U K TIOAABICHUIO MHCYISITOPHBIX BO3-
MOXHOCTEHN y-caTeJUIUTA.

OTH TaHHbIE CBUAETEILCTBYIOT B TTOJIb3Y MPEACTAB-
JIEHW1 O TOM, UTO y-CaTeJIJTUT OTPENEISIONINM 00pa3oM
(3MUreHeTUYEeCK) BAUSET Ha TPAHCKPUIIIUIO TE€HOB,
HCIIOJNB3Y$ KaK MEXaHU3Mbl METUJIMPOBAHUS THCTOHOB
(1 TeM caMbIM BJIMSISI HA KOMIAKTH3alMIO XpOMaTHHA),
TaK M B3aMOJCHCTBYS C OMHUM U3 KJTIOYEBBIX OSIKOB
KJIeTOUHOM anddepeHIINPOBKY U periporpaMMHUpOBa-
HUSI TPAHCKPUITLIMK (CM. CCBUIKHU B [96]).

PaHee ycTtaHOBWIM, YTO Y-caTe/UTUT (MO KpalHein
Mepe, OH) MOXET BBICTYIIaTh B POJI TaK Ha3bIBAEMOTO
“XpOMaTUHOBOTIO Oaphepa”, KOTOpPBIM pas3neisieT
(YHKIIMOHAJIbHBIE COCTOSIHUS LIEHTPOMEPHOTO U MPU-
LIEHTPOMEPHOI'0 reTepoOXpoMaThHa, He JOITyCKaeT pa3-
MBIBaHUS TPAHUIIbI, YTO IIPUBOAMIIO Obl K HAPYIIICHUIO
cerperaiyu XpoMocoM B Meiiose [98]. ABTophI nmpemjia-
ratot Juisi QyHKIIMU Y-caTeJUIUTa MOHSTHUE “apecT rere-
poxpoMatuHa” (“heterochromatin-arresting repeat”). O
pOJIY 3TOTO caTeJITa B HATUBHOM COCTOSTHUM CBUIIC-
TEJIbCTBYET TOT (paKT, YTO OH KOHCEPBATUBEH Y Pa3HBIX
MPUMaTOB 1 COAEPKUT KOHCEHCYC caiiTa CBSI3bIBAHMS
onpeneneHHo u3ohopMbl Oenka Ikaros. Tlpumeua-
TeJIbHO, YTO (DaKTOp TpaHCKPUIILIUK Y Y] CBSI3bIBaETCS C
IMPULIEHTPOMEPHBIM Y-CaTCJUIMTOM TOJIBKO TIPU BXOXK-
JIEHUU KJIETKH B LIMKJI IesieHus [98].

Enie B KOHIIE BOCBMMACCSTHIX OOHAPYKHWJIU, YTO
BBeneHMe pparmMeHTa o-caresumTHoM JIHK gyenoBeka B
KJIETKM XOMSIYKA B COCTaBe AKCIPECCMOHHOTO BEKTOpa
MIPUBOAUT K PE3KOU JecTaduIM3allii XpOMOCOM, BbI-
paxkarollelicsl B MCKaXKeHUM KaK CTPYKTYphI (abeppa-
LMK, 00pa3oBaHMe TULICHTPOMEPHBIX WM KOJIBLIEBBIX
¢dopMm), Tak 1 YKciIa XxpoMocoM. Basoe yBenuuuBaeTcs
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YacToTa oOMeHa XpPOMATHII, YTO COIPOBOKIAECTCS aM-
rmmduKanyeil BBeASHHOTo pparMeHTa caresuTa [99].

B o63ope bpaxmauyapu (Brachmachari) u coaBr.
[100] mmpoaHamM3MpoOBaHbl IPUMEPHI TOTO, YTO IPOCTHIE
nocnenosareabHocTy ThMa (TG/CA)n, CTGn/CAGn u
TTAGGG (TenomMepHbIe MOBTOPHI) 1 HEKOTOPBIE Y-
rve MOTYT OIpenessaTh creneHb cnupanu3anuu JHK
BO BpeMsI TPAHCKPUIIIIUU, YYaCTBOBaTh B peKOMOUHA-
11u; GOPMUPOBATh HOBBIE TUITBI CTPYKTYP XpOMaTHUHA
JUIs obecrnieyeHrs CriapyMBaHUs XpOMOCOM; WJIM Hapy-
1IATh PETYJSLAI0 TEHHOM 3KCIPECCUM in VIVo TIPU He-
KOTOPBIX T€HETUYECKUX 0OJIe3HsIX uyesoBeKa. [IpuBo-
JIATCS HEKOTOpble BDKCIepUMEHTAIbHbIC J0Ka3aTesb-
cTtBa aTUX nosioxkeHuit. IlokazaHo, Hampumep, 4TO,
€CJM B TUIa3MMIy Mepel PeropTepHbIM TeHOM lac/Z
BCTPOUTH TekcaMmepHble Alul-MoBTOpbI caTe/UIMTHOM
JHK, To skcnipeccus TeHa M3MEHUTCS B 3aBUCUMOCTH
OT JI03bI 1 OpUEeHTALIMU TOBTOPOB [101].

B dyHnamenTanbHol pabore Afixiepa (Eichler)
M coaBT. [51] uccnemoBa OpraHMU3alnIo, apXUTEKTO-
HUKY M 3BOJIOLNIO OOJIBIIOrO KiacTepa (OKOJIO
4 MJTH.I1.H.) CEMEeMCTBA TeHOB LIMHK-COAEPXKAILIUX PeTy-
agaropHbIx 0en1koB KRAB-ZNE n1okanu3oBaHHBIX B
OIpENESIEHHON 1IUTOreHETUYECKOI MoJIoce. DTU TeHbl
00pa3yloT TaHAEMHBIE KJIaCTePhl B pa3HBIX MECTaX XpO-
MocoM. DyHKITMOHMpYOIIHE (KaK pPerpeccopbl TpaH-
ckpuriun) reHsl KRAB-ZNF 3akmodeHbl BHyTpU 0J10-
Ka [3-caTeJUTMTHBIX TIOBTOPOB, KOTOPBIE pacrioiararoT-
csl MEXKJTy KacceTaMu “OeJIKOBBIX’ TeHOB. DTOT KJlacTep
BO3HUK MpUMEPHO 50 MJTH. JIET Ha3a/1 B paHHEN 9BOJIIO-
MK MpuMaToB. B Monenu, npeaioskeHHO aBTopaMu,
[B-caTemuT WCMONB3OBATICS Kak IPOMOTOP TpaH-
CKPUITLMU U “IBYZKUTENIL” IIPU OBICTPOI SKCIIAaHCUU
OOJIBIIIOTO CEMEMCTBA TeHOB 3a KOPOTKUI IIPOMEXKYTOK
9BOJIIOLIMOHHOTO BpEMEHM.

O pabore I[BeHarpu u coaBT. [91] yrnmoMuHanoch pa-
Hee. HarmioMHUM, 4TO B reHOM€ MBI UMEIOTCS J1Ba
MPOCTPAHCTBEHHO pa3le/IeHHbIX TOMEHa caTeJuIuTa,
pacrojiaralolmMxcsi B MPULIEHTPOMEPHON U 1IeHTPO-
MEpHOI 00JIacTIX XPOMOCOM (MaXKOpPHBI WU MUHOp-
HbIi1). OHU crielM(UYHBI U Pa3IMYaroTCs 110 BpeMEHU
PETUTMKALIAN U CETPETAIlMM B XPOMOCOMaX, Y4acTBYs B
LIEHTPOMEPHOM CHEIJIEHUM U PACXOXKIEHUU (CM.
cchbUIKM B [91]).

DTU COBpeMEHHEIE, JaJIeKO He eAMHUYHEIC, JaHHbIC
0a3upyroTCs Ha OoJiee paHHUX U IIEPEKIMKAIOTCSI ¢ 00-
Jiee OOLIMMM JAaHHBIMU, TTOKA3aBIIIMMM, YTO CaTEJUTUTHI
00J1aaloT MoTeHIMaIaM1 KaK BapuabeJIbHOCTH, TaK 1
KOHCEPBAaTUBHOCTH, T.€. Pa3HLIMU CKOPOCTSIMU MYTH-
pPOBaHUS Pa3IUMYHBIX MX y4acTKOB (cM. o03op [17]).
KoHcepBaTuBHbBIE Y4aCTKU JalOT BO3MOXHOCTb B3au-
MOJIEICTBOBATh C BOIIOLMOHHO BAXKHBEIMU KOHCEPBa-
TUBHBIMM OeTKaMU, a BapradeIbHbIE — IPUCIIOCA0ITH-
BaTbCcsl K 0ojiee M3MEHUMBBLIM B IIpoliecce aganTalun
6enkaM tura neHrpoMepHoro ructona CENH3, ropas-
10 MeHee KOHCEPBAaTUBHOIO, YeM OOBIYHBIN HYyKJICe-
ocoMHbIN ructoH H3 [102].



776

B yrmomsayToM 0030pe [17] mpuBeneHa cxema, CyMm-
MUpYIOLIasi MpeACTaBICHUSI O TOM, KaK CaTeJIJIUTHBIC
PSIABI MOTYT YYaCTBOBATh, IIIaBHBIM 00pa30M, B pETyJIsi-
MM TPAHCKPUIILIMU, OMpPENesIsass TPaHCKPUITLIMOHHO
aKTHMBHBIC WM HEaKTUBHBIE CTPYKTYpPhI T'eTepoXpoMa-
TUHA (B3aMMOJIEUCTBYsI ¢ OeIKaMM XpoMaThHa), U 3a
CUET MPOIYKTOB CBOEIl COOCTBEHHOI TPaHCKPUITLIU
(siPHK u npyrue [103, 104]), u 3a cyeT puOO3ZUMHBIX
cBoiicTB caresuTHBIX PHK 1 cmtocoGHOCTH CBSI3BIBATh
dakrophl cruiaicuara (cM. cxembl B [17] 1 B o030pe
[104]). OcobeHHO BaxkeH TOT (haKT, UYTO HEKOTOPhIE KO-
nupytoie MPHK yenoBeka 1 SMOPHOHOB KYPHLIBI CO-
JIepKaT O-CaTeJUIUT-IIOJ00HbBIE TIOBTOPHI B COCTaBe 5'-
U 3'-HeTpaHCIUPYEeMBIX YYACTKOB, BXOISIIMX B COCTaB
MPHK. 3Oxcnpeccusi MPHK cityxut, mo-BuaumMomy,
muineHbo g siPHK, mpouszomeninmx or a-caren-
JIUT-TIOMOOHBIX MOBTOPOB [105].

CaremymT, pacrojioKeHHBIM Ha 3'-(paHke TeHa
HRAS1, cBsI3bIBaeT yeThIpe OejiKa, KOTOpble HA CaMOM
JleJie CXOOHBbI ¢ (pakTopaMM TPaHCKPUIILIMK TPYMITbI
rel/NF-kB [106]. VUHTepecHO, 4TO 3HXaHCEep BUpYyca
SV40 MOXHO 3aMEHUTh TaHAEMHBLIM PSIIOM, COCTOSI-
MM U3 JI00bIX KOPOTKUX MOCIeA0BaTeIbHOCTEM,
CBOMCTBEHHBIX HATUBHOMY 3HXaHCEPY, U aKTMBHOCTD
3TOTO psiia TIPSIMO MPOITOPLIMOHATBHA YUCITY KOTTHIA.

IMpennpuHUMaIMCh NOMNBITKU U3y4eHUs (DYHKIIMA
CaTeJUTMTOB TPU WX TPAHTEHO3e i Vivo U B KYJIBTYpax
KJIeTOoK. BHeapeHre IJIMHHBIX PSIIOB TUITA, HATTPUMED
caresuiita I'V KpynmHOro poratoro ckoTa, BiuvsieT Ha ¢e-
Hoturnueckoe nposipiieHue JJHK mbnim, a camu mo-
BTOpBI Hacieaytores [107, 108]. Dror catesnut (pu-
MEepHO 3.8 T.II.H.) HACBIIIEH MPSIMbIMU, UHBEPTUPOBAH-
HBIMU Y CUMMETPUYHBIMM TOBTOPAaMM, €CTh PaliOHbI
MUKPOCATE/UIMTHBIX ITOBTOPOB C MOTEHUUATbHBIMU
(YHKIMSIMU TOPSTYUX TOUEK PEKOMOMHALIUM, C caiiTa-
MM y3HaBaHMSI Toriou3zomMmepasbl I, curHamamu rniepe-
KJIIOUYEHMST KJTACCOB UMMYHOIJIO0YINMHOB. Orpe/ieieHbl
MeCTa BCTABOK caTeJITUTa TPAHCTEHHBIX XXMBOTHBIX, 1
9TU BCTaBKM MOIJIU MEpeaBaThCs 10 HACENCTBY B Ie-
MU3UTOTHOM COCTOSIHUM, HO CaTe/UIUT HEYCTONYUB,
HEKOTOpbIE ero yJacTku yrpauuBatorcs. [1Tpu aToM Bo3-
HUKAIOT aHOMAJIUU Pa3BUTHSI TPAHCTEHHBIX SMOPUOHOB,
KOTOpbIe MOXHO CBfI3aTh C TOTEpei OIpeaesieHHBIX
y4yacTKoB caTesuiuta. Hanpumep, anbhouaHble caTesim-
Tbl HECTAOWJIbHBI IPU aTUTTMYHOM JIMTIOMAaTO3HOM Pake,
YTO TPUBOAUT K BUAUMBIM HApYIIEHUSIM CTPYKTYpbI
XpoMocoM (00pa3oBaHE JOTIOTHUTETBHBIX MOCTUKOB U
XPOMAaTUHOBBIX HUTE) U 00pa30BaHUIO AOMOTHUTEb-
HOTo KrHeToxopa B aHadase [109].

OTHU U3MEHEHMsI TIPOCIEKMBAIOTCSI Y MBIIIEH Kak
in vivo, Tak 1 B CJIydae MUTOTUYECKON HECTAOMIbHOCTU
TpaHC(UIIMPOBAHHBIX CATE/UIMTOM KJIIOHOB 3MOpPHO-
HAJIBHOM TepaTOKApIIMHOMBI MBIIIN. PaboThl Takoro
Tura (cM. cchbulku B [108—111]) cBUIETEILCTBYIOT O pe-
TYJISITOPHOM ITOTEHIIAIE OOJIBIINX CATECJUIATOB.

B camoM 06111eM Buie KOCHEMCsI 0CO0O0I poJTn ca-
TEJUTUTOB BO B3aMMOIENCTBAM XPOMOCOM (M TEHOMA) C
BJIEMEHTaMU CTPYKTYPHOTO KapKaca siipa B KJIETOYHOM

I'PEYKO

mukite ([112, 113] 1 ccpuiku B HUX). O0oraiieHue suep-
Horo Marpukca (NM) carejmuraMy JaBHO YCTaHOBJIE-
Ho PazunbiM (Razin) [114], KOTOpbIi U MPeATOI0XKUIT
MX BaXHYIO POJib B TPAHCKPUIMIIUU Y perviMkanuu. B
NM umerotcst caiiTbl CBSI3bIBaHUSI C TTPOMOTOPAMU U
WHTpPOHAMU (MoKa3aHo 11s1 psina reHos). [Ipeanonara-
10T, YTO OHM JIOKATM30BaHbl B OCHOBAaHUM XPOMATUHO-
BBIX TI€TeJb. DTU cailThl HazbiBaloTCst MAR (Matrix At-
tachment Regions, okono 1% reHoMa), B HUX OIIpee-
nenHblie 0enku NM (Topoll, SAF-B, ARBB/MeCP2,
CENP-B, naMuHbI M1 HEKOTOPBIE JPYrye ) B3aUMOICH-
CTBYIOT C IIpulieHTpoMepHOoit caresmTHoM JJHK (y ye-
JIOBEKa 3TO OL-caTe/UTUT, y MbllM — SatMi), npuuem
3TOT KOHTAaKT, KaK MpPaBUJIO, HE CBSI3aH C HYKJIEOTH/I-
HOI MOCJIEeIOBaTEIbHOCTBIO caTeliiTa (3a MCKIIIoYe-
HYEM cJ1abo BbIpaXkeHHOTo KOHCeHcyca U3 15 11.H., crie-
mdpugHoi 110 otHoieHuo kK CENP-B) [112]. Caren-
JIUTBl BKIIOYEeHbI B obOpaszoBaHue JIHK-0enkoBbIx
HUTEN, (PU3NUECKU CBSI3BIBAIOIIIMX XPOMOCOMbI B MU-
To3e. Hanpumep, Bce 4yeThIpe U3BECTHBIX THUIIA LIEHTPO-
MEPHBIX CaTeJIJTUTOB MBIIIN YYaCTBYIOT B 0Opa3oBaHUU
HUTEN, MpUYEeM TeJIOMEPHbIE CaTEJUIUThI C 3TUM HE CBSI-
3aHbI [115].

OnHako, Kak MoKa3aHO aBTOpaMM LIMTUPYEMOI cTa-
TbU [115] M 060CcHOBaHO B bonee paHHux [114, 116, 117]
M Ipyrux padorax (cM. cchuUiku B [112]), 6eykm pacrio-
3HAIOT OCOOEHHOCTH BBICIIEN CTPYKTYPHI CATeJUTUTHOU
JHK, oboramennoii AT-ydacTkamMu, B YaCTHOCTH, €€
un3rndaemMocThb (KpUBU3HA, bent mode), T.e. 3To B3auMo-
JIecTBUE HE CreU(PUYHO K MOCIeI0BAaTEILHOCTH (3a
uckmoueHuem Oenka CENP-B). Takoe cocrosiHue
¢dparmenToB JIHK (onpenenenHoii mmHbl 1 AT-co-
CTaBa) MOKa3aHO B MHOTOYMCJICHHBIX OMbITaX, IMPOBe-
JIeHHBbIX Ha pa3Hbix JIHK pa3HbIMU aBTOpamMu, 1 HEOO-
XOJMMO, HalpuMep, B Tipoliecce (ha3upoBaHUs HyKJIe-
ocoM. BzaumoneiictBue 6enkoB NM ¢ caTesTUTHOU
JHK 3aBuCHT OT cTeneHU e METUJIMpOBaHus. B KoH-
TPOJIBHBIX OITBITAX ITOKa3aHo, uTo adh¢rHHOCTS MAR K
ol -careymtHoi JIHK B 25—50 pa3 Gonbliie, yeM K 3y-
XpoMatuHy. Takum obpazoMm, MAR-cBs3bIBarOIINE
OeJIKU SIBJISIIOTCSI OMHOBPEMEHHO CaTeJIJTUT-CBSI3bIBalo-
IIIUMU.

Duaozenemuueckuii n00xXo00 K aHaauzy
CMpPYKMYPHOU 0p2AHU3AUUL

OTO MoIX0A OCHOBAH Ha CpaBHEHUN HYKJIEOTUIHBIX
nocjiefoBaTe/IbHOCTE W CTPYKTYPHOU OpraHu3aliuu
PONCTBEHHBIX CaTeJUIMTOB B pa3HbIX TaKcoHaX. O ToM,
YTO JIIOOBIE TIEPECTPOMKM M TPaH3ULIMU COAEPXKALIMX
caTeJUTUThl PETUOHOB CIyXXaT UHCTPYMEHTOM 1 MapKe-
POM BBOJTIOLIMOHHBIX COOBITUM, CBUIETEBLCTBYET PadO-
Ta Xopsara (Horvath) u coaBt. (cM. [118] 1 cchuikm B
Heli). Ha ocHoBaHWYM (pUTUTpaHHBIX OTBITOB TTOTyYeHa
CyILIECTBEHHAs TTOAJEPXKKA OOIIIMX TTPeICTaBIeHUI pa-
00T, B KOTOPBIX ITOKa3aHa B3aWMMOCBSI3b MEXIY CBOIi-
CTBaMHU CaTEJUTUTOB U 3BOTIOIIMOHHBIM MHOTOO0Opa3u-
eM U CcIelnu(pUIHOCTbIO TaKCOHOB. BHYTpb mpulieH-
TPOMEPHOIO pailoHa OMHOM M3 XPOMOCOM YeJIOBEeKa
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BKJIIOYEHBI (B ONpPENeICHHBIA MOMEHT 3SBOJIIOLIMN)
JIYTUIMIAPOBAHHBIC YYACTKU 3YXPOMATHMHOBBIX paiio-
HOB (TaK Ha3bIBaeMoe siBJieHUe “pericentromeric seed-
ings”). DTO MPOMUCXOIMIIO TIOCTIE PACXOXKICHUS JIMHUI
BBICIIIMX M HU3IIMX IPUMaTOB (IPUMEPHO 23 MJIH. JIET
Ha3aja), HO Tepel HayaJoM pacxosKIeHUs YyesloBeKa 1
BBICIINX 00e3bsH (10—20 MIIH. JIeT Ha3axm).

TTocne 3Toro pasneyieHus y:ke He HaOIonaa0Ch 1e-
pexona 3yXpoMaTMYecKOro Marepuasa B MPULIEHTPO-
MEPHBII1 pailioH, XOTS B Iocienyionme 4—8 MIIH. JeT
MPOMCXOIWJIA TyTUTMKALIAS BHYTPHY HETo (Tak Ha3bIBae-
MBIl “pericentromeric swapping”). KoHeuyHo, Bocpo-
M3BECTU B IIPOOMPKE KaKWe-I1OO 3Tallbl 3BOJIIOLIMU
MPUMAaTOB C UCIIOJIb30BAHNEM MaCIITAaOHBIX IIEPECTPO-
€K TeTepoXpoMaTHHa HEBO3MOXHO, HO HEb3sl HE MPU-
HUMAaTh BO BHMaHME TaKHe OYEBUIHBIC KOPPEISILIU
MeXIy MOp(hOJIOTUIECKMMI CBOMCTBAMM KBOTO Op-
raHu3Ma U IOBEACHUEM CaTeJUTUT-COASPXKAIIMX paiio-
HoB JIHK. Bo MHOrmx skcneprMMEHTAIbLHBIX pabdoTax
OTMEYAETCSI, YTO TeTepOXpPOMATHHM3ALIMS 3yXpOMaTH-
Ha TIPUBOJIUT K CYIIIECTBEHHBIM U3MEHEHMSIM B CXeMax
TPaHCKPHITIIMOHHOM akTUBHOCTHU (Suzuki et al., 2006,
CM. CCBUIKY [96]).

Kak yrmomuHanocsk Bo BBeneHum, siBjieHre CerMeHT-
HOM ayruMkaiuu KpymHbiX ydyacTkoB JIHK moxer
UMETh BaXHOE 3HAYEHME B TEPECTpOiKax peryJsiTop-
HBIX CeTeil U1 B 00pa30BaHMM HOBBIX, MOCKOJbKY OHO
MOXKET 3aTparvBaTh M “TI€peTacoBbIBATh  Pa3IMYHbIC
Mo (YHKIIMOHAILHON 3HAYMMOCTU PETMOHBI HE3aBU-
CUMO OT TOT'O, BKJIIOUAIOT JIM OHU TTIOBTOPHI WU HET U B
Kakoi ¢hopMe MX Mo3audHOCTHU. PazmMepshl myTmidmnupy-
eMbIX PailoHOB MOTYT AocTUTaTh Gosiee 150 T.I.H, a Ux
CXOIICTBO OCTAaeTCs TIPH 3TOM Ha ypoBHe 98% u Goree.
Jlokanu3yloTcst OHM TJIaBHBIM 00pa3oM B MPHUIIEHTPO-
MEPHBIX U TPUTETIOMEPHBIX 00JIACTSIX XpoMocoM. B re-
HOME 4eJloBeKa TaKMe MO3alKU B OMHON CErMeHTHOM
JIYTUTMKAIAY BKJIIOYAIOT pa3Hble TUIIbI [119, 120] TaH-
JIEMHBIX W JMCIIEPrAPOBAHHBIX TTOBTOPOB (a TakKe
JHK-TpaHCIIO030HBI).

Pacnpenenenve AyIIMIIMPOBAHHBIX CETMEHTOB
MEXIy XpOMOCOMaMU Takke paznudaetcs [121]. Eciau
OpeAcTaBUTh, YTO TAKOTO poja IMePeCcTPOMKHU C 3aXBa-
TOM KaK TeTepo-, TaK 1 3yXpOMAaTHIECKOIO MaTepuraja
IIPOMCXONWIN B 3BOJIOLIMUA HEOTHOKpaTtHo [96], To
POJIb 3TOTO Mpoliecca B Xoe MOpdoreHre3a He MOXKeT
He OBITh HaMBasKHEHIIICH.

OO0 3TOM CBUAECTEIBCTBYIOT HE TOJIBKO TaHHBIE XOP-
Bara (Horvath) u coaBr. [118], HO 1 psii IpyTyX, B KOTO-
PBIX IOKa3aHa pagyiKajabHas pa3HULA B CTPYKTYpe LieH-
TpoMep (YuTaii — CaTeJUIMTOB) y Pa3IMYHbBIX IPUMATOB:
Y HU3IINX 00e3bsTH 3Ta OpraHu3allvst HauodoJee MpocTa,
Y BBICIIMX — HEU3MEPUMO CJIOXKHEE M pa3HOOOpa3Hee
[83, 122, 123]. Kak yXe yIIOMHUHAJIOCh, IIPU KOMITbIO-
TepHOIT 00pabOTKe BCeX M3BECTHBIX HA HACTOSILIIMI MO-
MEHT “IIOT-TAaHOBCKUX” (pparMeHTOB OL-CaTeJIJTUTOB
TaKkKe OOHAPYKWINUCHh (PyHIAMEHTAJIBHBIE Pa3inuys B
pacripeesieHUH 1 3BOJTIOLN LIEHTPOMEPHbIX CaTeIUIU -
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TOB Yy BBICIIMX M HU3IIMX ITpuMartoB ([81], cM. Takxke
0030p [34]).

Ha 6onee panHMX cTanusx XXN3HA, HAIIPUMED, B Te-
HOMe TuaipoMulieTa Botrytis cinerea, caTeslsIAT MOSIBIISI-
€TCSl TOJIKO B OTHOM JIOKyce — B MHTpoHe reHa ATP-
CHHTA3BI, 9YTO MOXKHO CBSI3aTh C €r0 CTPOTOI POIOCIIe-
HM(GUYHOCTBIO: HM OJWH U3 POJIOB 3TOrO0 TaKCOHA,
BKJTIOUast HanboJiee OM3Kuii poxn Sclerotinia, He MeeT
ATOTO caTejuInTa B 3ToM MecTe [73]. Y XKyKoB-4epHOTe-
Jok KaHapckoro apxuriesiara 3BOJIIOLIMOHHAST TUBEP-
TeHLIYSI CaTeJUIMTOB YBEIUYUBACTCS T10 MEpe OCBOSHUST
HACEeKOMBIMM HOBBIX OCTPOBOB M CBSI3aHa C TAKCOHOO0-
pasoBaHHeEM [66].

PacrnionoxkeHHble TaHAEMHO T€HbI, KOIUPYIOIIre
U2 amMaPHK yenoBeka, BO3HMKIIM B TAKOM BUJIE MTOC/IE
oTneJieHusT 0aOyMHOB OT BBICIIMX IIPUMATOB (OKOJIO
35 MUIH. JIeT Ha3ad) ¥ COXPAHSIIOT BEICOKYIO TOMOJIOTHIO
M LIMTOreHEeTHYeCcKyo JoKam3auuio (J1okyc RNU2)
[124] mpu TOM, YTO MECTO X MPUCOSIUHEHUS BO hpar-
menrte [JHK (pasmepom ot 1 mo mpumepHo 10 T.ILH.)
MOJBEPrajloCh MEPECTPOMKE; APYTUMU CJIOBAMU, TOMO-
TEHHOCTb 3TOTO JIOKYCa B 3BOJIIOLIMY BaKHA 1 MOIIEP-
JKMBaeTcst oT0opoM. MTHTepecHO, YTO y MHOTMX MJIEKO-
MUTAIOLIMX U HUBIIUX 00E3bsTH UMEIOTCS 3TU T€HbI, HO
OHM paccestHbl 0 TeHoMy. TakuM oOpa3oM, TaHIEMU-
3a1Msl TOBTOPOB MPSIMO CBsI3aHa C MepexonoM Ha bosiee
BBICOKYIO CTYIEHb 9BOJIIOLIMU.

OnuvH 13 HauboJiee MHTPUTYIOIIUX BOIIPOCOB Kaca-
eTcsl paboOThI IIEHTPOMEPHI — KAKMM 00pa30M BBITION-
HSIETCS €€ BechbMa KOHCEpBaTMBHAsl SBOJIIOLIMOHHAS
poiib Ha (poHE pa3HOOOPA3HBIX B (PMIIOreHETUYECKOM
psIy TaHIEMHBIX MOBTOpOB? B MOMBITKE MOHSTH 3TO
BUIIMOE ITPOTHMBOPEUME PACCMOTPUM BO3MOXKHOCTH,
KOTOPBIE OTKPBIBAIOTCS ITPU M3YYSHUN BBICIIINX CTPYK-
Typ pa3HBIX NOCIIEAOBATEIbHOCTEN 1 TP (DYHKIIMOHU -
pPOBaHUM TAHACMHBIX U IPYTUX ITOBTOPOB.

“CmpyxmypHnble acnexmot” 6eposmHoi poau
cameaaumnoix JIHK

VIMeHHO 3TH acneKThl BbIXOIST B MOCJIEIHUE TOAbI
Ha MepBbIl MJ1aH, U UMEHHO C 3TOI TOYKU 3PEHUS pac-
CMaTpUBAIOTCS IEUCTBYIOIINE HaYalla MEXaHU3Ma CIie-
1M(hUYHOTO B3aUMOJIEUCTBUS PETYJISITOPHBIX ceTell (B
TOM UYMCJIE — C YYaCTUEM CaTE/UIMTOB) B IKCIIPECCUU
JHK (cM. 0630p [125]). ApXUTEKTOHUKA Pa3TAYHBIX
perunonoB JIHK ompenensiercsi 0COOEHHOCTSIMM IIep-
BUYHOW CTPYKTYPbI 3TUX PETMOHOB — B MX 3aBUCUMO-
CTU OT MOHHBIX 1 JIMTAaHIHBIX ycJIoBUiA. B obpazoBaHue
BBICIIIMX CTPYKTYP MOTYT BOBJIEKAThCSl pa3IMYHbIE CO-
YETaHUS HYKJIEOTUIOB, BKJIIOUAsi UX TOMOT€HHbIE PSi/ibl
WIM MUKpocaTeJnThl. bruodusnyeckne paboThl, Ha-
yuHas ¢ 80-X roJIoB U IO CHIO TTOPY, OTKPBIBAIOT BCE HO-
Bble (MIOMMMO KaHOHWYECKON IpaBO3aKpy4YeHHOM
nBoitHoit criupayim JIHK B B-dopme) BropuuHbie U
TPETUYHBIE CTPYKTYPhI. DTO JeBo3aKpydeHHas1 Z-dop-
Ma, KpecTooOpa3Hble CTPYKTYPbI, IITTWIbKU, CTa0WIIb-
Hast HeckpydyeHHas1 JIHK, TpoitHble nenu, G-KBapTeTh
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n G-kBagpyruiekcnl, i-popma oymmro(C)-hparMeHTOB.
Kaxnast u3 Hux obpaszyeTcsl B cielM(pUIecKrux yJacT-
kax JHK, oHM MMMyHOreHHbI W OOHApPYKMBAOTCS
in vivo. KpoMe Bcero 1mmpoyero, MH(OPMaTUBHbBIM OKa3a-
Jioch Takoe cBorcTBO AByxienodeyHoit JIHK, kak kpu-
Bu3Ha (bending) hparMeHTOB ee MOJIEKYJIbI U BO3MOXK-
HOCTb pacrio3HaBaHUsI BAPMAHTOB 3TOT0 CBOMCTBA OeJi-
KaMU 1 ApYTUMUI KOMIUIEKcoobpaszosaressimu [117, 126].

Orta npobjieMa WHTEHCHUBHO u3ydaeTcs. SApkuid
npumep — B3aumogeictere JIHK-tonmouzomepassr I,
He obJ1afarolel CTporoi crelm@uIHOCTbIO K HYKJIEO-
TUIHOMI MocienoBarebHocTh. OHa pacrio3HaeT MUHU-
MaJIbHbIe KJIt0UeBble yJacTKu (9 1 5 H.) Ha paciiieruisie-
Moii u HepacuieruseMoit e JJHK cooTBeTcTBEeHHO.
O™ “xkmoun” o00ecIeunBaloT HEOOXOOUMYIO IIpO-
CTPAaHCTBEHHYI0 M30THYTOCTh y4YacTKa MOJIEKYJIbI
JAHK, y3HaBaemyio depmeHTOM. CKOPOCTb peakiivuu
3aBHCUT OT TOI'0, HACKOJIBKO 3aTPyAHEHO [IPOXOXKAECHNE
cTaguii KOHGOPMALMOHHOM “IIOATOHKM”, 4YTO MOXKHO
CMOJIEIUPOBAaTh U M3y4aTb Ha M3BECTHBIX INPOCTPaH-
CTBEHHBIX CTPYKTypax (pepMeHTa 1 uradna [127].

JlaBHO MoOKa3aHO, YTO OTKpHITasl JIeBO3aKpydeHHasI
Z-bopma, nepeMmexaroiiasicsi ¢ B-copmoii B cocrtaBe
PEKOMOMHAHTHOM IIa3MMIbI, CYIIIECTBEHHO BIIMSIET Ha
cTeneHb cyrepckpydeHHocTu masmMuaHon JJHK (Sin-
gleton et al., 1982, cm. cceiiky B [125]). Mcxonst u3 ¢pu-
3UYECKUX MPEATIOCHUIOK, aBTOPhI YTBEPXKAAIOT, YTO Ja-
K€ HUYTOXHbIE U3MEHEHUSI B KOH(OPMALINH JIOKAIb-
HBIX YY4aCTKOB (HaipuMep, B pe3yJibTaTe MyTUPOBaHMSI)
MOTYT IJIyOOKO BJIMSITh Ha CTENIEHb CYyNEePCKPYYECHHO-
ctu xpomocomHoi JIHK, xoTopast, B cBOIO odepens,
OKa3bIBACT BJIMAHNEC Ha TPAHCKPUITLIMOHHBIC CBOICTBa
Pa3HbIX T€HOB. DTO TO3BOJIMJIO paccMaTpuBaTh KOH-
(hopMalIMOHHBIE TIEPEXOObl BO BTOPUIHOM CTPYKTYpE
JAHK kak akTop reHeTudecKoi peryasiuyu [128].

OTU IaHHBIE MMEIOT HEMOCPEACTBEHHOE OTHOIIIe-
HUE K TaHOEeMHBIM ToBTOpaMm. Panee TpudoHOBBIM
(cM. 0030p [129] 1 cchUIKM B HEM) OBLIO OTMEYEHO:
MMEIOTCSI BCE MPEIITOCHUIKM TOTO, YTO €CTeCTBEHHAsI
kpuBn3Ha mMonekynbl JIHK Morna 06l cTath BaXKHBIM
dakropoM B pacnozHaBanuu JIHK u Genka. B carer-
mutHou JIHK sTa KprBHU3HA ABOMHON CITMPAJIM MOXET
3aBHUCETh OT YKCJIA U COOTHOLIEHUS] HYKJIECOTUIOB B
cJierka BapbUPYIOIIMX MOCEN0BATEbHOCTSIX U MOXET
BJIVSITh HA B3aUMOJACHCTBUE KOMUI B KAXIIOM CIIELM-
¢duyHOM cateuTe ¢ 6eKaMu. DTO 000OCHOBAHO 3KC-
MepUMEHTAITLHO (cM. 0030psbI [129, 130]). Ecnu nene-
1IMS1 JBYX HYKJIEOTMIOB B MOHOMEpE TMPAKTUYECKU HE
BJIMSIET Ha OOIIyI0 (popMy OTAEIBHOU KOIUU, TO OHA
MOJIMGUIIMPYET OTHOCUTEIbHYIO TTO3ULIMIO APYTHX KO-
MU ¥ BJIUSIET HA CYIEPCIUPAIU3ALIMIO U TIePUOIY-
HOCTB psiia. MOKHO MoJjiarathb, YTo MaTTepHbl BApUaH-
TOB KPUBU3HBI KaK-TO HaKaIlJIMBAOTCS W TpaHCdOp-
MUpPYIOTCSI NpU TIepexone K [JIMHHOMY psiiy
CLIETUIEHHBIX TTIOBTOPOB. EC/M COOTHECTU 4YUCIO BO3-
MOXHBIX CTPYKTYPHBIX BApMAHTOB CaTEJIJTUTOB TOJIBKO
10 3TOMY IIPU3HAKY C OTHOCUTEILHON “CKIIOHHOCTHIO”
CaTeJUINTOB K MyTUPOBAHUIO, TO CTAHOBUTCSI OYEBUIICH

I'PEYKO

OTPOMHBIN MOTEHIIMAT U3MEHUYMBOCTH 3TUX ITOBTOPOB
Ha YPOBHE UX TPETUIHOM CTPYKTYPbI, UTO COTJIACYETCS C
paccyxnenusimu @orra (Vogt) [131].

IIpy moOMOILM Pa3IUYHBIX 3SKCIEPUMEHTATbLHbBIX
TMOJIXO/IOB, 3JIEKTPOHHOU MUKPOCKONMUU U KOMITbIO-
TEpHOTO MOJEIUPOBaHUSI Ha caTeJ/IUTe KCeHoITyca
[132] 1 xykoB-dyepHOTeld0K [133] 1mokazaHO, 4TO B
JIBYXLIETTIOYEYHOM COCTOSIHUM 3TH CaTeJLTUTHI 00J1a1at0T
ecTecTBeHHOU KpuBu3HOI (bending, curvature, crio-
COOHOCTBIO U3rMbaThCs B TPEXMEPHOM IIPOCTPAHCTBE),
PUMCYHOK KOTOpOIi KOHCEpBAaTUBEH Yy BCEX WIEHOB ca-
TeJIIUTa, HO o0J1amaeT ciaboii crierduaHocThio. KoH-
CepBaTHBHOCTD CaTEJUTUTOB HEOOXoaMa /IS TTIO3ULIM-
OHMpPOBaHUS HyKJIIeocoM [134]. DT maHHbBIe momaep-
JKMBAIOT pe3yJibTaThl padoThl Pamuka u coaBT. (Radic
et al. 1987, cM. cchuiky B [135]), B KOTOpOIi BriepBbIe 00-
Hapyxwm, 4yro careumarHasg JJHK mpmmm obimagaer
CBOICTBaAMU, XapaKTepHBIMU JIJIsSI MOJIEKYJI C OIpe/e-
JICHHOI KpUBU3HOI. B MOIETbHBIX YCIOBUSIX KOHACH-
calusl LIeHTPOMEPHOTO XpOMaTWHA YMEHbIIIAeTCs TIpr
00paboTKe TUCTAMULIMTHOM, CHUMAIOIIIUM 3Ty KPUBU3-
ny IHK. BoamoxxHocts narnoanus JIHK ooHapykeHa
B onbITax Ha E. coli, otnenbHbie 61K KOTOPOii B3au-
MOOEUCTBYIOT TOJIBKO C caliTaMM, OOpa3yIOIIMU KPH-
BU3HY, U1 HE B3aMMOJICHMCTBYIOT C HUMU B MPUCYTCTBUU
JucTamMulMHa. Jpyroil U3BeCTHBI MpuUMep: CBsI3bIBa-
IOLIMI OeJIOK TepsiET CIIOCOOHOCTh Pacio3HaBaTh U30-
THYTYIO CTpYKTYpy catesiuta Alul (y Arfemia salina) B
MPUCYTCTBUU AUCTAMULIMHA. DTU U MHOTUE IPYTUE pa-
0OTbI, yCTAaHABJIMBAIOIIUE U AHATIU3UPYIOIIME 3HaYye-
Hue BbIicux cTpykTyp JJHK B pa3zHooOpa3HbIX B3au-
MOJIEHCTBUSIX C JIMTaHAaMU, CYMMUPOBaHbI B (hyHIa-
MEHTaJIbHOM COOpHUKE O0030pOB BEAyLIMX B 3TOM
obnactu aBTOpOB [135], K KOTOpOMY OTChLIaeM 3KeJiaro-
11X 60Jiee TITyOOKO 03HAKOMUTHCS C TPOOJIEMOTA.

Takum 00pa3oMm, COBpeMEHHbIE MPEACTABICHUSI O
BeicimX cTpykrypax JIHK npennosmararot, 4yro BapraH-
Thl TaKUX CTPYKTYpP MOTYT WUrparh (HpyHKIMOHAIbHYIO
PpOJIb, BKITIOUYAs HEe TOJIBKO JIEBO- WUJIM MPaBO3aKpyYeH-
HOCTh CIMpaJIU WU 0Opa3oBaHUE KPECTOOOPa3HBIX
CTPYKTYP B NAJIMHIPOMHBIX MOCJIEA0BATENbHOCTSIX, HO
U BO3MOXHOCTh CTPYKTYPUPOBAHMSI Y4aCTKOB, KOTO-
pble coiepKaT TOJbKO TyaHUJIOBbIE WY TOJBKO 1IUTHU -
JIUJIOBbIE OCTaTKU, KaK B MpeAesax OJHOW 1ienu B
ydJacTkax, oOpasyloluX BHYTPeHHUE AYTIJIEKCHI, TaK U
Mexay pa3HbiMu Herssmu (Weizmann et al., 1997, ccbi-
KU cM. 0030p [136]) c o6pazoBaHMEM TaK Ha3bIBAEMbIX
KBaJIpyIJIeKCOB. B 3TOM cilyyae ouyeBMIHA BO3MOXK-
HOCTh BOBHMKHOBEHUSI TOMOJIOTUYECKUX TIPETISITCTBUIA
JUIS1 TPOJBVKEHMS TTOJIMMepa3, HO BOBHUKAIOT U HEKUE
perepHbIe Y4aCTKU /IS B3aUMOJICUCTBUS CO CTPYKTYp-
HBIMU U ApYyrUMU pakTopamu. OHU MOTYT OTpEeAe/IsTh
u nabuiabHOCTh oTpe3koB JAHK, roe onm Haxomsres, u
B3aMOJIEHICTBUE C OeJIkaMy, BOBJICUEHHBIMU B TpaH-
CKPUITLMOHHYIO 1 PETUIMKATUBHYIO aKTUBHOCTb T'€HO-
Ma, M 00pa3oBaHUE XpOMaTHUHa.

OuyeBUIHO, YTO TIOBTOPSIOIIMECS TIOCeI0BATENb-
HOCTU, BKmovas careuiutHble JIHK, momkHbI OBITh
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TTOABEPKEHBI TAKOMY CTPYKTYpPOOOpa30BaHMIO M, BO3-
MOXHO, UX BBICIIIME CTPYKTYpbl MOIJIA ObI UMETh JIO-
MOJTHUTEJIbHYIO MTePUOJNYHOCTb. DTO ObLJIO MOKa3aHO
BHaYaJle Ha MUKPOCATEJITUTHBIX TIOBTOPax (CM. 0030p
[100]). OnHako o Mepe Toro Kak 00Hapy>kK1MBalOTCS BCe
HOBbIE BapuaHTbl, CIIOCOOHBIE OOpPa30BBLIBATh TAKOIO
(W11 THOTO) TUTIA BBICIIIME CTPYKTYpPHI Ha (poHe paHTa-
CTUYECKOTO pa3HOoOOpa3usl BCeX CaTeJUTUTOB, MOXKHO
rnoJjiaratb, 4To Mx (pyHKIMU TaKKe pa3HOOOpasHbl U
MHOTro00Opa3HbI.

Wzyyenune MmukpocateumToB (1o 10 11.H.), posb Ko-
TOPBIX B 3THOJIOTMU MHOXECTBA FeHETUYECKUX 3a00J1e-
BaHUI1 4yeoBeKa Beauka (cM. 0030p [137]), mokasajo,
YTO XPOMOCOMHBIE TEJIOMEPHI, COCTOSIIIINE U3 KOPOT-
kux 11oBTOpoB TUIla d(TTAGG)n (Y H03BOHOYHBIX) I
(TTTAGGG) (y oCTaJIbHBIX 3YKapuoT), OMNpPenessioT
BpeMsl XKM3HU KJIeTKU. B Tesiomepe ueoBeka nMeeTcsl
npumepHo 1000 TTOBTOPOB, 3aKaHUYMBAIOIINXCS OTHO-
rernoyedHbiM “xBoctoM” (1—200 H.), oboraiieHHbIX
ryanuHoM (st mocagku PHK-3arpaBku mpu peruim-
Kaium). TesoMepHble TTIOBTOPbI CIOHTAHHO CKJIaIblBa-
IOTCSI 32 CYET KOIUIAaHAPHOIO B3aMMOCHCTBUS YeThIpeX
TYaHWHOB U3 Pa3HbIX MojioxkeHu 1ienu (G-KBapTeThbl) C
MOCTIEeIYIOIMM 00pa30BaHUEM CTOIOK TaKWX TeTpal —
G-kBanpyruiekcoB. TeJoMepHBI KOHELl BBITJISIUT
Kak cepust “OycuH”’-KBaIpyIUIEKCOB, HaHM3aHHBIX
Ha “IIHYp” HECTPYKTYPUPOBAaHHBIX HYKJIEOTUIOB. DTO
MOATBEPXKIEHO UMMYHOJIOTUYECKHU, 3JIEKTPOHHO-MUK-
POCKOITMYECKU U C TIOMOILBIO CMEHUMPUIHBIX K KBaJl-
pyIUIeKcaM IuraHaoB (cM. o63op [136]).

BeposiTHO, Takue CTpPYKTYphl MMKPOCATEJUIMTHBIX
OBTOPOB OJIOKMPYIOT BO3MOXHOCTD YIJTMHEHUS TEJIO-
Mep TeJIOMepa3oii, U 3TOT IPOLIeCC HapyllaeTcs MpU
HEKOHTPOJIUPYEMOM POCTE KIISTKU MPH 3JTOKAYSCTBEH-
HBIX TIepepoxaeHMsx. OKazajaoch, YTO TeJIOMEpPHbIE
MOBTOPBI MOT'YT 00PA30BBIBATH PA3INYHBIE MOIM(PUKA-
LM TAKUX CTPYKTYP, HAXOASIIMXCS B PABHOBECUH JIPYT
¢ npyrom [125].

KpoMe 3TOro, MMKpocCaTeJLTUTHbIE ITOBTOPLI, ITO-
BUIAVMMOMY, YYACTBYIOT B PETrYISILIMU TPAHCKPUITLIVU,
WCIIOJIb3YsI, BO3MOXHO, TOT K€ MEXaHU3M 00pa30BaHUsI
YETBEPTUYHBIX CTPYKTYP: KBaAPYIUIEKCHI PUCYTCTBY-
0T B paiioHe TIPOMOTOPOB MpUMepPHO 15% Bcex TeHoB,
pacriojiarasich Ha pacCTOSIHUM OKOJI0 1 T.I.H. Iiepe cTap-
ToM uMHUIMauuy TpaHnckpuruu (TSS) [138]. Paiion
d(GGGGaGGGtGGGGaGGGtGGGGaaGG) uys-
CTBUTEJICH K HyKJIea3aM, T.e. CBOOOIEH OT TMCTOHOB U
CBSA3bIBAET HeKuii crienudpudeckuii misg  G-KBaj-
pyIUIEKCa JIMTaHI, YTO BIMSIET HAa SKCIIPECCHIO TeHa C-
mic (y aBTopoB). KoMIIbIOTepHBI aHaIU3 ITOKa3bIBAET,
YTO IIPUMEPHO TTOJIOBMHA BCEX TEHOB CONEPXKUT CTPYK-
TypBl, CIIOCOOHBIE OOpa30BBLIBATh KBAaIPYIIEKCHI U
MMEHHO B obiactu, 6iu3koit K TSS (cwm. [136]). MHTe-
pPeCcHO, UTO 3Ta OOJIsS ellle Bhillle B OOJACTU T'CHOB,
BKJTIOUAIOIIMIXCI TPU 3JI0KAYECTBEHHOM IIepepoXKie-
Huu (n0 70%).

[Mo-BuauMoOMy, Takue CTPYKTYpbl O4eHb BaXKHbI KakK
YYaCTHUKU OJHOTO U3 MEXaHW3MOB PETYJISILIUU TpaH-
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CKPUITIIMU HA OCHOBE CTEPUYECKMX BOZMOXKHOCTEMN T10-
BTOpOB. OTHAKO HE UCKITIOUYEeHO, UTO G-KBaApyILJIEKChI
MOTYT CJIY>KUTh Y YHUKaJIbHBIMY caiiTaMU pacrio3HaBa-
HUST OEJIKOB — MX OTKPBITO yKe oKojio 30 (cM. 0030p
[139]) — vnu, HanmpuMep, 11 CABUTa TPAHCKPUIILIUU B
MOJIb3Y OAHOM U3 Liereil. DTOo sIBJIeHUE XapaKTepHO LIS
Y-caTeJuiTa B SMOpHroreHe3e MbIu (cM. 0630p [136]).
KomMriemeHTapHBIe psifbl, 000TaleHHbIC IUTUANHOM,
Takke MOTYyT 0Opa3oBbIBaTh JIOKaJbHbIE BBICILIME
CTPYKTYPHI, 3HaYeHNE KOTOPHIX ITOKa He n3ydeHo. Teo-
peTUYeCKM BO3MOKHA 1 00Cy:KIaeTcs mpoodieMa odpa-
30BaHUsI TICHTA U TenTal IpyrUMMU COYeTaHUSIMU TI0-
BTopoB (Hanpumep, GGA) (cm. 0630p [140]). Ommro-
nupuMUIuHOBBRIE ydacTku Tina AAGAGAG B
CaTeJUTUTHBIX MOCJIEA0BATEIbHOCTSIX 1PO30(UIIbI B (hU-
3UOJIOTUYECKHX YCIIOBHSIX 00pa3yIOT TPOHYIO CIIPAb,
KoTopasl ctabummsupyeTcss noHamu mMeau [141]. Io-Bu-
JUMOMY, “peryJisiTopHasl urpa” Ha OCHOBE pPa3IM4YHbBIX
BBICIIIX CTPYKTYP MIOBTOPOB C YU4aCTHEM Pa3HBIX MOHOB
MOXET 0Ka3aThCsl OUeHb BAXKHBIM (DAKTOPOM.

ITo >T0ii MpobaEeMe OITyOIMKOBAHBI COTHM CTaTei,
MHTEpPEC K HeW MomorpeBaeTcsi M IOWCKaMM JieKap-
CTBEHHBIX CPEJCTB, CTUMYJIUPYIOIIMX OOpa3oBaHUE Ta-
KOT'O poJia CTPYKTYp WA yTHETEHUE TeJIOMEpa3bl, a TaK-
K€ MHTEPECOM K JEWCTBUIO 3TUX MPETapaToB Ha padboTy
reHoMa B 11eJioM. He nckimoueHo, 4To BhICIINE CTPYK-
Typbl MOTYT (DOPMUPOBATHCS U B CATEJUIMTHBIX IMOBTO-
pax OoJibllieli JUIMHBI, YaCTO COMEPKaIMX OOOoraIeH-
Hble TYaHMHaMM y4YacTKW, Kak y careummTHoit JIHK
npo3odusl (cM. [141]). O BO3MOXHOCTH TaKHX ITapal-
JieJilel CBUAETEILCTBYET TOT (DaKT, UTO CPpeIr BAHOBHU-
KOB IeHeTUUYECKUX 3a00JIeBaHUI YMCIISATCS U caTesUIu-
ThI OOJIBIION IJIMHEI (CM. 0030pHI [5, 117]).

Bo3MoxxHO, TOITOJIOrMYeCKIe B3aMMOIEHCTBIS MO-
I'YT TTOCTY>KUTh KJTIOYOM K pa3pelieHnIo napajgokca ca-
TEJUIUTOB LIECHTpOMep “oaHa (DYHKIUSI — pa3HEIC MO~
cienoBateabHocT” [142]. BecbMa BEpOSITHO, UTO
paziInJaronmecs mocjaeaoBaTeIbHOCTU MOTYT oOpa-
30BBIBaTh CXOJIHBIEC MPOCTPAHCTBEHHBIC CTPYKTYPHI,
B KOTOPBIX (DYHKIIMOHAIbHBI, B CTPOTOM CMBICJIE CJIO-
Ba, JIMIIb onpenesieHHble aetanu. [lo kpaitHeir mepe
M3BECTHO, YTO Torouszomepasa II, mokanusyroiasics B
LEHTPOMEPE, PACIIO3HAECT M pa3pe3acT B IIETJIC I~
JIGUHBIE CTPYKTYPHI OL-caTesuinTa. MyTallMOHHBII aHa-
JIN3 TIOKaszaj, KakKWe CBOMCTBa ITOCIEAOBATEIbHOCTU
Heobxoaumsbl 111 aToro. He nckmouero, yro JJHK-To-
non3omepasa Il MoxkeTr B3aMMOIEICTBOBATH C ABYMSI
LIMUJIbKAaMU, BBICTYTIasl B KAUeCTBe MearaTopa cleruie-
HUsI xpoMocoM [143].

IMomBomst KpaTKWif WUTOT 3TOMY pasielly, MOXHO
KOHCTaTMPOBaTh, YTO BEPOSITHOE (M B HEKOTOPBIX CITY-
Yasix 3KCIePUMEHTATbHO 0OOCHOBAHHOE i1 Vitro) BIIUSI-
HY€ pa3HOOOPAa3HBIX BBICIIMX CTPYKTYP CaTeJTUTHBIX
JHK Ha mpoTekaHme BaXKHEWIINX XKM3HEHHBIX ITPO-
1IECCOB B KJIETKE OTKPBLIO HOBYIO 00JIaCTh (DYHKIIMO-
HUPOBaHUS TTIOBTOPOB. Bpsiz i 0KaxkeTcst BO3MOXKHbBIM
WCCIIeIOBaTh 3Ty TIPOOJIEMY in Vivo Ha 11eJIOM OpraHn3-
M€, HO HET Y IMIPUHLIMITMAJIBHBIX TIperpaj i1 OCMbICJIS-
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HMSI MMEIOLLIETOCS MaTepuaia U TEOPEeTUYECKMX IO-
CTPOEHMI; HE HCKIIOYEHO, YTO 3KCIIEPUMEHTAIbHbIC
MOAXOOKI in vivo OyIyT HaliACHEL.

OnmHO 13 MEepPBLIX MPOAYKTUBHBIX MHEHUII O BO3-
MOXKHBIX KOHKPETHBIX M OOIIIEOMOTOTMYeCKIX (PyHK-
LIASIX CATEJIUTOB ObIIO BHICKAa3aHO TpudoHOBBEIM [6].
OH 110J1araeT, YTO CaTeJUIUTHEIE ITOBTOPEI — BO BCEM UX
MHOroo0pasum M pa3HOOOpa3sMM CTPYKTyp — MOTYT
paccMaTpuBaThbcsl KaKk HacTporiuuku (“tuning”) pas-
JIMYHBIX MpoleccoB. MHoroodpasve W TOHKas Ha-
CTpoliKa 3THX (DYHKIIWI OMOCPEMYIOTCS Pa3INnIHBIMU
dakTopamu. Cpean HUX — HYKJICOTUAHAS MTOCea0Ba-
TEJIBHOCTh CTPYKTYpOOOpa3yIoIIrX caliToB U UX (piaaH-
KOB; COCTOSIHME JIOKAJIbHOI CTPYKTYphl XpOMaTuHa U
TPAHCKPUIILIMOHHAS aKTUBHOCTh PEeTrvOHa B JaHHBIN
TMEpUOM; CKOPOCTU PETUTMKAIIAYN CATEJUTUTHBIX PSIIOB C
Pa3HBIM COCTABOM; ITyJI HYKJIEOTHIIOB B KJIETKE; B KAKOI
W3 1IeTnel — BeAylIe MM OTCTAaIoIIell — 00pa3yroTcs
9TU CTPYKTYPBI BO BpeMsi peruinkauuu. Crona xe Mox-
HO MPHCOBOKYIIMTb BapMalM B MOHHBIX YCJIOBHSIX
(cnemMUIHOCTh 1 KOMOMHAILIMM MOHOB METAJIJIOB U
pH), paBHO Kak 1 crieMMUIHOCTD U 103y OEJIKOB, B3a-
nmonericteyromux ¢ JJHK.

I1pu 3TOM OYEBUIHO, YTO BCE 3TU COCTOSIHUS U “Tie-
pecTpoedHbIe” MPOIIECCHl TIEPBUYHO XapaKTePHbI IS
JHK, T.e. mpuanHHO-CIeACTBEHHAS 3aBUCUMOCTb “Ha-
crpoiika IHK — dyHKIIMOHMpOBaHWE KJIETKU —> pa3-
HoOOpasne MopdoreHe3a” BBIVISIINT WMEHHO Tak.
OnvH 13 KOHKPETHBIX TIPUMEPOB: U3MEHEHHUE CTPYK-
TypHoi1 KoH(bopMariuu 6e1ka HMG-1 3aBucur ot cre-
XUOMETPUHN €ro B3aUMOJEUCTBUSI C CAaTE/UIMTHBIM I1O-
BTOPOM U CTEINIeH! KPUBU3HBI MOBTOPA, T.€. CTPYKTypa
Oenka uHayLupyercs: KoHgopmanuein JIIHK, a He Ha-
00opot [144]. ABTOpEI pacIpOCTPaHSIIOT 3TOT BEKTOP
BIUSHUSI HA (DOPMUPOBAHUE CTPYKTYPhl XpOMAaTUHA U
TeHHOI pery/sitiuy. bosee BICOKME CTPYKTYphI B COCTa-
BE XPOMOCOM, MX BUAOCIIELIM(UYHAS TpeXMeEpHasi opra-
HU3ALMS CLICTUICHBI ¢ KommdecTBoM catesumuTHon JTHK,
C MEeXaHU3MOM MPUKPETJICHNSI TTOJIMTEHHBIX XpPOMOCOM
K SIepHOMY MaTpHKCy (cM. 0030pHI [ 145, 146]).

HeoxumaHHbIM acIIeKTOM TpOOJIEMbl agarTalun
OEJIKOB LICHTPOMEPHI K CTPYKTYype caTe/UTTa MOT OBl
cTaTh TIpMMEpP HEOLIEeHTPOMEPHI, OOpasylolleiicsa M3
0OeJIKOB ILIEHTPOMEPHI B OTCYTCTBUE cateiruTta [147]. B
CBOE BpeMsl BO3MOXXHOCTh MAJTMATUBHOTO CYIIECTBO-
BaHUSI HEOLIEHTPOMEPbI paccMaTpUBajiach Kak JoKa3a-
TEJILCTBO OTCYTCTBUS BIIMSIHUSI caTejuiuTa Ha hopMU-
poBaHUe TIOJTHOM LIEeHTpoMepbl. OTHAKO MOXHO BBI-
cKazaThb IIPEANoOJIOXKEHWE, YTO O0Opa3oBaHUE U
SBOJTIOLUS COBPEMEHHBIX OEJIKOB LIEHTPOMEPHI (M UX
KOMILIEKCOB) IILIO I10 MYTU IIPUCIIOCOOIEHUS UX TIPO-
CTPaHCTBEHHOM KOH(MUTypalluy K BBICILIEH CTPYKType
careymaTa. Takoit “OeJIKOBBII CJICTIOK” MOT OBl YaCTHY-
HO UMUTHUPOBATh (PYHKIIUM LICHTPOMEDPHI B OTCYTCTBUE
carejuiuta. HamoMHUM, 4TO 3MU30AMYECKOE MOSIBIIC-
HUE HEOLIEHTPOMEPbI YKa3bIBaeT Ha “HeHOpMaJibHOE”
MPOTEKaHME TIPOLIECCa, Y BPsII JIA OTCYTCTBUE CaTEIUIN -
TOB B HEOLIEHTPOMEPE MOXKET CJTY>KUTh OTPULIAHUEM MX

I'PEYKO

(byHKIIMM TIPY HOPMAJTEHOM JIeJICHUM KJIETKH;, CKopee,
3TO CBUIIETEJIbCTBYET 00 OOpaTHOM.

Jlpyzue acnexmut epoammnoii
dynkuuonaroroil poau noemopos

B 0030pe MOXHO JIUIIIb CIeTKa 3aTPOHYTh PsIT BaxXK-
HEWINMX W MHTEHCHMBHO MCCJIEAYyeMBIX CeldJac IIpo-
onem. Hampumep, 3To mpoliecchl METWJIMPOBAHUS
JHK (cM. 0630psbI [148, 149] u HenpsiMoe BvsiTHUE ca-
TeJuToB Yepe3 nx PHK-nponykTer (cM. 0630p [63]),
KOTOpPBIE PEryJIMPYIOT 9KCIIPECCUIO Ha TPAHCKPUITIIM-
OHHOM U TTIOCTTPAHCKPUITIIMOHHOM ypoBHsIX. Camu ca-
TEJUIATHI ¥ X TPAHCKPUITIINS MOTYT KOHTPOJIMPOBATh-
ca PHK-unaTepdepenumein ¢ apyrux yyactkos JJHK,
KaK 3TO MOKa3aHO Ha SIMYHMKaxX apo3oduibr [150].
Bogbinas yacTe reHOMa 4ejioBeKa TPaHCKPUOMPYeTCs,
u 6onee 90% Bcex TPAHCKPUIITOB CUHTE3UPYIOTCS C He-
KOAUPYIOLIMNX y4acTKOB. Cpear HUX KOITMU UHTPOHOB,
PETYJIITOPHBIX paifOHOB, IIOBTOPOB IETEPOXPOMATHIHA.
W, yTo KpaitHe BaKHO, ITATTEPHBI IKCIIPECCUM TKaHEe-
crielbUUHbBI, 3aBUCST OT M0JIa U CTaJANU Pa3BUTUSI OP-
ranusMa [13]. OcobeHHO BaXKHO, YTO IKCIIPECCUS ca-
TEJUTUTOB 00JamaeT MMEHHO TaKWMMM CBOMCTBAMU: B
KJIETKaX HACEKOMBIX OHA 3aBUCHUT OT CTaAuU Pa3BUTHSI,
1oJa ¥ KacTbl OCOOU; B SMOPHOreHe3¢ MBIIIM Ha0II0-
naetcs nuddepeHIraIbHas TPAHCKPUITLMS OOHON 13
uerneiu y-caresuura [151], kak 1 mpu KJeToyHOW aud-
depenmmpoBke [64]. TpaHCKPUITIINST TUCHEPTUPOBAH-
HBIX ToBTOpoB THTIa SINE mpmBomnT K 00pa3oBaHUIO
PHK-TpaHcKpunToB, IOTEeHIUAIBHO 3HAYMMBIX JIJIsI
HEKOMN (DYHKLMU. DTO OTpaKaeTcss U Ha TKAHECIIEeL1-
(bMIHOCTH TATTEPHOB 3KCIPECCUH IIOBTOPOB, W B YBE-
JIMYEHWH X YMCIa IPY KJIETOYHbBIX MHCYJIBTaX, U B pe-
TYJISILIMU COOCTBEHHOM 9KCITpecCuu, HarmpuMep, Alu Ha
Pa3HBIX YPOBHSIX PETYJISILIMN, Y B BO3IESUCTBUM HA CUH-
Te3 OeJIKa ¢ MOMOIIIBIO (PaKTOpa MHUIIUALIMY TPaHCJIsI-
1M, ¢ KOTOPBIM B3anMoaeicTBytoT PHK-Tpanckpuri-
ThI Alu-311€MeHTOB [152].

TpaHCcKpUNTHI CaTE/UTMTOB KaKUM-TO 0OOpa3oM
YYacTBYIOT B 3allluTe KJIEeTKU OT crpecca [153]. Ilpu
TEIUIOBOM IIIOKE B KYJIBTYpe KJIETOK TPAHCKPUIILIMS Ca-
tesututa 111 (Satlll), cBa3aHHOrO C OOpPaA3yIOIIMMUCS
MPU 3TOM B SIpE “CTPEeCcCOBBIMU TeIblIaMU™~’, aKTUBU-
pyeTcs Ha 4eThIpe ITOpsIKa 110 CPaBHEHUIO C HOPMOIA.
TpaHckpuryst CMIIbHO aCUMMETPUYHA, OOJTBIITIMTHCTBO
TPAHCKPUIITOB coAepxKaT KOIMUU OOOTrallleHHOM ryaHu-
HOM LIETIM caTeJUINTa, KOTOpasi OCTAETCS CBSI3aHHOM C
TeablaMu. Kak yke yrnoMuHaaoch, OCMOTUYECKUN U
OKWCJIMTEJIbHBIN 110K, ayKCUHBI, COCTaB U YBJIaXKHEH-
HOCTb ITOYBBI, TSDKEJIbIe METAJLUIbI M O0JTyYeHE YIBTpa-
(b10JIETOBBIM CBETOM IIPMBOIST K MEPECTPOIKe caTe-
JINTOB WJIA MOSIBJICHUIO X HOBBIX (hOPM (CM. CCHUIKM B
0063ope [5]). IIpr ocMOTMYECKOM M TETUIOBOM IIIOKE
CUNTHIBAHUE 3aBUCUT OT PA3IMYHBIX (haKTOPOB TpaH-
CcKpuIllMu. PaHee yCTaHOBJIEHO, YTO TPAHCKPUIILIUS
caresuimtHOM JIHK y HaceKOMBIX IIPOUCXOIUT C 00EenX
LETIeit, IIpUYeM y CaMOK Iopas3no 00jiee aKkTUBHO, YEM Y
camios [103].
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ITOBTOPHI THK KAK MHCTPYMEHT BUOJIOTMYECKOI'O PABHOOBPA3A

VYiioMsgHeM CITOCOOHOCTh HEKOTOPBIX TPAaHCKPUII-
ToB caresmutHOl JIHK mpuobperars 0co0yI0 CTPYKTY-
py (“hammer-head”), obnanamouyo “dbepMeHTaTUB-
HOI” (prOO3MMBI) CITOCOOHOCTBIO K CaMopacIiernie-
HUIO W pacuierviennto apyrux PHK  [154—156].
IIpennonaraercsi, YTO 3TU CBOMCTBA CATEJIJIUTOB 331~
CTBOBAHEI B ITPOIIeCCaX PETYISIINN.

Eliie onHa BaxxHast mpobsieMa — B3aMMOCBSI3b MEXITY
caTeJUTMTHBIMU MTOBTOpaMu Tvma Ste u Su/Ste, Jokanu-
30BaHHBIMU B X- U Y-XpoMocoMmax Apo30(WIbl. DTU
MOBTOPBI MPEACTABISAIOT COOON TaHAEMHO aMILTU(PU-
IIUPOBAaHHBIE TEHBI PETYISITOPHON [-CyOheTUHUIIBI
nporerHkuHa3bl CK2 [157]. B X-xpomocome co Bcex
00pa30BaBIINXCS KOIWI CUHTE3UpyeTcsl [-cyOnemu-
Huia CK2 B MICXOMHOM €€ COCTOSTHMM, a B Y -XpOMOCO-
M€ 3TOT I'eH TPy aMIUTMMUKALIMU TICeBIOTeHU3UPYeT-
csl, yTpauMBaeT KOAMPYIOIIYIO CIIOCOOHOCTb, HO MpPU-
obpeTaeT (pyHKIIMIO CyIIpeccur reHa B X-XpoOMOCOME 3a
cuer mHrubupyromero neiicteust nuPHK-cympeccopa
[158]. CBepxakcnpeccusi ITOBTOPOB Ste X-XpOMOCOMBI —
MpU TIOJTHOM WJIM YaCTUYHOM OTCYTCTBUU JIOKYCa Cy-
npeccuu Su/Ste B Y-XpoMOCOMe — MPUBOAUT K YaCTUY-
HOI1 CTepUJIbBHOCTU CaMIIOB (HapyllleHre Melio3a). DTu
TMOBTOPBI CYMIPECCUPYIOT MJIOAOBUTOCTD, YTO SIBJISIETCS
BaXXKHBIM (haKTOPOM TTOMYJISILIMOHHOM 3BoMtoMu. [1o-
BUIMMOMY, OCOOU, Y KOTOPBIX (hYHKIIVSI TeHa COXpaHU-
JIach MIPU €ro aMIuiMduKalu OfHOBPEMEHHO B 00enX
XpOMOCOMaX, ObLJIU OTOPOILIEHBI OTOOPOM, U COXpPaHU-
JIUCh TOJIKO T€ 0COOU, Y KOTOPBIX MTPOM30IILJIa UCTUH-
Hasi TiceBaoreHu3anys (morepsi GyHKIIMM), 4TO MOMOT-
JIO CAEP>KUBATh SKCIIPECCUIO TeHa, He HYy>KHOTO B TAKOM
Konu4yecTBe. Jpyrumu ciaoBaMM, MOXHO IIPEAroJio-
XWTh, 4TO “Urpa” Ha MPUCYTCTBUE/OTCYTCTBUE OIIpe-
JIEJIEHHOTO BU/A CaTeJUIUTA SBJISIETCS SJIEMEHTOM MOp-
¢doobpazoBaHus. Bpsim a1 3T0 sIBI€HHE MOXKET OBITh
Ha3BaHO “TIAPa3UTUYECKUM~ WM “3rOMCTUYECKUM”,
TaK KaK OHO MOJJIEP>KMBAETCS OTOOPOM U CLEIJIEHO C
OYEBUIHBIM BUI000OPA3YIOIIMM CABUTOM, U3MEHSIS Oa-
JIAHC MOJIOB B MOMYJISILIUM.

To xxe otHOCHUTCS K n1emeHTy Responder, ¢pyHKIMO-
HUPOBaHWE KOTOPOTO BCErda CIETUIEHO C OOJIBIITM
(bparMeHTOM caTeJUTUTHBIX TTOBTOPOB. ITprcnocobisie-
MOCTB IpO30(DIIT YMEHBITIACTCS TIPY JCIISITNY CaTeIUTH -
Ta Rsp [159]. DToT caresuuT Beeraa AeJIeTUPYeTCs WIn
TpaHCJIOLMPYETCsT B cIyvyae abeppaHTHOI KOHAECHCA-
LMK XPOMOCOM B CcIlepMaroreHese. Yncio mmoBTOpoB B
PSIIY BO BCEX XPOMOCOMAX XOPOIIIO KOPPEpPYeT ¢ UX
YyBCTBUTEILHOCTBIO K HapylleHusiM cerperaiiu (dis-
tortion) [160]. ComepskaHue CaTeIITMTHBIX W CATEIITN-
TOIOMOOHBIX  TTOCJIEMOBATEIBHOCTEN  OIpEIeICHHBIX
TUIIOB B KPYMNHBIX pervoHax (ropsiaka 200 T.ILH.),
(GIaHKUpPYIOIIMX TeHbI, CBsI3aHO (Y APO30(WIBI) CO
BpeMeHaMu peruiukanuu 6osee yem 4000 reHOB, U Be-
POSITHOCTh 3TOI acCOLMALMU BBIXOAUT 3a TIpeIesIbl
ciyJaiiHoi [161].

KomupoBanue “cmbiciioBbix” MPHK B TaHaeMHBIX
MOBTOpax 3aJiokeHo B MeracaTtesumTe RS477 renoma
yenoBeka. OHM comepxKaT U MMPOMOTOPHBIE YYACTKH, U
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nom(A), M OTKPBITYIO PaMKy CUYMTBIBAHMS ISl HOBOM
(opMbI 1eyOMKBUTUHUPYIOLIETO (hepMeHTa, YHUKAb-
HOI TeM, UTO YpOBEHb 3KCIPECCUM I'eHa B TOJIOBHOM
MO3Te MOXET MOIYIMPOBAThHCS aHTUCMBICIIOBBIM TPaH-
CKPHIITOM KoMITieMeHTapHoro yyactka JJHK [162].

B aTOM 0630pe yaaercs Aullb yOMSIHYTb TaKyIO He-
UcyepriaeMylo TeMy, Kak y4acTue MUKPOCATEJLTUTHBIX
MOBTOPOB B BO3HWKHOBEHMM MHOXECTBA T€HETUYEC-
CKUX 3a00J1eBaHuii. YKCI10 TPUTLIETOB B 3K30HHbIX Ya-
CTSIX TEHOB TIPSIMO BJIMSIET HA CTPYKTYPY U (DYHKIIMIO
0esKa 3a CUeT YMHOXKEHUS B HEM YKCJIa aMUHOKMCIIOT,
KOIUPYEeMbIX JaHHBIM TPUILICTOM-KOmoHOoM [137]. On-
HaKO MOMUMO 3TOT0 BPEIOHOCHOTO ACHCTBUS, MUKPO-
CaTeJUTMThl MOTYT BBICTYHaTh KaK UHCTPYMEHT Mopo-
U BUaooOpa3zoBaHus. HampuMep, aKcnaHCHUsI WA CO-
KpallleHUe Yrcila MUKPOCAaTEeJUTMTHBIX TOBTOPOB B pe-
T'YJIITOPHBIX 00JIACTSIX TE€HOB, OIPEIEISIOIINX 3BOJIIO-
1110 cobaK pa3HbIX MOPOJ, KOJTUYECTBEHHO CBS3aHbI C
MOpPGhOJIOTUYECKUMU  XapaKTepUCTUKAMU KOHEYHO-
creit v yepena [ 163]. Beicka3piBaeTcss MHEHHE, YTO CBSI-
3aHHbIE C TeHaMU TaHJIEMHbIE TTOBTOPhI (DYHKIIMOHU-
PYIOT KakK yCKOPUTEIU (IPOMOTOPBI) SBOJIIOLIMHU, JaBast
MOIIIHbIE, KPYITHbIE BaprallMi FTeHOMa U I0ITycKasi KC-
TpeMaJIbHO OBICTPYIO 3BOJIIOLIMIO HOBBIX (hOpM.

JUCITEPTUPOBAHHBIE ITIOBTOPBI,
TPAHCITO30HbI

Kaxk ormMeueHo Bo BBeneHunm, MOXHO I10J1araTh, 4TO
BBIBOJIBI U3 0o0Jiee TTOIPOOHOr0 pacCMOTpeHMsT (HyHK-
HVUOHAJIBHOI'O 3HAYC€HUs TaHIAEMHBIX (CaTe.HJH/ITHbIX)
MOBTOPOB, OCOOEHHO YacTO pacCMaTpPUBAaBIIMXCS KaK
“MycopHas WIM Iapasutudeckas” dpakiys reHoma,
MMPUMEHUMBI M K OLIEHKE ropasfgo 0oJiee CIOXHON U
pa3HOOOpa3HOU (M CTPYKTYpPHO, M (DyHKIMOHAIBHO)
TPYIIIbI ITOBTOPOB — AMCHEPIUPOBAHHBIX MOOMIBHBIX
anemMeHToB (TE, Transposable Element), 1 000CHOBBI-
BalOT MPOTUBOMNOJIOKHYIO TOUKY 3peHus. [lom 3Tum
TEPMUHOM OOBEIMHSIETCS IIMPOKUI CIIEKTP pacCcesH-
HBIX TT0 TEHOMY TTOBTOPOB, pacMaIaloIIXcsl Ha JIBE OC-
HOBHbIe rpymibl. OnHa u3 Hux, JJHK-TpaHcno3oHsbl,
00J1a1af0T CUCTEMOI1 BEIpE3aHMsI, IEpeHOCca U BCTpau-
BaHus Konuu B apyrue yyactku JJTHK kak BHyTpu co0-
CTBEHHOT'O OpraHu3Ma, Tak ¥ MeX1y TeHOMaMU1 pa3HbIX
TaKCOHOB. YMCIO KOommii 3TUX 3JIEeMEHTOB HEBEIMKO,
COCTaBJISISI HECKOJIBKO JIECSITKOB Ha T€HOM, HO MX 3Ha-
YeHHEe B BO3HMKHOBEHUM OHOpa3HOOOpa3usi Ype3Bbl-
YaitHO BeJMKO. Bropast rpyma, peTpoTpaHCIIO30HBI,
pa3MHOXKaeTCcsl 1 MEPEHOCUTCSI BHYTPU OJTHOTO FeHoMa
nyreM oopazoBaHuss PHK-konuii ¢ mocnenyromein ux
00paTHOM TPaHCKPUIIUIIAEH 1 BCTpauBaHUEM B HOBOM
MecTe. PeTporo3oHsl 00pa3yioT HECKOJIBKO CTPYKTYP-
Ho pazmyatoinuxcs kiaaccoB (LTR-coaepzkaiye u He
conepxaiue, LINE u SINE), unciio konuit KOTOpbIX B
TEHOME MOXET JOCTUraThb MHOTHUX COTEH ThICSd. Ilo-
CKOJIbKY B 0030pe M B JaHHOI IJIaBe OOCYXKIAIOTCSI
TOJILKO O0l1Iee 3HAUeHWEe BCEil TPYIIbl IOBTOPOB, CBSI-
3aHHOE C MX IIepeMelleHEeM 1 BCTpauBaHEM B HOBBIE
Y4aCTKU TeHOMa, Mbl KOCHEMCSI JIMIIIb 3TOTO BOIMPOCa,
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He paccMaTpuBasi CUCTEMHO KaXKIbIid U3 YITOMSIHYThIX
KJIACCOB U BBIIEJISIS HanboJiee BaXKHbIE aCTIEKThI UX CIO-
COOHOCTH K TIepeMEILEHUSIM, HEOOXOIUMbIM, KaK MOX-
HO TOJIaraTh, Aj1s1 (QOPMUPOBAHUM OMOPA3ZHOOOPA3USI.

W3 3THX MOBTOPOB COOCTBEHHO “‘TIapa3UTUYECKU-
M1, B 3TUMOJIOTUYECKOM 3HAYEHUM CJI0BA, MOLJIA ObI
OBITh — U JO CUX ITOP TAKOBBIMU YaCTO CUMTAIOTCS — BU-
pycornmogooHble yactunbl tha JHK-Tpancno3oHoB,
CMOCOOHBIE CAaMOCTOSITEJIBHO TiepeMellaThes, “3apa-
XKaTth” HOBBIE TIOMYJISIIUU, NPUHOCHUTH OYEBHIHBIN
BpeZ TeHOMY C TTIOTepeii aganTMBHOCTH opraHu3Ma. Ta-
Kast TOYKa 3pEeHUsI HEOJHOKPATHO BbICKA3bIBAJIACh (CM.,
Harpumep, [164]), HecMOTpsI Ha TIPU3HAHKE U OIKCA-
HUE TeMU Xe aBTOpaMM MHOXECTBA JAHHBIX, CBUIC-
TEJIbCTBYIOIINX O BaXKHOI MHTETPUPYIOLIECH 1 peryini-
pyloleit poyi pa3HOOOPa3HOI IO CTPOSHUIO U CITOCO-
oam tepemernenust B JHK rpymmbr  MoOOMIBHBIX
BJIEMEHTOB B XXU3HEAESITEIbHOCTHU.

[MpoTrBoOTIONOXKHAS TOYKA 3peHUs TIpeArioaraet
HaMBaXKHEHMIIYIO U YyTh JIM HE PELIAIOIIYIO POJIb BCEX
TPYITI TIEPEMEIIAONIMXCS 3JICMEHTOB B OBOJIIOIIN Te-
HOMa W, TEM CaMbIM, B 3BOJIIOLIMU OUOJIOTMYECKOTO
pasHooOpasus |7, 164—166]. TlpuBemeM HECKOIBLKO
IIPUMEPOB.

Bxuian TE B (huznosioruio nmpakTM4ecKy BCexX ayKa-
PUOT CUJILHO 3aBUCHUT OT MX MOJIOKEHMSI TIPY TPAHCIIO-
3ULIMU M OT YaCTOTHI TAKUX COOBITHI [167]. Y mpoxskeit
Schizosacchromyces pombe nonsi TpancnosoHa (Tfl) B re-
HOMe KOTOPBIX HeBeJnKa (oKojo 1%), oHu pacrosnara-
FOTCSI, TJIABHBIM 0Opa3oMm, BOMm3u mpomoTopoB Polll.
Anamm3s 73250 yuactkoB BkmodueHus: TE monrsepmui,
YTO 3TU HPOMOTOPHI (MMPUMEPHO UX TPETh) CAYKaT MU-
LIEHSIMU I BKJIIOUEHUsS] MOOWJIBHBIX 3JIEMEHTOB B
75% MeXTeHHBIX paliOHOB, COMEPKAIIUX 3TU ITPOMO-
TOpPBI. 3aBUCMMOCTU MEKIY YMCIIOM CaliTOB U YPOBHEM
TPAHCKPUIILIMU T€HOB He Ha0/10AaeTCsl, HO OTYETJIUBO
nposiBIIsieTcsl TIpuBepXeHHOCTh TE K reHaM, cBsI3aH-
HBIM C BOBHUKHOBEHHEM CTpecca, UTO CBUIETEILCTBYET
00 ¥X yyacTuM B Mpoliecce anantaiyu. B apyrom ciy-
yae, peryjisiTopHble CAiThl U CailThl CBSI3bIBaHUS (haK-
TOPOB TPAHCKPUIILIMU, HEOOXOAUMBIEC JJIsI IKCITPECCUU
reHa ogHoro u3 nHTepdepoHoB (INF-A1), pacronara-
I0TCSI B MOOWJILHOM 3JieMeHTe UM B Alu-nomoOGHoM
yJacTKe, 4TO MPsIMO CBUIETENIbLCTBYET 00 yuactuul TE B
peryJsim CuHTe3a nHTepdepoHa [ 168].

[1poGnemel, CBsI3aHHBIE C BHEIPEHUEM TPAHCII030-
HOB U TIPOSIBJISIIOIIMECS B SIAPE 1 LIUTOILIA3ME B pETyJIsi-
LIMJ COOTHOILIEHUS T10JI0B, BO BiussHMM TE Ha 3Kc-
MPECCUIO0 T€HOB, B MHAYKIIMKM TOYEYHBIX MYTalldii, B
IpeIMEMOTUYECKOM METUIMPOBAHUU 1 MHTePEepeH-
nuu PHK, a takke yyactue TE B “au3zaiiHe” reHoMa U,
HAKOHEIl, UX BHYTPUIIONY/ISIMUOHHAS (MHOUBUIYAJIb-
HasT) UBMEHYUBOCTh, PACCMOTPEHHI B psifie padot ([ 146,
165, 166, 169—171]. Bce maHHbBIe CBUIETEIBCTBYIOT B
MO0JIb3Y UCKITIOYUTEILHO BAXKHOTO 3HAYEHUSI AUCIICPI -
POBAaHHBIX MOOWIBHBIX 3JIEMEHTOB B PETYIISILINU K3~
HeJIesITeJIbHOCTH U B BUIooOpa3zoBaHuu [170].

I'PEYKO

Touka 3peHNST 0 BUPYCOITOI00HOM 00JIe3HETBOPHOIA
nipupoge TE rpu ropM3oHTaTbHOM MEPEHOCE TaKKe HE
MOXET CUMTAThCsl yoemuTesibHOM. B aTOM Citydae cire-
JIOBaJIO OBl IPU3HATh, YTO B Ty K€ KaTETOPUIO Iapa3u-
TUYECKUX II0IMagaroT BCE COOBITUS TOPU30HTAJIbHBIX
MEePeHOCOoB, NaXe TMOTEHIMAIbHO APY>KECTBEHHBIX U
aganTuBHBIX. Hambonee spkmii mpumep — TOPH30H-
TaJIbHBIN MEPEeHOC KOMIUIEKCca TeHOB OOMeHa KapOTH-
HOMJIOB (HE CUHTE3UPYIOIIMXCS Y XKMBOTHBIX) 13 JIHK
rpuooB B JIHK Hacekombix Tuma Aphidiidae n mx
ycrenrHoe (GyHKIIMOHMPOBAaHYE B HOBOM XO3SIMHE. DTO
TMOATBEPXKIAETCS U TTOSIBJICHEM OpaHXKeBOI OKPacKU B
OOBIYHO 3€JICHOH ITOMYJISIVM, M YBEJIMJYCHUEM amarl-
TUBHOCTHU 3TOM norrynsiinu [172]. B HacTosiee Bpemst
BCE yallle BbICKA3bIBae€TCS TOYKA 3PEHMSI O TOM, UTO
POJIb TIOBTOPOB BOOOIIE M MOOWIBHBLIX 3JIEMEHTOB, B
YaCTHOCTH, B BUI000OpA30BaHUN U 3BOIIOLUMU A0 CHUX
Mop HeAOOLIEHUBaIAach (cM. 0030pHI [146, 170, 173]).

Benuka posb nosropoB tina LINE miekornuTato-
mux [174]. Hampumep, ecnm moiaHopasMmepHbid L1
MJIEKOTIUTAIOIINUX PACIIONAraeTcsi B UHTPOHE OJHOTO
reHa B aHTMCMBICJIOBO# OPUEHTAIIMU, TO OH MOXET KaK
061 “paspniBath” reH. Cpeau IPOAYKTOB TPAHCKPUII-
1IMU OOHApY>XEHbI MpeAcKa3blBaeéMble CTPYKTYpPbI, KO-
TOpbIE MOTYT 00pa30BaThCsl MPU ITOM: OHU CoaepKaT
MocIeAoBaTeIbHOCTU MPABOTO WM JIEBOTO 9K30HOB U
¢parmenTel LINE. Ilocie ananm3a 15 reHOB ITOSIBU-
JINCh OCHOBaHMs MoJiaraTh, 4TO OEJIKU, KOAUpYyeMble
“pazopBaHHBIMU F'eHAMM”, CITIOCOOHBI (DYHKIIMOHUPO-
BaTh WM BO B3aMMOAEHCTBUM APYT C APYrOM, WU OT-
JIENTbHO.

IMosrope! TMMa LINE y4acTByIOT, MO-BUAUMOMY, B
BBIOOpPE TOTO, OYIYT JIU JIBa aJUlesisi FeHa SKCIIPecCUpo-
BaThCsl MO KOJOMMHAHTHOMY WJIM MOHOALIETbHOMY
tutty [175]. KoHTeKCT B XpoMocoMaxX BOKPYTI MOHOAQJI-
JIEJTbHO 9KCITPECCUPYIOIIIErocs reHa (TUIOTHOCTb U YuC-
o LINE, ux coxpaHHOCTb WIM MOJIONOCTh, CTEIIEHb
METWIMPOBAHUSI) CYIIECTBEHHO OTJIMYAETCS OT KOH-
TeKCTa MpYU KOAOMUHAHTHOM HacjienoBaHUU. MoHoa-
JIeJIbHBIE TeHbI (bJTAaHKMPOBAaHBI OoJiee “MOJIOIBIMU~ 1
MeHee nuBeprupoBaBmiimMu LINE], MeHBIIIMM 9nICIOM
CpG-OCTPOBKOB M MEHBIIIMM YHMCIOM 3JIEMEHTOB
SINE, yuem OnajuiesIbHO 9KCIIPEeCCUPYIOLINECS.

Oco6GeHHO BaXKHO YJacTHE ITOBTOPOB B (DYHKIIMO-
HUPOBAaHUU TEJIOMEP XPOMOCOM Ap0o30MJbl. Teaome-
PBI 00pa3yroTCs B pe3yJibTaTe TPaHCIIO3ULIUU B OITpeie-
JICHHOM TIOpSIIKE PETPOTPAHCIIO30HOB TPEX BUIOB
LINE, ne conepxamux LTR. DroT niporiecc crporo pe-
TYJIMpYyeTcsl, TIOCKOJbKY A00aBJIEHUE MOJIHOTO PETPO-
MO30HA YBEIMYUBAET JJIMHY XpPOMOCOMBI Ha HECKOIBKO
TBICSIY Map HYKJIEOTHUIOB, B TO BpeMsl KaK TejioMepa
yKopauuBaeTcsi Bcero Ha 70—75 T1.H. 32 OIHO TTOKOJIe-
Hue. B 3ToMm mpoliecce NpouCcXoauT TeTeporeHu3arms
KOHIIEBBIX ITOBTOPOB Y Pa3HbIX 0COOEH U JaXKe B pa3HbIX
TUIIAaX KJIETOK Y OJIHO OCOOU; TIPY 3TOM aKTUBHOCThb
TeJloMepa3bl OCOOCHHO BaKHA B T€pMWHAILHBIX TKa-
HSIX. DTO KapAWHAIBHO OTJIMYAET IPO30(PUIY OT APYTUX
OPraHU3MOB, TeJIoMepa KOTOPBIX COCTOUT U3 KOPOTKUX
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noBTOpOB. TakmM obpa3om, “codbctBeHHass” knU3Hb TE
OKa3bIBACTCS CYLIECTBEHHOW [JIs1 HaWBa>KHEWIIEro
mpoliecca MporpaMMHUpPYeMOil JIeTaIbHOCTU. Tak Ke
BaXXHBI B3aWMOAECHCTBUS CHELM(PUUHBIX TeJIoMepas3-
HBIX OSJIKOB C TeJIOMEPOI B IIpolieccax NO3ULUOHUPO-
BaHUS VX BHYTPHU sIipa, YTO CBSI3aHO CO CITApUBAHUEM U
pacxokaeHreM XxpoMocoMm [176].

YnuBuTENBbHO, YTO MOOMJIBHBIE 3JIEMEHTBI 3adcii-
CTBOBaHBI B MEXXBHIOBOM M MEXKPOIOBOI TMOpUIM3a-
MM, KOTOpasi MOXET ObITh MICTOYHUKOM BHI000pPa30-
BaHUs. [1pu rubpuamn3anu KeHrypy aIByx poaoB (Mac-
ropus eugenii u Wallabia bicolor) Tubpua nojyyaer oda
Habopa POIUTEILCKIX XPOMOCOM, B KOTOPBIX IIPOMC-
XOJISIT XPOMOCOMHBIE TIePEeCTPOMKM, B TOM YUCIIE, aM-
wmmdUKans peTpo3JIeMEHTOB B MX HEMETWIMPOBaH-
HOM cocTtosiHuM. lleHTpomepa ayrocoM, IOJTydeHHbBIX
OT MaTepu, CWIBHO yBeJnueHa B pasMmepax. [1pu atom
rOpUaB! (DEHOTUITMYECKM HOPMAaJIbHbI U BITOJTHE K3~
HecrocoOHsI [177].

OO0111e0MOIOTNYECKIE TIPUMEPBI  PACCMOTPEHBI B
0030ope Pontaeuna (Fontdevil) [178]. ABTop cymMMu-
pPYET, 4TO B OOJIBILIOM YMCJIEe ClIydaeB IMpHCHocoOisie-
MOCTb rMOPUIOB OKa3bIBAETCS WU JIYYIlle, UJIA OCTAeT-
cs1 6€3 UBMEHEHMsI. DTO XapaKTePHO U IS paCTeHUIA, U
JIJTSI SKMBOTHBIX, TAKMX KaK pbIOBI (Gambusia, Geospiza),
ampuouu (Hyla), nekotopnie HacekoMbie (Drosophila),
mutekonuratowue (Sorex, Felis, Canis v psin npyrux). Y
upuca F1-rubpuasl o6pa3ytoTcst peko, HO 3TU 0Co0r
00JIafaloT JIydllieil TpUCHoco0IsIeMOCTbIO K OMpe/e-
JICHHBIM HOBBIM yci0BUSIM. M3BecTHO, 4TO y pBIO M
penTuwinii TMOPUIBI TaKXKe aKTUBHO OKKYMHPYIOT HO-
Bble MECTa OOUTaHMSI.

B 310i1 cBsizgu @onTneBua [178] HamoMUHAET BbI-
ckazpiBaHue MakKimHTok (1980 1) 0 TOM, UTO HOBBIE
TUIIbI T€HOMHBIX MEPECTPOEK, WHIAYLIMPYEMbIX MO-
OWJIbHBIMU JIEMEHTAMU, OTKPBIBAIOT HOBBIE MPEIEIIbI
CYLLIECTBOBAHUSI TAKCOHA B OBOJTIOLIUU.

MoXHO 0000IINTD, UTO C OTKPBITUEM SIBJICHUS TO-
PU3OHTAILHOTO TIEpeHOCa MOHATHE “TEHOMHOTIO Iapa-
sutnama” st moboro pparmenTta JJHK, moasepraio-
IIETOCs TIEPEeHOCY, CTAHOBUTCSI OeccoepKaTeIbHbIM,
MOCKOJIBKY KaXKIBIii TaKOM (pparMeHT, JaxKe €Ciad OH
COAEPKUT BITOJIHE JIeraJlbHO (DYHKLIMOHUPYIOIINE Te-
HBI, MOT OBI CYMTATHCS Tapa3uToM. To XKe caMmoe MOXKHO
cKa3aTh MO IOBOMY BaXKHOTO SIBJCHUS IYTUIMKALUW U
MYJIBTUTUTUKALIMY B TIPUHIIUTIE JTFOOBIX YYaCTKOB U pe-
rinoHoB JIHK BHyTpr ogHOro reHomMa, 4To COBCEM He
TpeaIrojiaraeT ux 00s13aTeIbHOTO TTOBPEXKIAIONIIETO 3 -
dekTa, a MpeacTaBiIsieT COO0M eCTECTBEHHBIN MPOLIeCcC
Pa3HOOOPAa3HBIX MEPECTPOEK, ITOABEPralOIINXCS 3aTeM
€CTECTBEHHOMY K€ OTOOpY. DTO SIBJICHHWE IIIMPOKO pac-
MPOCTPaHEHO U BOBCE He TpeOyeT, U He TIpearoiaract
HEOOXOIVMMOCTH OLICHKHU €T0 KaK OTPaKeHMsI OTHOIIIC-
HUI1 “Tapa3suT—XxO035MH”’°, U CYILIeCTBYeT KaK aTpuOyT
B3aMMOCCTBUSI M 3BOJIOLIMU XXUBOTO Ha TeHETHYe-
CKOM ypoBHe (cM. 00630p [179]).

CrenyeT MOMYEPKHYTh, YTO, TTOCKOJIBKY MOBPEXIa-
101U 3 PEKT JIIOOBIX TTIEPECTPOSK HATJISIACH U IMTPOSIB-
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JsieTcss Wi (PEeHOTUIIMYECKN, WJIM B 3a00JIeBaHUM,
OLIEHKa €ro 3HaueHUsI MOXeT ObITh MpeyBeIndeHa o
CPaBHEHUIO C MOJIOXUTEIbHBIMU 3(PppeKkTamu, KOTo-
pble MOTYT He€ TIPOSIBJISITbCSI HEMEMJIEHHO, TpyJaHee
(bukcupyeMbl, 1 17151 UX BbISIBIICHUS TPEOYIOTCS CIIELM -
aJbHbIe yeuust. TeM He MeHee, 3BOJTIOIIMOHHOE 3Have-
HUE TIepeHOCca TPAHCIO30HOB KaK BHYTPU TaKCOHOB,
TaK YU MEeXIy HUMU — Jaxe Ha CaMOM BBICOKOM TaKCO-
HOMUYECKOM YpOBHE, KaK B Cllydae MepeHOCOB MEXIy
TTO3BOHOYHBIMM M OECITO3BOHOYHBIMM, BeJIMKo [180] 1
MOATBEPXKIAETCSI BO MHOTMX paborax (cM. 0030pbl
[181—183]. Tak nepenoc Tpex TunoB TE u3 6Gyaroro-
JIyYHOM TIOTYJISILIMU 1PO30(hUJIbI B yTHETEHHYIO ITPUBO-
JUT B HEKOTOPBIX CIIydasiX K Pe3KOMY U OYEBUIHOMY
YBEJIMUCHUIO €€ aJanTUBHOCTU (10 OmpeaeJaeHHbIM
MapKepaM U1 110 COCTOSIHMIO momy/iiunu) [184], Ho B
JIPYITUX — K YXyAIIeHnIo agantuBHoOCTH [185]. B reHo-
Max Jpo3oduil Tiepepacipee/icHUe B pe3yJibTaTe CKpe-
IMBaHUII (WJIM TOPU3OHTAIBHBIX IIEPEHOCOB) He-
ckonbKuX TUTIOB TE BhI3bIBaET X “MaccoBYIO MOOWIIM-
zaiuio”. CBoero pojga JiOKajibHas “XpOMOCOMHasi
PEBOMIONINS”, TIPUBOISIIAS K THOPUIHOMY OUCTEHE3Y,
MOXET paccMaTpuBaTbCsl HE TOJIbKO KaK OTpullaTesb-
HBII MPU3HaK, HO ¥ KaK UCTOYHUK XPOMOCOMHOTO T10-
Jumopdu3Ma W BO3HUKHOBEHUS PENpPOAYKTUBHOMN
M30JSILIMKA MEXKAY MOMYJISLMSIMUA, YTO MOXET ObITh
NIPUYMHOM Havaia Bugooopasosanus [170, 186].

Yro Kacaetcst “HecaMOCTOSITEIbHBIX TUCIIEPIUPO-
BaHHBIX ToBTOpPOB THIIa SINE (peTpomno3oHsbl), To nx
9BOJIIOLIMOHHOE 3HAYeHUE KaK Haubosiee aleKBaTHBIX
MapKepOB 3BOJIIOLIMU ceifuac He MOJBEepraeTcsl COMHe-
Huto [60, 61]. Kak 1 cateJuIMTHBIE TIOBTOPHI, PETPOIIO-
30HBI 00JIaAAIOT SIPKO BbIpaXKEHHOM TAKCOHHO CITe1 -
(bruHOCTBIO, CBUIETENILCTBYIOLLIEN O HUX, ECJIU HE KaK O
MEePBUYHOM JBVXKYIIEH MPUUMHE B 3BOJIIOLIMA TEHOMOB
(XOT$1 3TO HE UCKJIIOYEHO), TO KaK 00 abCOJIIOTHO CO-
MIPSCKEHHBIX C 9BOJIOLIMEN TaKCOHOB. M3ydeHO OKoJIO
cotHu ceMeiictB SINE, pasMepsl 1 BO3pacT KOTOPHIX,
HYKJIEOTUIHBIE MOCJIEA0BATEIbHOCTU KON, UX YUCIIO
Y OpraHM3alivs HEBEPOSITHO Pa3HOOOPa3HBI U CHEIU-
(bUYHBI IJTS pa3HBIX TPYIIT TAKCOHOB [60, 61]. MMmeercs,
o KpaliHeil Mepe oJHa, HaruboJjiee IPEeBHSIST U BbIPOXK-
neHHas rpymnma nosropoB (MIR), nexaiiiasi B ocHoBa-
HUM JIpeBa 3yKapuoT (cM. ccbuiku B [60]). M3BecTHBI
0oJiee MOJIOJbIE TPYIIbl [TOBTOPOB, XapaKTepHbIE IS
OPraHU3MOB, COCTABJISIIOIINX KPYITHBIEC pa3/IesIbl CUCTE-
MaTUKU (pa3iuuHble OTPSIAbI MJIEKOMUTAIOIIUX, TTPHU-
MarTbl, OTPSIIBI PBIO, ambuowmii [60, 61, 187], penrTrmiit
[188]) u eliie 6oJ1ee MOTOAbIE MOATPYIINBI, crelMbUI-
HbIe JIJIs1 ypOBHSI CEMEUCTB 1 ponoB. Bce aTu cBoiicTBa
U TIPU3HAKKU KOPOTKMX PETPOINO30HOB, a TakXkKe TO 00-
CTOSITEJILCTBO, YTO UX COOCTBEHHAsI 3BOJTIOLIMS HAMPaB-
JIeHa TOJIbKO B CTOPOHY YBEJIMUEHUS YKCIIa, AeJIaloT UX
Haunbosiee yI0OHBIMU 1 TPAKTUYECKU HE TOABEPXKEH-
HBbIMU TOMOILIa3MHd MOJIEKYJIIPHBIMU Mapkepamu u-
Jorennu [187]. OueBuaHO, YTO pa3HOOOpa3HbIe (DYHK-
LIMOHAJIbHBIE MPOSIBJIEHUSI PETPOIMIO30HOB, O KOTOPBIX
OyZeT KpaTKO CKa3aHoO Jajiee, Jej1aeT UX y4acTue B He-
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MOCPEICTBEHHOM (POPMHUPOBAHNM OMOpa3zHOOOpa3us,
MX TAKCOHOOOPA3YIOIIYIO POJIb BBICOKO BEPOSITHOM.

MHeHue omHOTo 13 JIMIEPOB 3TOTO HaIlpaBIeHMUS,
Oxana (Okada) [187], 00 3TOM BBIpaXKEHO YETKO: pe-
TPOITO30HBI, KOTOpbIE BHaYajle pacCMaTPUBAINCh KaK
TEHOMHBbIE MTapa3uThl i MycopHbie JIHK, Bo MHOTTIX
cyyasix MpUoOpeTatoT HOBbIE (hYHKIIMU, OYyIb TO HO-
BbI MOJIM(A)-CUTHAJI, CUTHAJI SHXaHCepa Wi OOHOB-
JIEHHBIN 3K30H. JlomyckaeTcsl ydyacTvie TPaHCKPUIITOB
SINE B mpoMoTHpOBaHMU TPaHCSIAM IIPU CTPECccax
(Chu et al., 1998, uut. o [187]). He nckmoyaercs Tak-
K€ BO3MOXHOCTb MX ITACCUBHOTO MepeHoca 3a cueT 3a-
XBaTa IMpU MEepeHOoCcCe MOOUJIbHBIMU 3JIEeMEHTAMU WJIU
MIpY TOPU30HTAILHOM IepeHoce [189].

HaiineHbl MHOTOUYMCJIEHHbIE MPUMEPbl MPSIMOTO
Y4acTUsl OUCTIEPTUPOBAHHBIX MOBTOPOB (CM. 0030pBI
[60, 61, 152, 190]) B pyukumonuposanuu JJHK, conep-
JKallMX MPOMOTOPHBIE, SHXaHCEPHBIE, CYITPECCOPHbBIE
W Ipyrve 3JIEMEHTHI TUIA CANTOB CBI3bIBAHMS peLiel-
TOPOB TOPMOHOB M APYTUX 0enKoB (cM. 0030p [191]).
OHU MOTYT OBITb MCTOYHWKOM HOBBIX 3K30HOB, KakK
Alu-noBTopbl MpumaToB [192], MOryT BKJIIOUaTh peTpo-
TO30HBI HA TPAaHMIIE MHTPOHOB U 3K30HOB, YTO MIPUBO-
JIUT K BOBHUKHOBEHMIO HOBOTO (DeHOTHIIA, KaK B CJTy-
yae reHa S/LV, oTBevaloniero 3a IMIMEHTALIAIO IIEPCTU
W HapylIeHUs 3peHUs y cobak. OripenesieHHasT eSS
B Y4JaCTKE peTpOIlo30Ha, oOoralieHHOM oauro(dA),
BOCCTaHaBJIMBaeT HOPMaJIbHOE COCTOsTHUE cobak [193].
B renoMe cobak IIpUMEPHO ITOJIOBMHA CTPYKTYPHBIX
JIOKYCOB HaxOAUTCS B OUAJIJIEIBHOM COCTOSTHUM — OJIH
aJIeib CONEPKUT CIIeHU(UIECKUI I CO0aK THUII
SINE, a npyroii — He conepuT, NpUYeM pa3HbIe MOPO-
JIbl Pa3IYaloTCs 10 TaTTepHaM TMOSIBJICHUS TaKUX OU-
aJuTeJIbHBIX JIOKYCOB [194] (apyrue mpuMepbl CM. B 00-
3opax [43, 44]).

IIpuMepbl KOCBEHHOTO, PEryJITOPHOTrO, SIUTeHE-
TUYECKOIO BIIMSIHUSI JIUCIICPTMPOBAHHBLIX TTOBTOPOB
ele 6oJiee MHOTOUMCIICHHBI 1 BIEUATIISTIONIN (CM. 00-
30pbl [195, 196]). JJaBHO OTKpBITOE METWJIMPOBAHIE
LIMTO3MHA CBSI3aHO, OYEBUIIHO, C TKaHeCTIeLIM(UIHBIM
Y TeHICPHBIM paclipeie]IeHueM MeTWIMpoBaHust Alu-
MOBTOPOB Y mpuMaroB. Konmm4ecTBO TpaHCKPHUIITOB
Alu-TIOBTOPOB CYIIIECTBEHHO MEHSIETCSI ITPY KJIETOYHBIX
cTpeccax, IPUBOAM K MepepacipencieHUI0 MHTEHCHB-
HOCTH CHHTE3a ONpeeIeHHBIX (PePMEHTOB.

CaMa opraHuzanysi IMCIIeprupoOBaHHbBIX TOBTOPOB,
HarpyMep MX Criopaaryeckasi TaHaeMu3alusi B OQHOM
JIOKYCE C TTOCJIEAYIOLEN TPAHCKPHUIILIMEN, 1ACT pa3ind-
Hble matrepHbl PHK, yto (yHKIIMOHAIbHO 3HAYMMO
[197]. siPHK yrHeTaet ¢byHKIINIO PeTPOITIO30HOB (cali-
JIEHCHMHT) B 3apOJbIIIEBbIX KIeTKaxX Apo3oduibl [198].
B coctaB Alu-ToBTOpOB BXOIST KJIacTepbl CUTHAJIOB
TpaHCcKpuIliuu, Hanpasisiemoii PHK -nmonmumepa3zoii 11
[199]. OueBunHa 1 BaxkHa poJib Alu-1oBTOPOB B MOCT-
TPaHCKPUITLIMOHHOM PEeryyIsiiiii Ha YPOBHE CIUTAaCHH-
rau B crielMduyeckom yyactuu B cuuThiBaHu MPHK.

Takum obpazom, ydactue SINE B Mexanu3max my-
TareHe3a OOYCJIOBJIEHO MX BKIIIOYCHUEM B pa3WIHbIC

I'PEYKO

00J1aCTH TeHOMa — 3K30HbI, UHTPOHBI, CAlThI CBSI3bIBA-
HUST (DAKTOPOB TPAHCKPUIILIM, PETUIUKALIMU, PELeI-
TOPOB TOPMOHOB, YTO MOXKET IIPMBOANTD KaK K pa3pyliia-
IOILIEMY, TaK 1 CO3UIAIOIIEMY BO3ICHCTBUIO HA TEHOM.
SINE ydacTByeT B MexaHM3Max CTPYKTYPUPOBAHUS 1 pe-
CTPYKTYPUPOBAHUSI TEHOMA B CBSI3U C MOSIBJIEHUEM HO-
BBIX T€HOB; B MEXaHM3MaX Pery/Isainy Yepe3 o0pa3oBa-
Hue PHK-TpanckpunToB, TKaHecnieIMpUIECKH OITo-
CpeoyIoIMX  IOCTTPAaHCKPUIILIUOHHBIIA  YPOBEHb
¢dopMupoBaHUS IIPU3HAKOB; B MEXaHM3MaxX B3aMMO-
JIEUCTBUS SIIEPHOIO MaTpUKca ¢ OeIKaMu U caTesuIn-
TaMUu; B MEXaHU3MaX SMUTEeHETUYECKON PeryJIsiiuuy 3a
CYET METWIMPOBAHUS—IEMETWINPOBAHUS U B M3MeE-
HEHUM mnaTTepHa 3Toi Moauduxkauuu (cM. 0030p
[60]). Poab tpanckpunToB LINE kak IBUKyIIeit CUIIbI
SBOJIIOLIMY OOCYKIAETCsI M BEICOKO OLIEHUBACTCS APY-
riumu aBTopamu [200].

Ocobas pob TUCIIEPTUPOBAHHBIX TTOBTOPOB CBSI3a-
Ha CO CTPYKTYpoi 1 (DyHKIIMEU LIEHTPOMEDPHI, IIe OHU
“paboTaloT” HapsIy C CaTEe/UIMTHBIMU ITOBTOPAMU, KakK,
HarpuMmep, B Cydyae TPaHCIO30HOB, TMPENOCTaBISIO-
IIUX CAMTBI JJIs OMPENSTIeHHBIX, CIEeHU(MUIHBIX I
LeHTpoMeDpbI, 6e71KoB (cM. 0630p [201]). HekoTopbie u3
padoT IoCcIeAHNX JIET OTMEYYy 0c000. BaxkHo, 4To 1M0-
cinenoBatesbHOCTM TE, 0ObIYHO OOHapykVBaeMbie B
HeTpaHciupyeMblx parioHax MPHK, 0Oonee yacto
BcTpevatorcss B MPHK Gonee Mojtonbix reHoB (TrIia Bo-
BJICUCHHBIX B UMMYHUTET) U ropasfo 0oJiee peako — B
TPaHCKPUIITAX BbBICOKOKOHCEPBATUBHBIX TEHOB C
¢GyHKIMSIMH OCHOBHOTO obMeHa (cMm. o63op [190]).
OKoOJI0 IByX TpeTeil BCEX M3BECTHBIX TEHOB COJAEPXKAT
Alu B MHTpoHaxX WK B 3'-HEeTPaHCIMPYEMbIX Y4acTKaXx.
He uckimoueHo, YTo OHM MOTYT ObITh CUTHAJTIaMU He-
CTAaHIAPTHBIX TPAHCKpUNTOB [96]. Alu-TIOBTOPBI, KaK
OTMEeYaJIoCh, colepKaTcs (IIpUMepHO B 5% citydaeB) U
B 9K30HaX HEKOTOPBIX TEHOB, MIPUYEM JaxKe eNUHUYHbIC
3aMeHBI B HUX IIPUBOIST K 00pa30BaHMIO JIMOO abrep-
HATUBHBIX, TMOO HOBBIX (hopM OejiKa U K BOSHUKHOBE-
HUIO0 OoJie3Hel (cM. 063ophI [202, 203].

IMocnenoBaTeIbHOCTU PETPOITIO30HOB MOTYT CIYy-
KATH CyOCTpaTtaMy IS TOMOJIOTUIHBIX U HETOMOJIO-
TMYHBIX PEeKOMOMHAIINI, X B3aMHasi OpUCHTALUS 1
pacroyioxkeHrue B reHOME MPSIMO OTpaxaroTcsl Ha cTa-
OMJIBHOCTH XpOMOCOM (CcM. 0030p [204]).

3AKIIIOYEHUE

B 3aks1toueHue Hesb3s1 He KOCHYThCSI YIIOMSIHYTOM B
Havajie 0030pa TeOpeTUUECKOIM padOTHI, ITOCBSIIIEHHON
OCMBICJICHMIO CJTOXKHEHIIIMX B3aMMOCBSI3€U MEXXIy MO-
JIEKYJISIPHBIMU YYaCTHUKaMU Tipoliecca MopdoreHesa
[24]. On0BHMKOB TpeaIIonaracT, 9To B 3TO 0OBEMHOMN
CETU, Ha3BAaHHOU UM “CTepeOoreHOMOM”, CYIIIECTBYIOT
YPOBHU Y TIOAYPOBHU B3aMMOIEHCTBUI, BKITIOYAIOIIINX
OoJiblliee WM MEHblllee YUCI0 (DYHKIMOHUPYIOIINX
eauHull. Haubosee jornyHbie U3 HUX — “MOpPGOHBI” —
MO CYIIECTBY MPEACTABIISIIOT COOOM pa3IMIHbIE JOME-
HBI HeKonupytomiei yactu JJHK, koropyio aBrop Ha-
3bIBACT “JIOKAIIMOHHOI”’, UMesI B BUY yITpaBJICHUE 10~
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PSIIKOM “BBIXOJA Ha CLIEHY  TOM WJIM WHOM €IHUIIEI B
mopdoreHeze. MopdoHbI, TTO Haee aBTopa, — 3TO HO-
CUTEJT JNOOBIX, B OCHOBHOM, TIOBTOPSIIOILIMXCS TTOCTIC-
JIOBaTeJIbHOCTEM, KpOMEe TE€HOB “IIOMAITHETO XO3SIii-
cTBa”, T.6. OHM JIOKAJIM30BaHbLI B TE€TePOXpOMAaTHHE.
“Xopouio uzeecmroe u3 Uccae008aHuULl N0 MOACKYASAPHOLL
980/I0UUU AGACHUE (PUN0CHEMUUECKUX U3MEHEHUT KaYe-
Ccmea U KoAUYecmea pPaziu4HbIX NOSMOPO8, B8ePOsIMHO,
KaK pas u A641emcs Hu 4em UHbIM, KaK NposiéaeHuem pa-
bomvl no co30anuUI0 U MOOUpUKAyUU MOPPOHO8”, — TIN-
mer aBTop. BBICKa3bIBaeTcs yOeXIeHHe, YTO eCIIv
“... Qunoeenes, 8 xooe Komopoeo 6a308vle CUCIEMbL, 8PO-
de eeHemu4ecKo20 K00a uau GUOIHEPeeMUKU, MEHSHOMCS
Mano, 0OCHOBAGH HA Uepe MoppoaouLL, Mo poab 8ceeo, YMo
CBA3AHO € UMeHUeM NOUUUOHHOU UHGOpMauuU, npuodpe-
maem 045 3604r0UlUL 0cO00e 3HaveHue .... boieuas “seou-
cmuueckasn THK” ...nonyuaem Ho8yro @yHKUUIO, — OHA
cmanosumcs “10KauuorHoll” npu ogopmaenuu u pabome
Mmopgonos” [24].

B HacTostiiiem 0630pe BBICKA3bIBacTCS TOYKA 3pe-
HUSI, HanOoJee naeiHo 0m3Kast B3mstaaM OJIOBHUKO-
Ba 1, KaK HAJIeeTCS aBTOP TaHHOTO 0030pa, OHa CBUIE-
TEABCTBYET O BaXKHEHIIEH W MEPBEHCTBYIOLLEU pOar
MOBTOPOB B XKU3HeAeITeIbHOCTU. Paznesnsiercs MHeHUe
MHOTHYX aBTOPOB (1 aBTOp 0030pa JIUIIb TOJBKO He-
CKOJIbKO 320CTPSIET €€) O TOM, UTO CaTeJUIMTHbBIC U AUC-
MeprupoBaHHbIC TIOBTOPHI BO BCEM MX pa3zHOOOpa3uu
WUTPAIOT IJIaBHYIO POJIb B CTPYKTYPUPOBAHUM U (DyHK-
LMOHUPOBAHUU CJIOXKHEWILIEN PEryasiTOpHOM CETU
KJIETKA M B HEIOCPEICTBEHHOM B3aMMOIEHCTBUU C
JpyTMMU KOMITOHEHTaMU KJIeTKY. B HacTosiiee BpeMs
MOJHOCTBIO OCO3HAHO, YTO aMIUTU(pUKaLSI “OerKo-
BbIX” T€HOB U BOOOIIE JIIOOBIX JIOKYCOB (CErMeHTHas
IYTUIMKAIIST) BO BCEM pa3sHOOOpa3uU e¢ IPOSIBIICHUS
TaKXKe CITY>KUT BaxKHEHIIIMM (haKTOPOM IIePEeCTPOEK Ie-
HOMa 1 BO3HMKHOBEHUSI BapMaHTOB OMOJIOTMYECKOrO
pa3HOOOpa3usl.

OTa TouKa 3peHusl, B TOM I MTHOM (00J1e€ MSITKOM)
BUIE cHOPMYIMPOBAHHAS Y APYTMMU aBTOpamu, TEM
He MeHee, He SBjIsIeTcs oo1enpuHaToi. ITonbITKM pac-
cMaTpuBaTh MPOLIECCHI KM3HEACSTEIBHOCTA C II03U-
U WX IKOOBI ITapa3suTUISCKON MTPUPOIBI, MX “HEHYXK-
HOCTH” WU “3rOMCTUYHOCTH” BCTPEYAIOTCS JI0 CHX
nop, KaK OyATO aBTOPBI 3THUX BBICKA3bIBAHUM IEHCTBU-
TEJIbHO 3HAIOT, YTO “HYKHO” 3BOJIOINHU, a YTO — HET
JUTI oAAepKaHWsI M BO3HUKHOBEHUSI O€CUMCICHHBIX
(dopM XKMBOTO BEILIECTBA ...

Eme 6omee 0000111251, — MPUHIIUIT YMHOKESHUS JTIO-
6b1x pernoHoB JTHK Kak Konupyronux, Tak 1 He KO-
pYIOIIMX OeNKM, O0ecreyrBaeT U IOAAep>KMBAET He-
MPEePHIBHYI0 MOAM(UKALIMIO TEHETUYECKOTO 1 Perysi-
TOPHOTO MaTepHalia, SIBISICTCS MPSMbIM UCTOUYHUKOM
OMOJIOrMYECKOro pa3Hooopasus chopM xkurBoro. B atom
mnpoliecce Mpeodpa3oBaHUsI U B3aMMOACHCTBUSI BCEX
pernoHoB JIHK Bo3HMKaIOT BapuaHTHI, ITOAACPKIBAC-
MbI€ OTOOPOM, WM BapMaHThl, KOTOPbIE HECYT HECOB-
MECTUMBIE C OCHOBHBIM CTEPXKHEM OMOXMMUYECKOTO U
3 MOJIEKVJIIPHASI BUOJOTUS Ne 5
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SHEPreTMYeCKOro ooOMeHa MPU3HAKU, U TIO3TOMY OT-
OpachIBalOTCSI.

TTockosbKy mpo0JieMbl TAKOTO poAa HE MOT'YT ObITh
CMOJICJIMPOBAHbI KCIIEPMMEHTAIBHO BO BCEI X CITOXK-
HEUIIIEH COBOKYITHOCTHU, IIPUXOAUTCSI OMMPAThCSI Ha
YaCTHbIC MOACJIbHBIC OITbIThI, HA CPABHUTCIIBHOC N3Yy-
YyeHHue pa3HbIX (PUIOreHEeTUYEeCKUX YPOBHEM 1 Ha 3Ha-
HUE TIEPBUYIHBIX Y BBICIIIX CTPYKTYP ITOBTOPOB BO BCEM
1X pa3HOOOpa3uu 1 OCOOEHHOCTSIX B3aUMOACHCTBUS C
JPYTMMU KOMIIOHEHTaMU KieTku. HeBo3aMoXHOCTb
MIPSIMOTO MOZAEIMPOBAHUSI 3BOJIONNM TODKHA KOM-
TMIEHCUPOBAThCSI, XOTSI Obl YaCTUYHO, KOHIPYIHTHOCTBIO
Pe3y/IBTaTOB U BBIBOJAOB, KOTOPbIE MOIAEPXKUBAIOT T€O-
peTrYecKre MPEearnoChUIKM 00 OIpenesIsIonieid poian
TMOBTOPOB U, B 1I€JIOM, O TIpPUHLIMIIAX AYTUTMKALIMI,/aM-
TUIMUKALIMKI JTI000H YacTU TeHOMa Kak JABVKYIIEH CU-
JIbI B BOBHUKHOBEHMH Pa3HOOOPa3HbBIX OMOIOTMYECKIX
¢dop™m u, caegoBaTebHO, 3BoIFoIMM. B maHHOM cirygae
COBOKYITHOCTb YITOMSIHYTBIX ( ellle OOJIbIIIero ynucia, K
COKaJICHUIO, HE YIIOMSIHYTHIX) Pe3yJIETaTOB CBUIETEIb-
CTBYET O BaXXHEWILIEN POJIM TMOBTOPSIOLIMXCS PEruo-
HOB, O JWHAMUKE MX COOCTBEHHOM >XKM3HeIesTeTbHO-
CTW Y 3BOJIOLIMU, O POJIM UX MEPBUYHBIX U BBICIINUX
CTPYKTYp B (hOPMUPOBAHUU U OMIPENCICHUN OTPOMHO-
TO YKCJIa BAPUAHTOB PETYISTOPHBIX U CTPYKTYPHBIX T10-
TEHLMI, KOTOPbIE BO BCEX CBOMX IPOSIBIICHUSIX MOTYT
OBITH NPUYMHON MHAVBUIYAIHHOTO M TAKCOHHOTO pa3-
HOOOpa3usi XKMBBIX CYIIIECTB.

Ecmu coBceM 3a0CTpUTh CUTyallUlOo, TO MOXHO
MPEIONOXKUTh, YTO BCSI HE KOAWPYIOIIasi OeJIKH MOBTO-
psiIoIasicsl YacTb FTeHOMa, KOTOpasi COCTaBJIsIeT, KaK U3-
BECTHO, OOJIBIIYIO (a Y BBICILIMX 3YKApUOT — OOJIBIIYIO)
YacTh TEHETUYECKOTO MaTepuana, SIBISETCS TNIaBHBIM
MPU3HAKOM U OCHOBOM XKUBOTO BelllecTBa. MOXXHO BbI-
cKazaThb TMIT0Te3y, uTo 3Ta yacTb reHoMHoi JIHK mipen-
CTaBJIsIeT CO0Oil OCHOBHYIO, “XO3SCKYI0” HeHCTBYIO-
IIyI0 CyOCTaHIIMIO, HEKMI1 “KapKac”, Ha KOTOPOM, BO
B3aUMOJIEUCTBUU C KOTOPBIM U JUJIS TTOAJIEPXKAHUS KO-
TOporo (pyHKUIMOHUPYET OeJIKOBO-JIMTaHAHbIA amma-
patr. CobcTBeHHAasi MOJIEKYJISIpHast BOIIOLIMST KapKaca
OIpeNesIsieT NMaTTEPH Y DBOJIOLIMIO CTPYKTYPHBIX Oes-
KOB, o0OecIeyrBalollMX pa3Hoobpa3ue MopdoreHesa,
HO He SIBJISTIOIIMXCS ero NpuuuHoii. KoHcepBaTuBHOMY
o011IeMy “CTep>KHIO” TTPOLIECCOB KU3HEAEITeIbHOCTU
BCEX OPraHW3MOB — T€éHaM METa0OJIMYECKUX U SHEPre-
TUYECKUX MPOLIECCOB, a TAKXKe TeHaM “IoMalIHero Xo-
391ACTBa” — OTBOOWTCS POJIb B 00pa30BaHNM 3aIlIMTHOMN
000JIOUKM HACJIEeICTBEHHOIO BeEIIeCTBa, a TakKXkKe B
obecrieueHUM (HepMEHTATUBHOTO MYyTH PETUIMKalIUM,
TPAHCKPUIILIMU U SITUTeHETHYECKOM perysiiiuu. Haiie
TIpEACTaB/ICHUE COIJIacyeTcsl, B OOJIbIION CTENEeHU, C
KOMITBIOTEPHOU MOJIEJTBHOI CUCTEMOM ““pETYISITOPHBIX
cereil aronctrdecknx reHoB” bommorkon (Boldogkoi)
[55], ymoMsiHyTO## B TEKCTe, M C IpPEeACTaBICHUSIMU
TpudoHoBa 1 OJOBHUKOBA, OKAa3aBLIMMU OOJIbIIOE
BJIMSIHME Ha aBTopa o030pa.

EH.[C pa3 IMog4YEPKHEM TO OGCTOHTEJ’IBCTBO, qTo0,
KaK BBISICHSACTCA B HAllM JHU, (I)GHOMeH JAYTUIMKa-
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LIMW/MYJIBTIUIMKALIUY TeHETUIECKOro MaTepuraa Kaca-
eTcs MpakTudecKu JiroobiX pernoHoB JIHK mro6oii mim-
HBI, B TOM YHCIIE, KOAUPYIOIUX (DEPMEHTBI U IPYTHe
Oesku. DTOT (PpeHOMEH BBIpaXK€H TeM CHUJIbHEe, YyeM
CJIOXKHEE U BbIIe OPraHU30BaH TaAKCOH, HO MPOSIBIISIET-
cq yKe Ha TIpoCTeHIMxX (popMax KM3HU. DTO CBUIE-
TEJLCTBYET O ITTOJNIOKUTEILHOM 3BOIOLIMOHHON PO
SBJICHUST JTFOOO MyNBTUILTUKALKU. OHO cO30aeT I0-
MOJTHUTEJIbHbIE M HOBBIE BO3MOXHOCTM JIJISI Bapua-
OeTbHOCTH (YCJIOBUSI M ITYTH SBOJTIOLIMM) KaK Yepe3 Me-
XaHU3MBI YMHOXEHMST YMCJIa COXPAHSIOLINX TIPU 3TOM
GyHKIIMIO GEJIKOB, TAK U 32 CYET MCTUHHOM TICeBIOTe-
Hu3auuu (ToJIOMKHM ¢ notepeii ¢pyHkumu). Ho u nces-
JIOTeH13allMs He Bceraa (U Yallle BCero He) SIBJISIeTCsI OT-
pULaTETbHBIM (DAKTOPOM, TTOCKOJIBKY TTO3BOJISIET OeI-
KaM MpuobpeTrarb Apyrue (WM AONOJHUTENIBHBIC)
GYHKIIMH, TIPOSIBIISIONINECS HA ApyroMm Tone. [1pume-
POB TaKOI'0 PoAa HAKAIUIMBAETCSI Bce OObIlIe (TUIoTe3a
“less-is-more”, [35]). I[ToaTOMy OYE€BUIHO, YTO COO-
CTBEHHO OEJIKOBBIE TeJIa U UX KOMILIEKCHI TAKXKe BKJTIO-
YeHbI B TIPOLIECC SBOJTIOLM, KOHEUHBIN pe3yIbTaT KO-
TOPOIl — UX CyMMapHOE B3auMOJIEICTBIE.

IMapanokcanbHbIM 00pa3oM Hallla TOYKa 3pEeHMSI
CMbIKaeTcsl, cAesiaB KPyT, C TOUKOW 3peHMsT aJeriTOB
“mycopHoit” JIHK, mpeamonaraBiimnx, 4to 3Ta 4acTb
JIHK ucrionb3yeT BO3MOXHOCTH TpaHCIUPYeMOU 4Ya-
CTU TeHOMa JIJ1s1 COOCTBEHHBIX HY>K/I, TEM CaMbIM Tapa-
3UTHpPYs Ha HeM. B Hallleii KoHllenuum — oopaTHo —
MMEHHO 3Ta SKOObI “HeHyxHas” 4dactb JIHK mpen-
CTaBJISIETCSl, HAITIPOTUB, INIABHBIM KOMITOHEHTOM U “XO-
3IMHOM” >KM3HEAECSATEIbHOCTA U BBOJIIOLIMU, UMEHHO
OHa MEePBUYHO BUAOU3MEHSETCS, UMEHHO OHa (popMu-
PYET M PEryaupyer CTPYKTYPHYIO YyacTb FreHOMa U Ha-
MpaBJIsSiIeT € B CTOPOHY IIOCTOSIHHO pabOoTalollero
MPUHIIMITA 0Opa30BaHUs BCE HOBBIX U HOBBIX OMOJIOTU -
yeckux (popM-BapuaHTOB — VIS “Jiar” eCTeCTBEHHOTO
ortoopa.

CxonmHple TIpeICTaBJIeHWSI BbICKa3aHBI baprom
(Burt) [205], xoTOpBIii paccMaTpyUBacT MOMEHTBI, He-
OIPOBEPKMMO CBUAETEILCTBYIOIIVE O MPUCYIIUX He-
KOIVPYIOIIMM IIOBTOpaM CBOMCTBAX BaKHEWMIIIMX WH-
CTPYMEHTOB U YYaCTHMKOB 3BOJIIOLIMM €CTECTBEHHbBIX
TOITYJISILIMIA, XOTSI ¥ B 9TOM paboTe OHU ITOYEMY-TO ITPO-
JIOJDKalOT Ha3bIBaThes Kak “selfish” 1 “junk”.

Astop onarogapur T.JI. Mamxkosy, H.}O. Onapumy,
A.M. OnosaukoBa, E.JI. CsepmioBa, a TakxkKe
E.1IO. IMutpueBy 3a 0OCyXIeHME CTaTbU Ha CTaauu
MOATOTOBKMU, 3a LICHHbIC 3aMEeUaHUsI U COBEThI, YUTEH-
HbIE aBTOPOM B KOHEYHOM BapraHTe 0030pa.

Pabora monyymiia ¢pmHaHCOBYIO omuepxkKy Poc-
cutickoro ¢oHaa ¢yHIaMEeHTAIbHbBIX MCCIeIOBAaHUI
(10-04-000325) u ITporpamMmmsl (hyHIaMEHTaTbHbBIX MC-
crnenosanuii Poccuiickoil akanemuu Hayk “IeHOMOH-
JIbl ¥ TeHeTHYecKoe pa3zHooopasue” (2010 ).
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