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17151 GONBIIMHCTBA SYKApUOTHUUECKUX TEHOB CBOMCTBEHHBI CIIaliCOCOMHBIE MHTPOHBI — HEKOIUPYIOIIKE TTOCIeN0-
BaTeJIbHOCTH, KOTOpBIe Bbipe3atoTcs u3 npe-MPHK reHoB ¢ momolpio crienuaibHOro KOMILIEKca CIUIaiicoCOMBbI B
npouecce cruiaiicuara MPHK. MHTpoHBI O6b1BatOT Kak B OesloK-konupyoiuux, Tak u B PHK-konupyoiux renax,
TpUYeM MOTYT BCTpeyaThbcs Kak B KOOMPYIOIIEH 00J1aCTH, TaK U B HETPAHCIUPYEMbIX 00J1acTsX TeHOB. B CBsI13U ¢ BbI-
COKMM YPOBHEM MOJUMOp(U3Ma MOCIEA0BATEIbHOCTU UHTPOHOB KpaliHe U3MEHUYUBBI, MIO3TOMY JI0JITOE BpeMsI
(byHKIIMY UHTPOHOB CBSI3BIBATIN TOJBKO C aJbTEPHATUBHBIM CIUIACUHTOM, a 3BOJIOIMIO0 UHTPOHOB OOBIYHO pac-
CMaTpUBaJIM He KaK 3BOJIIOLIUIO OTAEIbHON €NMHUILIBI TEHOMA, a B paMKax 3BOJIIOLIMY 3K30H-UHTPOHHON CTPYKTY-
peI TeHa. B mpencraBieHHOM 0030pe pacCMOTPEHBI TEOPUH TTPOUCXOXKICHUS MHTPOHOB; SBOTIOIMOHHBIE COOBITHS
B DK30H-MHTPOHHOM CTPYKTYpe, TaKue KaK NpruoOpeTeHue, IoTepst U CIaiauHr (CMelleHrue) MHTPOHOB; (DYHKIIUU
WHTPOHOB, U3BECTHBIE K HACTOSILIEMY MOMEHTY; a TAKXe KaK U3MEHEHUEe TaKUX CBOMCTB MHTPOHA, KaK JJIMHa U ¢a-
32, MOTYT BJIMSITh Ha PETYJISILIUIO MIPOLIECCOB C YYACTUEM T€HOB.

KJIIOYEBBIE CJIOBA: crinaiicocoMHbIe UHTPOHBI, (ha3a MHTPOHA, JUTMHA MHTPOHA, SBOJIIOLINS, CIAMINHT, 9K30H-

MHTPOHHAsI CTPYKTYypa.
DOI: 10.31857/S0320972520070015

BBEJEHUE

HMHTpoHBI OBLIM OTKPBITHI B 1977 romy B ABYX
HE3aBUCUMBIX HccaeaoBaHusaX [1, 2], B KOTOPBIX
OBLIO MOKAa3aHO, UTO I'eHbl 9YKApUOT, B OTJIMYUE OT
T€HOB IIPOKAPHUOT, COIEPKAT BCTABOYHEIE ITOCIIEHO-
BaTEJIbHOCTU, KOTOphIe ynaisiorcs u3 npe-MPHK
BCKOp€ TOCJIe TPAaHCKPUIILIUM BO BpeMs I03peBa-
Hust MPHK. Takue BcTaBouHBIEC ITOCJIEIOBATEIb-
HOCTU ObLIO MPEMJIOXKEeHO Ha3BaTb MHTPOHAMU (OT
anmmiickoro «INTRagenic regiON» — «BHyTpHU-
TeHHBII PETUOH»), a pa3AesieMble MU (pparMeHTHI
reHa — a3k3oHamu («EXpressed regiON» — «3Kc-
MpeCCUpYIINcS peTuoH») [3].

Tak KaK MHTPOHBI OTHOCSITCSI K HEKOIMPYIOIIEi
JHK (sx-IHK), KoTOpYI0 paHbllIe Ha3bIBAIN «MY-

IMpunsteie cokpameHus: DUC — 3K30H-UHTPOHHAsK
CTPYKTYpa; HK — HeKOIUpYIolue rnocienoBatensHoct; AC —
aJbTepHAaTUBHBIN criaiicuur; [TITW — mapanienbHoe Tpuod-
peTeHre UHTPOHOB.

* Anpecat JJIs1 KOPPECIIOHAeHLIH.

COpHOil», U cUMTald, YTO OHA HE HeCeT 0Cco0oi
CMBICJIOBOI HArpy3Ku, TO JOJITOE BPEMSI CTOSLI BOIT-
poc 0 (PYHKUIMOHATBHOW 3HAYMMOCTU WHTPOHOB.
Ceiiuac BO3MOXHbIE DYHKIIUM MHTPOHOB IPUHSITO
pa3nensaTh Ha TpU Kateropuu: 1) GyHKIINM, CBI3aH-
HBIE CO CIUIAfiCMHIOM; 2) o0mue (YHKIUM HK-
JHK; 3) xpaHeHre peryaaTOPHBIX 2JIEMEHTOB U Oe-
JIOK-KOJUPYIOIINX TeHOB BHYTpHU cebs [4]. B mep-
BOM CJIydae, KpOMe Y9acTHsI MIHTPOHOB B aJIbTEpHA-
TuBHOM crutaticunre (AC) 1 nx BKJIaja B pa3HO00-
pasve ¥ MyJbTUIOMEHHOCTb OEJKOBBIX CTPYKTYP,
BaXKHA TaKKe PEryjsiTOpHas pojb CIUIaliCMHIa B
JIPYTUX MOJIEKYISIPHO-OMOJOTMYECKUX TPOoLeccaXx.
Hanpumep, nzsectHo, uto MPHK, 13 KoTopbIx yxe
OBbUIM BbIpe3aHbl UHTPOHBI, JYYIlle 3KCIIOPTUPYIOT-
csI U3 siIpa, YeM MX KOIUK 0e3 BEIpe3aHHBIX MHTPO-
HOB [5]. BaxXXHbIM MeXaHU3MOM PEryasuund 3KC-
MPECCUU T€HOB, ITO-BUINMOMY, SIBJISIETCS CKOPOCTh
crutaiicudra. bonee Toro, camo HajaIU4YKe UHTPOHOB
B TeHE BJIMSIET Ha PETYJISIIUI0 ero 3KCIpeccuu [6,
7]. PacriojioxeHre MHTPOHOB TakxKe BasKHO: XOTSI
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OOJIBILIMHCTBO UHTPOHOB JIOKAJIM30BaHbI B KOAUPY-
IOIIeli ITOCAea0BaTEeIbHOCTH, TOYHO YCTaHOBJIEHO,
YTO HEKOTOPbIe MHTPOHBI PacIoOXeHbl B 5'-He-
TpaHCIUPYEeMOU 00J1acTH, IIe y4aCTBYIOT B PEryJisi-
LIMA 9KCIIPECCUN T'€HOB Y KMBOTHBIX U PAaCTCHUI
[8]. [ToMuMO BCero, MHTPOHBI, BUAVMMO, SIBJISIIOTCS
9HXaHCepaMU MEHOTUUYECKOTO KpPOCCUHIOBEpa
MEXIy OelOK-KOAUPYIOIIMMU IOCIeI0BaTEIbHOC-
TSIMU, IIOCKOJBKY BEpPOSITHOCTH KPOCCHHIOBEpa
MEXIy 5K30HaMHU, pa3dejcHHBIMU IJIUHHBIMUA UH-
TpOHAMU, Topa3ao OoJbllIe, YeM MEXIY TaKUMU Ke
MOCIeA0BaTEeILHOCTIMU, HO 06e3 mHTpoHOB [9]. U
HaKOHeIl, B Ka4eCTBe IIpUMepa ISl TPEThei KaTero-
pyur QYHKINI MHTPOHOB MOXHO ITPUBECTU CIICAY-
o11iee HaOJIIOIeHUE: TTIOYTH BO BCEX 9YKapHOTUUYEC-
KUX TeHoMax B 5'-00J1acTsX T'€HOB, KOAUPYIOIIUX
pubocoMmanbHble O€JIKM, €CTh MHTPOHBI, COAepXkKa-
LLI1e peryasaTopHbie 3JaeMeHTHI [10].

B HacTosIIMIT MOMEHT M3BECTHO TPU THUIIA WH-
TpOHOB: MHTPOHBI rpynnbl I 1 rpynmnsl I, a Takke
crutaiicocoMHble UHTPOHBI. MHTpoHEI rpymm 1 u 11
o6suTn o6HapykeHbl B JIHK HekoTOphIX OakTepuii u
KJIETOYHBIX opraHes. MHTpoHbl rpynmnsl I ObLin
TakxXe HalaeHbl B pudbocomManbHbix PHK mpocTeii-
IIMX U B SIAPBIIIKAX HEKOTOPBIX TpuOOB. JIJIsT MH-
TpoHOB rpyni I u Il xapakrepHo Hanuuue 0coObIX
PHK cTpykTyp, 6J1arogapss KOTOPbIM OHU CHOCO0-
HbI K aBTOCILJIAMCUHIY (TO €CTh, CAaMOBBLIPE3aHUIO
n3 Hespenon MPHK). OcHoBHOEe oTinume Mexmy
WHTPOHAMHU OOEMX TPYIII 3aKJII0YaeTcsl B Pa3sHBIX
MeXaHM3Max aBTOCIUIaliCMHIa. ¥ TaKUX UHTPOHOB
TaKXe €CTb COOCTBEHHbBIE OTKPBIThIE PAMKU CUUTHI-
BaHUsI, COASUCTBYIOIIME KaK uX yaajneHuto u3 PHK,
TaK U pacIpoOCTPaHEHNIO UHTPOHOB IO T€HOMY Ye-
pe3 Mpolecc oOpaTHOM TpaHCKpUMNUUU. B HacTos1-
U MOMEHT maeHTuguumponaHo ~1500 mHTpO-
HoB rpynnsl 1 m 200 mpencraButeneit rpymmbl 11
[11].

Tpetuii 1 camMblif MHOTOYMCIIEHHBIN TUIT UHTPO-
HOB — CILJIaliCOCOMHBIE MHTPOHBI — ObLIM HallAEHbI
B SIIEPHBIX T€HOMAX ITOYTH BCEX M3BECTHBIX DyKa-
puOT (UCKJII0OUEHUE COCTaBlisieT HyKJieomopd) [12].
B oTinuue ot nunTpoHoB rpynimsl I u I, crualico-
COMHBIE€ MHTPOHBI HE UMEIOT CIIOCOOHOCTEH K aBTO-
CIUTAiCWHTY, W I uX BbIpe3anus u3 npe-MmPHK
HYXEH CIIeLIMaJIbHBIA aIlrapar — CIuiaiicocoma, Ko-
TOpasi NpeACTaBIIsIET U3 Ce0s CIIOXKHBIN OMOMOJIEKY-
JIIPHBIM KOMITJIEKC, COCTOSIIIUI U3 5 1iereil Maaon
saepHoit PHK 1 coTHM 6enKkoB.

Hecmotpst Ha BaxkHBIE pa3Iuyus MEXIY pa3Hbl-
MU THUINAMUA WHTPOHOB, CXOICTBO MEXaHW3MOB
cruiaiicuHra MHTpoHoB rpymnnsl 11 1 crutaficocoMm-
HBIX THTPOHOB YKa3bIBaeT Ha BO3MOXHOCTb 3BOJIIO-
LMOHHOTO pOACTBa MexXay HuMH [13, 14].

ITocnenoBaTeNbHOCTh CILTAMCOCOMHBIX UHTPO-
HOB OOBIYHO KBa3MW-ClIydyailHasi U HE UMEET OTKPhI-
TOM paMKU CUYMTHIBAHUS, XOTsI BHYTPH OYEHb JJIMH-

NOBEPEHHAS, POUTBEPT

HBbIX MHTPOHOB MOTYT OBITh BJIOXXE€HHBIEC T€HBI,
WHOTAAa Ha oOpaTHOM uenu (ImoapoOHee B pasjieie
«DyHKIMY UHTPOHOB» ). JITMHA JaHHBIX THTPOHOB
IIMPOKO BAaPbUPYETCS MEXIY BUAAMU: OT HECKOJIb-
KMX JecITKOB (y TIPOCTEHINMX) IO COTEH ThICSIY
HYKJICOTHIOB Y MJeKonuTaomux. [ImoTHoCTh MH-
TPOHOB (TO €CTh KOJUYECTBO MHTPOHOB Ha I'eH) B
9yKapuoTax TakKe CUJIbHO BapbUpYeTCs: OT He-
CKOJIbKMX MHTPOHOB Ha T€HOM IO AECSITKOB MHTPO-
HOB Ha reH [4]. BcaeacTBue Takoro pasdopoca IioT-
HOCTH Y JUTMH UHTPOHOB 3YKapuOTOB YCIOBHO CTa-
JIM pasnesiTh Ha MHTPOH-OemHble (OOJIbIIMHCTBO
OOHOKJIETOUHBIX 3YKAapHOT) W WMHTPOH-OOTaThIe
(’KMBOTHBIE, pacTeHUs U T.I.) TeHOMbI. BbLI0 TToKa-
3aHO [15], 4yTO JJI1 OPraHU3MOB C TUIOTHOCTBIO <3
nHTpoHOB Ha 1000 1.H. B cpemHeM xapaKTepHa He-
OoJIbIlIas UIMHA MHTPOHOB 1 HET 3HAYNMOI KOoppe-
JISIIMY MEXKIY TTIOTHOCTBIO M JIMHOM MHTPOHOB, B
TO BpeMsI KakK JIiJist 6ojiee MHTPOH-00TaThIX TEHOMOB
MOXHO HaOJII0IaTh CHJIBHYIO ITOJIOXKUTEIbHYIO KOpP-
pensiuuio. TeM He MeHee AaXe cpeay MHTPOH-0ora-
THIX OPTaHW3MOB BBIIEJSIOTCS ITO3BOHOUHBIE, KO-
TOpble MMEIOT 3HAUYMTEIHLHOE KOJIMYECTBO OYEHbB
IJTUHHBIX WHTPOHOB. HecMmoTpsa Ha HaiimeHHBIE
KOPPEISLIMU, UCKITIOUEHUS ObIJTM OOHApYKEeHBI KaK
Ccpeny MHTPOH-00TraThiX, Tak U Cpear UHTPOH-0e/I-
HBbIX TeHOMOB. MHTpOH-0eHbIe U UHTPOH-00TaThIe
OpraHU3MBbI PA3INYAIOTCSI HE TOJIbKO Pa3HOM IJIOT-
HOCTbIO MHTPOHOB, HO U paclpenesieHueM UHTPO-
HOB B I'€HOME: JJISI MHTPOH-00raThIX TEeHOMOB Xa-
pakTepHO OTHOCHUTEJILHO PaBHOMEPHOE pacIlipene-
JIeH€ UHTPOHOB 110 T€HOMY, B TO BpeMsl KaK B UH-
TPOH-OEAHBIX TeHOMAaX MHTPOHBI IIeperpecTaBie-
HbI B 5'-00J1aCTSIX TeHOB [16].

HMHTEpecHO, YTO MHOTOYMCIIEHHBIE WHTPOHBI
ObLTM Takxke HaiaeHbl B ITUHHBIX HK-PHK. Cpas-
HUTeNbHBIN aHanmn3 6onee yeMm 3000 mocnemoBa-
tenbHOcTel PHK Takoro tTuna mokasai, 4To, BO3-
MOKHO, 11 JauHHBIX HK-PHK cBoiicTBEeHHO cox-
paHeHWe B5K30H-MHTPOHHOU cTpyKTyphl (DUC)
[17].

WHTPOHDI Y CIUIAMCUHT

CraiicoCOMHBIE MHTPOHBI MOXHO pa3neuTh
Ha ABE TPYIIbl B 3aBUCHMMOCTH OT TOIrO, Kakas
cruiailicocoMa MPUHUMAET Y4acTHWe B BBIPE3aHUU
nHTpoHa u3 nnpe-MPHK. bosbias yacte MHTPOHOB
BbIpe3aeTcs ¢ moMolbio U2 CILIaiicocoMbl, OCTaB-
mrasicsl 94acTb — ¢ nomompio Ul2 CIDIaiicOCOMEL.
71 TIpaBUJIBHOTO paclo3HaBaHUS U JaJTbHEUIIEro
yaajJeHuss UHTPpOHA KpaliHe BaxKHbl KOHCEHCYCHBIE
IIOCJIEAOBATEIbHOCTA HAa 3K30H-MHTPOHHBIX Ipa-
Huuax. Haubonee pacnmpocTpaHEHHbIE WHTPOHBI
U2 Tuma, To e€CTb MHTPOHBI, BhIpe3aemble U2
crninaiicocoMoit, copepxar GT muHYKIIeOTHI Ha
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OB30P IO CIIJIANCOCOMHBIM UHTPOHAM

5'-noHopHoOM caiite cruiaiicudra (manee JCC) u
AG nmuHykIeoTun, Ha 3'-aKIIeTITOPHOM caiTe
crnaiicunra (nanee ACC).

IMockonbky caittel crutaiicunra ¢ [GT B ICC u
AG| B ACC BcTpeyaroTrcsl IOBCEMECTHO, MX CTAJIO
MIPUHSATO Ha3bIBaTh KaHOHMYeCKUMU. Cpenu HeKa-
HOHMYECKMX CANTOB CaMbIMU YaCTHIMU SIBJISIIOTCS
|GC-AG| u |AT-AC| mapbl KOHEYHBIX TUHYKIEOTH-
moB B mHTpoHax U2 tmma m Ul2 Thuma cooTBeT-
CTBEHHO. Y uYeJioBeKa TaKWe CalThl CIUIaliCUHTa
Bcrpevatotcst B ~0,9 u ~0,09% wuntpoHoB [18]. ¥V
pacTeHuil ObUIO MOKa3aHO CXOXee pacrpeneieHue
caiitoB crutaiicunra (B cpennem): 98,7% mrsa |GT-
AG|, 1,2% mna |GC-AG|, 0,06% mia |[AT-AC| u
0,09% nnsa Bcex octanbHbIX [19]. B reHOMax MiieKo-
MMUTAOIIYX J0JISI HHTPOHOB C APYTMMU HEKAHOHU-
YeCKMMM BapHMaHTaMM, KOTOpBIE, KaK CUMTAeTC,
nmeror U2-Ul2-nogoOHble caiiThl chjalicMHra,
Hanpumep |GT-TG| wiu |AT-AG|, 3aHUMaeT Bcero
nopsaka 0,02%, XxoTs1, BEpPOSITHO, UX YUCJIO CHIILHO
HEOOIIEHeHO H3-3a HECOBEPIIEHCTBA T'€HOMHBIX
aHHoTaumii [20].

Karanmu3 BeIpe3aHWsI MHTPOHOB C HEKAHOHMU-
YeCcKVMMMU caliTamMu ciialicuHra ocymiectsisier Ul2
CIUTaiicocoMa, B TO BpeMst Kak MHTpOHEI ¢ |GT-AG|
00b19HO BeIpe3atorcss U2 crimaiicocomMoit (XOTsS 13-
BECTHBI ciayyau criaiicuHra u Ul2 cmnaiicoco-
Moii). Bompoc o ToMm, Kakas criaiicocoma ObuLia
MEepBOM, BCe €llle OCTaeTCs aKTyalbHbIM. B maHHbI
MOMEHT HanOOJIBIIYIO IMOAACPXKKY MMEET THIIOTe3a,
YTO paHHME MHTPOHBI BBIPE3ATNCh C TToMOIIbi0 U2
CIUTAaliCOCOMBI, TEM HE MEHEee, COIJIACHO JaHHBIM
NOCJAEeIHUX PEKOHCTPYKLMM, 00e CIIaiicoCOMBI
OBbLIY TPEACTABICHBI B TIOCIEIHEM OOIIEM TpeaKe
asykapuot (last common eukaryotic ancestor —
LECA).

B HacTos111€€ BpeMsI M3BECTHBI 2 OCHOBHBIX Me-
XaHM3Ma pacrlo3HaBaHMS CUTHAJIA CIIJIaliCUHTA: OTI-
peleeHue 110 9K30HY U OIpeAe/IeHUE II0 MHTPOHY.
D GeKTUBHOCTD CIIAICUHTA B TIEPBOM CJTydac 3a-
BUCHT OT JIJIMHEI 5K30HOB U HE 3aBUCHUT OT IJIMHEI
MHTPOHOB. OOpaTHOE BEPHO IS BTOPOIO Ciydas
[21]. MoOXHO MPeaIoaoXNUTh, YTO OMpeaeIeHIuE 10
9K30HY B KaKOI-TO MOMEHT 3aMeIlaeTCsI OIIpeaeie-
HUEM II0 MHTPOHY, TaK KaK B MCCIeHOBaHUU
Sverdlov et al. [22] ObUIO MOKa3aHO, UTO B HOBBIX
MHTPOHAX CUTHAJI CIUTalicMHTa 0a3upyeTcsT Ha KOH-
11aX COCETHUX DK30HOB, HO CO BPEMEHEM OH CMe-
1IIaeTCsl Ha KOHIIBI CAaMOT'0 MHTPOHA.

B kauecTBe caiiTa npoTocCIUIaliCUHTAa, T.€. caiiTa,
B KOTOPHI MOXET BCTPOUTHCS MHTPOH, ObLIA IIPH-
3HaHa  KOHCEHCycHasl  IOocCJie0BaTeIbHOCTD
(A/C)AG|G. Beibop caiita mpoTocIIaiicHra Ijist
de novo WHTPOHOB, II0-BUIMMOMY, IIPOMCXOMUT
CIy4aiiHBIM 00pa3oM, MPHU 3TOM CKOPOCTh U3MEHE-
HUs caiiTa MpoTOCIUIaliCMHra He OTJIMYaeTcs OT
CKOPOCTH U3MEHEHMS CIIy4JalHOro CauTa.
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IToaBepxKeHHBIN OLIMOKAM CILUIAMCUHT (BCJCH-
CTBHUE €J1a00T0 JOHOPHOTO CaiiTa) MOT B KOHEYHOM
UTOTE TIPUBECTN K (PYHKIIMOHAJTBHOMY aJIbTepHa-
TUBHOMY cIutaiicuHry. Cunrtaercs, 4yTo AC BO3HUK
ellle Ha paHHMX 3Tallax 3BOJIIOLIMU 3YKApHUOT MyTeM
HaKOIUIEHUs abeppaHTHBIX cIuiaiic-popM B YCIIO-
BUSIX ciaboro orpuulaTeabHoro oroopa. Ilo-Buau-
MOMY, BCe aJbTepHaTUBHbIE TPAHCKPUITHI B Havajie
OBITM HepaboTaloIMMU, U PYHKIMOHaTbEHBIE AC-
(G opMBI pa3BUBAJINCH MMOCTEIIEHHO M HE3aBUCHMO B
pa3HbIXx TakcoHax. IIpu aToMm cumutaercs, utro AC B
3HAYUTEJIbHON CTEIeHU CIIOCOOCTBOBAJ ITOBBIIIE-
HUIO YPOBHS (PEHOTUTTNIECKON CIIOKHOCTH Y MJTe-
KOITUTAIONINX, U YTO AKTUBHOE HAKOIUICHUE WH-
TPOHOB JaJI0 3BOJIOLIMOHHOE MPEMMYIIECTBO, TaK
KaK TIO3BOJIMJIO YBEJIMYUTH TMOTEHIIMAIBLHO BO3-
MOXKHOE YMCJIo 0e1KOBBIX u3ogopm. [23].

IMPOUCXOXJIEHUE NTHTPOHOB

IIpoucxoxaeHne CHIaliCOCOMHBIX MHTPOHOB
IpeacTaBIsieT OOJBIION MHTEpeC KaK B M3YICHUU
WHTPOHOB, KaK CaMOCTOSITEJIBHBIX JIEMCHTOB Te-
HOMa, TaK ¥ B U3yYEeHUHU DBOJIIOLIMY BCETO TeHOMA B
LIEJIOM. DBOJIIOLIMSI 3K30H-MHTPOHHOM OpraHu3a-
LMK 3YKApHOTUIECKUX TEHOB IO CHX ITOP SBJISECTCS
MPEeIMETOM JO0JITOTO OXXECTOUEHHOTO CIopa MEXIY
CTOPOHHUKAMU ABYX TEOPU: paHHETO U IMO3IHET0
MIPOMCXOXICHNUSI MHTPOHOB. Teopust paHHEro mpo-
HUCXOXIIEHUSI MTHTPOHOB YTBEPXKIAET, YTO YKe Ha ca-
MbIX paHHUX 3Tallax 3BOJIOLMU XU3HU OeTOK-KO-
IUPYIOLINE MOCIeI0BaTeIbHOCTH COMepKaaId MHO-
TOYMCJICHHBIC MHTPOHBI, ¥ YTO 3TU MHTPOHKI UTPa-
JIU KJIIOYEBYIO POJIb B CO3AAHUM HOBBIX OEJIKOB ITy-
TeM PeKOMOMHAlIMY MOCJIeI0BaTeIbHOCTEM, KOIM-
pYIOIIMX OTHEIbHbIE MaJIcHbKHE OEJIKOBBIC WIN
MENTUIHBIE 3JeMEHTHI. Teopus IO3THEro IpoKc-
XOXIEHUS UHTPOHOB IJTACUT, YTO MHTPOHBI 00pa3o-
BAJINCh TOJIBKO B 3yKapuoOTaX M HEIPEephIBHO Ha-
KaIUIMBAJINCh B XOIIE€ 3BOJIIOLIMY 3yKapuoT. Hemas-
HHUE OTKPBLITUS TTOKa3aJIl HECOCTOSITEILHOCTh T€O-
pU1 paHHUX MHTPOHOB (110 KpaliHel Mepe, B ee U3-
HavyaJbHOU (opMyImpoBKe) [24], XOTs, IO Bcei
BUIMMOCTH, CAMOCITIAUCUPYIOIIAECS MHTPOHBI Cy-
LIECTBOBAJIM YK€ Ha paHHUX CTaausIX, U, BEPOSITHO,
WUMEHHO OHHU CTajJM MpeaKaMH CILIaiiCOCOMHBIX
WHTPOHOB B 3yKapuoTtax [4]. Teopus mo3gHUX UH-
TPOHOB cTajla MPOMWIMPYIONIEH, OJHAKO TaKXKe
IpeTeprieia HEKOTOpbhle U3MEHEHHsI, TaK KaK ObLIO
II0Ka3aHO, YTO OOIIMIA IMPEeIOK SYKapruOT COmepKall
3HAUYUTEIbHOE YMCIO MHTPOHOB, M CO BpeMEHEM
MPOMCXOANIO HE TOJbKO HAKOIJIEHUME MHTPOHOB,
HO M nX ToTeps [4].

Rogozin et al. [4] chopmyaupoBaau CUHTETU-
YECKYIO0 TUIIOTe3Y, B OCHOBE KOTOPOM JIEXKUT Mpe/I-
MOJIOXKEHKE, UTO 3aceieHUEe APEBHEI0 3YKapuOTH-
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YeCKOro reHoMa MHTpOHaMU ObUIO 3amylIeHO MU-
TOXOHAPUAILHBIM 5HHocuMOuo3oMm. CoriacHo
9TOU runorese, aiabda-npoTeodaKTepUaIbHbII
MpeJOK MUTOXOHAPUUN COAEpKaJl MHOTO MHTPOHOB
rpymsl 11 (4To cormacoBeIBaeTCs ¢ JAHHBIMHU O T1e-
perpencTaBIeHHOCTA TaKMX MHTPOHOB B HEKOTO-
phIX anbda-npoTeodaKTepUsIX), KOTOPbIE MUTPUPO-
Baiu B JIHK xo3s1MHa, roe ctaiu cruiaiicOCOMHBIMU
WHTPOHAMHU. DTa TUIOTe3a IMOATBEPXKIAeTCs daH-
HBIMU PEKOHCTPYKIIMU TOCIEIHEro OOIlero syka-
puotuueckoro mnpenka (LECA), koTopble mokasza-
JIX, 9YTO paHHHUE dyKapuOTH4ecKue TeHoMbl Ha 80%
COCTOSUIM U3 IIOCJIEH0BATEIbHOCTEH, ITOIYYCHHBIX
u3 uHTpoHOB rpynnsl 11 [15, 25]. TToMmumo aTtoTO,
pe3ynbrarhl peKoHcTpykuun LECA mokazanu, 4to
IoTHOCThL MHTPOoHOB B LECA cpaBHMMa ¢ TIOT-
HOCTBIO MHTPOHOB B COBPEMEHHBIX YMEPEHHO MH-
TPOH-00raThIX TeHOMax (MpenKu, KaKk MUHUMYM, 3
13 5 TaKCOHOMUUYeCKnX cyreprpynn — Chromalve-
olata, Plantae u Unikonts (;(KMUBOTHbIE, pacTeHUS U
amMe00Ion00HbIe) — BEpOsSTHEE BCEro, MMeIu WH-
TPOH-00raThle TeHOMBI, XOTsI TEHOMHBIX JaHHBIX 00
OCTaBIIIMXCS CYyIEPrpymIlax HeAOCTaTOUYHO IJIST Ka-
KMX-1100 BbIBOAOB). I1o Bceli BEpOSATHOCTH, 3aK-
PETICHUIO MHTPOHOB B TeHOME JOJIKEH OBbLIT CIIOCO0-
CcTBOBaTh 3P HEKT OYTHUIOUHOTO TOPJBIIIKA — CO-
KpallleH!sI TeHOGOHIa TOITYJISIINY (T.€. ee TeHeTH-
YeCKOro pa3HooOpas3usl) BCIeACTBUE MPOXOXKISHUS
Iepuoaa, BO BpeMsl KOTOPOI'O MO Pa3IMIHbIM IIpU-
YUHAM IIPOMCXOINT KPUTUUIECKOE YMEHBIICHHUE €€
YUCAEHHOCTU, B JajbHEMIIIeM BOCCTAHOBJEHHOE.
ByThL104HOE TOPJBIIIKO, B CBOIO OYepelb, MOIJIO
OBbITh BHI3BAHO CMMOKMO30M Ipe-3yKapuoTUIEeCKOMN
KJIeTKM ¢ albda-nporeodakrepueit [25]. PekoH-
crpykuusa LECA mo3Bosuia caenaTth aBTOpaM Bbl-
BOJI O TOM, YTO 3BOJIIOIS 3yKAPUOTUIECKUX T€HOB
B OCHOBHOM IIIJIA I10 MYTH ITIOTEPX MHTPOHOB, 3HA-
YUTEJIbHOE TTPUOOPETEHNE MHTPOHOB ITPOMCXOINIIO
JIMIIIb HAa HEKOTOPBIX 3Tarnax pa3BeTBJICHUS 3BOJIIO-
LIMOHHOTO AepeBa. [Ipu 3TOM CujIbI OTpUIIATEIbHO-
ro orbopa sl MOTEepU OOJBIIMHCTBA WHTPOHOB
JIOCTaTOYHO TOJBKO IS TTOMYJISLIMA OOJBIINX pa3-
MEPOB, TAKMX KaK ogHOKJIeTouHbIe (N,, ~ 107—108),
a He JUIST BBICIIMX PAaCTeHWI M ITO3BOHOYHBIX KM-
BoTHBIX (N, ~ 10°—10°) u (N,, ~ 10*~10°) cootser-
CTBEHHO) [26], MO3TOMY NepBbIE MOTEPSIIN TTOYTH
BCE MHTPOHEI, B TO BPeMsI KaK Y BTOPBIX OOJIBIIIMH-
CTBO MHTPOHOB BCE XK€ COXPAHUJIOCH.

SBOJIIONUA NTHTPOHOB B PAMKAX
BK30H-UHTPOHHOU CTPYKTYPbI

ITo3uuusi UHTpOHA — MECTO MEXIY KOHKPET-
HBIMM 3K30HaMH, B KOTOpPO€ BCTpPaMBaeTCd WH-
TPOH, — TaKX€ Ha3bIBACTCI CAWTOM MNPOTOCILIAM-
cuHra. PaznuyHbie 5BOIIOLIMOHHBIE aHAINU3bl BbISI-
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BWJIM, YTO IIO3UIMSI MHOTMX WHTPOHOB SIBJISIETCS
KOHCEPBAaTUBHOI: B OPTOJOTMYHBIX I'€HAX XUBOT-
HBIX, TPUOOB M PACTCHUI MMO3UIIUY WHTPOHOB COB-
nanatot B 25—30% cnyuyaeB [27]. KoHcepBaTuB-
HOCTb IO3UIIMI UHTPOHOB TOBOPUT O TOM, UTO JIU-
00 caMM MHTPOHBI SIBIISIIOTCSI OPTOJIOTUMIHBIMU, JIH-
00 MHTPOHBI JIIOOSIT BCTPaMBaThC KOHKPETHO B
3TOT CalT mpoTocIulalicuHra. Bropoii BapuaHT Ha-
3BIBACTCS MapauleJbHBIM IIPUOOPETEHUEM MHTPO-
HoB (IIITHN) u oOGbIYHO HAOMOAAETCS Y DBOJIIOLIM-
OHHO JaJeKMX OpPraHM3MOB (HampuUMep, MEXIY
pacTeHusIMU 1 XUBOTHbIMU f0Jis TTITHU moxet no-
xoauThb 10 20% oT Bcex MO3ULIMI UHTPOHOB) [28].
Hanmo ormeruTts, uto B 2016 I Beilia paboTta Roy
[29], B KOTOpOI1 OIpoBeprajinuch paHHee IOKa3aH-
Heie caydau I1I1M B renoMax Daphnia v mogaepxu-
BaJIaCh TUIIOTE3a, YTO OOUHAKOBAS ITO3ULIMSI MHTPO-
HOB B OPTOJIOTUYHBIX F€HaX O3HAYAET, YTO JaHHbIE
WHTPOHBI MTPOU30IILIM OT 001Iero npeaka. Tak uiu
WHade, 3HAYUTEIbHOE OOJBIIMHCTBO MHTPOHOB,
HaXOISIIUXCI B OOHON U TOM XK€ MO3UIIMU OPTOJIO-
TMYHBIX T€HOB, MO-BUAMMOMY, N€HCTBUTEILHO SIB-
JISIIOTCST HAC/IEICTBEHHBIM.

Ho HecMOTps Ha KOHCEPBaTUBHOCTD MO3UILIMIA,
IUIOTHOCTh MHTPOHOB B 3yKapuOTaX CUJIbHO Bapbu-
pyeTcsl, U pacmloyIOXeHe MHTPOHOB B OPTOJOIMY-
HBIX TeHaX He BCerIa COBIIamaeT AdaxXe B OJIM3KMX
Buaax [30]. Paznuunsie pekoHCTpyKIu S C nipu-
BEJIM K BBIBOJAM, UYTO B IIPOILIECCE BOJIOMM T€HOB
1 WHTPOHOB IIPOMCXOAMIN KaK 3HAYMTEIbHbBIC I10-
TEepU, TaK W 3HAYMTEIbHBIE IPUOOPETEHNSI MHTPO-
HOB (MOCJeAHUE TSIXKEI0 IeTeKTUPOBATh), HO €ClIN
IIPOoIIeCC ITOTEPU NHTPOHOB IIpeolIamaeT Ha KOpoT-
KX 3BOJIIOIMOHHBIX PACCTOSIHUSIX, TO MAacCOBEIE
BCTaBKM MHTPOHOB, CKOpEe BCEro, IPOUCXOIUIINA BO
BpeMsI OOJIBIITNX BOJIIOLIMOHHBIX COOBITUI (HAITPH-
Mep, IIpA BOSHUKHOBEHUHN I1apcTBa ZKMBOTHEIX).

Tem He MeHee HEOOXOAMMO YUYUTHIBATh, YTO IO~
JIydeHHbI€ BbIBOJbI OBLIM CAEIaHbI MO pe3yJibTaTaM
peKoHCTpyKIMH 3Bomonnn DM C BEICOKO-KOHCEP-
BaTUBHBIX T€HOB, TaK Kak JJIS APYyTUX obacTeil re-
HOMa PEKOHCTPYKIIMIO AeJIaTh CJIOXHEee, U Pe3yib-
TaThl YacTO IIOJIYYalOTCS HE OYE€Hb TOYHBIMU. A B
KOHCEPBAaTUBHBIX 0€JIOK-KOIMPYIOIINX II0CIICI0Ba-
TEJIBHOCTSIX MPUOOpPEeTeHNe NHTPOHOB IPONUCXOIUT
peaKo, B TO BpeMsl Kak IS cJ1ab0-KOHCEepBaTUBHBIX
0CI0K-KOAUPYIOIINX ITOCIeI0BaTEIbHOCTE U Te-
HOB, 00pa30BaHHBIX M3 MOOWJIBHBLIX 3JIEMEHTOB U
HETPaHCIUPYEMbIX PETMOHOB, MPUOOPETEHUE WH-
TPOHOB SIBJISIETCS TOBOJBbHO YacCTHIM SIBJICHUEM
[31].

HccnenoBaHus reHOB-MapajoroB MoKa3aau
3HAUMTEIHLHOE YHUCJIEHHOE IIPEBOCXOACTBO HOBO-
IMPUOOPETeHHBIX MHTPOHOB HaJl IOTePSIHHBIMU, YTO
MIPUBOAUT K MPEAIIOI0XKEHIIO, YTO AYTUIMKALIMS T'e-
HOB yCUJIMIa BCTaBKY UHTpoHOB. CpaBHeHue DUC
Yy PaHHUX 3YKapHOTUYECKUX T€HOB-IIapaJlorOB BbI-

BUOXUMHUA tom 85 BrIm. 7 2020



OB30P IO CIIJIANCOCOMHBIM UHTPOHAM

SIBUJIO, YTO MO3ULIMU MHTPOHOB B 3TUX I'€Hax He
KOHCEPBaTUBHBI, YTO, II0 BCE BHUAMMOCTH, TOBO-
PUT O TOM, YTO 3TU TeHHl 00pa30BaAINCh B Hadajle
SBOJIIOLIMMA 3YKAPUOT, KOTaa IPOUCXOIMIM UHTEH-
CHUBHasl OYyIUIMKAIIASl TeHOB 1 aKTUBHOE 3aceIeHUE
TCHOB CaMOCIUIAfICUPYIOIIUMHUCSI WHTPOHAMU
rpynms 11 [32].

MoJieKynsipHble ME€XaHU3MbI IPHOOPETEHHS H 110~
Tepy HHTPOHOB. Kak ObUIO YITOMSIHYTO BBIIIIE, B 9BO-
JIIOLAM 3YKApUOTUYECKMX OPraHM3MOB IIOTEpHU
WHTPOHOB MPOUCXOIWJIIH Yallle, YeM UX TpuoodpeTe-
Hus [28]. MonekynasapHble MeXaHU3MBbI 3THX IBYX
OCHOBHBIX 9BOJIIOIIMOHHBIX COOBITHI, CBSI3aHHBIX C
MHTPOHAMH, OCTAIOTCSI He A0 KOHIA M3YYeHHBIMH,
XOTSI B HACTOSIIUI MOMEHT Y€ CYIIEeCTBYIOT He-
CKOJIbBKO YaCTUYHO ITOATBEPXKIECHHBIX MOIEICH.
OCHOBHBIM MPEIJIOKEHHBIM MEXaHU3MOM IIOTepH
MHTPOHA CUMTAETCSI TOMOJIOTUYHAsI PeKOMOUHAIIUS
mexay kKJIHK, momnyyeHHbIMU B uUTOre oOpaTHOI
TPAaHCKPUIIINY, ¥ TCHOMHBIMU KOIIUSIMU COOTBET-
CTBYIOIIIMX TE€HOB, B pe3yJbTaTe 4ero obpasyercsi
HOBas ajuiesib 0€3 MHTPOHA. DTOT MEXaHU3M Ha3bl-
BaloT perporpaHcnioduuueid win RTMIL (Reverse
Transcriptase- Mediated Intron Loss — B OyKBaJJbHOM
MepeBoie MoTeps UHTPOHA Yepe3 OOpaTHYIO TpaH-
CKPUIIIINIO). DKCIIEPUMEHTAIBLHO TTOTeps] MHTPOHA
Obl1a TTI0Ka3aHa B TeHoMe JIpoxckeit eme B 1991 ro-
ay [33].

Cpenu moxeneit misi MPUOOPETEHUST MHTPOHA
BBIIEJISTIOT BCTaBKy MHTPOHA BO BPeMSI BOCCTaHOB-
JieHusT pa3pbiBoB AByx1enoyedyHoil JIHK, BcTaBky
uHTpoHa rpynnbl II, BcTaBKy MHTPOH-NIOAOOHOTO
MOOMJIBHOIO 3JIEMEHTa, MHTPOHM3AIINIO (JaCTh 2K~
30HA CTAHOBUTCS MHTPOHOM), IIEPEHOC MHTPOHA 13
reHa-mapajora, a Takke TPaHCHO3UIIMI0O WUHTPO-
HOB — MOJIEJIb C O0OpaTHBIM CIUIAfiCHIOM, TJe UH-
TPOH, HE YCIEBIINI ITOJTHOCTBIO IIOKUHYThH CILIAi-
cocomy, Bkwouaetcas B MPHK, He comepxainyio
WHTPOHOB (IIPU 3TOM JaHHBIN UHTPOH MOXET ObITh
u3 apyroii mpe-MPHK). Ilocnemnue nBe momenu
TakXe MPEeArnoiaraloT TOMOJOTUYECKYIO0 PEeKOMOM-
HallMIo, KaK oauH u3 3TanoB. Lee u Stevens [34]
yIaJI0Ch 9KCIEPMMEHTAIbHO IOATBEPIUTD IBA CIY-
yasi IpuoOpeTeHNsI MHTPOHA Yepe3 TPAaHCITO3ULIMIO
MHTPOHOB B Te€HaX APOXKell (IO 3TOro coOBITHS
OpUOOPETEHUSI UHTPOHA ObLIM TOJILKO IIpeIcKas3a-
HBI C TTIOMOIILIO (PUITOTCHETUYECKOTO aHain3a).
ITpu aToMm, cornacHo ucciaenoBaHusaM Sverdlov et al.
[35] u Tarrio et al. [36], TpaHCTIO3ULIMSI MHTPOHOB HE
SIBJISIETCS €OIMHCTBEHHBIM MEXaHM3MOM BCTaBKU
WHTPOHA IJIsg APYTUX opraHu3MoB. CiemyeT oTMe-
THUTh, YTO MEXaHN3MbI MACCOBBIX BCTABOK MHTPOHOB
(HampuMmep, Yy caMbIX paHHUX 3YKapuOT) BIIOJHE
MOTYT OTJIMYATBhCS OT MEXaHM3MOB OTHOCHUTEIHLHO
MeUIEHHOTO Tpoliecca MpUoOpeTeHUsT MHTPOHOB Y
HbIHE CYIIECTBYIOIIUX 3YKApMOT, YTO YCIOXHSIET
OIpeAeIeHe TOYHBIX MEXaHU3MOB BCTaBOK.
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HMHTepecHO, HO MHTPOHHBIE TTOTEPU SIBJISIOTCS
Hau0oJjiee YacThIMU BapHuallUSIMU KOJUYECTBA KO-
nuit reHoB (CNV), Kogupyomux 6ejJKu y yejaoBe-
Ka: 12 986 MHTPOHHBIX JeJIeLINil ObLTM OOHAPYKEHBI
B 4147 renax (Bkmodas 1154 OCHOBHBIX T€HOB U
1638 reHOB, cBsI3aHHBIX ¢ 001e3HbI0) [37]. B utore
MOXHO HaOJ0JaTh 4Ype3BblUaiiHylo Bapuadelib-
HOCTB MONYJISILIMU 10 pa3mepy, rae y 40 reHoB ObLIo
HalimeHo ot 10 go 150 ammenmeit pa3sHOW MJIMHEL.
WHTpOHHBIE TIOTepPU HEPEAKH y DBOJIOLMOHHO
JIPpEeBHUX T€HOB, KOTOPbIE BHICOKO KOHCEPBATUBHBI
Ha ypoBHe 0enKoBOi mocienoBaTenbHocTU. Cyms
II0 BCEMY, M3MEHUYMBOCTh 3K30H-MHTPOHHON
CTPYKTYphI T€HOB, KOAVPYIOIINX OEJIKMA, BHOCHUT
BaXXKHBI BKJaJd B M3MEHUYMBOCTb 3KCIPECCUU U
CTIJIaiCMHTa TEHOB B MOITYJISINSX dyesioBeka [37].

Cnaiiguar uHTpoHOB. [loMMMO TTOTEpU U TIPHOO-
pETEeHMsI CYLIECTBYET €Ille TaKOe COOBITHE BOJIIO-
LIMM UHTPOHOB, KaK cMelleHue (cIaiauar) — ¢ak-
TUYECKH ITO IIepeMeIleH e MHTPOH-3K30HHEIX Tpa-
HUII Ha HeGombiue paccTosgHus (1—60 m.H.). Cyme-
CTBYET IpPENNoJIOKEHUE, YTO CIAUAMHI BO3HUKAET
IIOCPEICTBOM aJIbTEPHATUBHOTO CIUIAliICHHTA: B T€HE
MOSIB/ISICTCS HOBBIN CAlT CIUIAMICUHTA PSAOM CO CTa-
pbIM, yTo TpuBOaUT K AC, a 3aTeM MO KaKhM-TO
MPUYMHAM CTapblii CaiiT crijiaiicuHra ucuyesaet [36].

Bcnencteue KpaliHeil peaKOCTH CIaAAWHI WH-
TPOHOB JOJITOE BPEMS HE pacCMaTpUBAJICI KaK OT-
NeJIbHBIN 00bEKT U3yYeHUs, a I11eJI B JOIIOJIHEHUE K
JIPYTMM 3BOJIIOLMOHHBIM coObITUsIM. Hampumep,
Yenerall et al. [38] B mpoliecce M3y4eHHUsI BO3MOX-
HBIX MEXaHU3MOB MPUOOPETEHMS U IMOTEPU UHTPO-
HOB cpeau 11 BuaoB Drosophila obHapyxwin 189
cllyyaeB IIpuoOpeTeHUs1 UHTpoHa, 297 ciiydyaeB mo-
Tepu U 1 ciayvait cimarigmara. Lehmann et al. [39]
BBIIBUHYJIU MPEINOJIOKEHNE, YTO HEKOTOPhIE HO-
BBIE ITO3UIIMM MHTPOHOB B KOHCEPBATUBHBIX TeHaX
Drosophila osiBUunuch onarogapsi ClaliiUHIy WH-
TPOHOB WJIM AYIUIMKALMU 3K30HOB. Bo3MoxkHBIE
cllyyau cliaiayHra ObLId TakKe OorMcaHbl B paboTax
Krauss et al. [40] u IloBepeHHoIt u coasrt. [41]. I1o-
BepeHHas1 1 coaBT. [41] Takke MOAHSIN BOIIPOC O
CBSI3U CJIaiIMHIa UHTPOHOB C IIPUCYTCTBUEM HeKa-
HOHUYECKMX CAUTOB CIIJIAMCUHTA.

Hano ormeTtuTh, 4TO caMoO CYIIECTBOBaHUE
CclaliiuHIa WHTPOHA, KaK SIBJCHUS, JOJIO OBLIO
IIPeIMETOM MHOTOYMCIIEHHBIX CIIOpoB. BmepBrie
CJIAAMHT MOCTYJIMPOBAJICS CTOPOHHUKAMU TUIIOTE-
3bl O paHHEM IPOMCXOXICHUN WHTPOHOB IIJIsI 00b-
SICHEHUSI YIUBUTEJIBHOIO OTKPBITHUS: MO3UIMHU OpP-
TOJIOTUYHBIX MTHTPOHOB MHOIIA BAPEUPYIOTCS Y Op-
TOJIOTMYHBIX TeHOB [42]. B TO XXe BpeMsl CTOpPOHHU-
KW TUIIOTE3bl O MO3AHEM MPOMCXOXIESHUU UHTPO-
HOB YTBEPXKIaIu, YTO CIAAWIVHI UHTPOHOB, €CIU U
MPOUCXOMIUT, TO MAJIO BIUSIET HA pa3HOOOpas3ue mo-
3uLmii ”HTpoHOB [43]. bonee Toro, Bocco u Csliros
[44] ocrmapuBanm paHee MoKa3aHHBIEC CITydau ciaii-
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JIIUHTa, HaliIeHHbIE B OOMMIIETaX, U 3aKJII0Yaan, 4YTo
IIOYTH BCErJa CIAWOWHI MHTPOHA SIBJISIETCSI BCETO
Juib apredakroM aHHotaumu. Ho, cornmacHo pe-
3yJIbTaTaM CTaTUCTUUYECKOTO aHaJIU3a MO3ULIMI MH-
TPOHA B pa3HbIX CEMEMCTBAxX T€HOB 110 MeTony MoOH-
te-Kapio, cMmenieHne MHTpOHA HA OOHY ITO3HUIIMIO
SIBJISIETCSI TOCTOBEPHBIM 3BOJIOLIMOHHBIM COOBITH-
€M, Jaxke HeCMOTpPsI Ha CBOIO OTHOCHUTEJIbHYIO pel-
KOCTh (BCTpedyaeTcs MeHee 4eM Yy 5% BceX MHTPO-
HOB). A BOT 10KAa3aTeJIbCTB O CAaiiIMHIe UHTPOHOB
Ha OOJIbIIIME PACCTOSIHUS MOJIydeHO He ObLIo [45].

Tarrio et al. [36] BBIIBMHYJIM MPEINOIOXEHHUE,
YTO MO3MILMOHHOE pa3HooOpa3ue MHTPOHOB 00-
YCJIOBJIEHO IByMSI TIepeCceKaloIMMICS MPOLeCCaMU:
(bOHOBBIM MPOIIECCOM HEMNPEPHIBHOTO IlepeMeliie-
HUSI MHTPOHOB IIyTeM CJIAMIMHIA ¥ BCIIBIIIIKAMK 00-
IIMPHOTO MPUOOPETeHNsI MM TOTepU HOBBIX MH-
TPOHHBIX MOCJeA0BaTeIbHOCTEN. TakuM obOpaszoMm,
CIAWIWHT SIBJISIETCS BaXHBIM MCTOYHUKOM BO3HUK-
HOBCHMSI HOBBIX MHTPOHOB (110 KpaliHel Mepe B He-
KOTOPBIX (PMIIOTeHETUYECKUX JIMHUSX), YTO TIOATBEP-
JKIAeTCsl CpaBHUTEIbHBIM aHAJIU30M OJIM3KOpacIo-
JIOXKEHHBIX WHTPOHOB M3 12 TeHOMOB poma
Drosophila, tne O6bLI0 TTOKAa3aHO, YTO CAAMAWHT WH-
TPOHOB SIBJISIETCS OTHOCUTEIBHO YacTON MPUYUHOMN
HOBBIX MTO3ULIMI MHTPOHOB B JaHHOM Buae [39].

Bo3HukHOBeHre U (duKcalus cliydaeB Ciaii-
JIMHTA B IIPOIIECCEe IBOTIOLMU, BEPOSTHO, MMPOKCXO-
aut depe3 AC [36]. CoryacHo JaHHOM TUIOTE3E,
CIAMIVMHT MHTPOHA YacTO BCTPeYaeTCsl B HU3KO-
KOHCEpPBAaTUBHBIX pETHOHAX OeIOK-KOAMPYIOIINX
reHOB, rae noskbilieHa yactota AC (Hampumep, 5'-
n 3'-o06macTeit MHOTMX TeHOB), HO PEIKO B KOHCEp-
BaTHUBHBIX yYacTKax OCIOK-KOOMPYIOIIUX T'eHOB.
Huns cnaiigudra uHtpoHa Ha 1 Hykneotun Fekete et
al. [46] npemIOoXMIM BO3MOXHBINA MOJIEKYISIPHBII
MEXaHU3M, CBSI3aHHBII C yIaCTUEM aJbIepHATUBHO
CIUIAaiCUPOBAHHOTO TMPOMEXYTOYHOTO COEIMHE-
HUS: TaK Ha3bIBaeMOro «stwintron» (B OyKBaJIlbHOM
IepeBoae, CIIalicCOCOMHBIE OJM3HELBI-UHTPO-
HBI) — CTPYKTYPHI, B KOTOPOI OJUH UHTPOH (PaKTH-
YeCKHM IIpeACTaBJIsIeT COO0O0M ABa BIOXEHHBIX IPYT B
npyra uHTpoHa. IIpumep caBura MHTpoHa Ha 1 HyK-
JIEOTHU OBUI ONMCaH IJIsl TeHa IIOOMHA B TeHOMax
amduomii u peid [47].

dakThyecKoe BIUSHUE CAaliUHTa HA 3BOJIO-
LIMIO 3YKapUOTUYECKHNX TEHOB OyIeT TOYHO OIpee-
JICHO TOJIBKO TOTJa, Korma OyayT JOCTYITHBI MHOTO-
YUCJIEHHbIE HA0OPHI OJIM3KOPOACTBEHHBIX TEHOMOB
U pa3pabOTaHBl CTPOTHE METOIBI CTATUCTUYECKOIO
aHaIn3a.

CBOVICTBA UHTPOHOB

®aza uaTpona. OIHOI M3 BAXXHBIX XapaKTePUC-
TUK WHTPOHA SBJISIETCS ero ¢paza — IOJIOXKEHUE
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WHTPOHA OTHOCHUTEJIBHO paMKU cuuThiBaHUs. Kak
HU3BECTHO, MHTPOH, PACIIOJIOXEHHBIA B KOAUPYIO-
IIe MMOC/IeI0BaTeIBHOCTH, MOXET IIpEePhIBaTh paM-
Ky CUMTHIBAHUSI T€Ha B JIIOOOI MO3ULIMU: MEXIY
JIBYMsI KOMOHAMU, MEXIY IEePBbIM 1 BTOPHIM HYK-
JICOTUJAMU OTHOTO KOJOHA M MEXIy BTOPHIM U
TPETHbUMM HYKJIEOTUIOM KomoHa. B mepBoM ciyuae,
€CJIM MHTPOH PAaCIOJIOXEH MEXIy NBYMsSI KOIOHa-
MH, eMy TpucBanBaeTcs daza 0. MHTpoHEBI, paciio-
JIOKEHHBIC MEXIY IIEPBBIM M BTOPBIM WJIM BTOPBIM
U TPETbUM HYKJIeOTUAAMU, UMeIOT azy 1 uau 2 co-
OTBETCTBEHHO.

B xone menoro psima HaydHBIX pa0boOT, ITOCBSIICH-
HBIX pacrpeneacHnIo a3 MHTPOHOB, BBEIICHWIOCH,
YTO MOYTU BO BCEX M3YYEHHBIX OpraHu3Max HabJIo-
JaeTcsl KOJMYECTBEHHOE MpeodIamaHre MHTPOHOB
dasel 0 Ham WHTpoHaMU ApyTUX (a3 (UCKITIOYE-
Hue — o0onouHuk Oikopleura ¢ paBHOMEPHBIM
pacripefieJiecHMeM WHTPOHOB pa3HbIX (ha3); Oojee
Toro, eciu ¢azy 0 umeror ~50% UHTPOHOB, TO a3y
1 u dasy 2 — 30 u 20% coorBeTcTBeHHO [42, 48].
OnucaHHas 3aKOHOMEPHOCTh MOJIy4uJia Ha3BaHUE
«apaBuiio 50/30/20» unu «cooTHomeHue 5: 3 : 2» u
OOBSICHSITIACHh TIPOIIECCOM <«IIEPETACOBKM» 3K30HOB
[49], xoppensueit THTPOHOB (ha3bl 1 1 2 ¢ KOHCEp-
BaTMBHBIMU Y4YacTKaMU T1ocjiemoBaTeabHOCTH [50],
U Jaxe ocoboil cTpykrypoit 6enka [51]. B pamkax
TEOPUH O PaHHEM ITPOUCXOXKICHUN MHTPOHOB IIpe-
obnagaHue MHTPOHOB (a3bl 0 OOBSACHSIOCH TEM,
YTO YaCTh CYIIECTBYIOIIMX B HACTOSIINI MOMEHT
WHTPOHOB ObLIa MpEACTaBJIEHA ellle B TMOCJIeAHEM
00I1IeM MpeIKe SYKapuoT 1 IIPOKAPUOT U COESIUHSI-
Jla OJu3/Iexallnue MHHHU-TEHBI, KOTOphbIe IO3THEE
MIPeBPATWINCh B 9K30HHI. TakuM oOpa3oM, JTaHHBIS
WHTPOHBI JOJDKHBI ObUIM UMETh HyJeBy1o ¢azy. On-
HAKO JaHHasl Teopusl HUKAK He oObscHsIa (hakT
0oJibllIei YaCTOThl MHTPOHOB (pa3bl 1 Halm MUHTPOHA-
MU (a3bl 2. A BOT, COTJIACHO TEOPUM TTO3THUX WUH-
TPOHOB, HEPaBHOMEPHOCTb paclipeneyieHus ¢a3
WHTPOHOB OTpaxkaeT HeCIy4ailHOCTh IIPUOOPETEHUS
WHTPOHOB B Xon¢e 3Boouuu [52]. JIj1s1 HEKOTOPhIX
BHMIIOB OBUIO TTOKa3aHO MpeobyiagaHue caliToB Mpo-
TocrialicuHra B pasde 0, TeM He MeHee 3TUM HeJIb3sl
IIOJTHOCTBIO OOBSICHUTH IIpeobiIamaHie MHTPOHOB
da3zbl 0, T.X. IpeanogaraeTcs, YTo UHTPOHBI BCTpa-
MUBAIOTCS B CIYYaHbBIE CAUTHI IPOTOCIIACHHTA.

Eime onHO BO3MOXHOE OOBSICHEHUE «IIpaBUa
50/30/20» 6nu10 mano Long u Deutsch [53] B 1999
romy. OHM TIpEITOXUIA MCIIOJb30BaTh (ha3bl
CIUIafiCOCOMHBIX MHTPOHOB MIJII U3YYEHUST 3BOJIIO-
LIMH 9K30H-MHTPOHHOU OpraHu3alnn. ABTOPHI 00-
HApYXWJIA CUJIbHYIO KOPPEISLMIO MEXIY pacrpe-
nejieHueM a3 MHTPOHOB U KOHCEPBATUBHOCTHIO
IMOCJIEIOBATeIbHOCT CUTHAJIOB CIUIAaliCUHTa B
OnM3IeXalIMX 9K30Hax: HanboJiee mpeacTaBIeHHAs
(aza 0 cooTBeTCTBOBaJa BHICOKOMY YPOBHIO KOH-
CepBAaTMBHOCTH, B TO BpeMs Kak (a3a 2, XxapaKTep-
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Hasl 11 MeHbIIIel YaCTU MHTPOHOB, OOBIYHO BCTpE-
4ajach B CJIy4asix C HU3KMM YPOBHEM KOHCEPBaTHB-
HocTU. MHTpOHBI a3kl 1 3aHMMANM MPOMEXYTOU-
Hoe noJioxkeHne. C y4eToM 3KCIePUMEHTAIBHO 110~
Ka3aHHOTIO I1aryOHOro BAMSHUS MyTallMii B 9K30HaX
HEmaJIeKo OT CaliTOB CIUIAfiCMHTa aBTOpPaMM OBLI
MpeIIoXeH BO3MOXHBINM TeHETUISCKUIT MeXaHU3M
9BOJIIOLIMY 3K30H-UHTPOHHON CTPYKTYPbI, IPEIIO-
JIaTaloIIvii, YTO HEIOIMIPEICTaBIeHHOCTS MHTPOHOB
dasbl 2 MOXET SIBIISITHCS Pe3yIbTaTOM HaImpaBJICH-
HOI OTepU MHTPOHA, BHI3BAHHOI HaJIUYKUEM BpeI-
HBIX MyTanuit [53].

IloMrMO KOJIMYECTBEHHOI'O pacIpeAcIeHMsI
¢a3 UHTPOHOB OBLIO OOHAPYXXEHO, YTO WHTPOHBI
¢a3pl 1 yale Bcero BCTpeYalOTCS B 5'-KOHIIEBBIX
yJacTKax TeHa, ¥ UX 4acTOTa CYIIECTBEHHO CHIKA-
ercs K 3'-koH1y. Ctporo obpaTHas cuTyalus ObLia
okaszaHa JJIs THTpoHOB (a3nl 0 [54].

AcTtaxoBa M c0aBT. [55] mokasanm HapyleHue
«30JIOTOTO MpaBUJia» pacnpeaesieHus a3 B reHax ¢
OOJIBIIIMM COAepKaHUEM IJIMHHBIX MHTPOHOB: Ta-
KM€ WHTPOHBI MpearnouyuTaloT uMeTh (asy 1, a He
00BIYHO MepenpencTabiaeHayo a3y 0. Hamo otme-
TUTb, YTO IepernpeacTaBieHHOCTb da3bl 0 Takke
4acTo OOBSICHSETCS TeM, YTO MHTPOHKI (asnl 0 co-
374a10T OOJIbIIYI0 TMOKOCTh JJIsl IIpoliecca KOAUpOo-
BaHMSI OeJIKa, ITOCKOJIBKY OHM HE 3aTparuBaroT KOH-
LIEBBIe HYKJICOTUALI 3K30HOB, TJie OOBIYHO PacIio-
JIOKEHBI CaliThl cIUTaiicuHra [56].

JlimHa mHTpoHA. EIlle omHMM HeMaIOBaXKHBIM
CBOICTBOM MHTpPOHA sIBJIsIeTcs ero mmmHa. Corac-
Ho naHHbIM Halligan u Keightley [57], mocnemoBa-
TeJIbHOCTU InHOM <40 I.H. He MOTYT c(OPMHUPO-
BaThb IOJHOICHHBIM MHTPOH. CpeaHssa IInHA WH-
TpOHA BapbUpPYeT B Pa3HbIX OpraHM3Max, HO paci-
peneaeHue JJIMH UHTPOHOB B MHTPOH-00raThIX Op-
raHM3Max UMeeT IIPaBBIi TSLKEJIBIN XBOCT, ITOKAa3bI-
BaIOLLMI HAJIMuKe OYeHb JJIMHHBIX UHTPOHOB [53].

OpHuM U3 Hamboyiee M3BECTHBIX (DaKTOB IIPO
IJIMHBI MHTPOHOB SIBJISIETCSI MOBBHIIICHHAS IIMHA
1-ro untpoHa [58]. Farlow et al. [59] u Shepard et
al. [60] aHamM3MpOBaIM BpeMsl IPOTEKAHUS CIUIA-
CHHTa B 3aBUCHMOCTH OT IJMHBI UHTpoHA. OcoOeH-
HOCTH CIUIaMiCUHTA JUIMHHBIX THTPOHOB OBUIM OIH-
canbl Sibley et al. [61]. Vinogradov [62] moka3au,
YTO MHTPOHBI B KOHCTUTYTHUBHBIX I'€HaX KOpoOue,
YeM B TKaHecTIeINPUIHBIX. TakKe OBII0 MOKa3aHo,
YTO aJITEPHATUBHEIC KACCETHBIE SK30HBI (PIaHKM-
pyloTcs Oosiee JUIMHHBIMM, Y€M KOHCTUTYTUBHBIE,
WHTPOHAMU; XOTS 3TO HEe HAOJIIOmaeTCs B Clydasix
aJbTePHATHBHBIX aKIENTOPHOIO MU JTOHOPHOTO
caiitoB crutaiicunra [23]. B ucciaengoBanuu Actaxo-
Ba U COaBT. [55] Ob1a HalieHa KOPPEIsIs MEKIY
IJIMHAMHU COCEOHMX MHTPOHOB B I€HAaX KMBOTHBIX.
Seoighe u Korir [63] moka3ain KoHCepBaTUBHOCTh
CYMMapHOI IJIMHBI MHTPOHOB B TeHax 3MOpHO-
HAJILHOTO Pa3BUTHUS Y MJIEKOITUTAIOIIHX.
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JnvuHa WHTPOHA MOXET OKa3biBaTh BIUSHUE
KaK Ha peryJisiiuio 3KCIIPecCUu T'eHa, Tak U Ha CKO-
pocTh 3BOJIOLIMK maHHOro reHa. lllemerkoBa u
Tenbdann [64] vccaemoBau KOPPETSIIAI0 MEXIY
CHTHaJaMM CIUIaliCMHIa U JUIMHAMU TpUJIeralomx
9K30HOB ¥ UHTPOHOB. BbUTO ITOKa3aHo, 4TO MHMOP-
MallMOHHOE COJepXKaHWe CAUTOB CILJIaliCMHTa B Te-
Hax Caenorabditis elegans n Drosophila melanogaster
3aBUCUT OT IJMHBI TNPWIEralpIllero MHTPOHA.
Marais et al. [65] u Wu u Hurst [66] uccnenosanu
HETaTMBHYIO KOPPEJISINIO MEXITY JUIMHOM MHTPOHA
U CTPOTOCTBIO IBOJIOLIMOHHOIO OTOOpa Ha YPOBHE
aMUHOKHCIIOTHBIX mocaenoBaTeabHOCTel. Cylme-
CTBOBaHME HETATMBHOI KOPPEISLIMUA MEXIY BHYT-
PUBUIOBON NMBEPIreHUMEHA M IJIMHOW MHTPOHA y
Drosophila melanogaster n Drosophila simulans 6110
nokazano Haddrill et al. [67], moaTBepAUBIIUMMU,
YTO JUIMHHBIE WHTPOHBI 3BOIOLIMOHUPYIOT MeE-
JIeHHee, YeM KopoTkue. Ko3BoMIOLUIO IIMHBI MH-
TPOHOB MOXHO HAaOJI0maTh B KO3KCIIPECCUPYIO-
IIMXCS TeHaxX W B TeHaX, YbM MPOIAYKTHEI 00pa3yioT
eIVHbII OenKOBbIN KoMIuieKc. Hanbosee HarisigHO
9TO MOXHO YBUIETh B I'€HAX, yUYaCTBYIOIIUX B KJIe-
TOYHOM LIUKJIE [68].

ITo yrBepxxaenuto Pozzoli et al. [69] nyuHa uH-
TPOHA U MEXTEHHBIX Y4acCTKOB, caMa II0 cebe, He
WUTpaeT aJallTUBHOM POJIM B PETYIISILINU SKCIIPECCUN
TEHOB, a OTpakaeT HEOOXOAMMOCTb COXpaHEHMS
KOHCEPBAaTUBHBIX WMHTPOHHBIX 3JEMEHTOB. XOTS
KOJIMYECTBO HEKOIMPYIOIMMNX (PYHKIMOHAIbHBIX
9JIEMEHTOB MOXET OOBbSICHUTh U3MEHEHHE pa3Mepa
reHoMa, ObLIO TT0Ka3aHO, YTO Ha BBICOKO IKCIIpeCc-
CUPOBaHHbIE MHTPOHBI BO3AEHCTBYET IOIOJIHU-
TEeJIbHOE IaBJCHUE, CHIKAIOIIee CTOMMOCTb HX
TpaHckpuniuu. C A1pyroit CTopoHsl, (hakT TOTo, YTO
B BBICOKO 3KCIIPECCUPYEMbIX TeHaX HaXOIsATCs Ma-
JICHbKME WMHTPOHBI, IOATBEPXKIAEeT THUIIOTE3y O
TPAaHCKPUMIIMOHHON 3(P(PEKTUBHOCTH M/WIN 3KO-
Homuu [70, 71]. KoCBEeHHBIM CBUIETEIHLCTBOM MO-
XKeT SBISAThCS MccienoBanue [72], B KOTOpOM OBLIO
IM0Ka3aHO, YTO PENTWIMH W ITUIIEI MMEIOT OoJjiee
KOPOTKME MHTPOHBI, YeM MJICKOITMTAIOIINE, W 9TO
IJIMHA UHTPOHA Yy HeJIeTaloIIMX NTULL JYTMHHEEe, YeM
y JIETAIOIINX, KOTOPHIE TPATSIT OOJIBIIIOE KOJTUIECT-
BO BHEPrUHU Ha MOJIET.

CB#3b Mexay muHol nuntpoHa u GC-coctaBom
BIiepBhIe OblTa ynmoMsiHyTa Duret et al. [73], mipo-
aHAJIM3MPOBABIINMU HECKOJIBKO T€HOMOB II03BO-
HOYHBIX: ObLJIO 3aMeueHo, uTo B GC-0oraThix reHax
WHTPOHBI KOpoue. DTo HaOII0AeHHUE TaKKe IMTOATBEP-
xmaeTcs Versteeg et al. [74]. B To e Bpems B reHO-
MaX KOCTUCTBIX PBIO He OOHAPYKUIA HUKAKYIO JIA-
HEMHYIO KOPPEISLUI0 MEXIY MJIMHOU MHTPOHA U
ero GC cocrtaBoMm [75].

HMHTrepecHas Teopusi 0 MexaHW3ME IBOJIIOIUU
IJIMHBI MHTPOHA ObL1a mpemjioxeHa Zhang et al.
[76]. ABTOpBI ITOKa3aM, YTO KHTPOHBI MOTYT OKa-
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3bIBaTh BIAMSIHME Ha 3KCIIPECCUIO U PETYIISLIMIO Te-
Ha MOCPEICTBOM B3aMMOJEUCTBUS C COOTBETCTBYIO-
mumMu nociaenoBateabHocTaMu MPHK. TTpu atom
WHTPOH COCTOMT U3, KAK MUHUMYM, IBYX CYObeIU-
Hu1 (downstream M upstream 4YacTW), COCIMHEH-
HBIX MEXIy cO00M TMHKepaMu. JI1rMHa cyObenuH1-
IIbI TOBOJIBHO KOHCepBaTWUBHA — ~60 T.H., a BOT
IJIMHA JUHKEpa MOXET CWIbHO BapbUpoBaTh. Jm-
Ha BCETO MHTPOHA YBEIMYMBACTCSI HE ITOCTEIIEHHO,
a ImyTeM I100aBJIEHUSI HOBBIX CTPYKTYPHEBIX CYObeI1-
HUI ¥ JUHKEPOB MexXay Humu. I1pu 3tom 5'-00-
JIaCTh MHTPOHA WIM MepBasi CTPYKTYpHasI CyObeau-
HHUIIA — 3TO yXe 3peJiasl IOC/IeI0BaTeIbHOCTh, B TO
BpeMs Kak 3'-00J1acTb — HEe3pesblid, T.€. €Il 2BO-
JIIOLIMOHUPYIONINUHI pernoH. TakuM o06pa3oM, 3BO-
JTIIOLVS JUTMHBI MTHTPOHA MUIEeT oT 5’ K 3'- KOHILY, co-
3/MaBasi HOBbIe CYObeAMHUIIBI, TOCPEACTBOM IOCTE-
MEeHHOTO0 YMHOXeHUs (dparMeHTOB 3’-001acTH.
HWHTepecHo, 4TO pacmpeneiieHre IJIMHBI U CTeIIeHb
COBNAACHMS ONTUMAJIbHBIX (PpParMEeHTOB COIJIACY-
I0OTCS ¢ OCOOCHHOCTSIMU ITOCJIEA0BaTEIbHOCTEM
mukpoPHK u wmanoit untepdepupyromein PHK.
DTu pe3yabTaThl YKa3bIBaIOT Ha TO, YTO B3anMMOCTH-
CTBHE MEXIY MHTPOHAMHU M IT0CIIEI0BATEIbHOCTSI-
mu MPHK sBiseTcss pasHOBUAHOCTBIO (PYHKIIMO-
HanbHOro B3aummoaeiicteusi PHK—PHK [77]. B To
>Ke BpeMs nUHTpoHbl 1 MPHK, mo-BuagumMomy, BMec-
T€ KO3BOJIOLMOHUPYIOT ISl YCIIEITHOTO BHITTOIHE-
HUSI CBOMX OMOJIOTMYECKMX (DYHKITUIA.

OYHKIIVU UHTPOHOB

Hanuuue MHTPOHOB B TeHOME SIBJISIETCS SHEPre-
TUYECKUM OpeMeHEM JJI1 MHOTUX KJIETOK, BeAb JJIsT
TPaHCKPUIMILIMU UHTPOHOB U MX HAJIbHEMIIErO BbI-
pe3anusg u3 npe-MPHK ¢ moMolnpio CIIOXHBIX
CIJIaiCOCOMHBIX MEXaHU3MOB KJIETKaM MOXKET I0-
TpeboBaThCsl MHOTO 3Hepruu. CoxpaHeHHEe UHTPO-
HOB B XOJ€ SBOJIOLMUA MOXET ObITb OOBSICHEHO
TOJIBKO TIPU YCJAOBUHU, YTO TIPEUMYILLIECTBA HAIUYUS
MHTPOHOB IIPEBOCXOISIT UX HETaTUBHOE BIMSHUE Ha
9HepreTuyeckre 3arpaTbl. OQHAKO, COIJIACHO MC-
cnegoBaHuo Lynch [78], MHTpOHBI — 3TO IIPOCTO
srouctuuHble JIHK, 3acenuBiive 6e10K-KOAUPYIO-
IIMe TeHbl B 9YKapUOTUYECKMX F€eHOMaX U CyMeB-
IIMe COXPAaHUTHCSI U3-3a 3pdeKkTa OyTHUIOTHOTO
TOPJIbIIIKA B MOMYJSALUIX. TeM He MeHee UHTPOHBI
BCE XK€ MOTYT JaBaTh HEKOTOphIE ITPEUMYILIECTBA B
KayecTBe MYTalIMOHHOTO Oydepa B 9yKapuoTUIEC-
KMX T€HOMax, 3allMlas KOAUpYollue MocaeaoBa-
TeJIbHOCTU OT BO3JEHCTBHUS CIy4yailHO BO3HUKAIO-
IIMX BpeIHBIX MyTalluii. Tak KaKk MHTPOHBI B Cpel-
HEM Topa3lo IJIMHHee SK30HOB, OOJIBIIMHCTBO CIIy-
YailHO BCTpeyalolIMXCcs MyTalMid B FreHax IMornajga-
0T B UHTPOHBI U HE BIMUSIOT Ha MTOCIEA0BaTEIbHOC-
™ 1 pyHKUIMM 6enka. Hago mpu3Harth, 94To ocTaer-

NOBEPEHHAS, POUTBEPT

Csl HESICHBIM, HAcKOJIbKO Oy(depHbIii 3¢ ¢eKT Io-
cliefoBaTeIbHOCTE MHTPOHA 00Jiee BBHIUTPHIIIEH C
TOYKU 3pEHUSI BOJIOLMOHHOTO IIPEUMYIIeCTBa HAl
SHEPreTUIECKNM OpeMeHEM.

B nocnenHee BpeMsi BO MHOTMX MCCIEIOBAaHUSIX
OIMMCEHIBAIOTCS CBUIETEIbCTBA IMPEUMYIIIECTB, IIPH-
HOCUMBIX UHTPOHAMM B 3YKapMOTUYECKIE KIIETKH,
IS OIpaBOaHUs BCEX SHEPreTMYeckmx 3arpaT. B
0630pe Jo u Choi [79] dyHKUMOHaIbHBIE DPOJU
WHTPOHOB pa3lejicHbl Ha IBE KAaTeTOPWU: IIpsSMEBIS
(Takue kak peryiasauus AC, yculieHUe 3KCIpPeccuu
reHOB, KOHTpoJib TpaHcnopTta MPHK unu c6opku
XpoMaTHHA) U HeIpsIMble (HampuMmep, HaJIM4ue B
WHTPOHAX CBSI3aHHBIX C IPU3HAKOM OIXHOHYKJIEO-
TUIHBIX TOIUMOP(GU3MOB WIM Pa3HbIX TeHOB HEKO-
aupyomyx ¢yHkunoHanbHbix PHK; u3meHeHue
JIJIMHBI MHTPOHA B BOIpoce 3¢ (HEKTUBHOCTU €CTe-
CTBEHHOTO OTOOpA).

OCHOBHYIO (PYHKIIMIO WHTPOHOB YacTO CBSI3bI-
BalOT ¢ BO3HMKHOBeHHEM AC: XOTSI MHTPOHBI HE
BHOCSIT HEMTOCPEACTBEHHOTO BKJIafa B TPOTEOM, O/~
HO WX IPUCYTCTBME IMO3BOJISIET YBEJIUYUTH MOTEH-
LIMAJIbHO BO3MOXHOE KOJIMYECTBO IIPOAYKTOB Oe-
JIOK-KOIMPYIOIINX T'e¢HOB Ojlaromapsl ajabTepHaTHB-
HOMY CIUTaliCUIHTY.

Y MHOTHMX 3yKapMoOT, BKJIIOYas MJIEKOIIMTalO-
IINX, PACTCHUSI, IPOXKN M HACEKOMBIX, MHTPOHBI
MOTYT BJIMSITh Ha 3KCIPECCUIO T€HOB JaxKe IPU OT-
CYTCTBUM CaliTa CBSI3bIBAaHUS IJIs1 TPAaHCKPUIILIMOH-
HBIX (pakTOpOB. DTOT (peHOMEH OBLLT Ha3BaH «MH-
TPOH-OIIOCPEIOBAHHBIM YCHJICHUEM SKCIIPECCUN»
[80]. Camo mpucyTCTBUE HMHTPOHOB BJIMSIET He
TOJIBKO Ha CKOPOCTb TPAHCKPUIILIMK, HO TaKXke Ha
crabunbHocTh MPHK 1 Ha ee akcnopt u3 sapa. bo-
Jiee TOro, MHTPOHBI TaKK€ MOTYT YBEIMYUTH 3(P-
¢exruBHOCTL TpaHcasyu MPHK [80]. Hanmpumep,
Lim et al. [81] mpencka3zanm 3¢G(EeKTUBHOCTH
TPAHCIALMHA TI0 HAJIWYUIO BSK30H-MHTPOHHON
CTPYKTYpPHI B 5'-HeTpaHCAUPyeMOil 00J1acTU TeHa.

Bripesannbie u3 npe-MPHK mnociaenoBarens-
HOCTU MHTPOHOB, IO CYTH, sABIsA0TCSI HK-PHK, KO-
TOpble OBICTPO paszpymarTcs. OgHaKo, COIIaCHO
MOCIAETHUM UccaeaoBaHusIM [82, 83], Takue BbIpe-
3aHHBIE MHTPOHBI YCIIEBAIOT OBITH 3aIeiiCTBOBAH-
HeiMu B TOR cBsI3aHHOI ceTH CUTHAJIa pocTa B
Saccharomyces cerevisiae. CuctremMaTudeckoe ynase-
HHE BCEX M3BECTHBIX MHTPOHOB B I€HaX IOYKYIO-
IIMXCS APOXKKEH yKa3bIBaeT Ha TO, YTO B OOJIBIIIMH-
CTBE CJIydaeB KJIETKU ¢ Aeaeleil ”THTPOHOB pa3py-
IIAIOTCS MPU MCTOILICHUM ITUTATEJIbHBIX BEIECTB
ObICTpee, YeM HOpMasibHble KJIeTKU. Takum oOpa-
30M, MHTPOHBI OKAa3bIBAIOTCS MeAMATOpaMM Kile-
TOYHOTO OTBETa IpU IOJIOAAHUU.

JIMHHBIE MHTPOHBI, OCOOEHHO B 5'-00JacTu,
YacTO 00OTAIIEHBI PETYIATOPHBIMU 3JIEMECHTAMU U,
TaKiM 00pa30M, MOTYT SIBJISIThCS IIPEAMETOM OTOO-
pa [42, 84]. HekoTtopble MHTPOHBI coaepXaT He

BUOXUMHUA tom 85 BrIm. 7 2020



OB30P IO CIIJIANCOCOMHBIM UHTPOHAM

TOJIBKO pa3/IMUHbIE PEryISITOPHbBIE 3JIEMEHThI, HO 1
MOCJIEA0BATEIbHOCTH, YIACTBYIOIINE B (hOPMUPOBA-
HUM CTPYKTYpPHl XpOMAaTHHA, XOTS OCTaeTCS HesIC-
HbIM, €CTb JI CYIIICCTBEHHBIE OTJINYHSI B TAKOM 000-
TalleHUHU PETYISTOPHBIX U CTPYKTYPHBIX DJIEMEHTOB
MEXIy IIOC/IeI0BAaTeIbHOCTRIO MHTPOHA U APYTUMU
HK-JIHK [85]. B coctaB MHOTMX MHTPOHOB TaKXe
4acTo BXOAAT pa3HooOpa3Hbie reHbl HK-PHK, oco-
OGeHHO MHOIO reHoB MaJioii sapsikoBoii PHK [86]
U TeHOB — MpealiecTBeHHUKOB MukpoPHK [87].

B 2013 r. Vakhrusheva et al. [88] Ha opTonorny-
HBIX UHTPOHAX YeJI0BEKa, MBIIIN U PbIO, UTJIOOPIO-
xa 1 ¢yTy, pacCMaTpUBaId CBSA3b IJIMHBEI MHTPOHA,
€ro BO3MOXKHBIX (PYHKIIUI 1 3BOJIOIMU. bblio 1mo-
Ka3aHo, YTO €CJIM Yy MHTPOHA €CTh HEKUI1 KOHCepBa-
TUBHBII WIN PETYISITOPHBIN y4aCTOK, TO €r0 OPTO-
JIOT TOXe, CKOopee Bcero, OyneT MMeTb KOHCepBa-
TUBHBI WIN PETYISITOPHBIA y4acTOK, JaXe eciu
MOCJIEI0BATEIbHOCTA COBEPIIEHHO pPa3IM4aloTcs.
Takxke MHTPOHBI C COXPaHUBIIMMUCS KOHCEpBa-
THUBHBIMU Y4aCTKaMU MMEIOT OOJIBIIYIO JUINHY, YeM
T€ UX OPTOJIOTU, KOTOPHhIE 3TU YIaCTKHU IOTEPSIIN.

W3BecTHBI ciIyyan, KOrga BHYTPHM IIOCIIEIOBa-
TETbHOCTU WHTPOHA HAXOMASTCS OTIAENbHBIE OEIOK-
KoAupylolue TeHbl. Takue BIoXEeHHbIE TeHbl ObUTU
HalIeHBl Y MHOTHX 3YKapHMOTHUYECKUX OPTraHU3MOB
U BCTPEYAIOTCSI OTHOCUTEILHO YacTo: y uesoBeKa
M3BECTHO, KaK MUHUMYM, 158 GeT0K-KOAUPYIOIINX
T€HOB, PAaCIOJIOXEHHbBIX BHYTPY UHTPOHOB [89], a 'y
IUIOJOBOMI MYXHW KOJHMYECTBO BJIOXKEHHBIX T'€HOB
coctanigeT mouty 10% ot ob1ero yuncia reHos [89].
ITpu 5TOM (PYHKILIMOHATBLHO TeH-XO35IMH U BJIOXKEH-
HBIA T€H MOTYT OBITh COBCEM HE CBS3aHBI, MX
9KCMPECCUOHHBIE TPOGUIN TAKXKE MOTYT MaJio KOp-
penuposath [90]. CpaBHUTENbHbBIN aHAIU3 BIOXEH-
HBIX T€HOB Y HEMATO/, IUVIOAOBBIX MyX 1 ITO3BOHOY-
HBIX IIOKAa3ajl, YTO B XOMIE 3BOJIONUN TaKUX T'CHOB
CTAHOBUTCS BCe 0OJIbIIE, U UX HAKOIJICHUE YBEIM-
Y1BaeT CJI0XKHOCTb OpraHM3allMy reHOMOB [91].

CyMMUpyd BbILIEHANHWCAHHOE, CILIAiCOCOM-
HbI€ UHTPOHBI, UCTOPUYECKM OTHOCSIIUECS K «My-
copHoii» JIHK, urpaloT BaxXHyl0 pojib B XU3HU
MHOTHX 3YKapMOTUUYECKUX KJIETOK, M UX 3aKperuie-
HHE B reHaXx B XOJI€ 3BOJIIOLIMU OOJIbIIE He BbI3bIBA-
€T YIMBJIEHUS. DBOJIIOLUS CILIaiiCOCOMHBIX MUHTPO-
HOB HEpa3phIBHO CBSI3aHA C JBOJIOLMEN 3K30H-
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WHTPOHHOM CTPYKTYpPhI 3YKapUOTUYECKUX T'€HOB,
KOTOpasl ObUIa MPEeIMETOM IJUTEIbHBIX U MHTEH-
CUBHBIX HaydHBIX criopoB. Hamboiee axryambHast
TEOPUST MPOUCXOXKACHUST CIIaAliCOCOMHBIX MHTPO-
HOB MpEANoJiaraet, YTo OHU 00pa30BaIMCh U3 ca-
MOCIUIACUPYIOIIMXCS MHTpOHOB rpyrmbl 11, co-
Iepxammxcd B anbda-IIpoTeodaKkTepruaIbHOM
MpeJKe MUTOXOHAPUU TIpM 3aceJIeHWHM APEBHETO
MpeaKa 5yKapuOTUYECKUX OPraHU3MOB, U C TEX MOp
MIPOMCXOOUT KaK TOCTeTleHHasl MoTepss WHTPOHOB,
TaK ¥ ux nosiiaeHue. I1pu 3ToM MOJIEKyJISIpHEIE Me-
XaHU3MBbI TTIOTEPU U TIPUOOPETEHUS] MHTPOHOB MO-
I'YT OTJIMYATHCS Y Pa3HbIX OpraHn3MoB. TpeTbe 3BO-
JIIOMOHHOE COOBITHE — CHANAWHT WHTPOHOB —
CJIy4aeTcs CTOJIb PEIKO, YTO BCE €lle €CTh COMHEe-
HUS B €r0 JOCTOBEPHOCTH.

HecmoTpst Ha TO, 4TO ITOCJIEIOBATEIILHOCTD
MHTPOHA KpailHe M3MEHYMBa B CBSI3M CO CJIa0ObIM
JIIeCTBMEM OTpPULIATEILHOIO OTOOpa, TAKUE €ro Xa-
pakTepUCTUKH, KaK (a3a v JIMHA, MOTYT 001a1aTh
HEOXMIAHHOM KOHCEPBAaTUBHOCTBIO M, B Ciydae
IJIAH, MOTYT JaXe BJIMSATh Ha PEryasluio TpaH-
CKPUIILINU.

XOTS OCHOBHOM (DYHKIIMEN MHTPOHOB CUYNTAET-
cs CO3JaHue IOTeHLMala IS MOSBJIEHUS HOBBIX
BapuaHTOB 0OeJIKa, UHTPOHBI TAKXK€ MOTYT BJIMSITH
Ha CKOPOCTb U 3(PPEeKTUBHOCTDL IKCIIPECCUM TeHa.
IIpucyTcTBE MHTPOHOB B TeHAX 3HAYMTEIHLHO YC-
JIOXKHSIET HE TOJIBKO CTPYKTYPY T€HOMa, HO U pery-
JISILIMIO CBSI3aHHBIX C HUM IPOLIECCOB, YTO B UTOTE
co3aeT 0OJIbIIYI0 TUOKOCTh JJIsl ajanTaluu opra-
HM3Ma 1 JaeT JOCTaTOYHO NPEUMYIIECTB Hall BCEMU
SHEPruyecKUMU 3aTpaTaMu, MOTPpaYeHHBIMU Ha CO-
IepKaHue MHTPOHOB U UX COXpaHEHUE B XOJIe DBO-
JIIOLIVIN.
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Spliceosomal introns contained in most eukaryotic genes are non-coding sequences excised from pre-mRNA by a
special complex called spliceosome during mRNA splicing. Introns occur in both protein-coding and RNA-coding
genes, and even more, can be found in the coding and untranslated regions of genes. Due to a high rate of polymor-
phism, the intron sequences may vary greatly and intron function used to be associated only with its presence for alter-
native splicing. Therefore, intron evolution has been seen not as the evolution of an individual genome element, but
rather as the evolution of a gene intron-exon structure. Here we review the intron origin theories: evolutionary events
in the exon-intron structure such as intron gain, loss, and sliding; intron functions known to date; and how changes
of such intron features as length and phase can affect the regulation of processes involving genes.
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