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BBEJIEHUE

ITocne Toro kak ObIIa yCTaHOBIEHA W JOKa-
3a”a reHeruueckaa posib JJHK, onpenenenus
reHa MEHSJIMCh HeCKONbKO pa3. IlepBoHavanbHOe
OTIpEJICTICHHUE «OJIMH TeH — OJIMH MIPU3HAK» OKa3a-
JIOCh CIIUIIIKOM PACIUIBIBYATHIM U B OOIIIEM CITydae
HEBEPHBIM, TaK KaK 3a pa3BUTHE OJHOTO MTPU3HAKA
MOTYT OTBEYaTh HECKOJIBKO TEHOB, a OJMH T€H MO-
JKET OKa3bIBaTh BIUSHUE HA PA3BUTHE HECKOIBKIX
pa3HbIX npu3HakoB. OnpeaeneHne «OIuH IeH —
onuH (pepMEHT» TaKKe OKa3aja0Ch HETOYHBIM,
TaK Kak OYeHb MHOTHE (PEPMEHTHI — CyOBeau-
HUYHBIE OCJKH H MOATOMY SIBJISIOTCS TPOTYKTOM
HECKOJIbKUX Pa3HBIX T€HOB. A TIOCIIE HAXOXJe-
HUs HETPAHCIMPYEMbIX T'€HOB, TAKHUX KaK TCHBI
TpaHcnopTHbIX WK pudocomubix PHK, a takxke
OTKPBITUS aJbTEPHATUBHOTO CILIAMCUHTA Mart-
puunbix PHK ompenenenue «onuH reH — ogHa
MOJTUTIETITUIHAS TIeTNb» TaKxke ycrtapeno. Jlms
OaxTeprii BO3MOYKHO OTIPEICTICHHE «2eH — YUACMOK
JIHK, kooupyrowutl nepeudmyro cmpyKmypy 0OHOU
nonunenmuonou yenu uiu oonou rPHK, unu 00Hotl
tPHK, unu oonou sPHKY. [1y1st 3yKapuoT reH Mox-
HO OIpeaenuTs Kak yuacmok [JJHK, no komopomy
obpazyemcs ¢yuxkyuonanvras morexkyia PHK
(m, 7, t,s). llpe-mPHK moxeT noBeprarscs anprep-
HAaTUBHOMY CIUIAHCHHTY U PeIaKTUPOBAHUIO, OJia-
rojapsi 4eMy BO3MOKHO 00pa30BaHKE HECKOIBKUX
Pa3HbBIX MOJIMIIETITUHBIX LIENEH, 3aKOJUPOBAHHBIX
B OJTHOM TE€HE.

[IpakTrueckn Bce OakTepuanbHBIE T€HBI KOJI-
JTuHeapHbl OenkoBoMy TponykTy. llogasmnsomniee
OOJIBIITMHCTBO I'€HOB BHICIIINX 3YKapHOT «pa3opBa-
HO». OHM COCTOAT U3 YepenyIOIINXCs Y4aCTKOB:

CKOIMPYIOIINX)» — 3K30HOB U «HEKOAUPYIOITIX» —
UHTPOHOB. I10CKONMBKY B psifie cilydyaeB MHTPOHBI
(MM MX 9acTH) OKa3bIBAIHMCH «KOJUPYIOIIUMUY, a
SK30HBI KHEKOTUPYIOIIUMIY, TO IPaBUIIbHEE HA3bI-
BaTh HK30HaMu Te yuacTku JJHK, konuu koTopsix
coctapistoT 3penyto PHK, a untponamu te BHyT-
peHHHE pallOHBI TeHa, KOTIMH KOTOPBIX YIaJSIOTCS
13 MEPBUYHOTO TPAHCKPHUITA M OTCYTCTBYIOT B
3penoit PHK. Breipesanue u3 npe-PHK xomnuit unt-
POHOB (B JaJIbHEHILIEM [T TPOCTOTHI — UHINPOHOB)
Y CUIMBAHHUE KOTHI 3K30HOB (B JaJbHEHIIIEM ISt
MIPOCTOTHI — 9K30HO8) TIPOUCXOAUT HA OJTHOM W3
stanoB co3peBanus PHK, Hazgannom crniaticuneom
(splicing — cpamuBaHue kaHatoB Oe3 y31oB) (puc. 1).
3rot nponecc 66Ut OTKPHIT B 1977 1. @. lapriom
u JIx. Pooeprcom (MIT, MaccadyceTckuii Tex-
Hosornueckuit naetutyTt, CIIIA) mpu padore ¢
ageHoBupycoM denoBeka (HoOemeBckas npemus
1993 r.). Heckompko pasusix mPHK conepixanu
TPH OIMHAKOBBIX YK30HA U YETBEPTHIM, TPUIIUTHIH
K HAM B Pe3yJIbTare albTepHATHBHOTO CIUTaCHHTa;
BCE OHU CUMTHIBAJIUCH C OJHOTO I'eHa aJICHOBUPY-
Ca W CIY)XHJIM MaTpUIlAMH JIJIsl CHHTE3a Pa3HbIX
0emKoB.

Bonpmias 9acTe 3yKapHOTHYECKHX TE€HOB, KO-
TUPYIOMINX OEJIKH, COAEPIKaT XOTs ObI OINH WHT-

9k30HbI — yyacTku [HK, konmm KoTopbIx co-
crasnstoT 3penyto PHK.

UHTpoHbI — yyacTkn OHK, konun koTopbix
yOansoTCst U3 NepBUYHOTO TPAHCKPUNTa U OTCYT-
cTByOT B 3penon PHK.

CnnancuHr — npotecc Bblpe3aHus 13 npe-PHK
KOMWIA MHTPOHOB Y CLUMBAHWE KOMWI 3K30HOB.
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Puc. 1. IIpu co3peBannn mPHK unTpoHBI BEIpe3atoTcs,
a 9K30HBI CIIMBAIOTCSL.

POH. Y yesoBeKa CpeIHUM I'eH, UMEIOLIUI pa3Mep
27 % 103 1m.H., COnepKUT 8 MHTPOHOB CO CPEeIHEN
nnuHoM 1500 m.H. OmHAKO HEKOTOPHIC TCHEI,
HalpuUMep TeHbl THCTOHOB, TE€HBI OTAEIbHBIX
TpaHCMEMOpaHHBIX PELENTOPOB, KHTPOHOB HE CO-
Jeprkar. Y MIICKOTTUTAIOMINX TaKUX OC3bIHTPOHHBIX
reHoB 6 %, y Io10Boi MyIIku — 17 %, a y HU3Mmmx
AYKApPHUOT, TAKUX KaK IPOXIKH, — 95 %. Y HH3mHMX
9YKapHOT BCEro HECKOJIKO T€HOB, KOAMPYIOIINX
pubocomusie u Tpancnioptabie PHK, copepikar o
OJTHOMY HHTPOHY.

«PazopBaHHBIMIU» MOTYT OBITH BCE KJIACCHI
STEPHBIX TEHOB: KOOUPYIOLIHE OeIKH, KOAUPYIOIINE
rPHK, xogupyromue tPHK. MHTpOHEI HaiineHbI
TaKk)Ke B MUTOXOHIPUATBHBIX TeHAaX HU3IINX dyKa-
PHIOT, B TeHaX XJIOPOTIACTOB M Y HEKOTOPBIX OaKTe-
prodaroB. bonbiias yacTh TEHOB apxel COACPIKUT
MHTPOHBI. B ocniennee BpeMs BBIABIEHO HECKOIIb-
KO «Pa30pBaHHBIX» T€HOB LIHAHOOAKTEPHH.

XUMUS CIIJIAUCHUHTA

V yenoBeka U JPyTrUxX BHICIIUX OPTaHU3MOB B
SICPHBIX TeHaX, KOAUPYIOUINX OCIKH, HHTPOHBI
Ha CBOUX 5'-KOHIaX UMEIOT aquHykieotun 'Y, Ha
3'-xonuax — AI. Ha paccrosauuu 18—40 nykieo-
THIIOB OT 3'-KOHIIAa HAXOUTCS «TOYKA PA3BETBIIC-
HUS» — aJICHUJIOBBIN HyKJeoTua. OH OTAeNneH OT
AT nonunupuMuAMHOBOM MOCIEI0BATEIHLHOCTHIO.
2'-OH rpymnna ageHo31uHa aTakyeT 5'-KOHell HHTPO-
Ha ¢ oOpazoBaHueM (hochoardPUpHOI CBsI3U 52,
Hpyr OoT Apyra HHTPOHBI OTINYAIOTCS Pa3MEPOM
yJacTKa OT 5'-KOHIIa A0 TOYKHU Pa3BETBICHUS (OT
50 10 HECKONBKUX THIC. HYKJIEOTHIOB) (pHC. 2).

Mo cylwecTBy, cnnancuHr — 310 ABe nocne-
JoBarernbHble peakuun TpaHcaTepudukauun s
PHK, npoxogasiue aBTokatanutnyeckn nubo npu
nomoLuy hepMeHTOB, 1nn puboHykneonpoTena-
HbIX KOMMNIIEKCOB — CMIaNCOCOM.

XHUMHUUECKH CIUIAMCHHT MpeACcTaBisieT coOoi
peaknuio TpancITepudpuranuu: hochommddup-
Hasl CBSI3b MIEPEHOCHUTCS M3 OJHOTO TOJIOKEHHUS B
npyroe. Ha mepBom 3Tarie mpouCXOIuT HYKJIEO-
¢uipHas ataka 5'-konua uaTpoHa 2'-OH rpynmoit
aJIeHWI0Boro Hykieotna. Ha Bropom atane ocBo-
ooxnenHas 3'-OH rpymnma sk30Ha aTakyeT CBS3b
MEXy 3'-KOHIIOM MHTPOHA U CIEAYIOUIUM IK30-
HoM. [IBe mepBoHauanbHble GochoaudpupHbie
3'-5'-cBsI3M HA TPaHUIAX YK30H—UHTPOH—IK30H
3aMEHSIOTCS Ha OIHY 3'—5'-CBSI3b MEXKAY SK30HAMHU
U oAHYy 5'—2'-CBSI3b BHYTPH HHTPOHA C 00pa3oBa-
HUEM (OPMBI JIacco.

AJBTEPHATUBHBIN CIIAMCUHT

VY BeIicmIMX opraHu3MoB nepBuuHbli PHK-
TPaHCKPHUIIT MOXKET MOJBEPraTbCsl albTEpPHATHB-
HOMY cIuTaiicuHry. IIpu 3ToM B ompeseneHHbIX
CITy4asiX MOTYT YIAJIAThCSA U HEKOTOPBIE U3 SK30HOB
BMECTE C MHTPOHAMH, & HEKOTOPBIE UHTPOHBI WIIN UX
gacTu octaBarbes B 3penoid mPHK u ciy»xuth Mat-
pHLeit UIsl CHHTE3a MOJTUNEeNTHIHOH e (puc. 3).
B pesynbrare mo onHoMy reHy MoxkeT oOpa3zo-
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Puc. 2. Ha koHIIaX WHTPOHOB SAACPHBIX TEHOB HUMe-
I0TCS KOPOTKHE KOHCEHCYCHBIC TOCIEI0BATEIbHOCTH
R )7 — Y/ —— AT 3'. AICHWIOBBIA HYKJICOTH
B TOUKe pa3BeTBIeHUs cBoeil 2'-OH rpynmoii arakyer
5'-KoHeI UHTPOHA.
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Puc. 3. AnbrepHaTUBHBIN CIITACUHL.

1 — ¢ ocTaBiIeHHEM WU BBIPE3aHUEM K30HA; 2 — C OCTABJICHUEM MJIHM BBIPE3aHHEM HHTPOHA; 3 — ¢ PACIIO3HABAaHUEM Pa3HBIX
5'-KOHIIOB B MHTpPOHE; 4 — ¢ pacro3HaBaHUEM pa3HbIX 3'-KOHIIOB B MHTPOHE; 5 — C B3aUMOMCKIIIOYAIOIIMM OCTaBJIEHHEM

OK30HOB.

BaThCsl Heckoubko pa3zHeix mPHK, mo xotoprM
CHHTE3UPYIOTCS pa3Hble 0enku. FIMeHHo anbrepHa-
THBHBIM CIIAHCHHTOM OOBSICHSIETCS TOT (PaKT, ITO
y 4eJI0BEeKa CUHTEe3upyeTcst He MeHee 10° pa3HbIx
THIIOB OEJIKOB, KOAUPYeMbIX Bcero ~ 20 x 103
reHamMu. M3 Bcex reHOB 4esoBeKka, CoAepkKallux
MHTPOHBI, Oonee 75 % ciyxaT MaTpuuaMu IJis
cunresa npe-mPHK, nogsepraeMeIx anbTepHATHB-
HOMY CIUIAICHHTY.

B pesynbrare anpTepHaTUBHOTO CIUIaiiCHHTA
M0 KaXX/I0My T€HY BBICIINX 3YKapHOT MOXET 00-
pa3oBbIBaThCs B cpeqHeM Tpu pasHeix mPHK, a
10 HEKOTOPBIM F'eHaM JIa’kKe HECKOJIBKO ThIcAY. Tak,
110 reHy Slo, KCTIpecCUpyIOIEMYCs B BOJIOCKOBBIX
KJIETKaX BHYTPEHHETrO yXa 4eJ0BeKa, TeOpeTHUE-
CKH BO3MOKHO o0OpazoBanue 0osnee 30 000 pa3HbIx

AnbTepHaTUBHBLIVA CNNaWCUHr — obpa3oBa-
HWe HeCKomnbKuX pasHbix 3penbix PHK n3 ognHa-
koBbIx Npe-PHK 3a cyeT UCKMoYeHNss HEKOTOPbIX
3K30HOB W/UNN OCTaBMNEHUS YacTel MHTPOHOB.

mPHK (B HacTosmee BpeMsi 00HapyKE€HO OKOJIO
500 u3 mHHUX). ['eH cogepuT 35 SK30HOB, 8 U3 KO-
TOPBIX aJbTEpHATHBHBI. PaszHbie popmbl Oeika Slo
OTIPEJICIISIIOT PA3InIHsI B YACTOTE 3BYKOB, BOCIIPH-
HHUMaEMbIX KJIICTKaMU.

MEXAHHW3M CILUIAMCAHTA
AAEPHBIX mPHK

N3BECTHO HECKOJIBLKO Pa3HBIX MEXaHHU3MOB
crtaiicunra. Hambomnee CloXKHBIM U3 HUX SIBIS-
ercs crutaicuir mPHK siiepHBIX T€HOB BBICIIUX
9yKapuoT. OH OCYIIECTBISETCS CHIAUCOCOMOU —
pUOOHYKIIEOTIPOTEHTHBIM KOMIUIEKCOM, BKITIO-
garomuM 5 Maneix saepasix PHK (U1, U2, U4,
US, U6) u 6omnee 100 6enkoB. HexoTopsie Oenku
HaNPSMY0 y4aCTBYIOT B CIUTAHCHHTE, OOJIbIIIAs UX
4acTh UTPaeT CTPYKTYPHYIO POJIb M HEOOXoauma
JUTSE COOPKHU MaJIbIX SIJICPHBIX PUOOHYKIICOTPOTE-
WTHBIX KOMIUIEKCOB M UX B3aUMOACHCTBUN MEXKTY
coboit u ¢ mpe-mPHK.

OnucaHo HECKOJIBKO JICCATKOB OCITKOBBIX KOM-
IJICKCOB, Ha3bIBaeMbIX SR-6enkamu (CruiaiicuHT-
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PETYIUPYIOIINMH ), KOTOPBIE PAa3IUYHBI B Pa3HBIX
TKaHSX, a TAK)KE B OTHOM TKaHH Ha Pa3HBIX dTarax
pa3BUTHS OpraHu3Ma. DTH OoraTble CEpHHOM H ap-
TUHUHOM OEJIKH CBSI3BIBAIOTCS C OTPEACTICHHBIMHU
HYKJICOTHTHBIMU MIOCIIEI0BATEIbHOCTIMU BHYTPH
9K30HOB M CUTHAJIM3HUPYIOT O BBIPE3aHUM UJIH CO-
XpaHeHUH KOHKpeTHoro 3k30Ha B mPHK (puc. 4).
Eciv oHUM CBS3BIBAFOTCS C 9K30HHBIM YHXAHCEPOM
crutaiicunra (ESE), To Ha 5'-koHIIE cocetHero uHT-
poHa HaunHAeTCsl (POPMHUPOBAHUE CILIAHCOCOMBI
(puc. 5). Eciu sxe npyrue SR-0enku CBI3BIBalOTCA
C 9K30HHBIM cynpeccopom cruiaiicunra (ESS),
Toraa Onokupyetcs npucoequuenue Maisix PHK
CIUTaiCOCOMBI K (pIIAHKUPYIOIINM HHTPOHAM, YTO
MPUBOJIUT K BBIPE3aHUIO TOTO HK30HA BMECTE C
WHTPOHAMH.

B sx30He nocie B3anmopeiicTBust SR-0emKoB ¢
ESE xoHIIBI QIaHKHPYIOIIIX €T0 HHTPOHOB CHIAPH-
Barotcs ¢ MmassiMi PHK. ITocne Toro kak 5'-koHelr
WHTPOHA COMIMKASTCS C TOYKOH pazBeTBieHus, 2'-OH
TpyTITa aIEeHUIOBOTO HYKJIEOTH A OKa3bIBACTCS B Ta-
KOH KOH(OPMAITMOHHOW TIO3UIINH, YTO C HEM30eKHO-
CTBIO aTaKyeT MPaHuILy SK30H—HHTPOH. [TpuOmnKkeH-
HbIH 3'-KoHel MHTpoHa atakyeTcs 3'-OH rpymnmoii
9Kk30Ha. CIIMBaHUE HK30HOB MPOUCXOANT C TOUHO-
CTBIO JIO OTHOTO HYKJICOTH/I, YTO IPUHIIAITHAIIEHO
BOXHO — NIPY CHHTE3€ TOJHUIETITHIOB HE JJOIKHO
MIPOUCXOIUTH CIBUTA PAMKH CYUTHIBAHNS.

OIIPEJEJIEHME IOJIA Y JPO30®WIIbI
KACKAJIOM AJIBTEPHATUBHOI'O
CIIJIAMCHUHT A

[Tepssrii ren B 3TOM Kackane — sx/ (sex-lethal).
OH oamnHakoB y camioB (X : A = 0,5) u camok
(X : A =1) u coctout U3 Tpex 3K30HOB U JBYX
UHTPOHOB (puc. 6). Y camiios B 3pesnoit mPHK co-
JIepKaTcs BCe TPH SK30HA, B 3K30HE 2 (D2) mmeercs
TEPMUHHPYIOLINI KOZOH, HA KOTOPOM 3aKaHYMBACT-
cs1 oOpazoBaHme OEITKOBOTO MPOMYKTa, HE 00IaIa-
on1ero GyHKIMOHATBHON aKTHBHOCTBIO. Y CaMOK
e D2 BbIpe3aeTcsi BMecTe ¢ (IaHKHPYIOIUMH €ro
untponamu. [To mPHK, conepxameit 291 u 33,
oOpasyetcs 6enok SXL, koTopslii oOecrieuuBaeT
y camoK BbIpe3anue M1 u3 TpaHckpunTa resa tra
(transformer). ¥ cammoB B mPHK coxpansercs
gacte M1, B KOTOpOil UMeeTcss TepMUHHUPYIOLTHHA
koJI0H. B pesynbrare y camioB Oemok TRA He
o0pazyeTcs, OH CHHTE3UPYETCs TONBKO y CaMOK U
BOBJIEKAETCS B anbTepHaTUBHBIN crutaiicuar mPHK

N4
OksoH 3

N—"4
Il OcksoH 1

OK30H 2

X X
mPHK [EEREETE

Puc. 4. MapkupoBKa 5K30HOB, BXOASILIHUX B 3pEIyI0
mPHK, u 5k30HOB, BeIpe3aeMbIX BMeCTe ¢ (IIaHKHPY-
IOLIMMH HHTPOHAMH.

‘ Crinacoconia
mPHK
OK30H |

OK30H | OK30H

Puc. 5. O6pazoBaHue cIiraiicocom.

rera dsx (double sex). TRA B3aumonelcTByeT ¢
oenkom SR u obecnieunBaert ero nocaaxy Ha ESE B
32 TpaHCKpHIITa T'eHa dsX, YTO IPUBOIUT K OCTaB-
nenuto 92 B 3penoit mPHK camok. ¥V camuos 92
BBIPE3aeTCsl BMECTE C (pIIAHKUPYIOIIUMHU €r0 MHT-
poramu; o D1 1 33 006pasyercs «My>KCKoiD» OEIoK
DSX, xoTopslii penpeccupyer «KeHCKHE» TeHbI, B
pe3yabTare yero pa3BUTHE UJIET [0 MYKCKOMY THITY.
«Kenckuit» 6enok DSX penpeccupyeT «My>KCKHe»
I'€HBbl, U PA3BUTHE UICT 110 KCHCKOMY THILY.

ABTOCIIJIAMMCHUHI I TUIIA

OcoO0blif MEXaHU3M CIUIAaCHHTa, TaK Ha3bI-
BaeMblil aemocnaaiicune, 6pu1 OTKPHIT ToMacoM
Uexom (CIIIA) B 1982 . OH paboran ¢ uH}py30pHeit
Tetrachymena thermophyla. Y nee obpa3syercs
35S mpe-rPHK mnunoit 6400 mykneorugos. U3

ABTOCNNANCUHI — NPOLECC Bbipe3aHus
MHTPOHOB 13 npe-PHK 6e3 yyactua 6enkos. Ka-
TanUTU4YEeCKON aKTUBHOCTbIO 06nagatT ocobble
TPETUYHbIE CTPYKTYPbl CAMUX UHTPOHOB.
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Puc. 6. PazBuTHe caMIi0B MM caMOK JIPpO30(HIIbI OIPEEISeTCsl KACKaI0M allbTepPHATHBHOTO CIUTAHCHHTA.

sto#t ipe-rPHK BrIpe3aeTcs BHYTpeHHUN y4acTOK
IUTMHOM 414 HyKJICOTHUIOB, ABA K30HA CIIINBAIOTCS
¢ obpazosanuem 26S rPHK (puc. 7). Oxazanocs,
YTO 3TO MPOUCXOAUT O3 KAKOTO-JINOO0 y4acTHs Oe-
koB. Ota npe-rPHK obnagaer ocoboii TpeTnaHoH
CTPYKTYpPOH, C U€M U CBsI3aHa e¢ KaTaTuTHIeCKas
aKTHUBHOCTb.

Bripe3aHue MHTPOHA W CIIMBAHUE SK30HOB
OCYIIECTBISIIOTCS B XOJIe PEaKIMi TPaHCITECPH-
¢ukamuu. B camoM WHTpOHE MMEeTCss HECKOIBKO
«IITTAIIEK», 00Pa3yIoUINX TPETHYHYIO CTPYKTYPY —
«kapman», B kotopsiii nonajatot I' T, IO, IMD

WK TYaHO3UH. 3'-rUIpOKCUIIbHAS IPyIIa I'yaHo-
3WHA aTaKyeT 5'-KOHeI MHTPOHA, YTO MPUBOANT K
HYKJICO(PHILHOMY pacuieryieHn o Mojiekyiibl PHK.
OcBoboxaennas 3'-OH rpymnma nepBoro sK30Ha
pearupyert ¢ ¢ocdarHoii rpynmoii Ha 3'-rpaHune
HHTPOHA ¥ BTOPOT'0 3K30HA. DK30HBI CLIMBAIOTCS,
a BBIPE3aHHbBIN JIMHEHHBIN UHTPOH MpETEPIIEeBaET
JIBE TIOCTIe/IOBATENbHbIE PEaKIIU BHY TPHMOJIEKY-
JISIPHOH TpaHCAITEPUPHUKAIIH, KOTOPBIE COITPOBOXK-
JTArOTCS TUAPOINA30M, TPUBOASIINM K OTIIEIUIEHHIO
cHaudana 15, a 3arem 4 HykieotunoB. O0pa3oBaHue
L-191VS (linear intervening sequence — JInHEHHas
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PaclienneHve sHOoOHykneason
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L-191VS
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Puc. 7. O6pazosanue pudocomubix PHK y undy3sopun. MuTpoH BeidpacsiBactest u3 26S rPHK aBrocmiaiicuarom

I Tuma.

MHTPOHHAsI MTOCIIEI0BATEIBbHOCTh —19 HYKIICOTH-
JIOB) — IEMOHCTpALHs KaTaJINTHYECKOI OTCHIIUH
CaMoOT0 UHTPOHA.

Tak, BriepBbIe OBIJIO MMOKA3aHO, YTO KaTaIUTH-
YeCKOW aKTUBHOCTBIO 001a1al0T HE TOJIBKO OCIIKH,
Ho 1 PHK. Monexynsl PHK ¢ Takoit akTHBHOCTBIO
Ha3BaJIN pubO3UMamMy IO AHAJIOTHU ¢ OSJIIKOBBIMU
(dbepMeHTaMH, KOTOpPbIE HAa3bIBAIOT TAKKE IHIUMA-
mu. K HacTositeMy BpeMeHH OIMCAaHO HECKOIBKO
COTEH pUOO3MMOB.

ABTOCILIAMCHHTI 11 TAIIA

B 1986 1. B MEUTOXOHIPHUAX APOXIKEH OBLIH
OTKPBITHI HHTPOHBI, TAKKE [TO[BEPraBIINECS aBTO-
CIUTaliCUHTY, HO B XOJI€ TIPOIIECCa, OTIIMYABIICTOCS

oT onucaHHoro T. YekoMm. DTU UHTPOHBI, HA3BAH-
HbI€ UHTPOHaMU rpy1ibl 11, okazanuch CXOMHBIMU
C peTpoTpaHcmo30HaMHu. B HacTosmiee BpeMst
MOKAa3aHo, YTO TAKUE HHTPOHBI JOBOJIBHO IIUPOKO
pacmpoCTpaHeHbl B MUTOXOHAPUSIX HU3IINX dyKa-
PHOT, B IUIACTHIAX PACTEHUH U y 3yOaKTepHIid.

B MuToxoHapusix OpoxcKed BbIpe3aHUE HHT-
POHOB U CIIMBAaHUE HK30HOB JAOCTUTACTCS ABYMS
pa3HbIMM MyTsiMU: aBTociiaicuarom II tumna u
CILUIAHCUHTOM, KaTaJIM3UPyEeMbIM (PEPMEHTOM
mamypasoii. B xone coOCTBEHHO aBTOCIUIACHHTA
II Tuma araky 5'-kOHIIa HHTPOHA OCYIIECTBISET
OJIHA U3 MHOXKECTBA 2'-THIPOKCUIIBHBIX TPy Ca-
MOI'0O UHTPOHA. B TpeTU4HOM CTPYyKType UHTPOHA
aJICHO3MH, HAXOASIIUKICA B OJHOM M3 6 IIIHJIEK
(Onmxaiiieii k 3'-KOHITY), COMMKACTCS ¢ TPAHUIICH
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iueHTp

OK30H 1 OK30H 2

OK30H 1

“Katanutnyeckun

OK30H 2

5

OK30H 2

OK30H 1 |

Puc. 8. UnTpon, BeIOpOIEeHHBIH aBTOCIUTalicudrom I Tuma, umeer dhopmy J1acco.

9K30H—HMHTPOH. [Tocne odpazoBanus 5'—2'-pocdo-
nupHoi cBsa3u 3'-OH rpymma SK30HA aTaKyeT
TpaHMIly UHTPOHA CO CIEAYIOMIUM 3K30HOM. K-
30HBI CLIIMBAIOTCS, BEIOPOIICHHBII HHTPOH UMEET
¢dopmy nacco (puc. 8). Takast xe kapTuHa HaOJIHO-
nmaetcst npu crtaiicuare mPHK snepHbIX reHos,
HO TaM 3TO OCYILECTBIISETCA CIIaiicocoMoi, a He
ABTOKATAINTHIECKH.

Jpyroii MmexaHu3M yjaaJleHUs UHTPOHOB B
MUTOXOHAPHUSX IPOXKIKEH OCYIIECTBISETCS CIIe-
nuanbHbIMU (pepmeHTamu — mamypazamu. Kak
0Ka3aJ10Ch, OHU KOAWPYIOTCA B CAMUX MHTPOHAX
(BepHEe, 4acTh Oellka KOJUPYETCS dK30HAMHU, a
YacTh — MPHJICKANUMU Y4aCTKAMH WHTPOHOB)
renoB, mMPHK KoTOpHIX moaBepraeTcs CIiIaiCuHTy
(puc. 9). CuHTE3UpOBaHHBIH (PEPMEHT OCYIIECTB-
JISIeT CIUIAMCHHT, BBIpe3as HHTPOH U TEM CaMbIM

YHHUYTOXasi COOCTBEHHYIO MaTpHUILy. TO MPeoT-
BpalaeT CUHTE3 JIMIIHUX MOJIEKYJI (PepMEHTA.

TpaHckpunT reHa box

OK30H 1 IIEEEE  vvmpor 2 © IERIE

AnbTephaTusHble
caifThl cnnaiicuHra

mPHK matypasbl
OkaoH 1 |11 9xson 2 IITHIESFIICE Skzon 3

Tpchnﬂum‘ /\

mPHK rena

untoxpomokenaassi b RIS AR

‘ABTOCI‘I]‘IGVICMHI’ Il Tuna

CnnawicuHr

Puc. 9. Marypasa — hepMeHT CIIaiiCHHIa B MUTOXOH/I-
PUSIX TIPOXKIKEH — KOJUPYETCSI SK30HAMH U BBIPE3aEMbI-
MU CHO HHTPOHAMHU.
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PETPOUHTPOHBI

WuTpons! rpynnsl 11 gakTuuecku sBIsSOTCS
PETPOTPAHCIIO30HAMH, TTO3TOMY MX Ha3bIBAIOT
pempounmponamu. Kak u ipyrue perpo3ieMeHTbl,
PETPOMHTPOHBI KOAUPYIOT OENIOK, 00Iamaroniuit
peBepTa3Hoii (00paTHO-TPAHCKPHUIITA3HOM ) AKTHB-
HOCTBIO. B OTKpBITOI paMke CUUTHIBaHUS KOTUPY-
ercst 6enok IEP (intron-encoded protein). [Tocne
TPAHCISIUU 3TOT O€JOK BCTyIaeT BO B3aUMO-
nericteue ¢ Toi yactero mPHK, kotopas siBisieTcs
prO03UMOM, ¥ TIOMOTAET €l IPUHSATH MPaBUIIbHYTO
KOH(OpMaIuio. AKTUBUPOBAHHBIN pUOO3UM 0OCY-
LIECTBISET aBTOCIIIalCHHT U BhIpe3aercs n3 PHK.
OO6namaronuii peBepTa3HOi aKTHBHOCTBIO OEJI0K
IEP o6ecneunBaer cunare3 JJHK mo marpurie PHK
BBIPE3aHHOI'0 UHTPOHA U BcTparBanue 3toit JIHK B
MOJXOsIIee MecTo. B pesynbrare B reHOME MOSIB-
nsieTcst HoBasi Konus naTpoHa rpynmsl 11 (puc. 10).
B GonprmHCTBE CiiydaeB OaKTepun COAEPIKAT SH-
HUYHBIE SK3EMIUIAPEl PETPOMHTPOHOB, MOITOMY
UX JI0JIT0 HE MOIVIM OOHAPYKUTb M CUUTAIH, YTO
y ayOakTepuii BOOOIIIe HeT cruralicnara. HemaBao
00HapyKEHO, 4TO TepMODUIIbHAS [IMAHOOAKTEPHSI
Thermosynechococcus elongatus conepxut 28
uHTpoHOB Ipynnsl II, n3 xotoperx 17 numeHsl
TeHa iep, HO, TEM HE MEHEE, Pa3MHOMKAIOTCS MPHU
ydacTuu «aysxoro» oenxa IEP.

IIpeanonaraercs, 4To APEeBHHUE 3yKapHUOTHI
«3apa3suiuch» MHTpOHamu rpynms! II or cBoux
CUMOHMOHTOB-0aKTEpPHii, KOTOPBIE CTAIU MPEIKaMU
MUTOXOH/IpUH. B si7iepHBIX FeHOMaX 3yKapHOT HHT-
ponsl rpynisl [I pa3sMHOXUINCE U IPEBPATHIINCH
B OOBIYHBIE CIIJIaHCOCOMHBIE HHTPOHBL. [Ipn 3TOM
00paTHO-TpaHCKPUTITa3HAS AKTUBHOCTE OBIJIa MU
yTpadeHa. OyHKIIMOHAIbHBIE YaCTH MHTPOHOB
rpymsl 11, HeoOXoauMEIE TS CIDTaliCHHATA, OBLTH
BBIBEJICHBI U3 UX COCTaBa M JaJIi Ha4ajo MaJlbIM
anepabiM PHK, xoTopsle mpencraBisitor co0oii
BaYKHEHIIIYIO COCTaBHYO YacTh cIutaiicocoMm. Jpy-
rue uHTpoHsb! rpymnmsl 1, coxpanuBmue B cBoEM
cocTaBe TeHbl 00paTHBIX TPAHCKPHUIITA3, BEPOSITHO,
JIaTd Ha4aJio OJIHOMY M3 KJIaCCOB PETPOTPAHCIIO-
30HOB (He cogepxkamux LTR).

CIIAMCHHT tPHK JIPOXOKEN

Hns tpancnopraeix PHK npoxoxeit xapakre-
peH 0co0bBIi MeXaHU3M cIilalicuara. B ero ocHoBe
JIeKNUT y3HaBaHue BTopuuHOil cTpykTypsl tPHK, a

OK30H 2

PeTpovHTpoH

orf
‘ TpaHckpunuus
orf
‘Tpchnﬂme
N
OHOoHyKNeasa .
PeBeprasa ABTOCNNANCUHT

m /A\\"/)\\ OHK-muweHb

ObpatHas TpaHCKpUnums

HoBbIli 9K30H PeTponHTpoH HoBbIli 9K30H

Puc. 10. B unrpone rpynmnsl Il 3akomupoBan 0Oernok,
00€eCIIeunBaIOIIIH pa3MHOKEHHE PETPOUHTPOHA.

HE TIEPBUYHON CTPYKTYPHI HHTPOHA (CIUTAHCHHT
snepabix mPHK) mnu ero oco6oit TpeTuuHoM
cTpykrypsl (aBrocruiaiicusr I u 11 Tama). 59 snep-
ueix reHoB tPHK nposxokeit cogepsxar mo ogHOMY
HWHTPOHY, PacIoio)KeHHOMY Ha PACCTOSIHUU OJHO-
ro HykjeoTuaa ot 3'-koHUa aHTHUKoJoHA. [{nuHa
HUHTpPOHA Bapbupyert ot 14 no 60 nHykneorunos. B
n3oaknenTopHsx tPHK HHTpOHBI rOMONOTHYHEI,
B pasubix tPHK oHM He mMOXoXku Apyr Ha Ipyra.
Bce uHTpOHBI copepKar Mociaea0BaTeNbHOCTb,
KOMIUIEMEHTAPHYIO aHTHKOJIOHY. DTO MPUBOIUT
K GpopMUPOBaHUIO HEOOBIYHOW KOH(OpPMAIUH
AHTUKOAOHOBOU neTnu. OcranbHasi 4acTh MOJie-
KYJIBI COXpaHSET CBOIO OOBIYHYIO CTPYKTYPY (pHC.
11). Cienududeckas SHIOHYKIIea3a pacileruisieT
npe-tPHK mo o6oum xoHmam maTpoHa. Ha 3'-
KOHIIE MEPBOro IK30HA OKa3bIBaeTcs 2'-3'-LukK-
nudeckuid pocdar, Ha 5'-KOHIIE BTOPOTO PK30HA —
ruApokcuibHas rpymnmna. Pochonndcrepasa o60-
Haxaet 3'-OH rpynmy, kuHaza gochopuaupyer
5'-KOHel, Jura3a CIIUBAeT SK30HBI ¢ 00pa3oBa-
nuem tPHK. 2'-pocdarnas rpynma ynansercs
¢docdarazoii. Bce GpepmeHTaTHBHBIE peakquu
KOHTPOJHUPYIOTCS TMOCIEA0BATEIBHOCTAMHE, HE
BXOJSIIMMH B HHTPOH.



«PasopBaHHbIe» T€HbI ¥ CIAANICUHT 79

Puc. 11. Crnaiicunr tPHK B sapax IposkkKeBbIX KIETOK.

TPAHC-CILJIAMCHUHT

Bce paccmoTpeHHbIE BbIIE MEXaHU3MbI Kaca-
JIMCh [UC-CTUTAHCHHTA, T. €. CITMBAHUS YacTel W3
onnoit monexynsl PHK. Tpanc-cnaaiicune — 3to
CHIMBaHUE SK30HOB, NPUHAAJIEKAIINX Pa3HBIM
Monekynaam PHK. Muorue otnyaromumecst 1pyr ot
npyra mPHK TpunaHoCOMBI HMEIOT OAMHAKOBBIN
35-mykmeoruaabii 5'-konerr. Ou sBisercs 31 B SL
(spliced leader) PHK. Bripe3anue (BepHee, oTpesa-
HHE) YaCTeH HHTPOHA OCYIIECTBIISIETCS C TOMOIIBIO
CIUIAicCOCOMBI, HE COZlepIKaIleH Majylo SIepHYIO
PHK U1. Cuuraercs, uto npucyryro Ul ¢yHKIHIO
CBSI3BIBAHUS 5'-KOHLIa MHTPOHA IPUHUMAET Ha ce0sl
cooctBenHo SL PHK. CiuTbie 9K30HBI 00pa3yroT
3penyro mPHK. /IBe wacTu HHTpOHA HE CBSI3aHBI
MEKAY cO00# KOBaJIEHTHO, TOITOMY BMECTO J1aCCO
oOpazyercst Y-oOpa3nas cTtpykrypa (puc. 12).

HHTPOHBI 1 3BOJIIOLIUA

C yBenm4eHneM pa3Mepa reHoMa B X071 IBOJIIO-
UM 9yKapHOT HHTPOHBI IEMOHCTPUPYIOT TCH/ICH-
LUIO K YBEJIMYECHHIO IIPH TOM, YTO IK30HBI OCTAIOT-
Cs1 JOBOJIBHO KOPOTKUMHU. Y MyX M UepBeil cpeTHIH
UHTPOH (mpubmm3uTensHo 150 mH.) mo pa3smepy
IPAKTUYECKU paBeH 3k30HY. OnHaKo y uepBei
MOYTH HET JJIUHHBIX (Ooiee 5 ThIC. M.H.) HUHT-
POHOB, @ y MyX OHU COCTaBIISIIOT 3aMETHYIO 4acTb
(20 %). Y m03BOHOUHBIX pa3Mepbl HHTPOHOB Mpei-
CTaBJICHBI B O0JICE IIMPOKOM JTHAINa30HE: OT CPaB-
HUMBIX TI0 pa3Mmepy ¢ dk30Hamu (MeHee 200 1m.H.)
JI0 [UINH, U3MEPSIEMBIX AECATKAaMH ThICAY IL.H. U
JIOCTUTAIONINX B OTACIBHBIX citydasx 60 ThIC. IT.H.
B 1iesioM y HaCeKOMBIX, IITUI] ¥ MJICKOTTUTAIOIIUX

TeH CPETHEro pa3Mepa NpUMEpHO B 5 pa3 JuInHHee
cBoeit mPHK.

Kak npaBusio, oueHb 0OJIbIIINE TEHbI CBOMMU
pasMepaMu 00si3aHbBI UMEHHO MHTPOHAM, M UX
JUIMHAa HUKAaK HE CBs3aHa C BEMUMHON KOAMpYe-
MOTO MPOAYKTA. Y BBICHIUX 3YKAPHOT OTCYTCTBY-
eT KOPPEeIAns MEXIY pa3MepoM TreHa, JIITUHOU
mPHK u xonmgecTBoM 3K30HOB. Pa3zmep rena B
MIEPBYIO OUEPEb 3aBUCUT OT JJIMHBI €70 HHTPOHOB.
Tak, ren C9 (OH KOonupyeT OAWH U3 KOMIIOHEHTOB
CHCTEMBI KOMIIJIEMEHTA) U Y YeJIOBEKa, H y PHIOBI
(yry comepkut 11 roMOJIOTHYHBIX K30HOB. [1pn
3TOM pazmep reHa y ¢gyry 2 200 1.H., a y 4eTroBeKa —
90 000 m.H. OOBSCHSIETCA ATO TE€M, UYTO CPEIHHH
pasMep UHTpPOHA B 9TOM reHe y peiobl 105 m.H., ay
yenoBeka — 3 365 n.u. [Ipeanonaraiot, 4To AMMHA
WHTPOHOB MOKET UIpaTh ONpPEACICHHYIO POJb B
PETyIAINN SKCIIPECCUU COJEPIKAIINX UX TEHOB,
KOTOpasi 3HAYUTENFHO CJIOKHEE y YellOBeKa, YeM
y peIObl. PazMep W 9nCiio HHTPOHOB B T€HOME

\3’-KOHeu,
MHTPOHA

Touka pasBeTBneHus

Puc. 12. TpaHc-CrutaiiCHHT Y TPUIIAHOCOMBI.
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YelI0OBeKa B pacueTe Ha OJIMH I'eH OOJblle, 4eM y
J000T0 IPYTOTo KUBOTHOTO.

Cy1ecTByeT Be TOYKH 3PEHHS Ha TPOUCXOXK-
JICHWEe WHTPOHOB M, COOTBETCTBCHHO, MpoIiecca
CIUTAMiCMHTA — TUIIOTE3bl TaK HA3bIBAEMBIX «pPaH-
HUX UHTPOHOBY» U «IO3J[HMX UHTPOHOBY. ['mrio-
T€3a «PaHHUX WHTPOHOBY TPEAINONaract, 4To Ha
CaMbIX paHHHUX CTYNEHSX SBONIONHUU OoJiee WIIH
MEHee CIIy4aiiHO BO3HUKAIH OJHMTOHYKICOTHIbI,
YacTh IENU KOTOPBIX OKa3bIBAJIACH CIIOCOOHOM
KOJAUPOBATh OJUTOTICTITU, & OCTAIbHBIC HYK-
JICOTUJIBI ObUH «JIMIIHUMIY. [Ipu 00berMHEHNU
TaKUX HEOOJBIINX «ITPOTCHOBY» HEKOIUPYIOIINE
MOCIIEIOBATEIbHOCTH U JIajl Ha4ajo WHTPOHAM.
BriocneacTBum mpokapruoTh H30aBHITUCH OT ITUX
0aTaCTHRIX YJaCTKOB, YTO JAJI0 MM MPEUMYTIIC-
CTBO — KOMITAKTHBIA TEHOM, YKOHOMHIO PECYpPCOB
Y BPEMCHH TIPH €0 PEIUTUKAIMU. Te IPOKapUOTHI,
KOTOPBIC J1aJIi Ha4YaJI0 dyKapruoTaM, CKOpee BCEro,
apxew, COXpPaHWJIN UHTPOHBI, KOTOPHIE BIIOCIE]-
CTBUHU NPUOOPENN MHOTHE TOJIE3HBIE (PYHKIINH:
y9acTHE B PETYISAINAN YKCIIPECCUHU TEHOB, alIbTeP-
HATUBHBIN CIIJIAMCHHT.

CorntacHO BTOpOW rUIOTE3€, HHTPOHBI OBUIH
MPUOOPETEHBI MPOKAPUOTAMU TPU BHEIPCHUH
MOOHMIIBHBIX PETPOAJIEMEHTOB. Briocnencreun
STH PETPOMHTPOHBI OKA3ATUCh B DYKApHOTHYE-
CKHX KJIETKaX B COCTaBE TCHOMOB MUTOXOHIPHI
U TUTacTU. Y BBICHIUX JYKAPHUOT B pe3yibTaTe
M3BECTHOTO MpoIlecca MepeHoca MUTOXOH-
pHUABHBIX TEHOB B SJIPO WHTPOHBI OKA3aIIUCh U B
snepHoM reHome. [Ipu aTom nmu OblIa yTpadeHa
CITOCOOHOCTh K KOJUPOBAHHUIO OOPAaTHON TpaHC-
KpHUIMTa3bl ¥ dHIOHYKIIEa3bl. OyHKIIMOHATHHEIE
y4acTKH, HEOOXOUMbIC JIJIsl CILIalCHHTra, ObLIN
MIePEMEIICHBI B IPYTUE MECTa TeHOMA U JIaJId Ha-
gaso MajbIM siiepHbiM PHK, koTophie cocTaBmsoT
OCHOBY cITaiicocoM. B momnb3y 3TOl rumnore3bl
TOBOPUT OOMIHOCTH MEXaHH3MOB CIUIAMCHHTA
pPa3HbIX THIIOB, KOHCEPBATHBHOCTb KOHIIEBBIX
YY4aCTKOB HHTPOHOB.

[To-Buaumomy, HHTpOHBI TpaHcnopTHEIX PHK
JIPOJKIKEH HEPOJICTBEHHBI OCTAJIHHBIM HHTPOHAM.
He uckimtoueHo, 9To OHU HMEIOT IPYTO€ IMTPOHCXOXK-

ACHUC, BO3BMOKHO, COOTBETCTBYIOIIICC I'MIIOTEC3C
«PaHHUX UHTPOHOB».

3AKJIFOYEHUE

IIpencrasienust 0 poiu Tak Ha3bIBAEMOU «HE-
rxoqupytomer JIHK» 3a mocnennue 20 ner mpe-
TepHenn CyIeCTBEHHbIE 3MeHeHus. VIHTpoHBlI,
Y4acTKH, paHee cuutaBumecs «mycopHoit JJHK»,
KaK O0Ka3aloCh, UT'PAIOT CYHIECTBEHHYIO POJb B
MOJIEKYJISIPHBIX MEXaHU3Max peasu3aluy TeHeTu-
yeckoil nHpopmarmu. Tak, OKOJIO MMOJIOBHHBI H3-
BecTHBIX MUKpOPHK (miPHK) miexonuraronmx,
YYaCTBYIOIIMX B PETYISIIUM 3KCIPECCHN TEHOB,
KOZIIUPYETCsl B UHTPOHAX I'eHoB OeskoB. CTalo sICHO,
YTO CIJIAMCHHT — SIBJICHHE, CBOMCTBEHHOE BCEM
rpyImnaM OpraHu3MOB, BKIIIOYAsk MPOKAPUOT, KOTO-
PBIM JI0 HEJTaBHETO BPEMEHH OTKA3bIBAJIU B HATMYUHT
3TOro npotecca. VccnenoBanus MoKa3bIBaoT, YTO
HUHTPOHBL, PETPOTPAHCIIO30HBI U PETPOBUPYCHI (HH-
JIOTEHETUYECKH CBA3aHBI IPYT C JPYTOM U SBISIOTCS
HEOTHEMJIEMON YaCThIO €IMHOTO KHBOTO MHUPA.

Oco0OeHHO BENIMKO 3HaY€HUE WHTPOHOB U
CIUTIaiCMHIa JJIsl BBICIIUX 3yKapuoT. M3BecTHO,
YTO YBEJIMYEHHE KOJIMYECTBA T€HOB B I'€HOME
OTpaHUYMBAETCS PE3KUM YCIIO)KHEHHEM CHCTEM
perynsinuy. Bo3HUKHOBEHNE albTEPHATHBHOTO
CIUTaliCUHTA TTO3BOJIMIIO OOONTH 3TO OTpaHUYCHHE
MyTeM yBEIUYECHHSI pasHOoOpa3usi OenkoB Oe3
YBEJIMYEHHS KOJIMYECTBA T€HOB. DTO 3HAUUTEIIEHO
pacIIMpUIO 3BOJIIOLIMOHHBIE BO3MOXKHOCTH MHO-
TOKJIETOYHBIX 9YKapHOT, TO3BOJIMB CO3/1aTh HOBBIE
YPOBHH PETyISLUU dKCIIPECCUH T€HOB.
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