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BBEJEHHE

ITocne Toro kak OblIa yCTAaHOBJICHA M JIOKa-
3aHa reHetudeckas posub IHK, onpenenenus
TeHa MEHSUTUCh HECKOJIBbKO pa3. [lepBoHaganbHOE
OTIpe/ieJIeHNE «OJIMH T'eH — OANH MPU3HAK» OKa3a-
JIOCh CIIMIIKOM PacIlIbIBUATHIM U B OOILIEM ClTydae
HEBEPHBIM, TaK KaK 3a pa3BUTHE OJHOTO ITPU3HAKA
MOT'YT OTBEYaTh HECKOJIBKO I'€HOB, @ OIMH I'€H MO-
KET OKa3bIBaTh BIMSHHUE HA PA3BUTUE HECKOJIBKUX
pasHbBIX mpu3HaKkoB. OmnpeneieHne «OAWH TeH —
OJIMH (EPMEHT» TaK)Ke OKa3aJO0Ch HETOUHBIM,
TaK KaKk OYeHb MHOTHE (DepMEHTHl — cyOBeau-
HUYHBIE OCJIKH U TIOATOMY SIBIISIIOTCS ITPOILYKTOM
HECKOJIBKUX PAa3HBbIX I'€HOB. A IOCIIE HaXOXKAe-
HUSI HETPAHCIMPYEMbIX T'€HOB, TAKMX KaK I'€HbI
TpaHcnopTHbIX mwin pudocoMubsix PHK, a takxe
OTKPBITUSI aJbTEPHATUBHOTO CIIaliCUHTa Mart-
pruuneix PHK onpenenenue «onuH reH — ojHa
NOJIMMENTUAHAS LEeNb» Takxke ycrapeno. s
OakTepHii BO3MOKHO OIIPEACICHUE «2eH — VUACTNOK
JIHK, kooupyrowuii nepeudnyro cmpyKkmypy 0OHOU
noaunenmuonou yenu uau oonou rPHK, unu oonoti
tPHK, unu oonoii sSPHK». JIns 5ykaproT TeH MOX-
HO ONpEeAENuTh Kak yuacmok /JHK, no komopomy
obpazyemcs ¢yukyuonanvras monexkyia PHK
(m,r,t,s). llpe-mPHK moxxeT momBeprarbcs ansrep-
HAaTUBHOMY CIUIAHiCUHTY U PEJaKTUPOBAHUIO, OJa-
rojiapsi YeMy BO3MOKHO 00pa30BaHIE HECKOIBKIX
Pa3HBIX TONUMENTHIHBIX LIENeH, 3aKOJUPOBAHHBIX
B OJTHOM T'€HE.

[Ipaktuuecku Bce OakTepHaabHbIE TEHbI KOJI-
JIuHEapHsl OesikoBoMy npoaykry. Ilomamistomiee
OOJIBIIMHCTBO FEHOB BBICIINX 3YKapHOT «pa3opBa-
HO». OHH COCTOST U3 YEePEenyIOINUXCA YIaCTKOB:

CKOIUPYIOMINX» — 3K30HOB U «HEKOJUPYIOIIIX)» —
UHTPOHOB. [l0CKONBKY B psijie CilydaeB HHTPOHBI
(W X 9acTH) OKa3BIBATTUCH «KOTUPYIOITUMI), &
9K30HBI «HEKOAMPYIOIIUMI», TO PaBUIIbHEE Ha3bl-
BaTh 3k30Hamu Te yyacTku JIHK, konnun xoTopsix
coctasistoT 3penyto PHK, a unTponamu Te BHyT-
peHHEE pallOHBI TeHa, KOTTMH KOTOPBIX YHaJISIOTCS
13 TMEPBUYHOTO TPAHCKPHUIITA U OTCYTCTBYIOT B
3penoit PHK. Bripe3anue u3 npe-PHK konuii uHT-
POHOB (B JaJIbHEHIIIEM [T TPOCTOTHI — UHIMPOHOB)
U CIIMBaHME KOIMH DK30HOB (B JallbHEHMIIEM IS
MPOCTOTHI — 9K30H06) TIPOUCXOAUT Ha OHOM M3
stanoB co3peBanust PHK, HazBanHoM cnnaticuneom
(splicing — cpammBanune kaHaTOB Oe3 y3110B) (puc. 1).
Orot mporiecc Ob1T OTKPHIT B 1977 . @. lapriom
n JIx. Po6eprcom (MIT, MaccauyceTckuii Tex-
Hosiornueckuit uucrutyt, CILIA) npu padote ¢
azeHoBHpycoMm uvernoBeka (HoOeneBckas mpemust
1993 r.). Heckomnpko pasubix mPHK conepxann
TPH OJIMHAKOBBIX SK30HA M YETBEPTHIH, IPUITUTHIN
K HAM B Pe3yJIbTare albTePHATHBHOTO CIUTAHCHHTA;
BCE OHM CUMTHIBAJIUCH C OIHOTO I'eHa aJIeHOBUPY-
ca M CIIY)KMJIM MaTpHUIlaMM JUIsl CUHTE3a Pa3HbIX
OCJKOB.

Bonpmas 9acTe 3yKapHOTHYECKHUX TE€HOB, KO-
TUPYIOIINX OCJIKHU, COAEPIKaT XOTs ObI OINH WHT-

AK30HbI — yyacTkn [AHK, konum KoTopbIx co-
craBnsoT 3penyto PHK.

UHTpOHbI — yyacTkn [HK, konum koTopbix
yOanstoTCs U3 NePBUYHOTO TPAHCKPUNTa 1 OTCYT-
cTByoT B 3penon PHK.

CnnancuHr — npotiecc BolpesaHus u3 npe-PHK
KOMWIN MHTPOHOB Y CLUMBAHWUE KOMUIN 3K30HOB.
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Puc. 1. IIpu cozpeBannn mPHK nHTpOHBI BeIpe3atoTcs,
a 9K30HBI CIIUBAIOTCSL.

poH. Y YenoBeKa CpeHHI I'eH, UMEIOLIHI pa3mep
27 x 103 1.H., COIEPUT 8 HHTPOHOB CO CPEIHEN
nnuHo 1500 m.H. OHAKO HEKOTOpbIE TEHBI,
HallpUMep TeHBl THCTOHOB, TE€HBI OTAEIbHBIX
TpaHCMEMOpaHHBIX PELENTOPOB, HHTPOHOB HE CO-
JiepKat. Y MIICKOTTUTAIOINX TAaKUX OC3bIHTPOHHBIX
reHoB 6 %, y 101080 Mymiku — 17 %, a y HU3MMxX
9YKApHOT, TAKUX KaK JIPOXKH, — 95 %. ¥V HU3MmUX
HYKapHOT BCETO HECKOJIBKO TE€HOB, KOAMPYFOIINX
pubocomusie u TpancrioptHbie PHK, comepsxar mo
OJTHOMY WHTPOHY.

«Pa30opBaHHBIMH» MOTYT OBITH BCE€ KJIACCHI
SIEPHBIX TEHOB: KOAUPYIOLIHE OeIKH, KOAUPYIOIIUE
rPHK, xogupyromue tPHK. MuTpons! HaiineHst
TaK)Ke B MUTOXOH/IPUATBHBIX TeHaX HU3IINX dyKa-
PHOT, B TeHaX XJIOPOIIJIACTOB U y HEKOTOPBIX OaKTe-
puodaros. bosnbIas yacTb reHOB apXei COAEPIKUT
UHTPOHBIL. B mocnennee BpeMs BBIABICHO HECKOIIb-
KO «Pa30pBaHHBIX» T€HOB LIUAHOOAKTEPHH.

XUMUSA CIJIAMCUHTA

V yenoBeka U JPyTUX BHICIIUX OPTaHU3MOB B
SJCPHBIX T€HaX, KOAMPYIOUINX OEJIKH, MHTPOHBI
Ha CBOMX 5'-KOHLIAX UMEIOT JuHyKkineoTus 'Y, Ha
3'-konnax — Al Ha paccrosinuu 18—40 nykieo-
THOB OT 3'-KOHIIa HAXOAUTCS «TOUYKA Pa3BeTBIIC-
HUS» — aeHWIOBBIN Hykineotua. OH OTHeseH oT
ATl monmunupruMHUIMHOBON MOCTIEI0BATEIHHOCTBIO.
2'-OH rpynra ajieH031Ha aTaKkyeT 5'-KOHeI| HHTPO-
Ha ¢ oOpazoBanueM pochonudrpupHoii cBszu 52"
Jpyr oT apyra MHTPOHBI OTIMYAIOTCS PA3MEPOM
ydacTKa OT 5'-KOHLA 10 TOYKH pa3BeTBICHUS (OT
50 10 HECKONBKHUX THIC. HYKJICOTHIOB) (puc. 2).

Mo cywecTBy, cnnancuHr — 310 ABe nocne-
OOBaTerNbHbIE peakuun TpaHcaTepudukaumm B
PHK, npoxogsiume aBToKaTanuTuyeckn nmbo npu
nomoLum bepmMeHTOB, U puboHykneonpoTena-
HbIX KOMTMJIEKCOB — CN1ancoOCOM.

XUMHUYECKU CIJIAWCHHT MpEACTaBiIsieT co00i
peaknuio TpaHcaTepudukanuu: dpochoamdpup-
Hasl CBSI3b [IEPEHOCHUTCS U3 OIHOTO ITOJIOKEHUS B
apyroe. Ha nepBom 3Tarne npoucXOQUT HYKIJIEO-
¢unbHasg ataka 5'-xonna naTpoHa 2'-OH rpynmoi
a/IeHWII0BOro HyKJIeoTn1a. Ha Bropom atane ocBo-
ooxxaennas 3'-OH rpynmna 3K30Ha aTakyeT CBsI3b
MEXIy 3'-KOHLIOM MHTPOHA M CIEAYIOIIUM 3K30-
HoM. JIBe mepBoHauanbHBIe (BochommdpupHbIe
3'-5'-cBsI3W Ha TPaHUIAX dK30H—HUHTPOH—IK30H
3aMEHSIOTCS Ha OJ{HY 3'—5'-CBSA3b MEX/1y SK30HAMH
U ofHy 5'—2'-CBA3b BHYTPH HHTPOHA C 00pa3oBa-
HueM (GopMmel 1acco.

AJBTEPHATHUBHBIN CIVIAUCUHT

VY BeIcHIMX OpraHu3MoB nepBuuHblii PHK-
TPAHCKPUNT MOXKET IOJIBEPTaThCsl ajJbTePHATUB-
HOMY cIrulaiicuary. Ilpu 3ToM B ompeseneHHbIX
CIIy4asix MOTYT YAAJISITHCSI 1 HEKOTOPBIE U3 3K30HOB
BMECTE C MHTPOHAMH, & HEKOTOPbIE UHTPOHBI WJIH X
yacTu octaBarhcs B 3pesioit mPHK u cimyxuth mar-
pUIIEH 7151 CHHTE3a TOIUIEeTITUAHOHN 1eTH (puc. 3).
B pesynbrare mo omHoMy reHy MOKeT o0Opa3o-
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Puc. 2. Ha koHIIaX WHTPOHOB SACPHBIX T€HOB HUMe-
IOTCSI KOPOTKHE KOHCEHCYCHBIE ITOCIIE0BATEILHOCTH
R ) f— V)[R AT 3'. AneHUIIOBBIA HYKJICOTH]
B TOUKe pa3BeTBIeHHA cBoeit 2'-OH rpymmoit atakyet
5'-KOHeIl HHTPOHA.
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Puc. 3. AnsTepHaTUBHBIN CILTAMCHUHT.

1 — ¢ ocTaBIIeHHEM MU BBIPE3aHUEM IK30HA; 2 — C OCTABJICHUEM MJIM BBIPE3aHHEM HHTPOHA; 3 — ¢ paCIIO3HABAaHUEM Pa3HBIX
5'-KOHIIOB B MHTPOHE; 4 — C pacno3HaBaHUEM Pa3HbIX 3'-KOHIIOB B MHTPOHE; 5 — C B3aMMOUCKJIIOUAIOUIMM OCTaBJICHUEM

OK30HOB.

BaThCsl Heckosbko pa3zHbix mPHK, mo xotopeiM
CHHTE3HMPYIOTCS pa3Hble Oenku. IMeHHo anbrepHa-
TUBHBIM CIIJIAHCUHIOM OOBSICHSIETCS TOT (PAKT, 4TO
y JeloBeka CUHTe3upyeTcs He MeHee 105 pa3HbIx
TUIIOB OEJIKOB, KOAUPYEMBIX Bcero ~ 20 x 103
reHaMu. M3 Bcex IeHOB 4elloBeKa, COAEpIKaluX
UHTPOHEI, Oonee 75 % ciyxaT MaTpuuaMu IJis
cuntesa npe-mPHK, nonBepraeMpix ansrepHaTuB-
HOMY CIIAaHCHHTY.

B pesynbrare anbTepHaTUBHOTO CIJIaiCHMHTA
MO KaXX/IOMy T€HY BBICIINX J3YKapHOT MOXET 00-
pazoBeIBaThCS B cpenHeM Tpu pasHeix mPHK, a
10 HEKOTOPBIM I'eHaM JJa’ke HECKOJIBKO ThICAY. TaxK,
10 reHy S/o, FKCIIpecCUpyIOIEMYCs B BOJIOCKOBBIX
KJIETKaX BHYTPEHHETO yXa 4eJOBeKa, TeOpeTHIC-
CKH BO3MOKHO 00pazoBanue 6osee 30 000 pa3HbIx

AnbTepHaTUBHbIN CMNJIAUCUHT — 06pa3oBa-
HWe HeCKOomnbKuX pasHbix 3penbix PHK n3 ognHa-
KoBbIx Npe-PHK 3a cyeT ucknoyeHnst HeKOTopbIX
3K30HOB W/UN OCTaBMNEHUS YacTel MHTPOHOB.

mPHK (B Hacrosiiiee BpeMsi 00HapyKe€HO OKOJIO
500 u3 Hux). ['en conepxkut 35 9K30HOB, 8 U3 KO-
TOPBIX aNbTepHATHBHEL. Pa3zHbie popmel Oerka Slo
OIIPEEIISIIOT Pa3JIniKs B YaCTOTE 3BYKOB, BOCIIPU-
HUMAaeMBIX KIIETKAMH.

MEXAHUW3M CILIAMCHUHTA
SITEPHBIX mPHK

W3BecTHO HECKOJBKO Pa3HBIX MEXaHU3MOB
crutaiicuara. HanGosee CIIOXXHBIM M3 HUX SIBIIS-
etcs crutaicuar mPHK siepHbIX reHOB BhICIIINX
9ykapuoT. OH OCYIIECTBISETCS CHAAUCOCOMOU —
PUOOHYKIICONPOTEHIHBIM KOMIUIEKCOM, BKIIIO-
garomuM 5 manbix saepaeix PHK (U1, U2, U4,
U5, U6) u 6onee 100 6enmxoB. Hekotoprie Oemku
HaIpPsIMYIO YYacTBYIOT B CITAiCUHTE, OOJIbIIAst X
YacTh MIPaeT CTPYKTYPHYIO POJib M HEOOXOoIuMa
JUIs1 COOPKH MaJIBIX SIZICPHBIX PUOOHYKIEONPOTE-
WAHBIX KOMIJIEKCOB U UX B3aUMOACHCTBHIA MEXKIY
co0oii u ¢ mpe-mPHK.

OnmcaHo HECKOIBKO JECITKOB OEITKOBBIX KOM-
IJIEKCOB, HAa3bIBa€MbIX SR-Oenkamu (CTumaiicuHr-
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PETYIHPYIOIINMHE ), KOTOPBIC PA3IMYHBI B Pa3HBIX
TKaHsX, a TAK)KE B OIHOM TKAaHU Ha Pa3HBIX dTarax
pa3BUTHS OpraHu3Ma. DTu OoraTbie CEpUHOM U ap-
TUHUHOM OEJIKH CBSI3BIBAIOTCS C OTPEIETICHHBIMHU
HYKJICOTHIHBIMH TIOCIIEIOBATEIHHOCTSIMA BHY TPH
9K30HOB M CUTHAJIM3UPYIOT O BBIPE3aHUH HUJIIH CO-
XpaHeHuHn KoHKpeTHoro sk30Ha B MPHK (puc. 4).
Ecau onu cBA3BIBAIOTCS ¢ SK30HHBIM 9HXAHCEPOM
crtaicunra (ESE), To Ha 5'-KOHIIE COCETHET0 HHT-
poHa HaunHaeTcs (POPMHUPOBAaHWE CILIANCOCOMBI
(puc. 5). Ecnn e npyrue SR-0enku CBA3BIBAIOTCS
C 2K30HHBIM cymnpeccopoMm crutaiicunara (ESS),
Torna OJoKupyeTcs nmpucoeanHenue Manbix PHK
CIUTaliCOCOMBI K (pIIAHKUPYIOIIMM HHTPOHAM, YTO
MPUBOJIUT K BBIPE3aHUIO ITOTO DK30HA BMECTE C
WHTPOHAMH.

B sx30ne nmocne B3anmoneiicTBus SR-6e1KoB ¢
ESE xoHI1bI (p1aHKHpyIOMKX €ro HHTPOHOB CHIapH-
Barotcsa ¢ maaeiMu PHK. TTocite Toro xak 5'-koHerr
MHTPOHA COMMKACTCSI ¢ TOUKOM pa3BeTBienus, 2'-OH
rpyIIa aJIeHUIOBOTO HYKJICOTH/ 2 OKa3bIBACTCSI B Ta-
KOH KOH(OPMAITHOHHOW TTO3UIINH, YTO C HEM30eKHO-
CTBIO aTaKyeT FPaHuIly SK30H—-MHTPOH. [ [prbmmkeH-
HBIN 3'-KOoHel MHTpOHA atakyeTcs 3'-OH rpymmoii
9k30Ha. CHIMBaHUE SK30HOB POUCXOIUT C TOUHO-
CTBIO JIO OTHOTO HYKJICOTUIA, YTO IPUHLUITHATBHO
BRXHO — NIPU CHUHTE3E TOJIUICTITHIOB HE JIOJDKHO
MIPOUCXONIUTH CIABUTA PAMKH CUUTHIBAHUS.

OIIPEJIEJIEHME I10JIA Y JPO30®WIbI
KACKAJIOM AJIBTEPHATUBHOI'O
CIVIAMCUHT A

IepBorii reH B 3TOM Kackaze — sx/ (sex-lethal).
OH oxmHakoB y camioB (X : A = 0,5) u camok
(X : A =1) u cocrout U3 Tpex K30HOB U JBYX
UHTPOHOB (puc. 6). Y camiios B 3pesoit mPHK co-
JIepKaTCsl BCE TPH SK30HA, B 3K30HE 2 (D2) umeercs
TEPMHUHUPYIOIIHI KOJIOH, Ha KOTOPOM 3aKaH4YHBACT-
cs1 oOpazoBaHKEe OEITKOBOTO MPOIYKTa, HE 00Iaa-
FOIET0 (PYHKIIMOHAIBHON aKTHBHOCTHIO. Y CaMOK
ke D2 BhIpe3aeTcst BMECTe C PJIAaHKUPYIOIMMHU €0
unTpoHamu. Ilo mPHK, conepxareit 31 u 33,
oOpasyetcst 6enok SXL, koTopslii oOecrieunBaeT
y camok BeIpe3anue M1 u3 TpaHckpunTa reHa tra
(transformer). ¥V cammoB B mPHK coxpansercs
gacTh 11, B KOTOpOH MMEeTCsl TEPMHUHUPYIOIINH
KomoH. B pesynsrare y camiioB 6emok TRA ne
o0pa3zyeTcs, OH CHHTE3UPYETCsl TONBKO y CaMOK 1
BOBJIEKAETCS B aJIbTepHATUBHBIN craiicuar mPHK

OK30H 2

N—"4
OksoH 3 [l

N4
Ml Oxson 1

mPHK

Puc. 4. MapkupoBka 3K30HOB, BXOJSIIUX B 3PEIYI0
mPHK, u 5K30HOB, BeIpe3aeMbIX BMeCTe ¢ (IaHKHPY-
IOLIMMH UHTPOHAMH.

‘ Chnaiicosonia
mPHK
OK30H |

OK30H | OK30H

Puc. 5. O6pazoBanue cruraiicocom.

rena dsx (double sex). TRA B3aumonelcTByeT ¢
6enkom SR u obecrieunBaert ero nocaaky Ha ESE B
32 TpaHCKpHIITa T'eHa dsX, YTO TPUBOIUT K OCTaB-
nenuto J2 B 3penoid mPHK camok. V camios 92
BBIpE3aeTCs BMECTE C (pIIaHKUPYIOIIUMHE €r0 HHT-
poramu; 1o D1 1 33 00pasyercs «My>KCKOD» OeToK
DSX, xoTopsIii penpeccupyeT «KeHCKHE» TEeHBI, B
pe3yJBTare yero pa3BUTHE HJIET M0 MYKCKOMY THITY.
«Kenckwmit» 6enok DSX penpeccupyer «My»’CKue»
TE€HBI, U pa3BUTHE UAET IO )KEHCKOMY THITY.

ABTOCILJIAMCHHT I TUIIA

OcoOblif MEXaHU3M CILJIaiCUHTa, TaK Ha3bl-
BaeMbIll agmocnaaiicune, Obl1 OTKPBIT ToMacoMm
UYekom (CIIIA) B 1982 1. OH paborain ¢ uH}y30pueit
Tetrachymena thermophyla. Y Hee oOpa3yercs
35S mpe-rPHK mmunoit 6400 mykmeotuaos. U3

ABTOCNNaWCUHI — NPOLECC Bblpe3aHns
UHTpoHOB 13 npe-PHK 6e3 yyactusa 6enkos. Ka-
TanUTUYeCKON aKkTUBHOCTbIO 0bnagatoT ocobble
TPETUYHbIE CTPYKTYPbl CAMUX UHTPOHOB.
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Puc. 6. PazBuTie caMIioB Min caMOK APO30(hHUIIBI OIPEeIIeTCs] KacKa oM aJIbTePHATHBHOTO CIUTaHCHHTA.

stoit mpe-rPHK Boipe3aeTcs BHyTpeHHUN y4aCcTOK
JUTMHOH 414 HyKJICOTHIOB, JIBa K30HA CIIIUBAIOTCS
¢ obpazosanuem 26S rPHK (puc. 7). Oxazanocs,
YTO ITO MPOUCXOIUT O3 KAKOr0-Mrn00 yuacTust 0e-
koB. Ota npe-rPHK obnanaer ocoboii TpeTnunoi
CTPYKTYPOH, C YeM U CBs3aHA €€ KaTaJUTHYecKas
AKTHBHOCTb.

Bripe3anne MHTpOHA W CIIMBaHHWE SK30HOB
OCYIIECTBIISIOTCSA B XOJI€ PEaKIHil TpaHCITEPH-
¢ukaunu. B caMoM HHTpOHE UMEETCs] HECKOJIBKO
«IITHIEK», 00Pa3yIOLINX TPETUYHYIO CTPYKTYPY —
«xapMan», B kotopblii nonaaawt ['TO, IO, IMO

WM TYaHO3UH. 3'-THAPOKCUIIbHAS IPyIINa I'yaHo-
3MHA aTaKkyeT 5'-KOHell UHTPOHA, YTO MPUBOIUT K
HyKJIeo(pUIpHOMY paciieriennto Mosexynsl PHK.
OcBoboxaennast 3'-OH rpymnmna nepBoro sk3oHa
pearupyert ¢ ¢ocdarHol rpynmoii Ha 3'-rpaHune
HHTPOHA ¥ BTOPOT'O 9K30HA. DK30HBI CIIMBAIOTCS,
a BBIPE3aHHBIN JTUHEHHBIM UHTPOH MpPETEPIeBacT
JIBE [10CIIEI0BATEIbHbIC PEAKLINH BHYTPUMOIIEKY-
JIIPHOM TPaHCATEPH(PUKAITUH, KOTOPHIE COMIPOBOXK-
JTAFOTCS TUAPOIN30M, TIPUBOSIINM K OTIICIUIEHHIO
cHayana 15, a3arem 4 Hykiieotu10B. OOpazoBaHue
L-191VS (linear intervening sequence — TMHEHHAs
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178 58S

mpe-rPHK|  NNNNNENN  WONER |

OK30H 1

PaclienneHne aHOoHykneason

KaTtanutunyeckuin
LEeHTp

WHTpOH

T

OK30H 2

—

5 3

T\

@)

Ok3oH 1 |

OK30H 2

Puc. 7. O6pazoBanne pudbocomusix PHK y mady3opun. UnTpon BeidpacsBaetcst u3 26S rPHK aBrocmnaiicnarom

I Trma.

WHTPOHHAsI MTOCJIE0BATENBLHOCTD —19 HYKIIEOTH-
JIOB) — IEMOHCTpAIHs KaTAJINTHYECKON OTEHIIH
€aMoro HHTPOHA.

Tak, BepBbie OBUIO TTOKA3aHO, YTO KaTaTUTH-
YEeCKOH aKTUBHOCTHIO 00JIaIAI0T HE TOJILKO OCIIKH,
Ho 1 PHK. Mosnexynst PHK ¢ Takoit akTHBHOCTBIO
Ha3BaJlM puOO3UMaMU TIO aHATIOTHN ¢ OSIIKOBBIMU
(hepmMeHTaMU, KOTOPbIE Ha3bIBAIOT TAKXKE OHIUMA-
mu. K HacTosiLieMy BpEMEHH ONHCAaHO HECKOJIBKO
COTEH PUOO3UMOB.

ABTOCILJIAMCHHT 11 TUITA
B 1986 1. B MUTOXOHIpHSIX APOXIKEH OBLIH

OTKPBITEI MHTPOHBI, TAKXKE ITOABEPTaBIIMCCS aBTO-
cnnaﬁanry, HO B XOJ¢€ Impouecca, OTIIN4aBIICTrocsa

ot onucanHoro T. Yekom. DTU UHTPOHBI, HA3BAH-
HbIe UHTpOoHaMu rpynisl [I, okazanucek CXonHbBIMU
¢ peTpoTpaHcno3oHamu. B Hacrosimiee Bpems
TTOKa3aHO, YTO TAKWE HHTPOHBI JOBOJIBHO IIIUPOKO
pacmpocTpaHeHbl B MUTOXOHAPUSIX HU3IINX dyKa-
PHOT, B INIACTHJIAX PACTCHUH U y 3yOaKTepHId.

B MutoxoHnpusix IpoxcKed BbIpe3aHHUe HHT-
POHOB U CLIMBAaHUE HK30HOB JOCTUTACTCS ABYMS
pa3HbIMU IyTsMH: aBrocmuiaiicuarom Il tuna u
CIUTAMCHHTOM, KaTaJIM3UPYEeMbIM (hEepMEHTOM
mamypasoii. B xone coOCTBEHHO aBTOCIUIACHHTA
Il Tuma araky 5'-KOHIIa HHTPOHA OCYIIECTBISET
OJTHA U3 MHOXKECTBA 2'-TUIPOKCUIIbHBIX TPy Ca-
MOTO UHTPOHA. B TpeTHyHOI CTpyKTYype UHTpOHA
aJICHO3WH, HAXOISIIHICSI B OJHON M3 6 IIITHIICK
(6mokaiiteit k 3'-KOHITY ), COMIKAeTCs ¢ TpaHuTIei
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WHTpOH

iueHTp

OK30H 1 OK30H 2

3kK30H 1

5

EERYE - - -

3

“KatanuTtnieckun

OK30H 2

5

OK30H 2

OK30H 1 |

Puc. 8. MuTpoH, BeIOpOIICHHBIH aBTOCcIUTalicudarom 1 tuma, nmeet opmy stacco.

3K30H—UHTPOH. [loce oOpazoBanus 5'-2'-pocdo-
nmuddupHoii cBsizu 3'-OH rpymma Sk30Ha aTaKyeT
TPaHUIly UHTPOHA CO CIEAYIOMINM SK30HOM. K-
30HBI CIIMBAIOTCS, BEIOPOIIIEHHBIH HHTPOH UMEET
dopmy nacco (puc. 8). Takas xe kapTuHa HaOJIO-
naetcs npu crutaicuare mPHK snepHbIx TeHOB,
HO TaM 3TO OCYIIECTBIIAETCS CIIIaiicocoMOii, a He
ABTOKATAJIMTHYECKH.

Jpyroii MexaHuU3M yAajJeHUss UHTPOHOB B
MUTOXOHAPHUAX APOXKIKEH OCYIIECTBISIETCS CIIe-
nuanbHbIMU (hepMeHTamu — mamypazamu. Kak
0Ka3aJ10Ch, OHU KOAMPYIOTCA B CaMUX MHTPOHaX
(BepHee, yacTh OenKa KOJUPYETCS IK30HAMH, a
YacTh — MPHJICKANIUMU Y4aCTKaAMH WHTPOHOB)
reHoB, mPHK koTopbix nmojiBepraercs CrjlaiCUHTY
(puc. 9). CunTe3npoBaHHBIN (PEPMEHT OCYIIECTB-
JISeT CIUIAMCHHT, BbIpe3as MHTPOH U TEM CaMbIM

YHUYTOXKAsA CO6CTB€HHyIO MaTpumy. 910 npeaoT-
BpalacT CUHTE3 JIMIIHHUX MOJICKYJI @epMeHTa.

TpaHckpunT reHa box

OK30H 1 TIESIE  vveon2 © IEISTE

AnsTepHaTigHble
caifThl cnnaiicuHra

mPHK matypasbl

OkaoH 1 111 3xson 2 EHINFECY OSksoH 3

Tpchnﬂumn‘ /\

mPHK rena

LIMTOXPOMOKCUAAsbl b OK30H 1 | OK30H 2 | Ok30H 3

‘ABTocnnaﬁCMHr Il Tuna

CnnaicuHr

Puc. 9. Marypasa — hepMeHT CIIIaliCHHTa B MUTOXOH/I-
PUSX JPOXIKEN — KOTUPYETCS IK30HAMH U BHIPE3aEMbI-
MU €10 UHTPOHaMH.
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PETPOUHTPOHBI

Wutpons! rpynmsl I gakTuueckn siBIsIOTCS
PeTPOTPAHCIIO30HAMH, TOITOMY HX Ha3bIBAIOT
pempounmponamu. Kak 1 gpyrue peTposeMeHTHl,
PETPOMHTPOHBI KOTUPYIOT OENOK, 00Jiamaroniuit
peBepTa3Hoii (00paTHO-TPAHCKPUTITA3HOMN ) AKTHB-
HOCTBIO. B OTKPBITOM paMKe CUUTBIBAHUS KOJIUPY-
ercst Oenok IEP (intron-encoded protein). ITocne
TPAHCISIIUU 3TOT OEJOK BCTyHaeT BO B3aUMO-
nerctBue ¢ Toi yacteio mPHK, kotopast siBisieTcst
prOO3UMOM, M ITIOMOTA€T €1 IPUHSTH IPABUIIBHYIO
KoH(opMaIio. AKTUBHPOBAHHBIN pUOO3UM OCy-
LIECTBIIAET aBTOCIUIACUHT U Bbipe3aeTcs u3 PHK.
OO6naiaronmii peBepTa3Hoil aKTUBHOCTBIO OEI0K
IEP o6ecnieunBaer cunres JJHK mo marpunie PHK
BBIPE3aHHOI0 UHTPOHA U BcTpauBanue 1ol JIHK B
MOAXOoZsIIee MecTO. B pesynbrare B reHOME MOsIB-
nseTcst HoBast Korus nHTpoHa rpymnmsl 11 (puc. 10).
B GonpimHCTBE CityyaeB OakTepuH CoepIKar eu-
HUYHBIE K3EMIUIIPBl PETPOUHTPOHOB, MTOITOMY
UX JIOJITO HE MOIJIM OOHAPYKUTh M CUUTAJH, YTO
y aybakrepuii BOOOIIe HEeT crutaiicnara. HenaBHo
00HApYKEHO, UTO TePMODHUITLHAS [TTAHOOAKTEPHS
Thermosynechococcus elongatus conepxut 28
UHTpOHOB Tpynnsl II, u3 xotopeix 17 numieHs!
reHa iep, HO, TEM HE MEHee, Pa3MHOXKAIOTCS MPHU
y4acTuu «aysxoro» oenka [EP.

Ilpenmonaraercs, 4To APEBHHUE dYKapHOTHI
«3apa3’swiIuch» UHTpPOHAMU rpynnsl 11 oT cBomx
CUMOMOHTOB-0aKTEPHii, KOTOPBIE CTAIIN TTPEIKAMH
MUTOXOHJIpUM. B siIepHBIX TEHOMaX 3yKapHOT UHT-
poHbI rpymmsl I pa3MHOKWINCE U IPEBPATUIIACH
B OOBIYHBIC CIIIaCOCOMHBIE HHTPOHBI. [Ipu 3TOM
00paTHO-TPAaHCKPHUIITa3Hast aKTUBHOCTD ObUIA UMU
yTpadeHa. OyHKIMOHAIbHBIE YaCTH MHTPOHOB
rpynmsl 1, HeoOxonuMele TS criiaiicuara, ObITH
BBIBEJIEHBI 3 UX COCTaBa M JaJIi HA4aj0 MaJIbIM
sanepabiM PHK, xoTopsle mpenctaBisitor co0oi
BaKHEHNIIIYIO COCTABHYIO YacTh cIutaiicocoMm. [py-
rHue MHTPOHBI rpynnsl [I, coxpaHuBIMe B cBOEM
COCTaBe I'eHbl OOPaTHBIX TPAHCKPHUIITA3, BEPOSITHO,
JTAJTA Ha49aJio OJHOMY M3 KJIACCOB PETPOTPAHCIIO-
30HOB (HE comepkamux LTR).

CILIAMCHHTI tPHK JIPOXKEN

Jnsa tpancnopraeix PHK nposxokeit xapakre-
peH 0co0bIil MexaHu3M cIitaiicuara. B ero ocHoBe
JIEXKUT y3HaBaHHUE BTOpUYHOU cTpykTypsl tPHK, a

OK30H 1 PeTpouHTPOH OK30H 2
orf
‘ TpaHckpunums

orf

‘Tpchnﬂme

N
OHpoHykneasa -
PeBepTasa AsTOCNNANCUHT

@_

m /A\Y/)\\ OHK-mMuweHb

Ob6patHasi TpaHCKpUNLums

HoBbIln 9K30H PeTponHTpoH HoBbIln 9K30H

Puc. 10. B unTpone rpymms! Il 3akoanpoBan 0emok,
o0ecTIeunBaroINii pa3MHOKEHHE PETPONHTPOHA.

HE MEPBUYHOHN CTPYKTYPbl HHTPOHA (CIUIaCHHT
spepabix mPHK) unu ero ocoboii TpeTnyHOM
cTpykTypsl (aBrocaiicunr [ u Il Tuma). 59 smep-
HbIx reHoB tPHK nposxokeit cogepxkar no ogHoOMy
HWHTPOHY, PacIoJIOKEHHOMY Ha paCCTOSTHUM OTHO-
ro HyKJIEOTHJa OT 3'-KOHIIa aHTUKOAOHA. J{miHa
MHTpOHA BapbupyeT oT 14 1o 60 Hykneornaos. B
n3oakuentopHbix tPHK UHTpOHBI TOMOJIOTMYHBIL,
B pa3ubix tPHK oHM He moxoxu Jpyr Ha Jpyra.
Bce nHTpOHBI conmepkar MOCIeI0BATEIbHOCTD,
KOMIJIEMEHTApHYI0 aHTHKOAOHY. DTO MPUBOIUT
K (GopMUPOBaHUIO HEOOBIYHOW KOH(OpPMAIUH
AHTHKOJOHOBOW neTiu. OcTaiabHasi 4acTh MOJIe-
KYJIBI COXPAHSIET CBOIO OOBIYHYIO CTPYKTYPY (PHC.
11). Ciemuduyeckast SHIOHYKJICa3a PacIICTUIICT
npe-tPHK mo o6oum konmam maTpoHa. Ha 3'-
KOHIIE TIEPBOTO IK30HA OKa3bIBaeTcs 2'-3'-1HK-
mraeckuii pocdart, Ha 5'-KOHIIE BTOPOTO SK30HA —
ruipokcuiIbHas rpynmna. @ochonuscrepasza 06-
HaxaeT 3'-OH rpynmny, kuHaza gochopunupyet
5'-KoHeIl, TTaza CIIUBAaeT AK30HBI C 00pa3oBa-
nueM tPHK. 2'-pocdarnas rpynma ynansercs
¢docdarazoii. Bce pepmeHTaTUBHBIC peakiuu
KOHTPOJUPYIOTCS MOCIEA0BATEIbHOCTAMHU, HE
BXOJSALIMMH B HHTPOH.
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Puc. 11. Crunaiicunr tPHK B siipax TposkKeBbIX KIETOK.

TPAHC-CIIJIAMCHUHT

Bce paccmoTpeHHbIE BbIlLIE MEXaHU3MBI Kaca-
JIUCh LIMC-CIUIAMCUHTA, T. €. CIIMBAHUS YaCTEH U3
onuoit monexynsl PHK. Tpanc-cnaaiicune — 3to
CIIMBAaHHME 3K30HOB, MPUHAJIEKAIINX Pa3HBIM
Mmonekyiaam PHK. Muorue otnnyaromuecs 1pyr ot
npyra mPHK TpunanocoMsl UMEIOT OIMHAKOBBIN
35-nykneoruaHbii 5'-konen. OH siBisiercst 31 B SL
(spliced leader) PHK. Bripe3anwue (BepHEe, oTpe3a-
HHE) 9acTell HHTPOHA OCYIIECTBIIAETCS C TOMOIIIBIO
CILJIAIICOCOMBI, HE COJEPKALLEH MAIIYIO SIIEPHYIO
PHK U1. Cunraercs, uro npucytryto Ul ¢pyHKIHEO
CBSI3bIBaHUS 5'-KOHIAa HHTPOHA TPUHUMAET Ha ce0s
cooctBenno SL PHK. Cnteie 2K30HBI 00pa3zyroT
3penyto mPHK. /IBe yacT MHTpOHA HE CBSA3aHBI
MeX Ty c000i KOBaJIEHTHO, TIOATOMY BMECTO JIACCO
obpazyercst Y-oOpa3Hasi cTpykrypa (puc. 12).

HUHTPOHBI 1 3BOJIIOLUSA

C yBenuueHneM pa3mMepa reHoMa B XOZI€ HBOJTIO-
UM 9yKAPUOT HHTPOHBI JIEMOHCTPUPYIOT TCHJICH-
IO K YBEJIMYCHHIO TP TOM, YTO IK30HBI OCTAIOT-
Cs1 JOBOJIBHO KOPOTKUMHU. Y MyX M UEPBEU CPEIHUI
UHTPOH (npubnu3utenpHo 150 m.H.) mo pa3mepy
IPaKTHUECKU paBeH 3K30HY. OnHaKko y uepBei
MOYTH HET IJIWHHBIX (Oojiee 5 THIC. T.H.) MHT-
POHOB, a Y MyX OHHU COCTAaBJISIFOT 3aMETHYIO 4acTh
(20 %). Y 103BOHOUHBIX pa3Mepbl MHTPOHOB ITPEI-
CTaBJICHbI B O0JIee IIMPOKOM JTHANa30He: OT CPaB-
HUMBIX 1O pa3Mepy ¢ 9k30HaMu (MeHee 200 1.H.)
[0 JUIMH, U3MEPSEMBIX AECATKAMM THICAY ILH. U
JOCTHUTAIOIINX B OTAEIBHBIX Citydasx 60 ThIC. I.H.
B 1enom y HaceKOMBbIX, ITHI] U MIICKOTIUTAIOIINX

T'eH CPEJIHEro pa3Mepa NPUMEPHO B 5 pa3 JIIMHHEe
coeit mPHK.

Kak npaBuio, odueHs OGoiblIne TE€HBI CBOUMHU
pasMepaMu 00si3aHBI UMEHHO WHTPOHAM, W UX
JUIMHA HUKAaK HE CBSi3aHa C BEJIMYMHOU KOAMpYye-
MOTO TPOAYKTa. Y BBICIINX 3YKapPUOT OTCYTCTBY-
€T KOPPEeISAIUs MEXIY pa3MepoM TreHa, JNITUHOU
mPHK u konuyectBom sk30HOB. Pazmep rena B
MIEPBYIO OYEPEb 3aBUCUT OT JIJTHHBI €T0 HHTPOHOB.
Tax, ren C9 (oH KOIUpPyeT OUH U3 KOMITIOHEHTOB
CHCTEMBI KOMITJIEMEHTAa) U Y YeJIOBEKa, H y PHIObI
¢yry comepxut 11 romonorn4Heix 3x30H0B. [Ipn
aTOM pasmep rera’y gyry 2 200 1.H., a y yermoBeka —
90 000 m.H. OOBACHIETCS 3TO TEM, YTO CPETHUI
pasMep HHTPOHA B 3TOM TeHe y pbIobl 105 m.H., ay
gyenoBeka — 3 365 n.H. [Ipenmnonaraiot, 4To AuHA
WHTPOHOB MOXKET UIpaTh ONpPEIEICHHYIO POJb B
PETYJSIIMK SKCIPECCUH COACPKAIINX MX T'€HOB,
KOTOpasi 3HAYUTEILHO CIOKHEE y YelOBeKa, YeM
y pbIObl. PazMep u 4mCIIO HHTPOHOB B T€HOME

3’-koHel,
MHTPOHA

Puc. 12. TpaHc-crnalicuHr y TPUIAHOCOMBIL.
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YeJloBeKa B pacyeTe Ha OJIUH T'eH OoJiblIe, YeM Y
Jr000T0 APYroro ;KUBOTHOTO.

Cy1ecTByeT ABe TOUKH 3pEHMSI Ha TPOUCXOXK-
JIEHUE WHTPOHOB H, COOTBETCTBEHHO, Ipolecca
CIUTAliCHHTa — THIIOTE3Bl TaK HA3bIBAEMBIX «paH-
HUX UHTPOHOB» U «IO3HUX WHTPOHOB». ['mrmo-
Te3a «PaHHUX WHTPOHOB)» MpEAINoaraeT, 4To Ha
CaMbIX paHHHMX CTYIEHSX BOJNIOLUHU Ooyiee Win
MEHEE CIIy4allHO BO3HUKAJIHU OJMIOHYKJIEOTH]IBI,
YacTh LENU KOTOPBIX OKa3blBajach CIOCOOHOM
KOIMPOBATh OJIUTONENTH], a OCTalIbHbIC HYK-
JCOTH bl OBUTH «TMIIHUMUY. [Ipu 0O0bequHEHNH
TaKUX HEOONBIINX «IIPOTCHOB» HEKOAMPYIOLIHE
MOCJIEI0BATENbHOCTH U JIajll Hadyajao MHTPOHaM.
BrnocnencTBun mpokapuoThl H30aBUIKMCH OT 3TUX
0aJUIaCTHBIX YYacTKOB, YTO J1aJI0 UM IIPEUMYIIe-
CTBO — KOMITAaKTHBI T€HOM, DKOHOMHIO PECYPCOB
¥ BPEMEHH TIPH €r0 PETINKAHX. Te IPOKaproTHI,
KOTOpBIE JIaJIM HayaJlo 3yKapruoTaM, CKopee BCero,
apxeu, COXpPAHWUIN MHTPOHBI, KOTOPbIE BIIOCIE-
CTBUM NPHOOPEIN MHOTHE MOJe3Hble (DYyHKUHU:
Y4acTHE B PETYISIMH YKCIIPECCUU TE€HOB, aJIbTep-
HATUBHBIN CIJIAaHCUHT.

CornacHO BTOpOH T'UMOTE3€, HHTPOHBI OBLIN
npuoOpeTeHbl MPOKApUOTaMH MPHU BHEIPEHUU
MOOMIBHBIX PETPO3JIEMEHTOB. Brocnencreun
3TU PETPOMHTPOHBI OKAa3aJUCh B dyKapHOTHYE-
CKHX KJIETKaX B COCTaBE T€HOMOB MHUTOXOHJPHH
W IIACTU[. Y BBICIIUX DYKapHOT B Pe3yibTare
M3BECTHOTO TpoOIllecca MepeHoca MUTOXOH/I-
pHUaIbHBIX TEHOB B SIIPO HHTPOHBI OKA3aJIUCh U B
saepHoM reHoMme. [Ipu aTom umu ObuTa yTpadeHa
CHOCOOHOCTh K KOAWPOBAaHHUIO OOpaTHOM TpaHc-
KpHUITa3bl U dHAOHYKIEa3bl. OyHKINOHAIbHBIE
y9acTKH, HEoOXOMUMBIC I CIUTaliCHHTa, OBLITH
NepeMeneHb! B IPyrue MecTa reHoMa 1 Jajid Ha-
yaJio ManbIM simepubiM PHK, koTophIe cocTaBIsIIOT
OCHOBY CILIAWCOCOM. B moib3y 3TOW TMIIOTE3bL
TOBOPUT OOIIHOCTh MEXaHU3MOB CIUIAHCHUHTa
pPa3HBIX THUIOB, KOHCEPBATUBHOCTH KOHIIEBBIX
Y4aCTKOB MHTPOHOB.

ITo-Buaumomy, uHTpOHBI TpaHcnopTHbIX PHK
JIPOXKKEH HEpOJICTBEHHBI OCTaJIbHBIM HHTPOHAM.
He uckiroueHo, 4To OHM UMEIOT APYTO€ MPOUCXOK-

ACHUC, BOBMOKHO, COOTBETCTBYIOIICC T'MIIOTE3C
«PpaHHUX UHTPOHOBY».

3AKIFIOYEHUE

[IpencraBnenust 0 ponu Tak Ha3bIBAEMON «HE-
xoqupytomer JIHK» 3a mocnennue 20 et mpe-
TEpIeNN CyIIeCTBEHHbIE U3MEHEeHUsd. VHTpoHBI,
y4acTKH, paHee cuuTaBiiuecs «mycopHoin JJTHK»,
KaK OKa3aJloCh, UIPAIOT CYIECTBEHHYIO POJb B
MOJIEKYJISIPHBIX MEXaHM3MaX pealn3aluy [€HEeTH-
yeckor nH(popmanuu. Tak, OKOJIO TIOJTOBUHBEI W3-
BecTHBIX MUKpOPHK (miPHK) mnexonurarommux,
YYacTBYIOIIMX B PETYISIIIMM DKCIPECCUN TEHOB,
KOZIUPYETCsl B MHTPOHAX I'eHOB OesikoB. CTasio sICHO,
YTO CIUIAHCHHI — SIBJICHHE, CBOMCTBEHHOE BCEM
IpyIIaM OpraHu3MOB, BKJIIOUasl IPOKApPHOT, KOTO-
PBIM J10 HEJTABHETO BPEMEHH OTKa3bIBAIIN B HATTMINHU
3TOTO Mpolecca. VccnenoBanus MOKa3bIBAIOT, YTO
WHTPOHBI, PETPOTPAHCIIO30HBI U PETPOBUPYCHI (HH-
JIOTCHETUYECKH CBSI3aHbI IPYT C IPYTOM H SIBIISIFOTCSI
HEOTHEMJIEMOH YacThiO €IMHOTO KUBOTO MUPA.

Oco0eHHO BEIWKO 3HAYCHHWE WHTPOHOB U
CILJAMiCHHIa JUIs BBICIIMX 3yKapuoT. M3BecTHO,
YTO yBEJIMYEHHE KOJIMYECTBAa T'€HOB B I'€HOME
OTpaHUYMUBAETCSI PE3KUM YCIOKHEHHEM CHCTEM
perymsiuuy. Bo3HUKHOBEHHE aJIbTEPHATUBHOTO
CITaiCHHTa [T03BOIMIO OOOWTH 3TO OIrpaHUYCHUE
MIyTeM YBEIUUCHHUS pa3HooOpaszus OenakoB 0e3
YBEIMYEHHSI KOJMYECTBA TEHOB. DTO 3HAYUTEIHHO
pacIIMpUIIO 3BOJIIOIIMOHHBIE BO3MOKHOCTH MHO-
TOKJIETOUHBIX 9YKapHOT, TO3BOJIMB CO3/1aTh HOBbIE
YPOBHH PEryJisiiiy 3KCIPECCHH T'CHOB.
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