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BBEAEHUE

Buenpenue B 6uosoruto B cepeaune XX BeKka HOBBIX (PHM3UUYECKUX U
XUMHUYECKHUX METOJIOB UCCIIEIOBAHUS, B YACTHOCTH, PAAUOU30TOIHBIX MeE-
TOJOB, PEHTTEHOCTPYKTYPHOI'0 aHaIn3a, XpoMmaTtorpaduu, snekrpodopesa,
IPaJMEHTHOTO BBICOKOCKOPOCTHOTO IEHTPUPYTUPOBAHUS, CIIOCOOCTBOBA-
J0 TyOOKOMY M TOYHOMY HU3YYEHHUIO CTPOCHHS M (DYHKIUN OTIAEIBHBIX
KOMIIOHEHTOB JKMBOM KJIETKU HAa CYOKJIETOYHOM M MOJEKYJISIPHOM YPOB-
Hsax. Pacimmdposka crpykrypsl JHK (®pencuc Kpuk, xeitmc YorcoH,
Mopuc Yuiakuae, 1953) sBunach peBotonueld B MOJICKYIISIPHON OMOJIOTHH
Y MIPEJIBOCXUTHUIIA IEPUOJ BaXKHEHIITUX OTKPBITUNA ¢ OOLIMM HANpaBJICHUEM
— (popMupoBaHUE TIPEJCTABICHUN O CYIIHOCTH KU3HHU, O MPUPOJIE HACIE/I-
CTBEHHOCTH M M3MEHUYMBOCTH >KUBBIX OpraHu3mMoB. OZHUM U3 CIEACTBUI
cozmanust moxaenu JIHK crama pacmmdpoBka Te€HETHUYECKOro Kojaa —
MPUHIMIIA 3aMKCH reHeTudecko mHopmanuu B kietke (Mapmamn Hu-
penoepr, 1968).

[Tocne pacumpoBKY T€HETHYECKOTO KOAA W OMPEACTICHUS TPUHITU-
na 3aluCcy FeHeTHYeCKOW MHMOpMAIUK yUYEHBIE 3ayMaJINCh HaJl TeM, Ka-
KUM 00pa3oM ocyuiecTBisgeTcs: nepenoc nnpopmanun ¢ JJHK Ha Genok.
UccnenoBanus B 3TOM 0071aCTH 3aBEPIIMIINCH OMMCAHUEM MOJIHOTO MEXa-
HU3Ma peaju3aluy FeHEeTUYECKO MH(pOpMaINK, BKIIOYAIOIIETO JIBa 3Ta-
na: TPAHCKPUIIMIO U TpaHcsiuuio. [locTenenHo pa3padaThiBaIuCh CXEMBbI
MEXaHU3MOB PETYJISIIUM T'€HOB y TIPO- U 3YKAPUOT, YEMY CHOCOOCTBOBAIIO
YCTAHOBJICHUE TPEPBIBUCTON CTPYKTYPhl HEKOTOPBHIX T'€HOB W OIKMCAHUE
MexaHu3Ma cruiaiicunra. Ilpousonuio cmenieHne ¢Gokyca T€HETHUECKUX
UCCIIeIOBAaHUI ¢ 00BEKTOB KJIACCHYECKON T'€HETHKHU (PacTCHHUS U JKHBOT-
HbIC) Ha 00JIee MPOCThIe POPMBI KU3HHU — MPOKAPUOTHICCKUE OPTaHU3MBI,
YTO TMOBBICHJIO Pa3peIIalNIy0 CIIOCOOHOCTh U TOYHOCTh T'€HETHYECKOTO
ananuza. [lox BausiHMEM mporpecca B U3YUYECHHHM CTPYKTYPhl U (PYyHKIIMU
T€HOB Y YUYEHBIX BO3HUKJIA UJES MAHUIYJALMU UMH, B NIEPBYIO OUYEPElb,
nyTeM MEepeHOoCa TeHOB W3 KIETKM B KIETKY. Tak MOSIBUJIOCH HOBOE
HaIlpaBJICHHUE HAyKH — TeHHAs WHKeHepHus. Yike B Hadanme /0-x romoB XX
BeKa OBUIM MOJYyYEHBI MEPBBIE PE3YJbTaThl IKCIIEPUMEHTOB B 001acTH
T€HHOM MHXXeHepuu. B 3ToT xe mepuoj ObUIM HAaYaThl PaOOTHI MO CEKBE-
HHUPOBAHUIO TEHOMOB Pa3HBIX OMOOOBEKTOB, HAUMHAs C OaKkTeprodaros u
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3aKaHYMBAas YEJIOBEKOM.

3a CBOIO HEAOJTYI0 HCTOPUIO MOJIEKYJISIpHAsl T€HETHUKa JIOCTHIJIA
3HAYUTEIBHBIX YCIIEXOB, PACIIUPUB MPEACTABICHUS O MPHUPOJE HACIE.I-
CTBEHHOCTH M H3MEHYMBOCTH, W TpaHchopMupoBasach B BeAyIllee U
HanOoJiee OBICTPO pa3BUBAIOIIECECS HalpaBaeHUe Ouooruu. Jis pemeHus
MPaKTUYECKUX 3a/1a4d, B TOM YHCJIE B 00JIACTH T€HHOW MHKEHEPUU U MOJIe-
KYJIIPHOW MEIUIIUHBI, pa3padaThIBAIOTCA paIlMOHAIBHBIE CIIOCOOBI aKTHB-
HOTO BO3JICUCTBUSI HA BHYTPUKJIETOUHBIE MPOIECCHl OMOCUHTE3a OMOTIOTH-
YECKHM BXKHBIX BEIIECTB, a TAKXKE HAIMOJIEKYJSPHBIX CTPYKTYP, BILUIOTH J10
CYyOKJIETOUHBIX 3JIEMEHTOB.

B HacTosiieM y4eOHOM OCOOMHU pacCMaTpUBAIOTCA (PyHIaMEHTAIb-
HbIC TPUHIIUIBI XPAaHEHHUS, BOCIPOM3BEICHUA, TEepeayll U pealu3aliuu
HaclieIcTBeHHOW uH(opmMaruu B kieTke. IlpencraBiena uHdopMamus o
CTPOCHHMHM HYKJIEUHOBBIX KHCJIOT, OMHCAHBbI AKCIEPUMEHTHI, JOKA3bIBAIO-
e posib JJHK u PHK B xpanenuu u nepenade HaciaeJCTBEHHON MH(OP-
MalliH; 0XapaKTepU30BaHbl OCHOBHBIE ATAIlbl IKCIIPECCUHU T€HOB; OMMCAHbI
0COOCHHOCTH PETYJISIIIYA TeHETUYECKON aKTUBHOCTH Y MPO- U SYKapUOT Ha
YPOBHE TPAHCKPUIIIIUU, TPAHCISAIUU, TOCTPAHCIAIIMOHHON MOAUGBUKAIIIN
O€JIKOB, a TAKXKE AMUTCHETUIECKUE MEXAHU3MbI PETYJISIINH.

B KoHIIe KaXa0ro paszaena MpUBEICHBI BOMPOCHl U TECTOBBIEC 3ajia-
HUS JIJI1 KOHTPOJIS 3HAHUM TPU CAMOCTOSITEILHON IOJTOTOBKE; B KOHIIE
y4eOHOTO MOCOOUs MPECTABIEH CIIUCOK JIUTEPATYpPhl JJIs1 TOTYyUYECHUS J0-
MOJIHUTEIbHOU MH(OPMALIMH TI0 PAaCCMAaTPUBAEMBIM pa3jieiiaMm.

YuebHoe nocoOue MpeHa3HauYeHO JJIsl CTYJIEHTOB MEIUIIMHCKUX BY-
30B, OCBAMBAIOIIMX OCHOBHBIC OOpa3oBaTEIbHBIC MPOrPaMMBbl CHCIHAIIN-
teta «JleueOnoe aeno», «Ilemuatpusi», «Ctomaronorusy, «MeauuuHCcKas
onoxumus», «MenuiuHckas onodpuszukay, «MeauuuHCcKass KHOEpHETHKAY,
«Meauko-npoPpuaakTUIECKOe MeJIO», a TakKe OpJAMHATOPOB, Bpauel u
MPOBU30POB PA3IUYHBIX CHEIUATBHOCTEH, MOBBIIAIOIINX KBATU(PUKAIIUIO
o BOIpocaM OO0IIel, MOJIEKYJISIPHOM, METUIIMHCKOW U J1abOpaTOpHOM Te-
HETUKU B pPaMKax HEMPEpPHIBHOTO MEAUIIMHCKOTO M (hapMaleBTUYECKOTO
00pa3oBaHUsI.



PA3JIEJI |

POJIb THK B XPAHEHUN U IEPEJAYE HACJIEA-
CTBEHHOU UH®OPMALIUAU

1.1. AcTopusi OTKPBITUS Y U3yYEeHUS HYKJIEHMHOBBIX KHCJIOT

HyxkienHoBbIE KHCIOTHI OBUTH OTKPBITHI B
1869 r. mBeinapckum pusznosorom @puapu-
xoM Mumepom (1844-1895). B 1o Bpems .
Mumep pabdortan B I'epmMaHuu ¥ IPOBOJIMII HC-
CJIEJIOBaHUS XHMHUYECKOI'O0 COCTaBa KUBOTHBIX
KJIETOK, a B Ka4eCTBE OOBEKTa JJIsi M3YUCHHS
HCIOJIb30Ba JICUKOLUTHI. /{11 TOro 4To0n! mo-
Jy4aTh MaTepual IS UcclieqoBaHus, Muiiep
3apy4nIICsl COTPYITHUUECTBOM C BpadyamMu MeECT-
HOIO XHUPYPrUYECKOro TOCIHUTANSA, U T€ CTalu

{
\
JIOCTaBJIATH €My B JJAOOPAaTOPHUIO MCIIOIh30BaH-
HbIE TEPEBS30YHBIE MaTepHasbl, CHATHIE C @punpux Mumep
THOMHBIX pPaH TMAIlMEHTOB. YUYEHBIH OTMBIBAJI JICHKOIIUTHI C IMOBSI30K (ITO
OonpIlel YacTH sApa KIETOK) M BBIACTSUT M3 HUX OCNKH JJIS UCCIIeI0Ba-
Hus. B nporiecce paboTel Muiiiep 0OHapyX ujl, 4TO KpoMe OEJIKOB B pac-
TBOpE MPUCYTCTBYET «HEHU3BECTHOE BEIIECTBOY», KOTOPOE MPH IMOIKHCIIEC-
HUW pacTBOpa BBHIMAAATIO B OCAJOK B BHJIE OCNIBIX XJIONBEB WM HUTEH, a
Py TOJIIETaYMBAHUM CHOBA PAaCTBOPSIIOCH, YTO CBHJIECTEIIHCTBOBAJIO O
€ro KHUCIIOTHOM XapakTepe. MUIep yCTaHOBWJ, YTO BBIJACICHHOE UM Be-
IIIECTBO B CBOEM COCTaBE COJCPKHUT OOJIBIIIOE KOJIUUECTBO a30Ta U docdo-
pa. [TockonbKy B TO BpeMs O MOJOOHBIX CyOCTaHIIUSIX HUYETO HE ObLIO M3-
BeCTHO, Opuapux Muiep npumen K BbIBOAY, YTO OH OTKPBLI HEKOE HO-
BOC BEIECTBO, KOTOPOE Ha3Bal «HYKJIEHMHOM» (0T JlaTuHCKOro nhucleus —
SIPO).

Ha momeHT, korga Muiiep COBEPIIMII CBOE OTKPBITHUE, O 3HAYEHUE
a]lpa B KJIETKE HUYErOo He ObLIO M3BECTHO, OJIHAKO 3a MOYTH TPU TojJa 10



OTKPBITUSI HYKJIeWHA, B 1866 r., HEMeIKuil eCTeCTBOUCTIBITATEeNb JPHCT
['exkenpb BhICKA3all MPEANON0KEHHE O TOM, YTO SIAPO OTBEUAET 3a nepesa-
Yy HACJEJACTBEHHBIX NMpPU3HAKOB. BepHyBmuch B [lIBenuapuro, @puapux
Mutiep npoAoSKII UCCIIEIOBaHUS HYKJIEHHA, BBIACISAS €ro U3 MOJIOK JIO-
cocEBbIX pri0. B crathe 00 0OHapy)eHHUU HYKJIEMHA B MOJIOKaX, OmyOsu-
KoBaHHOUW B 1874 r., Murep nucal, 4To 3TO BEIIECTBO SBHO CBS3aHO C
MPOIIECCOM OIIOAOTBOpeHUs. OHAKO OH OTBEPr MBICIhL O TOM, UYTO B
HYKJICMHE MOKET OBITh 3aKOJAMpPOBaHA HACIEACTBEHHAs MH(MOpMAIUS: CO-
€IMHECHHE Ka3aJIOCh €My CJIHIIKOM MPOCTHIM JJI XpPaHEHHUsS BCETO Pa3HO-
o0Opa3us HacIeACTBEHHBIX MTPU3HAKOB.

B 1879 roay k u3ydenuto oTkpeiToro ®. Mumiepom coenuHeHuUs
NPUCTYIHI HEMEIKUK OMoXuMuK u pusunosor Aabopext Koccean (1853—
1927). B cBoMX HUCCIICZIOBaHUSX OH MPHUIIENT K BBIBOJY, YTO HYKJICHH CO-
CTOUT M3 OEJKOBOTO W HEOEIKOBOTO KOMIOHEHTOB. OH pazfenusl 5Tu
KOMIIOHEHTBI U U3Y4HWJI COCTaB OENKOBOM M HeOenkoBor yacteit. Koccenb
BIICPBBIC OIMKCAT OCHOBHBIC OCNIKH siipa — TMCTOHBI, U3YYHJ CBOWCTBA U
pacmpocTpaHeHue ux B npupoje. MiM ObuTM OTKPBITBI aMUHOKHCJIOTA TH-
CTUAVH U TUPUMHUIUHOBBIE a30TUCThIE OCHOBAHUS TUMUH M LIUTO3HH, Pa3-
paboTaHbI CIOCOOBI MOTYYCHHUS U METO/IbI KOJTMYECTBEHHOT'O ONpeIeICHUS
rekcoHoBbIX ocHOBaHui. B 1910 r. AnsOpexty Koccenro Obuta mpucyx-
nena HobGeneBckas mpemust mo Gpu3HOIOTUN U
MEIUIIMHE 33 «BKJIAJ B H3YyYCHUE XHUMHH
KJIETKH, BHECEHHBIM MCCIICIOBAaHUSIMHU OEIIKOB,
BKJIFOYasi HyKJICHHOBHIE BEIIECTBAY.

B aTuX wuccienoBaHUSX TakKe MPUHH-
MaJl y4aCTHE HEMEUKUUA XMMHUK IMWIb I'ep-
vMan ®Oumep (1852-1919). B 1897 rony
Ommte Ouiep BIEPBBIC BBIASIUI JPYTrUe OC-
HOBHBIC KOMIIOHCHTBI HYKJICHHOBBIX KHUCJIOT —
ypUHOBBIC a30TUCTHIE OCHOBAHUS aJICHUH U
ryannH. B 1902 r. ®umepy Opina BpydeHa

HoOeneBckast mpeMusi 0 XUMHM «B Ka4eCTBE
MPU3HAHUS €T0 O0COOBIX 3aCiyT, CBS3aHHBIX C Imuasb 'epman Ounrep
DKCIEpUMEHTAMH 110 CUHTE3Y BEIIECTB C Ca-



XapUIHBIMU M TyPUHOBBIMH TpynmaMuy». Takum obpa3oM, k koHIty XIX B.
OblIa OTKpBITA OOJIbIIAS YAaCTh OCHOBHBIX KOMIIOHEHTOB HYKJICHHOBBIX
KHUCJIOT.

Kak u3BecTHO, CyIIECTBYIOT JBE PA3HOBUIHOCTH HYKJIEHHOBBIX KHC-
not: nezokcupudbonykienHoBas (JJHK) u pubonykinennoBas (PHK). Pa3-
YU B Ha3BaHUAX 00yCJIOBJIEHBI TeM, uTo Moiiekyna JJHK coxepxur ca-
xap Je3okcupu6o3y, a monekyia PHK — pubo3y.

B 1909 roay pycckuii OMOXUMUK
®amear AponoBuu JleBun (1869-
| 1940) BnepBele BbLIETHI M MAECHTH(U-
| nupoBan caxap D-pu0o3y, KOTOpBIH
ompenenser crnenuduKky MepBOro THUIMA
HyKJIeMHOBBIX KUCI0T — PHK. 1 Tonpko
noutu 20 net cmycts B 1930 r., mocine
CEepUU HEMPEPHIBHBIX W HEYJIAYHBIX IO-
nbITOK JIEBUHY yAaloch BBIJICIUTh U
UIECHTU(PULIHUPOBATh J1€30KCUPUOO3Yy —
caxap, ONPEHCHSAIOMIMK BTOPOU THII
HYKJIEMHOBBIX KucnoT — JJHK.

Onupasich Ha PE3yJabTAThl U OTIBIT,

®amens APOHOBHY MOJIydeHHBbIE B Jlabopatopusx  A.

JleBuH Koccens u O. ®umepa, JleBun momnoJi-

HWJI TIPEJACTABICHUE TOM, YTO HYKIICH-

HOBBIE€ KHCIIOTHI SIBJISIFOTCSI MOJIMMEPAMU, 00pa30BaHHBIMU U3 MOHOMEPOB

— HYKJIEOTHJIOB, B COCTAB KOTOPBIX BXOJST MyPUHOBBIE OCHOBAHUS — aJie-

HUH Y TYaHWH, U TUPUMUJIMHOBBIE — THMUH, LIMTO3UH U ypauwi. MeTtogom

MSITKOTO THAPOJIN3a HYKJIEUHOBBIX KHUCJIOT OH BBIAEIWI HYKJICOTHUIBI U C
MTOMOIIBI0 METHJIMPOBAHUS ONPEACIUI U ONKCAT UX CTPYKTYPY.

Jlo 1930-x romoB cymiectBoBajgo MHeHHE 0 ToM, 4To JIHK xapaktep-

Ha TOJILKO JUIs )KUBOTHBIX, a PHK — s pactenuit, nockonbky JIHK Oblna

BBIJICJICHA U3 TUMYycCa TeJieHKa (TUMOHYKJIenHoBas kucnota), a PHK — u3

TP OKAKEM.



B 1934 roany coBeTckuii Ouojor u OHo-
xumuk Amnapein Hukosaesuu benozepckmii
(1905-1972), paboraBimii Ha Kadeape OHOXH-
Mun pacteHuit MI'Y, BrepBbie OOHapyX U
JHK B knerkax pacrenuu. Ilonyuennsie A.H.
benozepckum pe3ynbTaThl MO3BOJHWIM OTBEPT-
HYTh JICJIEHUE HYKJIEMHOBBIX KHUCJIOT HA <«KH-
BOTHBIC» U «PACTUTEIbHBIC» U YTBEPAUTH
npejcTaBieHue 00 YHUBEPCAIBLHOM pacIpo-
crpanennu JJHK kak B paCTUTENbHBIX, TaK U B

KUBOTHBIX KieTkax. M3ywas Oaktepum, A.H.
beno3epcknil OTMETHI BBICOKOE COJIEPKAHUE B Amnnpeii Hukonaesu
MX KJETKaX HYKJIEWHOBBIX KHCJIOT, COCTaBIISI- Besiozepckuii
romux 10 30% oT cyxoro Beca, B OTJIMYHUE OT

BBICIIUX OpraHu3MoB. PaboThl MO HM3y4YEHUIO HYKJICOTHJIHOTO COCTaBa
JIHK u PHK y OakTtepuil nmociykujid Ha4ajloM MHOTOYMCIIEHHBIX HUCCIIE-
JOBAHUM COCTaBa HYKJIEMHOBBIX KHCJIOT y JAPYTUX OPraHU3MOB — aKTHHO-
MHUIIETOB, TPUOOB, BOJOPOCIIEH, BBICIIINX PACTEHUM.

B 1950-1953 rr. amepukanckuii Ouoxumuk IpBuH Yapradd
(1905-2002) mpoBo1uIT UCCIIEIOBaHUS 10 U3YYCHHIO XUMHUYSCKOTO COCTa-
Ba U CTPYKTYPhl HYKJIEUHOBBIX KUCIOT. Yapradd BbIACISAT HYKICHHOBBIE
KHUCJIOTBl U3 Pa3HbIX OMOOOBEKTOB U OMpe/e-
JISIT KOJTMYECTBEHHOE COJIEPKAHUE a30TUCTBIX
OCHOBaHMH, BXOJIIMMX B X cocTaB. IM ObI-
JI0 YCTAHOBJIEHO, YTO COOTHOLIECHUE Aa30TH-
CTBIX OCHOBAaHHM XOTA W OTJIMYACTCS y pas-
HBIX OpPraHU3MOB, HO BCErja KOJWYECTBO
anennHa B mojekyie JIHK paBHOo komuue-
CTBY TUMHHA, a KOJWYECTBO I'yaHHMHA PaBHO
KOJIM4eCTBY 1uTO3MHAa. Kpome Ttoro, Yap-
radpd nmokazan, yuro [JHK oOnamaer BugoBoi
creuu(pUUHOCTHIO, U OTBEPT TUIOTE3BI O CY-

IIECTBOBAHUW  MHOTHX  Pa3HOBUIHOCTEU

JpsuH Yapradd

JAHK. 3akoHOMEPHOCTH, OTpakarolIne KOJIH-



YECTBEHHOE COOTHOUICHUE a30TUCThIX OCHOBaHuM B Mmosekyne JIHK nomny-
YuIM Ha3BaHue «mpasuia Yapradda». B nanpHeleM 3TUMuU paBUIaMu
Bocnojib3oBaiuch dpencuc Kpuk m [xxeiiMc YOTCOH mpu ONpeacIcHUU
ctpyktypsl JJHK B Buae 1BoMHON cimpanu.
B 1953 romy Hukeiimc -, /= @"

Yorcon (1928) u dpencuc S
Kpuk (1916-2004) o6ocHo-
BaJd CYIIECTBOBAHUE JIBOW-

Hou crimpaiiv JIHK u BnepBbie
MPEUIOKWIA  MOJEIb MOJIE-
KYJIbI, KOTOpast OOBSCHHUIIA BCE
¢dakThl, 00yCIOBICHHBIE MPO-
CTPAHCTBEHHBIM  PACIIOJIOXKE-
HUEM aTOMOB M HaJW4YHhEM
XUMHUYECKUX CBS3CU MEXKIY

Hxeitmc Yorcon u Ppencuc Kpuk

HuMHU. Moaenb HarJsgaHo Jie-

MOHCTPHUpOBAJIA TO, KAKUM 00pa3oM MOJIEKyJa IMepeaaeT nHpopmanuoo u
BOCTIPOU3BOJUT cama ceOsi. [1o cyTu, ObLT OTKPHIT CIIOCOO 3amuCH U BOC-
MPOU3BEJCHNUS] T€HETUYECKOW HMH(POpPMALMM HAa MOJEKYJISIPHOM YpPOBHE.
Jxenmc Yorcon nu @pencuc Kpuk BbIIEIMIN JBa OCHOBHBIX CTPYKTYP-
HbIX cBorcTBa JIHK: ee nBycnupaibHOCTh U KOMIUIEMEHTAPHOCTh — COOT-
sercTBue ueneu JJHK apyr npyry.

B ocnoBe otkpeitus [l. Yorcona u ®@. Kpuka nexanu pe3yiabTaTsl
peHtreHocTpykTypHoro ananusa JJHK, monydyennsie yuensivu Mopucom
Yuakuacom (1916-2004) u Pozamunmoii ®@pankaun (1920-1958). P.
dpaHKJIMH U3BECTHA B OOJIBIIICH CTEIICHU CBOSH pabOTOM Haj MOIydeHUEM
pentreHorpamm ctpyktypsl JJHK (puc. 1).

Puc. 1. Penmeenocpamma 6010K0H Hampuegou
conu mumycnou J[HK & B-¢hopme, nonyuennas
Pozanunooi @panxnun (onyoruxosana 6 1953
200y 6 oicypuane «Naturey:  Franklin R.E.,
Gosling R.G. «Molecular Configuration in
Sodium Thymonucleatey).
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CnenaHHbIe €10 CHUMKHU OTJIMYAIUCh 0COOON YETKOCTHIO U MOATOTO-
BWJIM MOYBY ISl BEIBOJIOB O cTpykType JAHK, canenanneix [. Yorconom n
®. KpukoMm. 1953 roa cumraercst JaTON CTAaHOBJIEHUSI HOBOW OHOJIOrHYe-
CKOM HayKH — MOJIEKYJISIpHOUM Ouosioruu. B cBOI0 ouepeqb OHA 3alloxkKuia
OCHOBY BO3HHMKHOBEHHMS MHOTHX CaMOCTOSITEJIbHBIX HAYYHBIX JWCUUIUINH
— MOJIEKYJISIPHOM TE€HETUKH, IMTOT€HETUKHU, TEHHON UHXeHepuu u ap. Ot-
KpPBITHE CTPYKTYpbl U MexaHu3Mma (ynkiuonuponanus [IHK B kauectBe
HOCHUTEJISI HACIEICTBEHHOW MH(OpMaIMy sIBUJIOCh HA4ajoOM COBPEMEHHO-
ro 3Tara B U3y4YE€HUH HYKIIEMHOBBIX KHUCIIOT.

1.2. loxka3zareancTBa pouau JIHK B XxpaHeHun u nepeaaue
HACJICJACTBEHHOU HHPpOpMaAUU

HyxkiienHoBbIE KUCIOTHI ObLTHM OTKPBITHI B XIX Beke, 0JHAKO J0AT0e
BpeMs uX Ouojornueckas (yHKIHUS ocTaBajgach HEBbIsACHEHHOU. Cyiiie-
CTBOBAJIO MHEHHUE, YTO HYKJIEHHOBBIE KUCIIOTHI SIBISIOTCS OJHON U3 (Hopm
nenonupoBanus Gocdopa B opranusme. Jlaxke B Hauane XX Beka MHOTHE
ouosioru cuutanu, yto JJHK He mmeeT HHUKAaKOro OTHOIICHHUS K HacCeI-
CTBEHHOCTH, TMoJiarasi, YTO CIHUIIKOM MPOCTHIE MO COCTaBY M CTPOEHUIO
mozekyJbl [JHK He MoryT Hectn nHpopManuo o KOJIOCCATBHOM Pa3HO00-
pa3uu OpraHuvYecKoro Mupa. Tem HEe MEHEe, B HAYYHOM MHUPE BO3HUKAIHU
MPEAION0KEHUs 0 pupoae (HakTOpoB HaclenACTBEHHOCTH. Hanbosee Be-
POSITHOM B Iepenave HacleACTBEHHBIX NMPU3HAKOB paccMaTpUBAIaCh POJib
O€JIKOB, MOCKOJIBKY B3aUMOCBSA3b OCJIKOB M MPU3HAKOB ObIJIa OUEBUIHOM.
Oo6napyxenue JIHK He TONbKO B KJIeTKax )KUBOTHBIX, HO PaCTEHHUM 1 OaK-
TepHil ciocoOCTBOBAJIO O0JIee IITyOOKOMY HMCCIIEAOBAHHUIO €€ POJIH B o0ec-
MEYEHUH HACJIEJCTBEHHOCTH.

Hauano wuccnenoBanmii Obuto mosioskeHo B 1928 r. AHriumiickwii
Bpay, reHeTuK ®penepuxk I'puddur, padborast Hax co3qaHUEM BAKIIUHbI
MPOTUB MTHEBMOHUH, TIPOBEJ CEPUIO IKCIIEPUMEHTOB, B KOTOPBIX OBLIO 00-
Hapy>XeHO «TpaHchopMUpyIolllee Hadaio» — (akTop, KOTOPHIA IpeBpa-
man (TpaHcopMuUpoBai) HEMATOTESHHBIC INITAMMBI  ITHEBMOKOKKOB
(Streptococcus pneumoniae) B maTOreHHbBIC IITaMMBI IIPH MX COBMECTHOM
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KYJbTUBUPOBAHUH.

CyTtb skcniepumeHToB ®penepuka ['puddura 3akiroyanachk B clie-
aytomeM (puc. 2). OH uHQUIMPOBaI MBIIIEH IBYMs IITaMMaMH ITHEBMO-
KOKKOB: MEPBBIN IITaMM — MaToreHHble MHeBMOKOKkHU Tuna I11-S (ot anri.
smooth — rragkuid, TaKk KaK 3TOT IMTaMM o0pa3yeT KpyIHbIE TJIaJKUue KO-
JIOHWUYW Ha TUTATEILHOW CpeJie); BTOPOH MITaMM — HEelaTOIN¢HHBIC ITHEBMO-
kokku tuna |I-R (ot anri. rough — mepoxoBatblii, Tak KaK 3TOT IITaMM Ha
MUATATENIBLHOMN Ccpejie 00pa3yeT MeJIKKe IepoxoBaThie KOJIOoHUH). bakTepuu
tuna |l1-S umeroT nonucaxapuaHyro Karmcylsy, OHa OOeclieuuBaeT UX He-
JTOCTYIHOCTD JJ1s1 JaKTOPOB UMMYHHOM CHUCTEMBI, a, CJIEA0BATEIbHO, 00Y-
CJIOBJIMBAET MX MAaTOM€HHOCTh — y 3apPa)KEHHBIX MBIIIEH pa3BUBACTCS Ts-
Kejgas MHEBMOHMSI C JIEeTalbHbIM HCX0JoM (puc. 2b). [THEBMOKOKKHU
mramma |1-R He uMeroT 3aluTHON Kamcyibl, a, ClIeI0BaTEIbHO, HE CIIO-
COOHBI BBI3BaTh ITHEBMOHUIO Y JJA0OPATOPHBIX )KMBOTHBIX (pHUC. 2A).

¥ s 4 B . r
MUKcT-BapuaHT

1

. ~ HenaToreHHbi MaToreHHbIN lens et y !
! R-wtamm ! S-wramm e BaKkTepum | :
; naTtoreHHoro L I

G ; S-wramma : i
& 1y

MHaKTUBUPOBaHbI
— T HarpeBaHueMm

Mbilwb BbIKMBaET Mbluwb rM6HET Mbllb BbIKMBAET MblLb MMOHET, W3 TKaHu
BbIAENATCA KMBbIE

NHEBMOKOKKK 060mX
wrammos (R u S)

Puc. 2. Cxema sxcnepumenmos @. I puchgpuma
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B xone skcnepumenTa ['puddut mHakKTUBUpPOBaAT HarpeBaHUEM Oak-
Tepuu martoreHHoro mramMma ll1-S u BBoamI ux 1abopaTOpPHBIM >KHUBOT-
HbIM. MIHakTUBHpOBaHHbIe MHEBMOKOKKH |11-S (puc. 2B), paBHO Kak U Ku-
Bbie OakTepuu |1-R (puc. 2A), He BbI3bIBaJIM THOETU MBIIICH.

Heoxu1aHHBIM OKa3alduCh PE3YJbTAaThl SKCIIEPUMEHTA, B X0JI€ KOTO-
poro MbliiaMm Obljia BBEIEHA CMECh MHAKTUBUPOBAHHBIX HarpeBaHUEM I1a-
TOT€HHBIX MHEBMOKOKKOB |l1-S 1 MBBIX HEMaTOr€HHBIX MHEBMOKOKKOB
I1-R — >xuBOTHBIE MOTKMOIU B pe3yIbTaTe pa3BUBIIECICS MTHEBMOHUH, a B UX
OopraHu3Me ObUTM OOHApyKEHbI KMBbIE MTHEBMOKOKKM OOOMX THUIIOB (pHC.
2T).

B HacTosiiiee BpeMs HM3BECTHO, YTO «TPaHCPOPMHUPYIOIMIMM Hada-
aom» B akcniepumente ['puddura apmsutacs JJIHK mramma I11-S. Harpesa-
HUe yOuBasio maroreHHble OakTepuu, ogHako ux JJHK ocraBanaces Hemo-
BPEXKJICHHOW M B XOJI€ PKCIIEPUMEHTA 3aXBaThIBAJIaCh OAKTEPUSIMHU IIITaAM-
Mma II-R. B aToM 1 3akitouaercst CyTh SABJICHUS TpaHCPOPMAIIUU — TE€HETH-
YECKOr0 M3MEHEHHMS KJIETOK B pPe3yJIbTaTe BKJIIOYEHHS] B MX T€HOM HK30-
rennor JIHK. JHK Oakrepuit mramma IlI-S conmepkut rensl, kogupyto-
M€ KOMIOHEHTHI, HEOOXOAUMBIE JJIsI CUHTE3a MOJIMCAXapUIHON 000JI0Y-
ku. baktepun mramma II-R, mony4yuBiive 3TH reHbl, 0Ka3ajduch CIOCO0-
HBIMU CUHTE3UPOBATh KalcCyiy, a, CJIeI0BaTeIbHO, BhI3bIBAJI THEBMOHUIO
y MBILICH.

Takum oOpazom, @. I'pudpduUT NpeamnosoxKuna, 4TO CYIIECTBYET HEKHUI
«tpanchopMupyrommii  (GakTop», KOTOPBIA 3acTaBisieT MHEBMOKOKKOB
pEBpAIaThCsl U3 OJTHOTO IITaMMa B JPYrod — U3 HEMATOT€HHOrO B MAaTO-
reHHbid. Tounast mpupona «rpancopmupyromiero pakropa» Oblia ycTa-
HOBJIEHa B 3kcnepuMmeHTax OcBanpaa OBepu, Konmna Makneoga u Ma-
kinHa Makkaptu B 1944 1. (puc. 3). B Xozne ux sKcriepuMeHTa MTHEBMO-
KOKKH, oOpasyroniue riaaakue kojgonuu (tum I11-S), Obuin mHakTHBUpPOBA-
Hbl HarpeBaHueMm. M3 HUX ObUIa U3BIECUEHA CMECh AKTUBHBIX KOMIIOHEH-
TOB, COJEPXKAIIUX OCJKU, HYKJIEMHOBBIC KHUCJIOTHI, JIUMOMNOJIUCAXapUIb.
Cwmech ObUIa 100aBIEHA K KYJbTYpE HEMATOT€HHBIX MHEBMOKOKKOB. Jljist
MOATBEPXKACHUS TOTO, YTO NEUCTBYIONIMM HayajioM TpaHCHOopMalvM sIB-
nsiercst umenHo JIHK, no ne PHK, Genku wim npyrue KOMIOOHEHTHI KJIeT-
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KM, YUYEHbIE MPEIBapUTEIILHO 00paboTaii cMech IpoTeazaMu (TPUIICHHOM
U XUMOTPHUIICUHOM, pa3pylialolnMu Oelku) U puOoHyKIea3zon (paspy-
matonieit PHK), Ho 3Ta 00paboTka HUKaK HE MOBJIUsIA Ha TPaHCPOPMU-
pyIOLIMe CBOMCTBAa — J100aBJIE€HHWE COOTBETCTBYIOIIMX PACTBOPOB K KYJIb-
Typ€ HEMAaTOT€HHBIX NHEBMOKOKKOB  Tuma I[I-R mpuBommno k wux

MHaKTUBUPOBAHHbIX NyTem HarpeBaHUA NaToreHHbIX NHEeBMOKOKKoB Tuna IS

l

Paspgenuwnu ebigeneHHoe BelecTBO Ha Nopuuu u )

BbiAeInAu pacTBOPUMOE B BOGHO-COJIEBOM PacTBOpPe BeLLecTBO U3 )

Kaxgyto nopuuto obpabotanu pepmeHTamu

! ] l

[OHK-asa J PHK-asa J Mpoteasa

A Al A

Ao6aBunu K HenatoreHHomy |IR-lwiTammy )
: = — é ; ) : ( EZ»/
LLlepoxoBaTble KO/OHUU nagxkue KoNoHUM nagkue KonoHuun
(IR—wTamm) (IMS—wramm) (INS—wrTamm)

TpaHcpopmauum HET TpaHcpopmauyua ECTb TpaHchopmauyma ECTb

TpaHcopmaluu B maToreHHbie mraMmmsl [11-S.

Puc. 3. Cxema sxcnepumenmos O. Seepu, K. Maxneooa u M. Maxkapmu

JIuis 06pabotka JIHKazoi, paspymaromeit JIHK, npuBomuna x
paspylieHuo TpaHchopmupyromero Hadanaa (puc. 3). Takum oOpasom,
OBLJIO YCTAaHOBJIEHO, UYTO JACHCTBYIONIMM HaudalioM OaKTepHaIbHOW TpaHC-
dbopmanuu sBrusercs umenno JJHK.

B navane 50-x romoB XX Beka ObUIM OMyOJMKOBAHBI PE3YIbTAThI
HECKOJIbKMX 3KCIEPUMEHTOB, Joka3aBmux, 4to y JIHK-conepxanux Bu-
PYCOB, KaK M y OakTepui, HaclIeACTBEHHAs] HH(OpPMAIIUS TaKKe 3aKJIoUe-
Ha B JIHK (y PHK-conepxanux BUpycOB reHeTudeckass uHpopmaus 3a-
nucana B PHK). Onun u3 skcnepumeHTOB OBUT BBINIOMHEH B 1952 romy
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aMmepukaHckuMu yueHbiMU [laxomrya JlemepOeprom m Hopronom Ilun-
AepoM, OOHAPYKUBIIMMU SIBIICHUE TPAHCAYKIIUU — (POPMbI TOPU3OHTAIIb-
HOI'0 MEepeHoca I'eHOB, MPU KOTOPOM Mepe/iaya reHeTUYECKOTo MaTepuaia
OT OJHOM KJIETKM K JIPyrodl IPOMCXOJUT C IOMOIIBI0 BHpyca (B ciydae
OakTepuit — Oaktepuodara). B cBoEM 3KcrepuMEHTE OHM HCMOJIb30BATU
IBa pasHbIX InTamma Oaktepuii Salmonella typhimurium, BreI3bIBaroryx
TU(QOUIHYIO TUXOpPaAKy y Mble. bakrepun mramma 2A umenu myrta-
o H™, OJIOKUPYIOIYI0 CUHTE3 aMHUHOKUCIIOTHI TUCTUAWHA, U MTO3TOMY
HYXJaJTUCh B HEM MpHU KyJbTuBUpoBaHuU. lllTamm 22A mmen myTtaiuio
T, GioKUpYIOIIYI0 CUHTE3 TpunTodaHa, a, cCieAoBaTeIbHO, HE Pa3MHO-
KaJCs B OTCYTCTBUM 3TOM aMUHOKHUCJIOTHI B CPEAE JJIsl KyJIbTUBUPOBAHUS.
Kpome Toro, 6aktepun mramma 22A coaepkanu B cede yMEpeHHBIN ¢ar
P22 B nu30oreHHOM (pErnpecCUpOBAHHOM) COCTOSIHMM, MU KOTOPOM I'€HOM
¢dara BcrpauBaercs B JIHK Oaktepun, pernauuupyercsi BMecTe ¢ HE, HO
MPOIECC HE COMPOBOXKAACTCS COOPKON BUPYCHBIX YACTHUI] U Pa3pyIICHUEM
OakTepuabHON KJIETKU-X03auHa. [Ipu mepexose K MpOAYKTHUBHOM (aze
KU3HEHHOI0 IIMKJIa yMepeHHbIN OakTepruodar P22, pa3MHOKasICh B KIETKE
oakTepun Salmonella typhimurium, cnoco6en Bxmrovats B cBoro JJHK He-
oonbme gpparmentsl JJHK OakTepun-xo3suHa. 3apaxas HOBbIE OaKTepUH,
BUpPYC MOXeET mepenaBaTh uMm 3Tu ¢parmentsl JIHK, nmpunammexamime
OakTepuu, OBIBIICH paHee ero X03IMHOM (SIBIICHUE TPAHCIYKIIUHN).
Jlns  skcnepuMmeHTa  Oblia

ucnonb3oBaHa U-oOpaszHas TpyO- @
Ka, KOTOpass B M30THYTOM YacTH

Obla pazzesneHa OaKTepUalbHBIM

=
@

bBakTepuasibHble @
KN1EeTKKN
|~ [
)

@ fen T

Qh®»i®
) @ .

_ A \ - @

bunsTpoM (puc. 4).

X
X
¢

JilnsnposaHHaA

Puc. 4. Cxema sxcnepumenma
KNeTKa

. Jleoepbepea u H. [{unoepa

bakTepuanbHblii GuabTp
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TpyOKy 3amoiHsiu NUTaTEILHONU cpenod. B oHy MoJIOBUHY ObLIU
MOMeIIeHbI OaKkTepuu mrTamMmma 2A (¢ 6JIOKOM CHUHTE3a TMCTUJINHA, HO CIIO-
COOHBIC CHHTE3MpOBaTh TpUNTO(AH), a B APYryl0 — OaKTepUH IITaMMa
22A (c 61oxoMm cuHTe3a TpunTodana, HO conepxamue dar P22). Ilpu
TOM OaKTepHuaIbHbIE KJIETKHM HE MOTJIM MPOHUKATH CKBO3b OaKTepHUalib-
HbI QUILTP KU3 OAHON yacTu TPYOKH B JPYTyr0, a BUPYCHBIC YacCTHUIIbI
cBOOOHO mpoxoawian uepe3 ¢unbTp. [locine nHKyOauum 3THUX JBYX pas3-
HBIX IITAMMOB B TPYOKE MCCJIEA0BATEIN MTPOU3BEIN PACCEB KIETOK 000UX
mramMMoB. [Ipu pacceBe kieTok mramma 22A Ha cpeae, JIUIEHHON TPUII-
TodaHa, BOIPEKU OXKHUIAAHUSAM OBLJIO OOHAPY)KEHO HEOOJBIIOE YUCIO KO-
noHui. CrenoBaTeNbHO, HEKOTOpPbIE KIETKH MTamMa 22A mnpuoOpenu
CIIOCOOHOCTh CHHTE3UPOBATh TPUNTO(PAH U CMOTJIA Pa3BUBATHLCS B KOJIO-
HUU Ha cpejie 0e3 ATONM aMUHOKHUCIIOTHL. DTO MOIJIO MPOU30NUTH TOJBKO B
TOM ciiy4ae, eciu ¢ar, BRIIICAININN U3 KIETOK JU30T€HHOTO MmTaMmMa 22A,
MPOHUK 4Yepe3 QUIbTP, BHEAPWICS B HEKOTOPHIE KIETKH IITaMMa 2A, -
3UPOBAJ UX IMOCIE CBOETO PA3MHOXEHHUS, 3aXBAaTUB MPU 3TOM (PparMeHThI
JIHK GakTtepuit 2A ¢ reHOM, OTBEYAIOIIMM 3a CUHTE3 TpuntodaHa. 3ateM
BUpYC MH(UIMPOBAT OakTepuu mramma 22A u nepenaBai uM (pparMeHT
JIHK ¢ renom, kogupyromumM GpepMeHTbl CHHTE3a aMUHOKHUCIIOTHI TPUIITO-
daH 1 npuHAIICKABIIUM paHee mTaMmy 2A (SIBICHUE TPAHCIYKIIUN).

Jpyroil 3KCIIEpUMEHT C UCIOJIb30BaHUEM OakTepruodaros ObUT MpoO-
BenéH B 1952 romy amepukaHCKUMH TeHeTHKamMu AJjippenom Xepumu u
Maprou Yei3. DKCIIEPUMEHT MPOBOAWICA C MCHOJB30BAHUEM KYJIBTYPbI
KumeYHou manmouku Escherichia coli m mapasutupyromero Ha Heri [IHK-
coaepkatiero 6akrepuodara T2, CTpyKTypa KOTOpPOro K TOMY BpEeMEHHU
OblJIa BBISICHEHA C TTOMOIIBIO RJIEKTPOHHOTO MUKpPOCKOIA. beuto ycTaHOB-
JIEHO, 4TO OakTepruodar COCTOMT U3 OEIKOBOM 0007I0UKH (Karcuaa), BHYT-
pu KOTOpor Haxoxutcs reHernueckuit marepuan — JJHK. Lenp skcriepu-
MEHTA 3aKJII04anach B TOM, YTOOBI OMPEJETUTh KaKOW U3 3JIEMEHTOB, O€Ji-
koIl kancua unu JIHK, Bupyc nepenaer 6akrepuanbHOM KIETKE MIPU €€
nHuupoBanuu. Ha mepBom sTane HEOOXOIUMO OBLIO MOJYYUTH OaKTe-
puodaru, moMeYeHHbIE PaAUOAKTUBHBIMU MapKepamMu — H30TOMOM (oc-
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dopa 3?P (Bxmouaercs B coctas JJHK) mu6o uzoTomom cepsl *°S (BKmova-
eTcs B cOoCTaB OenKoB Karcuza). JJis 5Toro B cpejibl, Ha KOTOPBIX KyJIbTH-
BupoBauch E. coli ¢ 6akTeprodaramu, ObUTH T0OABICHBI COOTBETCTBYIO-
1€ PaJHOaKTHBHBIE U30TOIBI — >°S (puc. 5A) u %P (puc. 5b).

Puc. 5. Cxema sxcnepumenmos A. Xepuwiu u M. Yetis

[Tocne BbIpaliMBaHUs U BBIICIICHUS! PAIMOAKTUBHO-MEUYEHBIX OaKTe-
puodaroB ux A00aBIAIN K 4yuCcTOM KynbType E. COli m mo3Bomsm OakTe-
puodaram nHpuuupoBath OakTepuu. Yepes onpeaenaeHHOe BpeMs OCpe-
CTBOM PE3KOT'0 BCTPSAXUBAHUA MPOO 000710YKK (hara OTACISAIN OT MOBEPX-
HOCTH OaKTepHaTbHBIX KJIETOK, PAaCTBOPHI HEHTPUDYTUPOBATIN U OIpee-
TSI paJMOaKTUBHOCTh Ocajika (OakTepuaibHas Gpakiys) U Hagocaa04-
HOM xujkocTu (darosas ppaxuwms). Okazanoch, 4To B mpodax ¢ OakTe-
puogaramu, IOMEYEHHBIMHU cepoil S, pagrMoakTUBHON ObLIA HAaIO0CAT0Y-
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Has KUJIKOCTh, a B po0ax ¢ O6aktepuodaramu, momedeHHbIMU dochopom
32P, — ocamok. DTO CBUJIETENLCTBOBAIO O TOM, YTO MaTEPUAIOM, KOTOPBIM
oakTeprodarn uapunupyroT E. coli, spisercs nmenno JTHK, a He Oenoxk.
[IpoBeneHHBIN KCIEPUMEHT ObLT MPU3HAH OJHUM M3 PEIIaloInX JOoKa3a-
TEILCTB TOro (pakta, 4yTo reHerudeckas wHbopmanusa (uHboOpMaIuUs O
CTPYKType OenKkoB) conaepkurcs nmernHo B JJHK.

1.3. XuMHUYeCKHMd COCTAB U CTPOEHNE HYKJIEMHOBBIX KHUCJIOT

HyxkinenHoBbIe KUCIOTHI MPEACTABISIIOT COO0H MaKpOMOJIEKYJIbI, 00-
pa3oBaHHbBIC MOBTOPSIOIIUMUCSA CTPYKTypaMu — Hykjieotuaamu (puc. 6).
[To XUMUYECKOMY CTPOCHHIO HYKJIEMHOBBIC KHCJIOTHI MOTYT Pa3indyaThCA.
[ToaTOMyY MX pa3aesstoT Ha JIBE TPYIIIBI — 1€30KCUPUOOHYKICHHOBAS KHC-
nota (JIHK) u pubonyknennonas kuciora (PHK).

A3oTUCTbIE
OCHOBaHMA

LUuTo3uH NH,

B ¢

lyaHuH Q

5 NH
. ( \ /)\NH;.
N N
H

NH;  LnMTO3MH

¢ B

2 lyaHuWH

5 NH
(N \ N/)\NH) .
H

Caxapo-
AQEHUH WA bocdatHbiit HN AgeHWH
=N cKenet =N
N N
A DY, W, A
N N
N N
H H
Ypauun o o TumunH
¢ "o W
u’go Mapa N’ko
OCHOBaHWN
A3oTUCTble A30TUCTbIE
ocHoBaHuA PHK ocHoBaHuA IHK

PHK [HK

Puc 6. Cmpoenue Hykneunogolx Kuciom

B coctaB HykJIeOTHIa BXOJAT TPU XHUMHUYECKUX COCTABIISIONIMX (pHC.
7): IIMKINYECKOE a30THCTOE OCHOBaHUE (TIPOU3BOIHOC IMyPUHA MITU TTHUPH-
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MuauHa); caxap (IeHTO3a), BKJIKOYAIONMH IATh aToMoB yriepoaa (C) u
omnpejesieHHoe 4nucio atroMoB Bojaopojga (H) u xuciaopona (O); ocTaTtok
dbocdopnoit kucinotel. B cocrae JIHK menTo3a sBiasercs ne30KCHpHUO0-
30i1, a B coctaBe PHK — pu6o030ii. IlaTnuieHHOe KOJIBbIIO caxapa oopa3oBa-
HO YETBHIPbMS aTOMaMH YIJIEpPOJia M OJHUM aTOMOM KHCJIOPOJA, MATHIN
aToM yriiepoja BkiatoueH B rpynny HO-CHo.

Hykneotng
A
-~ N
NH>
DocgpamHasa N \ Asomucmoe
zpynna </

ocHoeaHue
o~ N

o=r:'—o—CH2 o) |

|
C / \C 5-yenepodHobili

INH H /I

H\\('_.—! H yanesod
1
OH

_____
- =

B B
HOC OH HOCH, O OH
///’ \\\\| é’/// \\\\|
\ / HN— 1
oH [H]
Pubosa (R=OH) Aeszokcupubosa (R=H)

Puc. 7. Xumuueckuti cocmaeg nyxieomuoa

YtoOBbl HE NOMYyCKaTh OMMOOK MPU HyMEpallud aTOMOB a30TUCTHIX OC-
HOBAaHUI U CaxapoB, MOJIOXKEHHSI aTOMOB YIJIEPOJia B MOJIEKYJIE MEHTO3bI
0003HauYeHBI IO MOPSJAKY ¢ HOMepamu U mTpuxoMm oT 1' mo 5'. Cnenyer
OTMETHUTh, YTO 0003HAYEHNE HOMEPOB aTOMOB YIJIEpOJa U UX PACIIOJIONKE-
HUE B KOJIBIIE OTHOCUTEIBHO a30TUCTOro ocHoBaHus (C-1'), OH-rpynrbl
(C-3") u ocTaTka pochopHoii kuciaotel (C-5') uMeeT BaxkHOE 3HAUCHUE, TaK
KaK MPONIECChl TPAHCKPUIIIUK U TPAHCISIIUA C MOJIEKYJ HYKICMHOBBIX
KHUCJIOT MPOUCXOJIAT BCErJa B CTPOTO OMPEJCICHHBIX HAMPABICHUSX, PU
ATOM aTOMBI yTiiepoja B IMIEHT03€ OYIyT CIYXKUTh yKa3aTeJIsiMHU HallpaBJie-
HUW JaHHBIX MpoleccoB. Tak, HampuMep, NPUCOEAUHEHUE HOBBIX HYKJIIEO-
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TUJOB B Mpolecce permkanuu B crposimenics uenu JJHK mpoucxogur k
3'-KOHIly, a HalpaBJICHHUE PeILUIMKAIMU 0003HayaeTcs Tak: 5'—3' (cM. pas-
nein 1.4. Pemukanus JJTHK)

OTauyueM pudO3bI OT J€30KCUPUOO3HI SIBIISIETCS TO, UTO B pubo3e C-
2' arom umeer OH-rpymmy (puc. 7). B Monekyie nenTo3sl B coctase JJHK
K rieppoMy atomy C-1' mpucoeIUMHEHO OJIHO U3 YETHIPEX TUIIOB a30TUCTHIX
CHOBaHWU. MypHHOBBIX (aneHuH (A) w ryanud (I)) ¥ TUPUMUIUHOBBIX
(tumun (T) u uTo3uH (11)). B cocraB monekyiasl PHK BmecTo Tumuna (T)
BXxoauT yparui (V).

[TupumMuaUHbl (TUMHUH, ITUTO3UH U ypallui) BKJIIOYAIOT B ceOs Iiie-
CTUYIEHHOE KOJbIIO, ABAa aToMa a3oTa M YeThIpe aroma yrieponaa. Bce
aTomMbl HyMepytoTcst oT 1 10 6. [luTo3uH oTiIM4aeTcss OT TUMHHA TpyIITa-
MU, TIPUCOEAMHEHHBIMU K YTIEPOIy BO 2-M U 6-M mojokeHusix. [lypunsi
(aIeHUH U TyaHWH) OPEACTABISIOT COOOW CIIOXKHBIE TE€TEPOIUKINIECKUE
COCIMHEHUS B COCTABE C MUPUMHUIUHOM M UMHUJA30JIOM, C YETHIPHMS aTO-
MaMH a30Ta U IMSTHIO aTOMaMM Yrjiepojaa. ATOMBI B COCTAaBE IeTEPOLIMKIIA
UMEIOT HyMepaluoo oT 1 10 9. AjeHuH OTaMYaeTcsl OT ryaHWHa rpynnamMu
BO 2-M U 6-M MoyIoeHuu yriepoaa (puc. 8).

nMpMMM,ﬂ,MHOBbIe a30TUCTble OCHOBaHUA

TumuH (T) LmtosuH (C) Ypauun (U)
o
o
H H Il
HSC\C/c\N/ T \Tl/ \T/
Il | H. &
P c c
c CL SN Vs ~
N . o N
a? T \\o <|:| (|; 1 | o
H H/ N . \\o H

H ApeHuH (A) lyaHuH (G)

Puc. 8. HupwwuduHoeble U nypuUHoOBble Asomucmuvle OCHOBAHUAL, GXOO}ZWI/le 6
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cocnae MoJieKyJl HYKIIEUHOBbLX Kuciom

HexoTopbie HYKJIEHHOBBIE KHUCIOTHI B CBOEM COCTaBE€ MOMHUMO Tpagullv-
oueix (A, I', T, Il u ¥Y) conepkat B HEOOIBIINX KOJUYECTBAX U JAPYTUE
a30THCThIE OCHOBAHMS, KOTOPBIE HA3bIBAIOTCS MUHOPHBIMH. MUHOpHBIE
OCHOBaHUSI — HEOOBIYHBIE M METUJIMPOBAHHBIE (POPMBI OOBIUHBIX A30TH-
cThIX ocHOBaHwmi (puc. 9). K npumMepy, KOJIMIECTBO MHHOPHBIX OCHOBaHHM
noctaTo4Ho BeicCOKO B TpaHcnopTHo PHK — 10 10 % oT Bcex HyKIeoTH-

JOB.
0 0 0
o H 0 5 N N N
Aurngpoypauun KcaHTuH [MNOKcaHTUH
HN—CH,
5-MeTvmu,MT03MH 6-MeTunageHuH

Puc. 9. Munopnule azomucmule ocHoganus, 0OHApyICeHHble 8 CMPYKMYpe HYK-
JIEUHOBBIX KUCTIOM

Coenunenns mypuHoB (A wimu I') u mupumugunoB (L, T wim V) ¢
OCTaTKOM caxapa (OpMHUPYIOT CTPYKTYpYy «HyKJIeo3ua». I[locie mpuco-
€AVMHEHUA K HyKJIeo3uay GocdaTHOM rpymnibl 00pa3yeTcs HyKJICOTU 1 (Uiau
HYKJIe03uA-MOoHO(pocPaT), KOTOPBIN COAECPKUT a30TUCTOEC OCHOBAHUE, Ca-
xap u pocharnyro rpymniy. @ocdarHas Tpymnna COCAUHSIETCS C HYKJICO3HU-
JIOM B TIOJIOKEHUHM ', 3ameHsist OH-rpyniy B A€30KCHUpUO03e€.

CoenuHeHne HYKIECOTUIOB B MOJUMEPHBIE MaKpOMOJIEKYJIbl HYKJe-
MHOBBIX KHCIIOT OCYILIECTBIISETCS MOCPEACTBOM B3aUMOICHCTBUS THIPOK-
CuJjia TIEHTO3bl OJTHOTO HykjeoTua ¢ pocdarom apyroro Hykieotuaa. Ta-
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KuM o0pa3zom, dopmupyercs dochoamdbupHas CBSI3b MEXKIY JIBYyMS
HYKJICOTHUJIAMU C TOCJIEI0BATEIbHBIM 00pa30BaAHUEM MMOJMHYKICOTHUIHON
nenu u caxapodocdarHoro ocrora mosiekyisl JJHK (puc. 10).

o\
7/
0
H H
\_ 7/
0, 0 N N
>P< —
o Yo
N=
OH H A _<H OH H
®ocoat 4 [esokcupubosa -+ AfeHuH — [e30oKcnpunboHykneotus,

Puc. 10. Obpa3zosanue dez3okcupuboHykieomuoa nymem coeOuHeHus a3omu-
CMO20 0CHOBAHUS 0e30KCUpuUb03bl U hocghama

JI71s1 TOMMHYKJICOTUIHOM 1ENU XapaKTepHO Hajauyue 5' u 3'-KOHIIOB.
CunTes neneit npoucxoaut npu nomonu pepmenrta JJHK-nonumepasbr —
ocHOBHOTO (hepmeHTa perutnkaruu (cM. pasaen 1.4. Permmukanus JIHK).
depMeHT npucoeauHsetr GochaTHyro Ipynmny ogHoOro Hykiaeoruaa Kk OH-
rpymnne B 3'-MOJIOKEHUM TPEAbIAYIIEero HykieoTuaa. biarogaps takomy
comctBy JIHK-nonmmmepassl, poCT MOJUHYKIEOTUIHON LETU UIET TOJIBKO
Ha OJIHOM KOHIIE CO CBOOOJIHBIM THIPOKCUIOM B 3'-TIOJIOKCHHWH, a JJIs
HayaJla LIENM BCET/Ia XapaKTepHO HaJMuMe B D'-moJiokeHUHu (ocdaTHoM
TPYIIIIBI.

Monekyna JIHK uMmeer ciioxkHOE CTpO€HHE — pa3IMYalOT IMEPBUY-
HYIO0, BTOPUYHYIO U TPETUYHYIO CTPYKTYpHI. [l MEpBUYHON CTPYKTYpbI
JIHK xapakTepHa JIMHEWHAs MOCJIEA0BATEIIbHOCTh HYKJIIEOTHUIOB B LIETU C
arepruoaN4YeckuM cTpoeHueM. [lopsigok M MOCTOSHCTBO BCEX YETBIPEX
HYKJICOTH0B B MoJiekyie JJIHK xapaktepusyeT cia0XKHOCTh U pazHOOOpa-
3Ue FeHeTHYeCcKoM MH(OpMAaIIUM IS KaXK0T0 BHJ1a OPTaHU3MOB.

Bropuunas ctpykrypa JHK npencraBnser coOoi aBe KOMILJIEMEH-
TapHBIE U AHTUNAPALUICIBHBIE IPYT APYTY MOJUHYKJIECOTUAHBIEC LEMHU, CO-
€IMHCHHBIC BOJOPOJAHBIMU CBSI3SIMH, M 3aKpy4€HHBbIC B cripaib. Caxapo-
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¢docdaTHbIl OCTOB PacHoJIOKEH CHAPYXKHU U 3apsHKEH OTPULIATETIBHO, a30-
TUCTHIE OCHOBAHUS HAXOJATCS BHYTPU CIHUPAIM U PACIONArarOTCs CTOII-
KOM JIpyr HaJ Apyrom. /lnamMeTp IBOMHOM CHUPAIM Y MPABO3AKPYUECHHOU
JIHK cocTaBisier npuMepHO 2 HM, OJIMH 11ar (IIOBOPOT) Criupayiu — 3,4 HM.
Ha onun Butok cnupanu npuxoautcs 10 map ocHoBaHM, a pacCTOsTHUE
MeX Iy Hykiieotuaamu pasao 0,34 uwm (puc. 11).

s 3

3,4nm
(34A)

3 5

| 2nm (20A) ,

5!

Puc. 11. Bmopuunas cmpyxkmypa THK

B coorBercTBuu ¢ npaBuiiamu Yapradgga:

— KOJIMYECTBO MypHHOBBIX ocHOBaHMi (A + I') B monekyine IHK paBHO
KOJIMYECTBY NUPUMUIUHOBBIX ocHOBaHMil (T + 11);

— KOJIMYECTBO aJicHMHA paBHO KonudecTBy tTumuHa (A = T, A/T = 1); xo-
JMYECTBO I'yaHHHA paBHO KomdecTBY IuTo3uHa (I' = L1, I'/1] = 1);

— COOTHOIIIEHUE KOJIM4ecTBa ryannHa U uuro3uHa B /JIHK k xosmuecTBy
aJIcCHWHA U TUMHWHA SIBJISIETCS MOCTOSIHHBIM JIJII KKJIOTO BUA KUBBIX
OopraHu3MoB u omnpeaenser kodpdunuent cnenudpuunoctu K = (I' + L)
/ (A + T). Y BbICIIUX pacTeHU U )KUBOTHBIX OH MEHbIIe 1 1 KojeOeT-
cs HezHauutenabHo ot 0,54 no 0,98 (AT-tun JHK); y Mukpoopranus-
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MoB oH Ooubiie 1 (I'L[-tun JIHK).

K XMMHUYECKUM CBSI35IM, KOTOpbI€ CTAOMIM3UPYIOT BTOPHUYHYIO
ctpykrypy JAHK, oTHOCATCS BOAOPOAHBIE CBSI3M MEXKAY KOMILIEMEHTAp-
HBIMU a30TUCTBIMU OCHOBaHUSMU (ABOMHAs Mexay A u T, TpoliHas MexX-
ny I' m II), a TakKe CTIKUHI-B3aUMOJICHCTBHUS, BO3HUKAIOIINE MEXKIY
IUIOCKUMH  a30TUCTBIMH  OCHOBAaHMSIMM 32 CUET  IEPEKPHIBAHUS
p-opOuTaneli aTOMOB apOMAaTHYECKHX KOJIeIl a30TUCTBIX OCHOBAaHUM, pac-
MOJIO’KEHHBIX CTOIKOW APYT HAJ JIPYTOM.

B 3aBUCHMMOCTH OT KOHUEHTpAallUM HUOHOB W HYKJIEOTHJIHOTO COCTaBa
MOJIEKYJIbI, ABOMHAsA criupaib JJHK B KMBBIX KJIETKaxX MOMKET CyLIECTBO-
BaTh B pa3HBIX popmax. MccmemoBanus peHTTEHOBCKOM Tu(pakiiuy MoJie-
kyn JJHK mokazanu, 4TO KOJIWYECTBO OCHOBAHWM B BUTKAaX 3aKPYUYECHHOU
HaIIPaBO CIMPAIIA MOXKET COCTaBJIATHh He ToJbKO 10, kak y B-gopmsl, HO 1
11, u 9,3 ocHoBanus. OTu (PopMbl criupaied MOTYy4WIM Ha3BaHUE A- U
C-dpopm. YcraHoBieHo Takxke, uTo B Mojiekynax JJHK BcTpewarorcs paii-
OHBI, IIEMTH B KOTOPBIX 3aKPYUYEHBI HAIEBO. DTU PAWOHBI MOJYYMUIIA HA3Ba-
Hue Z-popm (puc. 12).

KaHoHu4eckmne dopmbl HK HekaHOHU4YecKue
dopmbl AHK

A-bopma JHK B-dopma HK Z-bopma AHK

Puc. 12. J[ge npasozaxpyuennvie popmot J[HK (A u B) u oona nesozaxpyuen-
Has Z-ghopma
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bonpmmaCcTBO MOonekyn JIHK mpenctaBnsioT co0oi JuHEHHBIE TIO-
CJI€0BATEIHOCTH, HO MHOTJA MOTYT OBITh 3aMKHYTHI B K0JIbI[0. KosbIle-
Boie JIHK BcTpeuaroTcst y OakTepuid, BUPYCOB, a TaKXK€ B DYKapUOTHYE-
CKHUX KJIETKaX B COCTaBE€ MUTOXOHJIPUM U TIIACTUL.

Tpernunas ctpykrypa JHK — 310 TpexmepHas cTpykrypa ¢ Ipo-
CTPAHCTBEHHBIMU XapaKTEPUCTUKAMHU, OOYCIOBICHHBIMH BapUaHTaAMU
KOMITAKTH3aIlMU U CyNepCrrpaIn3aiii MOJIEKYJbl B Mpoliecce oOpa3oBa-
HUSI XPOMOCOM IMPU YYACTUH O€JIKOB (TMCTOHOBBIX Y HETUCTOHOBBIX).

1.4. Pennmmkanua JJTHK

Pensmkanust (ot Jaat. replicatio — Bo3o0HOBJIEHHE) — 3TO MOJIEKY-
JAPHBIA MEXAaHU3M TOYHOI0 caMOKOmupoBaHus MmoviekyJabl JJHK —
npouecc co3aaHus (CHHTe3a) ABYX JOYEPHHUX MOJIEKYJ HA OCHOBE PO-
AUTEJbCKON MoJekyabl. Momnekyna JIHK cocrout u3 aByX KOMILIEMEH-
TapHBIX JIPYT JPYTy lLienel, oOpa3yromux JBOWHYIO criupalib. B mpoiecce
permKanum nenu marepuackou mosekynsl JJHK pacxonstes, u Ha kax-
IO U3 HUX CTPOUTCS HOBAs KOMIUIEMEHTapHas Lenb. B pe3ynprare u3
OJIHOM ABOWHOM crupain oOpasyeTcs JBe, UICHTHYHBIC MCXOJHOM. buo-
norundeckuii cMbicn permukanuu JIHK 3akmtodaeTcs B ToM, 4TOOBI KOIH-
pOBaTh MEHETHUYECKYIO MHOOPMAIIMIO ISl TIEPEeHOCca €€ CIECAYIOIIEMY To-
KoJieHnto KieTok. [Ipouecc cunresa JIHK conpoBoxkmaeTcss MHOKECTBOM
COOBITHI U SIBJISIETCA, KaK MPABUJIO, OUYEHb TOYHBIM M IMOCIIEI0BATEIHHBIM.
DTO CTaHOBUTCS BO3MOXKHBIM OJlarofapsi CTPYKTYPHBIM OCOOEHHOCTSIM
monekynsl [JHK: nByxuenodeuHas CTpykTypa, CBOMCTBAa KOMIUIEMEHTap-
HOCTHU U AaHTUIIAPAIUIEITBHOCTH.

[Tocne otkpeiTus cTpykTypsl JHK HayuHbiM coOOlIECTBOM OBLIH
MPEIOKEHBI KAK MUHUMYM TPU MOJEIIM PEIUIMKALUU: KOHCEpPBAaTUBHA,
JIUCTIEPCUOHHAA M TIOJIyKOHCepBaTUBHAsA. [lo3mHee 3KCrepUMEHTAIBHOE
MOATBEPIKICHHUE TMOJYIUI UMEHHO TMOJIYKOHCEPBATUBHBIM CIIOCOO periiv-
kauuu JIHK.

B koHcepBatuBHOW Monaenu wucxonHas monekyna JIHK ssisercs
MAaTpULIEH UIsI CUHTE3a HOBOM JABYXUENOYEYHOW MOJIEKYJIbL. Pe3ynpraTom
permKanuu sABisoTcsa aBe MoJiekyJibl JIHK, ogHa m3 KOTOpBIX coxpaHs-
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€TCSl B MUCXOJHOM (HEM3MEHHOM) BHJI€, @ BTOpasi COCTOMT M3 JIBYX BHOBH
CUHTE3UPOBAaHHBIX 1enei (puc. 13).

A b B

Poautenbckue
MOJIEKY bl

<« N\ PR v N\
MNepBoe
NnoKoneHue

N AN P NN N AN
Btopoe
NnoKosieHue

MonykoHcepBaTMBHaA KoHcepBaTMBHas AucnepcnoHHas

Puc. 13. Mooenu pennuxayuu /JHK: A — nonykoncepeamushnas, b — koncepsamuenas,
B — oucnepcuonnas (pooumenvckue yenu uzoopaxiceHvl KpacHviM Y8emom, a CUHme-
3UpoBarHbvle (00UepHUe) — CUHUM YBEmOM)

B nucniepcMOHHON MOJIENHN PE3yIbTATOM PEIUIMKALINU SBJISFOTCS JIBE
mosiekynbl JIHK, kaxknmass U3 KOTOpBIX MPEACTaBIAET COOOM cMech WU
«ruOpu» U3 4YacTedl pOAUTEIHLCKON U JouepHEeW (BHOBb CHHTE3MPOBAH-
noit) JIHK. IlonmykoHcepBaTuBHAs MOACb PEIUIMKAIIMN TIperoiaraia To,
YTO B MPOLIECCE CAMOYIBOCHHS ABE HUTU MCcXoaHOU monekyJsbl JIHK pac-
KPYYHBAKOTCS U OTCOCAUHAIOTCS IPYT OT Apyra. Jlanee kaxkmas u3 HUX BbI-
CTYITA€T B KAYE€CTBE MATPUIIBI JJII CUHTE3a HOBOW KOMIUIEMEHTAPHOU IIEe-
. B pesynbrare nonyvarorcs ase monekyisl JJHK, kaxaas u3z koTopsix
COAEPKUT OJHY MCXOJHYIO U OJIHY BHOBb CHHTE3UPOBAHHYIO Lienb. Ciie-
OyeT OTMETUTh, YTO IIOCIE BTOPOrO JTala PEIUIMKALHWHU JBE MOJIEKYJIbI
JIHK cocTosT yke TOJIbKO M3 HOBOTO Marepuaja, TOr1a Kak JBE JIPYrUx
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COZIEpKAT CTAPYIO U HOBYIO LIETIH.
B 1958 romy aMepukaHCKUE T€HETHUKH U MOJEKYJSPHbIE OHOJIOTH
Mb1hi0 Me3esbcoH nu Opankiaun Cralb, uccienysi MEXaHU3Mbl PEILIv-
karuu JIHK, mocTaBuiam oMH U3 caMbIX MOAPOOHBIX U SIPKUX OMOJIOTHYE-
CKHMX SKCIEPUMEHTOB, TOKA3bIBAIOIINX MOJYKOHCEPBATUBHBIN CIIOCOO pe-
mukanuu JIHK. Jlns onpenenenust croco6a permkaruu JIHK HEeo6x0-
AUMO OBUIO YETKO pa3inyaTh MATEPUHCKUE U JOUYEpPHUE MOJIEKYJbl. B Ka-
yecTBe Takoro Mapkepa M. MeszenbcoH u @. Ctasib HCIIOIB30BAIN PAJIHO-
AKTUBHBINA TsoKenbli n3oton azora °N. [ BKIIOYEHHS METKH B COCTaB
JIHK yueHble BbIpanuBaii OaKTEpUU KUIICUHOW MaJIOYKH HA Cpejie, CO-
nepxamei °N B kauecTBe OCHOBHOTO MCTOYHMKA a30Ta. Monekyna JTHK
COJICPKUT OOJBIIOE KOJIMYECTBO aTOMOB a3oTa, u mnpu yaBoennun JJHK
a30T JJIsI HOBBIX IIerel OepeTcst u3 BHElIHeH cpeabl. Takum oOpazoM, Ts-
JKeJbIi u30Ton a3ota PN BKmogancs B coctaB Mosnekyisl JJHK u cayxun
HaJIe)KHOU MeTKO#. [ Toro 4ToObl MOMETUTHh MPAKTUYECKH BCIO OaKTe-
puanbayto JIHK, HeoOxomaumo Obu1o KyiabTHBHpoBaTh E. COli Ha Takoii
cpene B TeueHue Kak MUHUMYM 12 mokonenuid. [Tocne 3aBepiieHus Kyib-
TUBUPOBAHUS OAKTEpUU OBICTPO MEPEHOCUIIM HA Cpelly, COAEpKallyr 0o-
nee nerkmii u3oromn azora N, M mo3Boisanu OakTepUsM PacTU Ha TAKOH
cpelle €lle B TEUCHUE HECKOJbKUX IMOKOJIe-

— Huil. [Ipu stom JIHK, cunTe3npoBannas mno-
CJI€ CMEHbI MUTATEIBLHOW CPEJIbI, JTOJAKHA
Obula BKIIOYATh B cebsa Tombko 4N, 1mo-
CKOJIbKY B HOBOW Cpe€Jie OH ObLI €JMHCTBEH-

HBIM JOCTYIHBIM a30TOM. 3Has C KaKOu
CKOPOCTBIO Aenarcs kineTku E. coli , MmoxxHO

oTOUpath HeOoJbIINEe 00pa3lbl OaKTEpHid,
BbIIesATh U3 HUX JIHK n usydars €€ cBoui-

+ [InoTHOCTL —

CTBa y Ka)XJI0r0 MOCJIEAYIOIIEr0 MOKOJICHUS
KUIIEYHOM  manoyku. g u3yyeHus

cBorictB BoiAesieHHoN JJHK M. Mesenbcon

Puc. 14. Llenmpugyeuposanue 6 u ®©. Cranp HUCHONL30BAINA METOJ HCHTPH-
zpa()ueyme naomHocmu (bYFHpOBaHI/IH B I'paduCHTC IINIOTHOCTU XJIO-

puna nesus (CsCl) (puc. 14).
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DTOT METOJ MO3BOJISIET pazaenuth Mosekyisl JIHK Ha merkue u Ts-
KEJIbIC B 3aBUCUMOCTH OT COJICPKAHUS B HHUX JIETKOTO M TSXKEJIOT0 U30TO-
o azora “N u °N. Macca nykneotunos monexynsl JJHK, comepaxammux
15N, Gombine, yeM y OOBIYHOM MOJIEKYJBI, comepkameid “N, a, 3Hauwmr,
OHHU OYIyT OTIIMYATHCA IO CBOSH IiaByder miotHoctH. Tak, JIHK Gakre-
PHAIIBHBIX KJIETOK, BRIPALIEHHBIX Ha cpene ¢ PN, mmena miotHocts 1,724
r/cm, a JIHK kneTok, Beipamenssix Ha cpeae ¢ N — 1,710 r/em®.

[Tocite mepenoca kyabTypbl E. COli ¢ ogHOM cpenbl Ha Ipyryio depes
Kaxaoe mnokojenue M. Mesenscon u @. Cranp orOupanu mpoObl (puc.
15). KonTposaem cinyxuia OakTepuaidbHas KyJlbTypa, COACpIKaBIIAsACS Ha
cpene ¢ PN.
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Puc. 15. Cxema sxcnepumenmos M. Mezenvcona u @. Cmans.

N3 kax ot mpoObl OaKTEepUATBHBIX KJIETOK MyTeM IeHTpudyrupona-
Hus uzsnekainu JJHK. Ilocne atoro ee cMemmuBaiu ¢ pacTBOPOM XJIOPH-
CTOrO LE3Hs IIOTHOCTBIO 1,7 r/cM® U cHOBa LEHTPU(YTUPOBAIM HA OYEHb
BBICOKOUW CKOPOCTH B T€UECHHE HECKOJIbKUX JHEH. B pesynbprare ocaxie-
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uus mosiekyn CSCl ero pactBop mpuoOpetan rpagueHT IIOTHOCTH oT 1,65
r/cm® B BepxHeil yactu npobupku 10 1,8 r/em® y ee qua. B cooTBeTcTBHH ©
UM, mMosiekyJbl [JHK koHIIEHTpHpOBaIUCh B CTPOrO OMpPEAEICHHON 00-
JACTU: B BEPXHEW 4YacTH, B LEHTPE WIM Yy JHA NpoOupku. Jlokanuzamus
JIHK yctanaBnuBanach Ha CIEKTPOPOTOMETPE, MOCKOJIBbKY OBLIO U3BECT-
HO, YTO OHA MOTJIOIIAeT Jy4H C AmuHOM BoaHBI 260 HM. Takum oOpazom,
onpeaemss miotHocth JIHK B kaxmoit u3 mpod6, M. Mesenbcon u @.
Crasib 0OHAPYXKWJIM, YTO COYCTSI OJHO MOKOJICHHE MOCJE MEPEHOCca KYJb-
Typsl E. coli co cpenst ¢ °N na cpeny ¢ N mnornocts Beeit JJHK okasa-
mace npomexyrounoii (P°N/¥N-IHK). BelsgneHHas NIpoMexyTOYHas
dpakiusa crana g M. Mesenbcona u @. Cranst CBUAETENBCTBOM TOTO,
yto MoJekylsbl JIHK, moaydeHHble Ha MepBOM 3Tane pEruIMKalUu, SIBIIS-
1oTcst tuopugom nérko u Tsokenor JIHK. J[anHbIA pe3ysabTaT COOTBET-
CTBOBAJI JIUCIIEPCUOHHOW U MOJIYKOHCEPBATUBHOM MOJEJSAM, HO HE COOT-
BETCTBOBAJI KOHCEpPBATUBHOU Mojenu. KoHcepBaTuBHasi MOJIENb MPEICKa-
3ayia OBl ABE OTJIEeJIbHBIC (DPAKIIUU B ATOM MOKOJICHUU: (paKIus IJIsI TSKe-
noit ucxoanout mosekyiasl JJHK u gpakuust 11s g1erkoi HOBOW MOJIEKYJIbI
JIHK. Takum o0pa3oM, KOHCEpBAaTUBHAsS MOJICNIb PEIUIMKAIIMU HE Hallljia
noaTBepxkaeHus. CnycTs ABa MOKOJIEHHS TOCJE MepeHoca KyiabTyphl E.
coli co cpensr ¢ °N na cpeny ¢ N Tonsko nonosuna (50%) JHK 6su1a
npomexyrounoit motaoctd (PN/“N-JIHK), a mpyras monoBuHa OakTe-
puanbHEIX KeTok coxepxkana JJHK ¢ nerxkum usoronom azora (Y*N). lan-
HBIW pe3yJbTaT no3ponuia M Mesenbcony u @. Ctairo onpeaennTb, Kakas
M3 OCTaBIIMXCS MOJieNiel (ITOJyKOHCEpBaTUBHAS WIIM JUCTIEPCUOHHAs) ObI-
Ja JICUCTBUTEIBHO MPaBUJIBHOM — COOTHOIIEHUE MEXKJY YHMCIOM IeHepa-
uuii 1 pacupeneneareM mrotHoctu JIHK TouHO cooTBeTcTBOBaNO moiry-
KOHCEPBAaTUBHOMY THUITY PETUIMKAIIMU, HO HE AUCIIEPCUOHHOMY. DTO TO/I-
TBEPKIAJI0Ch U JUIS TIOoClIeayronux reuepamuii E. coli. Yepes tpu mokosie-
nus Ha cpege ¢ N 75% JIHK Obuia jerkoii, 1 Tonsko 25% — ¢ mpoMexy-
tounoil miotHocTeio (PN/4N-THK). Takum 06pa3zoMm, B TPETHEM H II0-
CIEAYIOIIUX TMOKOJICHUSX THOpuaHas (MIpOMEKyTOYHasA) (Ppakiusi CTaHO-
BUJIach BCE OoJiee y3KOU (ITOCKOJIbKY OHA MPEICTaBIIsIa MEHBIIYIO JOJIIO
Bcert JIHK), a Bropast dpakiiusi ctaHoBMIach BCE mupe (Tak Kak OHa Mpe/i-
cTaBJIsuIa BCE€ OOJIBIIYIO 10J110) (pHc. 15).
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Pemnmukxamus JIHK — kmrodueBoe coObITHE B XOJ€ JCIICHUS KIICTKH.
Baxxno 4toObl Kk MomeHTy aAeienus kietkud JIHK Owina permiupoBana
MOJHOCTBIO W IIPU ATOM TOJIBKO OJHUH pa3. ITO 00ECIEUUBACTCS OIpe/ie-
JEHHBIMHA MEXaHU3MaMH PEeryysluu U KOOPJAUHUPOBAHHON pabOTOM psia
bepmenToB pertukanuu (Tadi. 1).

Tabnuya 1. @epmenmol penukayuu u ux QyHKyuu

Ha3zBanue DOyHkuum pepmMeHTa
(epmenta

Tonouzomepasa | Tvma BHOCUT OJTHOIIENIOYEYHBIE Pa3PhIBBI
JIHK-tonouzomepaza | B JJHK 6e3 3arpatel snepruu; Tonousomepasa Il tuna BHo-

(wnu rupasa) cut naByxienoyeuneie paspsiBel B [JHK ¢ 3aTparoi snep-

TUU.
JHK-xennka3a Paspymaer BHyTpU- WIM MEXMOJIEKYIJISIPHBIE BOAOPOIHbBIE
(WM renvkasa) CBSI3U MEX]1y OCHOBAaHUSIMUA HYKJIEMHOBBIX KHACIIOT
JHK-npaitmaza Cuntesupyer kopoTkuit pparment PHK (mpaiimep), kom-
(uu PHK- IJIEMEHTapHbI  oaHouenodyeunor marpune JHK; cos-
NoJIMMepasa) MECTHO C XEJIMKa30i 00pa3yeT KOMIUIEKC — IpaiiMocoMy.

Y npokapuom:

JHK-nonmumepaza |1l ocyiiecTBisieT MmoJUMEpU3aIUIO

JIHK  (ocHoBHOUM cuHTe3upyromuii  ¢epment); JJHK-
nosmMepassl | u |l sBigrOTCS BcnoMoraTelbHbIMU (PepMEH-
TaMH, y4aCTBYIOIIMMHU B MPOIECCaX UCIPABICHUS OMIHMOOK
B JIHK (penaparmn).

Y sykapuom:

JHK-nonumepasza o (anbda) BeICTyHmaeT CHayaiga B POJIH
npaitmasel, cuate3upys PHK-nipaiimep, a 3arem kak oObIu-
JHK-nmonumepasa Has JIHK-nommmepasza mpucoequHsieT K 3TOMY Opanmepy
ne3okcupudonykiaeotuabl. [locie Toro, Kak JiauHa LEMOY-
KM JOCTUTHET O0K0Jio 20 HYKJIEOTHUJIOB, K CUHTE3Y IPHUCTY-
naroT JIHK monumepassl 6 (nenwta) u € (oncwion). JJHK-
nojmMepasa 0 — OCHOBHAsI BBICOKOIPOU3BOAUTENIbHAS TIO-
auMepasa AYKApHOT, oOJnagaer TaKke 3'-5'-
AK30HYKJICa3HBIM JeHCTBUEM (y4acTBYET B penapaiuu
JIHK). JIHK-nmonumepasza 3 (Gera) 3aaeiicTBOBaHa B BOC-
cranoBinennn JIHK. JIHK-monumepaza y (ramma) ocy-
HIECTBIISIET PeIUIMKALNI0 MUTOXOHApUaibHou JIHK.
[Ipou3BOAUT «cCIIMBAaHWE» JBYX COCEIHUX (HparMeHTOB
Oka3zaku.

JAHK-nuraza
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C noMo1iplo crenuanbHbIX (PepMEHTOB ABOMHAS CUpalib MaTEpHUH-
ckoit [IHK pacneraercst Ha IB€ HUTH, Ha KaXKJ10M 00pa30BaBIICHCS HUTU
JOCTpauBaeTCsi BTOpasi HUTh, 0Opa3ys JIBE€ UJACHTUYHBIX JOYEPHUX MOJIE-
kyJibl JJHK, KOoTOpbIE 3aT€M CKpYUYHMBAOTCS B OT/ICJIBHBIE CIIUPAIIH.

KiroueBbie XapaKTEpUCTUKU MPOLECCA PETUTUKALIAN:

— MAaTPUYHBIN. MOCJIEA0BATEIBLHOCTh CUHTE3Mpyemon 1enu JJHK omnHo-
3HAYHO ONPENEISAECTCA MOCIEN0BATEIIbHOCThI0O MATEPUHCKOW LIENN B CO-
OTBETCTBUU C MPUHLIHUIIOM KOMILUIEMEHTAPHOCTH;

— TIOJYKOHCEpPBATUBHBIN: 0/iHA 1ienb MoJiekybl JIHK, o6pa3oBaBiieiics B
pe3ysibTaTe PEIUIMKAIMU, SIBJISIETCSI BHOBb CHHTE3MPOBAHHOW, a BTOpas
— MaTEPUHCKOM;

— OJIHOHAIPABJICHHBIN. CUHTE3 OCYIIECTBISECTCS TOJBKO B HANpPaBJICHUU
5'—3', T.e. IPUCOECIUHEHNE HOBBIX HYKJICOTHUJOB OCYIIECTBIIAECTCS HUC-
KJIIFOUUTEIBHO K 3'-KOHIY CTPOSIIEHCS 1ETIH;

— noayHenpepbeiBHbIA: oaHa u3 nerner JJHK cunTe3npyercs HenmpepbIBHO
(luaupyromas 1uens), a BTopas — B BUAE Ha0Opa OTIIEJIbHBIX KOPOTKUX
dparmenToB Oka3aku (OTCTarOIIas LEb);

— HMHULOWUPOBAHHBIM. PEIUIMKAIMA HAYMHACTCS C ONPEACIEHHBIX y4acT-
koB JIHK (caliTbl MHHUITMAIIMKA PEIUIMKALIMK — TOYKH Ofl), ¥ MCKJIIOUH-
TEJIbHO B MPUCYTCTBUM MpaiiMepa (3aTpaBKu).

[Ipouecc peniaukanuu TPOXOAUT B TPU 3Talld: MHHANMANUA (HAYAI0
CHMHTe3a), ioHramusi (yIJuHeHHe Ienu), TePpMUHAIUA (OKOHUYAHHE
CHHTE3Q).

Penukannss MOXET HAYMHATBCA TOJIBKO CO CTPOTrO ONPEAECIEHHOTO
ydyacTka (CalT MHULIMAIMU peruinKaiuu). Touka Havyana perjukanuu Ho-
CUT Ha3BaHUE «TOYKa Ori» (0T aHTII. Origin — Hayano). OHa mpeIcTaBiecHa
crielnUIHON TOCJIEIOBATEILHOCTHIO HYKJICOTHIOB C BBICOKOW KOHIICH-
TpalMe map a30TUCTHIX OCHOBaHUW ajeHWHAa WM TuMHuHA (AT-Oorareiii
yuacTok). Yuactok JIHK, koTopsIii coaepKuT TOuKy Ofi ¥ ClIOCOOCH K He-
3aBUCUMOW PEIUIMKAIIMY, HA3bIBACTCA PEIUIMKOH. MHBIMH cioBamu, pe-
IJIMKOH — 3TO ydacTok JIHK, KOTOpBI COOEpKUT CAUT MHUIAAIIMNA PETIIU-
Kallui U permuupyercs nociie Havana cunare3a JIHK ¢ atoro caira. I'e-
HOMBI OaKkTepuil BBUIY CBOETO HEOOJBIIOrO pa3Mepa, KaK MpaBuiio, Mpe-
CTaBJSIIOT COOOM OJMH PEIJIMKOH — MOHOPEIUIMKOHHAs peruMkanus. B
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OakTepHabHBIX KJIeTkax moMuMo xpomocomuoi JIHK gacto comepikarcs
ma3Mubl (Hebombime KoJblieBbie MoJiekyJibl JIHK), koTopeie npeacTas-
JISIIOT CO0O0M OTJEbHbIC PEIUIMKOHBI. KpymnHbIE T€HOMBI 3YKapuOT COCTOSIT
13 OOJIBIIIOTO YHKCJIa CAaMOCTOSITENIBHBIX PETUIMKOHOB — MOJMPEIIMKOHHAS
perutukanus (puc. 16).

1. BKaxaoi TouKe «ori» obpasyeTca «r1a3oKk» penmKaymm

«ori» 1 «ori» 2
S\ S\
A —4 A ——4
2. BKa)kaom «rmaske» penaunkauusa UAET B ABYX HanpasaeHUaX
«ori» 3
[N SN\ /=N
= &> =/
]
i
¥
NN e N, V)
e A— ==y € > V“V'

4. ObpasoBaHUe ABYX HOBbIX UAEHTUYHbIX MoneKyn AHK

Puc. 16. Cxema noaupennuxorHou penaukayuu

Penmkanuss HayMHAETCd B CalTe HWHULIMALNM C PACKPYUYUMBAHHUS
nsorHoi cnupanu JJHK, npu stom opmupyercss perumkannoHHas (pe-
MJIMKaTHBHAS) BUJIKA — MecTo HemocpenacTtBeHHor perummkanvu JIHK. B
KOKJIOM caiiTe MOXXeT (OpMHUPOBATHCA OJHA WJIU JBE€ PEIUIMKAIMOHHBIE
BWJIKA B 3aBUCUMOCTH OT TOTO, ABJISECTCS JIA PEIUIMKALMS OJTHO- WU JBY-
HaIpaBJICeHHOM. bonee pacnpocTpaHeHa IBYHanpaBJICHHAs PETUTMKALUA.
[Ipu wnHunmanuu pemmkanuun (pepment JHK-tromouzomepaza (JIHK-
rupasa) onpeaessieT TOUKy Ori, OCYIIECTBISIET THAPOIU3 OJHOM Ppochoau-
3(¢UpHON CBSI3M U O0ECTIEUMBAET BO3MOXKHOCTH KOMITOHEHTaM pEIUIMKa-
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TUBHOW CUCTEMBI pa30oMKHYTh HUTH ucxoaHoi JIHK (puc. 17).

/ Tupasa %

JHK

OHK

Tupasa
5 v

PennukatusHasa BUAKa
PennaunkatusHas BUAKa

[IHK

Xenukasa

PennuMKkaTuBHbIN
«rNAsoK»

Puc. 17. Hnuyuayusa penauxkayuu

Jlanee obpasyercs peruukanvonHas Buiika u JIHK-rupasza BHOBB co-
€IMHSET CBA3M MEXIY MOHOHYKIECOTHAAMH. B nanbHeieMm B Iporecce
perukanuu (pepMeHT Tormonu3oMepasa oodJierdyaeT pacijieTaHue menei Ma-
tepunckor JIHK B 00nacTu penimkaTUBHBIX BUJIOK, & TAKXKE CIIOCOOCTBY-
€T PEJIAKCAIMHA CBEPXCIUPAINZOBAHHBIX YYACTKOB MATEPUHCKON MOJIEKY-
el JIHK nmyTéMm BHeceHHs] OIHO- WM JIBYXIEMOYEUYHBIX Pa3pbIBOB C MO-
CIEAYIOIIMM BOCCTAaHOBJICHHEM (JIUTUpOBaHUEM). B 001acTH perimkaTuB-
HeIX BWIOK ¢epmenT JIHK-xenukasza rugponmsyeT BOJOPOJHBIE CBS3U
mexay nensmu JIHK — oOpa3yeTcst «perinKaTUBHBIN T71a30Kk» (puc. 17).

[Tpu stom JIHK-cBs3piBatomue Oenku (SSB-Oenmkm, ot anri. single
strand binding — cBs3bIBaroIMECs ¢ OAHOM HHMTHIO) CTAOMIH3HPYIOT pe-
IUIMKATUBHYIO BUJIKY, IPEIMSTCTBYSI BOCCTAHOBIICHUIO BOJOPOJHBIX CBS3EH
MEXAY KOMIUIEMEHTAPHBIMU HYKJIEOTHUIAMMU.

OcHoBHoli ¢depment perummkauun JIHK-nmonmumepasa He MoxeT
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HayaTh CHUHTE3 JOYepHEW uenu 0e3 WHUIMHUPYIOUIETO (3aTpaBOYHOIO)
¢parmenTa. B xauectBe Takoro ¢parmenTa Beictymaer PHK-mpaiimep (3a-
TpaBKa) — KOPOTKUN OJHOICMIOYEYHBIN OJUTOHYKIICOTH] I, CHHTE3UPYEMbIN
dbepmentom JIHK-npaitmazoit (JIHK-3aBucumass PHK-nonumepasa) u co-
cTosimui, kak npasuio, u3 40-50 pubonykieorunos. PHK-npaitmep an-
TUIAPAJUICIbHO U KOMIUIEMEHTApPHO COEIUHAETCS C MaTpUIICH, TAKUM 00-
pazoMm, JIHK-monmumepasa HauWHAaeT MNPHUCOECIUHEHHUE IE30KCUPUOOHYK-
J€OTHUJIOB K ero 3'-KOHIy Ha JUJupYyoller u Ha orcTtaromieid nutu JIHK —
ATaIl AJIOHTaIH 1enH (puc. 18).

Orcrarowan
uernb

[OHK-nonnmepasa PHK-npaimep  [AHK-npaiimasa

OHK-nurasa

Jivgupyowasn 1
uenb benku, ceAasbiBatoLLmne
OHK-nonumepasa oAHOHuTeBble [HK

Puc. 18. Cxema penMKalmOHHONW BUJIKU

Tak xak nenu JIHK anTunapamiensHbl, a CUHTE3 HOBOW IIEMH BO3-
MOXEH TOJIbKO B HAampaBJi€HUH D' —3', TO B PEIUIMKALMOHHON BUIIKE JI0-
YyepHUE 1ienu OyJIyT CHMHTE3UPOBAThCI B Pa3HBIX HampaBiieHusX. Ha mart-
putie 3'—5' cOopka HOBOU MOJUHYKJICOTHIHOM MOCIEI0BATEILHOCTH TIPO-
UCXOJUT HEMPEephIBHO, TaK KaK d9Ta II€Mb CHUHTE3UPYETCS HMEHHO B
HanpaBiaeHun S5'—3'. AHTUNAapajUielibHas MaTpUlla XapaKTepU3yeTcs
5'—3' HanpaBiieHUEM, O3TOMY CHUHTE3 JOYEPHEW ILIEMU IO XOMY JBHUKE-
HUS BWJIKH 3J€Ch HEBO3MOXEH. 37ech OH Obu1 Obl 3'—5', HOo JIHK-
noJuMepasa He MOXKET MPUCOCIUHATHCA K 9'- KOHITy. [loaToMy cuHTe3 Ha
MaTpUIIe 3ama3abIBAOIICH 1enu 5'—3' BBIMOTHICTCS HEOOIBIITUMH YYaCT-
kamu — ¢pparmentamu Okazaku (Ha3BaHbl B yecTh yueHbIX R. Okazaki u T.
Okazaki, onncapmmx ux B 1968 roxay).
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Jnuna ¢pparmentoB Okazaku y mpokapuoT coctasisier 1000-2000, a
y aykapuoT — 100-200 nykneorusioB. Kaxaplii pparMeHT CUHTE3UPYETCS
B HAIlpaBJICHUHM, OOPATHOM JIBMXKEHUIO OOpa30BaHMs PEIUIUKAIMOHHOMN
BUJIKH, YTO 00ECTIEYMBAET COOJIIOJICHUE TTpaBuiia COOPKHU OT D'~ K 3'- KOHILY
(puc. 18). HenpepriBHas cOopka uaeT ObicTpee, yeM (pparmertapHas. [1o-
sToMy ofHa u3 aodepHux uened JIHK HazpiBaeTcs nuaupytoiieit (Bemy-
1iei), a BTopas — OTCTAIOIIEH (3ama3/ipIBatolei). Y MpoKapuoT perinKa-
1Usl MPOTEKAET OBICTpEE — PEIUIMKALMOHHAS BUJIKA JABUMXKETCA CO CKOPO-
cteto nopsiika 100 000 map HyKJIEOTHIOB B MUHYTY; Y dYKApUOT — IPHU-
MepHO B 500-5000 HykneoTHn0B B MUHYTY. HacToTa OIIMOOK periMKaiuu
HEBEIMKA M COCTABJIAET He 6osee oquol omubku Ha 10°-10%° mykneoru-
noB. [IpaBHIIBHOCTH peIUIMKaIMU 00ECIEUYNBAETCS TOYHBIM COOTBETCTBU-
€M KOMILJIEMEHTAPHBIX MMap OCHOBAHWW U aKTUBHOCTHIO OT/ACIIBHBIX BUOB
JHK-nonuMepas, cnocoOHBIX pacno3HaTb W HUCIPABUTh BO3MOXKHYIO
omuOKy Onarogaps ux 3'-5'-9K30HyKIIea3HOW aKTUBHOCTH (TaoduI. 1).

3aBeplieHUE pEIUIMKAMU (TEpMUHALIMS) 3aKI0YaeTCa B yAaJICHUU
PHK-npaitmepoB, 3amoqHEHUN HYKJIECOTHUIAMH OOpa3yIoIMXCs MPU 3TOM
«Opemrei» n «cmuBanun» (pparmentoB JJHK i BoccraHoBieHus 1ie-
JIOCTHOCTA MoJieKyJbl. Ha 3ToM sTame (yHKIMOHUPYIOT CIEIMaIbHbIC
HYKJI€a3bl, KOTOpbIE YIasioT mpaitMepsl, paspymas PHK B ruGpuanbix
PHK/JITHK-kommiekcax. ®epment JIHK-monumepasza 3amosHseT «Ope-
mu», a JJHK-nuraza «opummsaer» ¢parment JHK, 3amenuBmuit PHK-
npamep, K nodepHen nenu. Pennmmkannonneid cuare3 JJHK npekpamaer-
Csl TIPH BCTpEUE PEITUKAIIMOHHBIX BIJIOK COCETHUX PETUIMKOHOB (puc. 16).

B 1963 r. OpuTaHCKMM BpaduoM W MOJICKYJSIpHBIM Ouosiorom J[xo-
HOM KBpHCOM C mpuMeHeHHneM MeTojJia aBTopaguorpaduu ObLIM BBINOJI-
HEHBI 3KCIIEPUMEHTHI M0 BU3YallM3allMu Ipoliecca peruiuKanuu y OakTe-
pun E. coli. [I. Kepuc BeipamuBan E. coli Ha cpene, coaeprkalieil THMH-
JIMH, MEYEHHBIM PaJMOaKTUBHBIM M30TONOM Bojpopoaa — tpurtuem (CH).
[Tpu stom JIHK B kileTkax OakTepuii CTaHOBWIACH painoakTUBHON. HaHe-
cenue BbiesieHHOM /IHK Ha mieHKy ¢ 4yBCTBUTEIIBHOM K PaJMOAKTUBHO-
MY U3ITYYEHHIO (DOTOAMYIBCUEN MO3BOJIUIO MOJYYUTh U300paKeHue pac-
MpeJIeJICHUs paJu0aKTUBHOM METKH (puc. 19).
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Puc. 19. Aemopaouoepamma oenswetics konvyesoti xpomocomwl E. coli
(cmpenkamu 0603HaAUeHbL penIuUKamueHble SUIKU)

Takum oOpazom, ObUIO JOKA3aHO, YTO MPOLIECC PEIUTUKALNU KOJIbIIE-
BO XPOMOCOMBI MPOUCXOAUT MOITYKOHCEPBATUBHBIM CIIOCOOOM U OJIHO-
BPEMEHHO B JIBYX HAMPABJICHUSIX, IPU 3TOM PEILUIHIIUPYIOLIAICS MOJIEKYJia
HalOMHUHAET CBOeM gopmoil rpeyeckyro OykBy 0 (TeTa), B CBSI3U C ITUM
TaKOM MEXaHU3M peIUIMKALMK TOJy4YrJI Ha3BaHUE TeTa-periuKaIiuu
(puc. 20).

TO‘IKa «ori» peENINKALMUOHHAA BUJ/TKA
! }

PEer/IUKaLMOHHas BU/IKA
Puc. 20. Cxema osynanpaenennoii penauxayuu xoavyesou /JJHK y baxmeputl

N3Becten eme oguH tun pernnukanuu koibneBor JHK — mo tumy
«KaTSIIETOCs KOJbIlay WIM CUTrMa-peruinkanus (o). Perukaiuys mo Tumy
KaTALIETOCS KOJIbLIA — 3TO MPOLECC OJHOHAIPABIEHHOM, HO HEOJIHOBpE-
MEHHOU PEIUIMKAUUU HYKJIEMHOBOW KHUCJIOTHI, PE3yJIbTaTOM KOTOPOH SAB-
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JsieTCs OBICTPBIM CMHTE3 MHOKECTBEHHBIX Komuil KoJbieBbix JTHK (B psaae
cayqaeB PHK y BupycoB). MexaHu3M peruiuKaluM MO TUITY KaTSIIerocs
KOJIbLIA 3aKJIIOYACTCS B CIEAYIOIEM. B OIHON M3 IBYX LENEH KOJIbLEBOU
mozekysbl JIHK npoucxonut paspymienue GochoausrpupHoil cBA3U MeEK-
Ay HyKJIeoTuaamMu B Touke mHummanuu (caitt DSO — double-strand origin)
CrieMaTbHBIM MHULIMATOPHBIM OenkoMm Rep. benok Rep cesa3piBaercs ¢ 5'-
¢docdatHbpIM KOHIIOM pa3zopBanHOU 1enH, a pepment JJHK-nmonumepasa 111
COCIUHAETCS CO CBOOOMHBIM 3'-KOHIIOM (KaK C MpailMepoM) U OCYIIECTB-
JSI€T CUHTE3 JUIUPYIONICH IeNH, UCIOIb3ysl B KaueCTBE MAaTHUIIbl HEMO-
BPSXKJICHHYIO Ienb (puc. 21). DTo NPUBOJUT K BOCCTAHOBJICHHUIO JIBYXIIC-
nmoyeyHou ctpykrypsl konbeueBor JJHK. Cunre3 muaupyromen uenu npe-
Kpaiaercsa mpu goctuxennu paiona DSO. [To mepe Toro, kak BHITECHEH-
Has ILIeNb CMAThIBAETCS C KOJIbIA, HAYMHAETCS €€ perumkanus. Peru-
Kalys BRITECHCHHOM 1€MW HAUMHAETCSI C CUHTEe3a IpaiMepa.

CantDSO Benok Rep Touyka pocTa

BbiTecHaemas uenb

0-0-0
b by .
!

3'—0OH 1

5'—PO, f
3'—OH

)
+ QH

Puc. 21. Pennukayus xonvyesou /J[HK no muny «kamsawe2ocs Konoya»

J

PHK-npanmep

) +«— COS-CanT

3'—OH
~\
5'— PO,
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[Ipaiimaza cunrte3supyer PHK-npaiimep, a JIHK-nmomumepaza III
yJIMHSAET mpaiimep ¢ 3'-koHIa KpoTkuMHU (pparmeHtamu Oxazaku.3aTeM
JIHK-monumepasza 1 3ameHsieT mpaiimMep Ha Je30KCHPHUOOHYKICOTHIIBI, a
JHK-nuraza cmmBaeT KOHIBI, (pOopMUPYS JTHUHEHHYIO KOIMHUIO HCXOTHOMN
JABYXIIEMIOYEYHON MOJIEKYJIbl. TakuM oOpa3oM, Ha MaTpuile, IpeacTaBis-
IOIeH COOOM «KaTAIIeecs] KOJbIIO», MOXKET ObITh MOJY4YEHO MHOTO HOBBIX
nuHenHbIX aymiekcoB JIHK, koTopeie BOCIeIcTBUM MOTYT 3aMKHYTHCSI B
KOJIBLIO.

BOITPOCHI JJI51 CAMOCTOSITEJIBHOT'O KOHTPOJIS
3HAHUU

1. Ha3zoBute n oxapakTepu3yiTe OCHOBHBIEC ATAllbl B UCTOPUU OTKPBITUS
U U3YYEHUS HYKJIEMHOBBIX KHUCJIOT.

2. B kakux skcnepumeHTax Obuia gokazana poib JJHK B xpaneHuun u
nepeaayde HacJIeACTBEHHOW nHpopmanun?

3.  Onumurte 3xcriepuMenTsl O. I'puddura, B KOTOpHIX OBLTO OOHApPYKE-
HO SIBJICHUE TpaHCc(opmaluu y OakTepuil.

4. Onummure 3xcniepuMenTtsl O. OBepu, K. Makiieoga u M. Makkaptu mno
J0Ka3aTeNbCTBY MPUPOBI «TpaHCchopMupytomero ¢akropa», oOHa-
pyxxkerHoro @. I'pudpurtom.

5. Onummte 3kcniepumenthl [ Jlenepbepra m H. Ilunnepa, oOHapy-
KUBIIMX SIBIICHUE TPAHCIYKIIUU — (DOPMBI TOPU3OHTAIIBHOTO MEPEeHOCca
T'EHOB.

6. Omnumure 3kcriepuMmedTsl A. Xepmm u M. Yei3 no goka3aTenbCTBY
posu IHK B nepenave renerndeckoi nHpopmaium.

/. Onuimure cTpoeHue HykiIeoTuaoB. Kakue xumuyeckue cBsizu Gopmu-
PYIOT U CTaOMIU3UPYIOT MOJIEKYJIbI HYKJIEMHOBBIX KUCIOT? Chopmy-
mupyiite npasuia Yapradda.

8. Omnumute monens JIHK, npepnoxennyro . Yorconom u @. Kpukom.
Kaxkue cymectBytoT hopmbl cimpanu JJTHK?

9. Omnumute Tpu Moaenu pervtnkanuu JJHK. Kakum cnoco6om mpowuc-
xoauT yapoenue JIHK B xxuBoi kiietke? ONUIIATE SKCIIEPUMEHTHI M.
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10.

11,

12,

Mesenbcona u @. Cransg mo A0Ka3aTeIbCTBY MOJYKOHCEPBATHBHOIO
crioco0a perutukanuu JIHK.

Onpenenure KIOYEBBIE XAPAKTEPUCTHKH MpolEecca PEIUIUKAIUU
JHK. Ilepeuucnure ¢pepmentsl perukanuu JJHK u oxapakrepusyii-
T€ UX QyHKIIUH.

N300pa3ute cxemaTndHo OTHAeNbHBIC dTamnbl perukannu JHK: nan-
quanys, dJ0HTrauus, TepmuHanus. Onpenenure TEPMUHBL PEIUIAKA-
TUBHAs BUJIKA, PCITUKATHBHBIA TJIa30K, PEIUIMKOH, TOYKa Ofi, Tpaii-
MEpBbI, OTCTAIOMIAs 1EMb, JIUAUPYIOIIas 1ernb, parMeHThl OKa3aku.
KakoBbl ocHOBHBIE paznuuuns B perukanuu JJHK y npo- u sykapuot?
OnuiuTe MOJACNb peIrIuKaIuu KoiblieBor OaktepuansHor JIHK 1o
TUIY «KaTSIIETOCA KOJIbIIA.

TECTOBBIE 3AJIAHUSA
Buvibepume 00un unu HecKoIbKo NPAGUNIbLHBIX OMEENO8.

1. PEIUIMKALIMS JHK UJJET B HAITPABJIEHUUA
a)5' — 3
0)3' — 5
B)3' — 3
r)5 —5%

2. OPAI'MEHTbBI OKA3AKHU OBPA3VYIOTCS ITPU CUHTE3E
a) orcraronieit nenu JJHK
0) munupyromei nenu JJTHK
B) KaK OTCTAIOIEH, TaK M JINJIUPYIOMIEH 1IeTTH

3. ®EPMEHT, OBECITIEYMBAIOIMI OJHOIEIIOYEYHBIE PA3PHIBHI 1
JIOKAJIBHOE «PACIUIETAHUE» JHK B IMPOLECCE PEIUIMKAIINN,
HA3BIBAETCA

a) Tormouzomepasa
0) PHK-mpaiimaza

B) Jluraza

r) JIHK-nmonumepasa

4. ®EPMEHT, YYACTBVIOIINI B CIIUBAHUN ®PATMEHTOB JIHK B
[MPOLECCE PEIUIMKALINN, HASBIBAETCA
a) PHK-mpaiimasa
0) Tomon3omepasa
B) TeJIKasa
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r) JIuMrasa

o

[NEPBUYHASA CTPYKTYPA MOJIEKVYJIbI JTHK ®OPMUPVYETCA I10O-
CPEACTBOM

a) BOJOPOIHBIX CBS3CH

0) BOJOPOAHBIX U THAPOPOOHBIX CBS3EH

B) KOBAJICHTHBIX (hochoaudPpupHBIX CBI3EH

6. BTOPUYHASA CTPYKTYPA MOJIEKVYJIbI JHK CTABUJIN3UPYETCA
a) BOAOPOJHBIMU U TUIPO(HOOHBIMU CBAZSIMU
0) KoBaNIeHTHBIMU (HOCPOTUIPUPHBIMH CBIZIMU

~

OOCOONUDOUPHBIE CBA3UM B MOJIEKVYJIE JJHK OBPA3VYIOTCA
MEXIY

a) pocdaToM U a30TUCTHIM OCHOBAHUEM

0) pocdaTom 1 IByMS IEHTO3aMU COCEAHUX HYKIJICOTHJIOB

B) a30TUCTHIM OCHOBAHHEM M CaxapoMm

©

JJHK COAEPXUTCA B CIIEAYIOINX KIIETOYHBIX OPTAHONAX
a) KOMIUIEKC [ "0sbxu
0) sapo
B) MUTOXOH/PUU
') pubOCOMBI
1) TU30COMBI

©

HYKJIEMHOBBIE KUCJIOTBI BITEPBBIE BbIJIM OTKPBITHI
a) AllbTMaHOM
0) Jleanom
B) YOTCOHOM
r) Mummepom

10. HYKJIEOTU A JHK COCTOUT U3
a) TyaHuHa, 1e30KCUpHO03bI U ocTaTka GoCcPOPHOI KUCTOTHI
0) pub03bl, ocTaTka (GochHOPHOMN KUCIOTHI U aJICHUHA
B) aJICHUHA, TYaHWHA U JE30KCHPHUOO03BI

11. KIIYPUHOBBIM OTHOCATCA ABOTUCTBIE OCHOBAHUMA
a) aJICHUH
0) ypauui
B) IIUTO3WH
I') TAMUH
1) TYaHUH

12. K IIMPUMHNINHOBBIM OTHOCATCA ASOTUCTBIE OCHOBAHUA
a) aJileHUH
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0) ypamt
B) ITUTO3UH
I') THAMUH
1) TYaHUH

13. UCCJIEJOBAHUSA YAPTADODA T[IOKA3AJIM, YTO MOJIAPHOE CO-
JNEPXXAHUE AJEHMHA B JTHK PABHO
a) MOJIIPHOMY COJIEPKaHHIO yparuia
0) MOJIIPHOMY COJIEp>KaHUIO TyaHWHA
B) MOJISIPHOMY COJICPYKAHHIO IUTO3HHA
T') MOJIIPHOMY COJICPYKAHHUIO THMHHA

14. OIIBITBI ME3EJIbLCOHA 1 CTAJIA JOKA3AJIU, UTO JHK CHUHTE3U-
PYETCH
a) MOJIyKOHCEPBATHBHBIM CTIOCOO0M
0) KOHCEpBAaTHUBHBIM CITIOCOOOM
B) IUCIIEPCHBIM CIIOCOOOM

15. TTIPU PEIUIMKAIIMN JHK B 9YKAPUOTHUYECKUX KJIETKAX OBPA-
3YETCA
a) TOJBKO OJIMH PEIUIMKOH
0) MHOXKECTBO PEIIMKOHOB
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PA3JIEJI ||
BUOCHUHTE3 MOJIEKYJI PHK. IPOHECCHUHI

2.1.Buabl n pynkuuu PHK B kieTke

Pubonyknennosas kuciora (PHK) — ogHonuteBoit 6mononumep, B
KaueCTBE MOHOMEPOB KOTOPOTO BBICTYINAIOT PUOOHYKIIEOTH B, B 3aBUCH-
Moctd OoT Tthna PHK kommuecTBO BXOASAIIMX B €€ COCTAB HYKJIEOTHUIOB-
MOHOMEpPOB paznuuaercs. B coctaB nykneotuaa PHK Bxoaut caxap pubo-
3a, OJIHO W3 YEThIPEX A30TUCTHIX OCHOBAHMM (aJ€HWH, TYaHUWH, Ypalu,
IIUTO3UH), ocTaToK (ochopHoit kmcioTel. B 3penbix Monekynax PHK
MHOTHE€ a30THUCThIC OCHOBaHUS MOAUDUIIMPOBAHBI, IOATOMY PAa3HOBUIHO-
CTE€M caMMX a30TUCThIX OCHOBaHUM B coctaBe PHK B kiletkax HamMHOTrO
Oomnwie. Pubo3a, B oTaM4Yue OT J€30KCUPUOO3bI, UMEET JOTOJIHUTEIBHYIO
OH-rpynmy B C-2'-mmonoxxenunu, 9to omnpesaenser cmocoonocts PHK Bery-
natb B XUMHUYECKHE peakiuu noaoOHO ¢epMmeHTam (sH3uMam). Cyiie-
CTBYET HaXX€ OMPEJCICHHBIA TEPMHUH, XapaKTEPU3YIOMIMN PEAKIIMOHHBIE
corictBa PHK, mposgBIAOMMX 3H3UMATUYECKY0 aKTUBHOCTh — TAKUE MO-
JIEKYJIbl HAa3bIBAIOT «pUOO3UMaMMU», OHU O0JaJal0T PEryJISTOPHOU aKTHB-
HOCTBIO B OTHOILICHUY PA3JINYHBIX 3TANOB SKCIPECCUN T'€HOB.

Boeinensator tpu ocHoBHbIX Buja PHK: undopmanmnonnas (matpud-
Hasl), TpaHcIopTHas U pudocomanbHas. Bece ocnoBHbie Bunbl PHK npen-
CTaBIISIIOT COOOW HEPa3BETBJICHHBIC MOJMMHYKICOTUIBI, UMEIOT CHeIn(pu-
YECKYI0 MPOCTPAHCTBEHHYIO KOH(MOpPMAIMI0O W TPUHUMAIOT ydacThe B
mpoIieccax CUHTe3a Oerka.

XapakTepHy0 BTOPUYHYIO CTPYKTypy uMmeeT TpaHcnoptHas PHK
(TPHK). OHa comepuT B ceO¢ YeThIpe CIUPATM30BAHHBIX ydacTka (3a
CYEeT 00pa30BaHUs BOJAOPOJHBIX CBSI3€H MEXYy KOMILJIEMEHTApHBIMU a30-
TUCTBIMU OCHOBAHUSMU — BHYTPUMOJICKYJIIPHBIC KOMIIJIEMEHTAPHBIEC TTApPbI
A-Y, T'-11) u tpu (b0 dYeThipe) OMHOICTIOYCUHBIX meTiau. [Ipu n3obpa-
KEHUU TaKOW CTPYKTYpHI Ha MJIOCKOCTHU MoJiy4yaeTcsi Gurypa, Ha3blBaemas
«KJICBEPHBIM JTUCTOMY (puc. 22).
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3'-KOHEI ——» OH

" AKLENTOPHDbIN
KoHeL,

>PCCOOO>POO0>

Metna 3

>

MoauduumpoBaHHble
HYKNeoTuabl

«— AHTUKOAOH

Puc. 22. Bmopuunas cmpykmypa mPHK & ¢oopme «xneseproeo nucmay (1 —
nemis 011 KOHMAKma ¢ pubocomon, 2 — aHmuKoOoHo8as nemis, 3 — nemis 0s
koumakma ¢ pepmenmom APC-aszotr)

Tpernunast cTpykrypa HatuBHOW Mosekysisl TPHK otnuuaercs ot
IJIOCKOW BTOPUYHOM CTPYKTYphl OOJBIIEH KOMIIAKTHOCTBIO 3a CYET
YVKJIQJIKU pa3IudHbIX YacTe Moyekysbl B L-popmy minu popmy «iokTeBo-
ro cruba» (puc. 23).

AkuenTopHbI cTtebensb

T— AHTUKOOOH

Puc. 23. Tpemuunaa cmpykmypa mPHK
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Tpaucnopraast PHK cocrout 00buna0 13 76 (o1 75 10 95) HykIcoTH-
J0B; ee MouiekyJispHas Macca cocraBisgeT 25—-30 k/la. Ha momo TPHK
npuxoaurcs okono 10% ot obmero coaepxkanuss PHK B knetke. @yHKIMS
TPHK 3akitouaercss B 1oCTaBKE aMUHOKHUCIIOT K MECTY CHHTE3a Oenka — K
pubocomam. Takum 00pa3zoM, OHA BBICTYMAET B POJU TPAHCIAILIMOHHOTO
nocpennuka (aganrepa). B kimerke Bctpedaercs okono 40 Bumor TPHK,
KXl M3 KOTOPBIX UMEET XapaKTEPHYIO TOJBKO I HETrO IMOCJIEA0BaA-
TEJIBLHOCTh HYKJIEOoTHAOB. Y nro6oit TPHK ecTh metsns ayist KOHTaKTa ¢ pu-
00COMOM, aHTUKOJJOHOBASI METJIs, METJS ISl KOHTAKTa ¢ EPMEHTOM aMu-
Hoanui-TPHK-cunTerazoit (APC-a3oit), akiienTopHbIA cTEO€Ib 1 aHTUKO-
JIOH. AMUHOKHCJIOTa MPUCOCAUHSAETCS K 3'-KOHIY aKIIENTOPHOTO CTEOJIS;
AHTUKOJIOH (TpU HYKJICOTHA) pacrno3HaeT KojaoH uHpopmarmonHoit PHK
M0 MPUHLUIY KOMIUIEMEHTapHOCTH. ClielyeT MOJYEepKHYTh, YTO TOJIBKO
onpeaeneHHas TPHK Moxer TpaHcnopTHpoOBaTh CTPOTO OINPEIEICHHYIO
AMHUHOKHCIIOTY, COOTBETCTBYIOIIYIO €€ aHTUKOAOHY. CrenupuyHOCTh CO-
earHeHus aMuHOKUCI0Th ¢ TPHK oGecnieunBaeTrcst cBoiicTBaMu hepMeH-
ta APC-a3bl (cM. pazaen 3.3. Tpancisuus: OMocUHTE3 Oerka).

Pu6ocomanbuass PHK (pPHK) umeer mosnexynsipayto maccy 1000—
1500 x/la u coctout u3 2000 — 3000 nykneorunos. Ha gomo pPHK mpu-
xomutcst 80-85% ot obmiero coxepxkanus PHK B xierke. B komimiekce ¢
pubocomansubiMu Oenkamu pPHK o0Opasyer pubocoMbl — OpraHoujbl,
OCYILIECTBIsIIONME cuHTE3 Oenka. M3BecTHO, 4TO pubocoMa y MpOKapuoT
coctout u3 2/3 PHK u 1/3 6enkoB; B dyKapHOTHUYECKHX KJIETKaX JaHHOE
cootHotieHue paBHo 1:1, mpu stom cunte3 pPHK npoucxonut B siapbiiii-
kax. Tak, y denoBeka rensl, kogupyromue pPHK, crpynnupoBansl B TaH-
JIEMHBIC TTIOBTOPHI, paCIoJiaraloniuecsl B paioHax SAPBIIIKOBBIX OpraHU3a-
TOPOB Ha KOPOTKHUX Iiedax akpoueHTpuueckux 13, 14, 15, 21 u 22 xpo-
mMocoM. Cnenuduueckas npoctpancTBeHHas ctpykrypa pPHK dopmupy-
€T BaXKHbIC DJIEMEHTHI, ompesesisis MOp(poIoTHIecKue 0COOEHHOCTH, (HOop-
MYy U LEJOCTHOCTh pUOOCOM, a TaKKe UX (PYHKIIMOHAJbHBIC IIEHTPHI (CM.
pasnen 3.3. TpaHcnsanus: OMOCHHTE3 OCIIKa).

NUndopmaunonnas (Marpuunasa) PHK (muPHK, mPHK) pa3noo06-
pa3Ha 1o kojudecTBy HykiaeoaumoB (mo 10 000) u momekyaspHON Macce
(ot 50 mo 4000 x/la). Ha momro MPHK npuxomgutcs mo 5% ot oOmiero co-
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nepxxanuss PHK B knetke. IlocpenctBom mudopmarnmonHon PHK ocy-
HIECTBIISIETCA NiepeHoc reHetndeckon nHdopmaiuu ot JJHK k pubocomanm,
a caMa MOJIEKYJIa BBICTYNAET MAaTpPULIEH I CHUHTE3a AMUHOKHUCIOTHOM
MOCJIEI0BATEIbHOCTH MTEPBUYHOMN CTPYKTYPhI OCIIKOBON MOJICKYJIBI.

B Hacrosiee Bpemsi, Omaronaps COBPEMEHHBIM TPAaHCKPUITOMHBIM
TEXHOJIOTUSIM, TMOMOJHSAETCS UH(POPMAIIUS O CYIIECTBOBAHUU U (PYHKIIHO-
HaAJIbHOM pOJIM HOBBIX, paHee Hen3BeCTHbIX BUOB PHK. Kpome Tpex oc-
HOBHbIX BUJ0B PHK OTKpBIT 1eNbIi psill, TAK HA3BIBAEMBIX, HEKOJIUPYIO-
mux PHK, xotopeie He TpaHciaupyroTcs B Oenku. B OCHOBHOM OHHU BbI-
MOJTHSIIOT PETYIATOPHYIO (PYHKIINIO, KOHTPOJUPYST aKTUBHOCTH T€HOB (CM.
pazzaen 4.2. Perynsiuys akTUBHOCTU I'€HOB Y 3yKapHoT) (TaldI. 2).

Tabauya 2. Buovl u ¢hynkyuu Hexooupyowux peeynsimopuvix PHK

Hazsanue PHK Paszmep ®ynkuuu PHK
(KoJIM4ecTBO
HYKJICOTHI0B)

Perynupyror uzbuparenbHOoe METHIMPOBA-
Hue JIHK; pykoBomsaT u3z0buparenbHOil mo-
CaJKOM Ha XpOMAaTHUH OEIKOBBIX KOMILJIEK-
COB, TTOJIABJISIONINX aKTUBHOCTH T'€HOB

JInuHHBIE HEKOUDY-
romue PHK 1o 200
(muxPHK, INcRNA)

Mauibie siaepHbie Y4acTBYIOT B CIUIAMICHUHIE;, PETYIUPYIOT
PHK (maPHK, mo 150 aKTUBHOCTH  (PAKTOPOB  TPAHCKPUIILINH;
SNRNA) MOAAEP>KUBAIOT LIEJIOCTHOCTH TEJIOMED

VY4acTBylOT B XUMHUYECKON MOIudHUKaIIUN

Majibie A/pbIIIKOBbIC pPHK, TPHK n MsaPHK; yuactByror B cra-

PHK (msxPHK, 60-300
sNORNA) 6HJUIH3auHH crpykrypsl pPHK u 3amure or

nercTBUs PepMEHTOB THIPOIIa3 (BEpOSITHO)
Mamnsie unrepdepu- ObecneuynBalOT AHTHUBUPYCHYIO HMMYH-
pytoutue PHK 21-22 HYIO 3aIlUTY; TOJABIISIIOT aKTUBHOCTH COO-
(MuPHK, siRNA) ctBeHHBIX reHOB (PHK-nnTepdepentus)
MukpoPHK (MxPHK, 18-25 [TonaBmnsitOT TpaHCIAUIO MO0 MPUBOIAT K
mMiRNA) nerpagaiuu MPHK

Koportkue
AHTHCMBICJIOBBIE (menee 200) u | biokupyroT TpaHCsIHI0, 00pa3ysl THOpH-
PHK (asRNA) JUTMHHBIC 11 ¢ MPHK
(6omee 200)

PHK, cBsizannble ¢ [lonaBnsitoT aKTUBHOCTh MOOMJIBHBIX T'€HE-
Oenkamu Piwi 26-32 TUYECKHUX 3JIEMEHTOB BO BpeMsi SMOpHOre-

(pIRNA, piwiRNA) He3a («CTpaku TeHOMay)
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2.2. Tpanckpunuus: 6uocunre3 PHK

Tpanckpunisi — npouecc CuHTe3a UHPOPMALMOHHON (MAaTpUYHOMN)
PHK na wmarpune /[JJHK. B sykapuoTHYeckOW KIIETKE TPAHCKPUIILIUS
MPOUCXOJIUT B SAAPE, MUTOXOHIPHUIX M IUIACTUAAX; Yy IPOKAPUOT — B
LHUTOIUIa3ME M, KaK MPaBUJIO, OJJHOBPEMEHHO C TPAHCISALUMEN (CHMHTE30M
Oenka). buonoruueckuil  CMBICT  TPAHCKPUIIMM  3aKIIOYaETCI B
NEPENUCHIBAHNK  (TPAHCKPUOMPOBAHMK) T'E€HETUYCCKON HHGPOpMAIMH C
JJHK na PHK. ®epmenr, ocymectBisitonuii cuate3 mosekyn PHK na
marpunie JIHK, mnazeiBaeTrcss PHK-mommmepasza — 3T0 HyKICOTHIHII-
TpaHcdepasa, KOTopas MoIMMEpPU3yeT pUOOHYKICOTHIB HAa 3'-KOHIIE TENH
PHK. CymectByeT Ba OCHOBHBIX TUIIA PHK-nonmmmepas:
OTHOCYOBbEAMHUYHBIE M MHOTrocyObeauHnyHbie. OaHOCYOBbEeTMHUYHBIC
PHK-nonuMepasbpl y4acTBYIOT B TPAHCKPHUIIIIMM TE€HOMOB HEKOTOPBIX
OakteproaroB U MUTOXOHIpuid. Muorocyowsenuununsie  PHK-
MoJIMMEpas3bl OTBEYAIOT 3a TPAHCKPUMITUIO OOJIBITMHCTBA T€HOB B KJIETKAX
BCEX KUBBIX opranu3MoB. Ctpykrypa PHK-nomumepassl y npokapuot u
sykapuot omindaerca. PHK-nonumepasa npokapuoT npeacTaBiseT coOon
O€JIOK, MMEIOLUI YEeTBEPTUYHYIO CTPYKTYypy. M3BecTtHnl 1Be (HOpMBbI
cymectBoBanusg PHK-nmonumepassl: kopdepmenTt (oT anri. core —
cepaneBuHa) U xonodepmeHT (ot anria. Whole — menwhbIit). Kopdepment
MMEET OTHOCUTEJIbHYI0 MOJIeKYJsipHYt0 Maccy okoJio 400 k/la u cocTtout
W3 4eThlpex cyOobenuHull: IByX o, B u PB’. XomodhepmMeHT cocToUT u3
KopdepMeHTa B 6-cyObeuHUIIBI (M G-(pakTopa) (puc. 24).

— | a

o + P — o )
Curma-dpakrtop <

Kop-depmeHT XonopepmeHT

Puc. 24. Cmpyxmypa PHK-nonumepa3svl npoxapuom
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Kop-depment PHK-monumepasbl oOnamaer KaTaJTUTHYECKOMN
aKTUBHOCTBIO, HO HE CIOCOOCH K MHUIMAIMKM TpaHckpumniuu. [lo cBoei
MPOCTPAHCTBEHHON CTPYKType KOp-(EpPMEHT HANOMHUHACT «KJICIIHIO

Kpaba», oOJHaA IIOJJIOBUHA KOTOpOH oOpa3oBaHa B OCHOBHOM [3'-
cyObenuuuiieii, a BTropas [-CyObeauHUIICH; MEXIYy HUMHU HaXOJUTCS
rnaBHbIM KaHasm PHK-momrmepassl, B KOTOPOM OPOUCXOAUT CBS3bIBAHUE
JHK u PHK B mnpomecce tpanckpuniuu. Jumep a-cyObeauHuUIl
pacmnoJiaraeTcsi co CTOPOHBI, MPOTUBOIOJIOKHON TJIaBHOMY KaHamy. Jlims
y3HaBaHus crenuduueckux nocienopareapbHoctet JITHK (mpomotopoB),
Ha KOTOPBIX HAYMHAETCS TPAHCKPUIIMS, HEOOXOIUMO MPUCOCTUHECHUE
¢dakTopa MHUIMALINH, T.€. G-CYObEAMHUIIBI U 00Opa3oBaHue xonodepMeHTa
PHK-nonumepasbl. 6-(akTtop Urpaer IEHTPaTIbHYIO pOJb B y3HABaHUU
npomotopa, miasaeanu JJHK u nocnenyromem capure PHK-nmonumepassr
C MMPOMOTOPA K CTAPTOBOM TOUKE TPAHCKPUIIIUH.

Y 3ykapuoT BbISBIEHO HeCcKOoJNbkOo TUNOB PHK-momumepas B
3aBUCUMOCTH OT UX JIOKaJIW3allUMU: SACPHbIC, MHUTOXOHJpPHAIbHBIE,
xnopomnactaeie. Cpenu sanepueix PHK-nmomumepas BeiaensroT Tpu BUAA:
PHK-nomumepasa |, PHK-momumepasa |1, PHK-nomumepasa 111 (Ta6i. 3).
B cwunaTeze MPHK na wmarpune JJHK y sykapumor ywactByer PHK-
noinumepasa |l (monexymspuas macca 550 k/la), koropas cocTOHUT u3
IBEHAAIATH CYOBEIUHUII, TMSITh U3 KOTOPHIX MPOSBISIOT TOMOJIOTHIO C

cyopenuunniamu PHK-nonumepasbsl npokapHor.

Tabauya 3. Tunwvl sykapuomuyeckux soepuvix PHK-noaumepas

Tun Jloxanuzanus DOyHKIUU
(¢pepmenta
PHK- Cunte3 Oomabiux pudbocomanbHeix PHK (28S;
SITPBIIIKO

noaumepasa | 18S; 5,8S)

PHK- o Cunte3 MPHK, Oompmmucrea MaPHK wu
S

nonumepasa |l P MukpoPHK

PHK- Cunrte3 TPHK, wmameix pubocomanmsubix PHK
SIIPO (5S), MmaPHK, xommnoHeHTa pruOOHYKIICOPOTEH 1A

nonumepasa |l

U6 u apyrux ctabmibHBIX KOopoTkux PHK
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Tpanckpubupyemoit  emunmnerr JIHK  sBmseTcs  TpaHCKpHUNTOH.
TpaHCKpUNTOHOM y MPOKAPUOT SIBISETCS ONEPOH, Y DYKapuoT — reH. B
COCTaB ONEpPOHAa BXOMIT [JIBa OCHOBHBIX Yy4YacTKa: pEryiasiTOPHBIN
(HenH(OPMATUBHBIN) M CTPYKTYPHBIH (MHPOpMAaTUBHBIN) (puc. 25).

MpomoTop CTPYKTYpHbIE reHbl (LIUCTPOHbI)
> SO N | S s A
[eH-perynatop Onepatop MoNAUUUCTPOHHAA egnMHULA TepmuHaTtop

TPaHCKPUNLUMK

PerynatopHas obnactb

OINEPOH

Puc. 25. Obwasn cxema cmpoenusi onepona

B renome npokapuoTHYECKON KJIETKH Ha JOJIO0 PETYISATOPHBIX 2JIEMEHTOB
npuxoautcs okono 10%, Ha momto cTpykTypHbix — 90 %.CrpykrypHas
00JlacTh ONEpPOHA MPOKAPHOT MOXKET OBITH MPEJCTABICHA OJHUM WJIH
HECKOJIbKUMHU KOJTUPYIOIIMMHU Y4acTKaMU — ITUCTPOHAMH, TaKUM 00pa3oM,
pazInyaroT MOHOITUCTPOHHBIC M IOJHMITUCTPOHHBIC ONepoHbl. CHHTE3
MPHK HaunHaercs co CTpyKTypHOM 4acTy ONEPOHA, MTOCKOJIbKY UMEHHO B
Hel 3akoJupoBaHa MHQOpPMAIHSA O TMOCIEI0BATEILHOCTY aMUHOKHUCIIOT B
MOJIEKyJie OerKa.

K peryiasTopHpIM »dJIEeMEHTaM OIEpOHA TIPOKAPHOT OTHOCSTCS
YYaCTKH, YIPABISIONME pabOTOM OINEpoHA: IMPOMOTOp, OIepaTop,
tepmMuHatop. IIpoMoTop ompenenser Havallo TPAHCKPUIIUK (Y4acTOK
WHULIMAINHT ), UMEHHO ¢ HUM coenunsercs PHK-nonumepasa npu nomoru
o-daktopa. [IpokapuoTnyeckre TPpOMOTOPHI BAPLUPYIOT B pazmepax oT 20
o 200 map HykimeotnmoB (I.LH.), HO HamOOJIe€ THIIUYHBIM SBIISICTCS
npomoTtop pazmepom 40 1m.H. BHyTpH KiI1acCHYECKOT0 MIPOMOTOPA HMEETCS
JBE MOCTOSIHHBIE IocienoBaTeabHocTH: «MHHYC 10» (-10) u «munyc 35»
(-35) (puc. 26). OHm pacmoyioKeHBI BbIie (JIeBee) caiTa Hadaja
TPaHCKpUINIIMK (CTapTOBOM wuiauM HyJeBod Touku) Ha 10 m 35 1m.H.
COOTBETCTBEHHO.
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MPOMOTOP

c-pakTOp

TTGACG | | TATAAT_' | _-|
" =35 pervioH -10 pervoH - '

PHK- CaunT Havyana
nonumepasa TRAHCHpMIItIM

Puc. 26. Cmpoenue npomomopa y npokapuom

[TocnenoBarenbHOCTh «-10» — 3TO y4acTOK, COCTOSAIIMN U3 HYKIECOTHUIOB
TATAAT (TATA-60kc, smuk IlpuOHOBa), OTBewyaeT 3a y3HaBaHUE
npomoTopa c-akropom PHK-nmommmepassl. IlocnenoBaTenbHOCTh «-35»
(TTTALI'-60kc) otBewaer 3a mocaaky PHK-momumepassr Ha JIHK.
Toukoii Havyama TpaHckpumiuu (+1) SBISETCS HYKICOTHI, C KOTOPOTO
HaunHaercs cuaTe3 MPHK.

Jlpyroil 3J€MEHT, YHpPaBJSIONMKA MOPOIECCOM TPAHCKPUMIUHA, —
omepaTrop, KOTOPBIM pacrmosaraercss MOOJM30CTH OT MPOMOTOpa WIU
BHyTpu Hero. Ecmu »ToT ywactok cBobomeH, Tto PHK-nmommumepasa
COEZIMHSETCS C MPOMOTOPOM M TPAHCKPUIIIKS HaunHaeTcs. Ecim oneparop
CBSI3aH C PEryJATOPHBIM OenkoM-pernpeccopoM, To PHK-nomumepasa He
MOYET COCIUHUTBHCA C MPOMOTOPOM, M TPAHCKPUIILIUSA HE UIET. benok-
perpeccop, Kak U JPyrue peryiasiTopHble O€NKH, SBISETCS MPOIYKTOM
IE€HA-PEryJIATOpa, U UIPACT BAXKHYIO POJIb B PETYJISIIUM T€HETUUYECKOU
akTUBHOCTHU (cM. pazaen 4.1. Perynsiuust akTHBHOCTH T€HOB Y IIPOKAPHOT).

3a  TpaHCKpHOMpPYeMOHl  CTPYKTYpHOM  00JacThi0  T'eHOMa
(LMCTpOHAMM)  PACMOJIOKEH  CUTHAJIBHBIA  y4aCTOK  OCTaHOBKH
TPAHCKPUIILIMK — TepMUHATOp. B 3TOM o00JacTu TpaHCKpUMIUSA
npekpamaercsi, PHK-nmonumepaza u cuHresupoBanHas  MPHK
orcoeaunstorcs ot JJHK.

Y 3yKapWOT €AWMHUIICH TPaHCKPHUIIIIMH SIBIISIETCA T€H — (parMeHT
monekynsl JIHK, comepxammi peryasaTtopHble 3J1EMEHTBI U CTPYKTYPHYIO
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00J1acTh, KOIUPYIONTYI0 (GyHKITMOHATBbHYIO MoJiekyry 6enka win PHK. Ha
JIOJII0 PETYJATOPHBIX YYaCTKOB B T€HOME JYKAPUOT MPHUXOIUTCS OKOJIO
90%, ctpykTypHbIX — 0K0JI0 10%. PeryasTopHbIil y4acTOK reHa 3yKapuoT
MpeACTaBIsET COOOM psii MOCIEAOBATEIBHO PACHOI0KEHHBIX POMOTOPA,
ormeparopa U TEPMHUHATOPA, (PYHKIIMU KOTOPBIX AHAJOTHYHBI (PYHKIHSIM
COOTBETCTBYIOIIMX DJIEMEHTOB Yy OINEpoHa MpoKapuoT. CTPyKTYpHBIN
y4aCTOK COCTOUT U3 OJHOM €IAMHUIBI TPAHCKPUIIMU W HUMEET
«IPEPBHIBUCTOE» CTPOCHHE: KOTUPYIOIIUE YIaCTKH (PK30HBI) YEPESAYIOTCS C
HEKOUPYIOMUMHU (MHTpOHAaMH) (puc. 27).

[TpomoTop JK30H WMHTPOH 3SK30H WHTPOH

DR » (RS o (M= o

Onepatop MoAMUMCTPOHHAA eauHMLA TepmuHaTop
TPaHCKpUNLUK

PerynatopHasa obnactb

>

[EH

v

Puc. 27. Obwas cxema cmpoenus eena 3yxapuom

[IpoMoTOp 3YyKapuUOT OTJIMYAETCS OT MPOMOTOpa MpoKapuoT. B
CTPYKType IMPOMOTOpA DYKApUOT BBIICISIOT KOpoBbie 3ieMeHTHl (BRE,
TATA, Inr, DPE), ¢ KoTOpeIMH B3aUMOJCHUCTBYIOT  OOIIHE
tpanckpunimonnsie hakTopsl (TFIIB; TBP; TFIID u ap.) (puc. 28).

TFIIB TBR TFIID
-37 -32 -2 I +4
~ BRE | TAmA | e |
| |31 -26) | | | |
| | | I | | I
lcee H A A: : €C... TEC : : :
CGCCC AN G _CGTG
[cCA-CEEE TATA LA | TTATT | | |

Puc. 28. Cmpoenue npomomopa sykapuom
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KopoBelif  mpomMOoTOp  dyKapuoT — OTO MHHUMAJIBHBIM  HabOp
MocJIeIoBaTeIbHOCTEM, HEOOXOUMBIX 1715 cBs3biBaHus PHK-nonumMepasbl
Il 1 TpaHCKpUNIIMOHHBIX (PAKTOPOB, BOBJICUEHHBIX B MPOIIECC CTapTa
MHUIMAIUKY  TpaHcKpuniuu. OOBIYHO [IJIMHA KOPOBOTO MPOMOTOpPA
coctaBimsgeT 40-60 m.H., a pacmojiaraTbCsi OH MOXXET BBIIIC HJIW HIDKE
TOYKH CcTapTa TpaHCKpuniuu. [lonHbBIT HAOOp BIEMEHTOB KOPOBOIO
npoMotropa BkIw4aer B cebs BRE-smement, TATA-Gokc, Inr
(uHMLOMATOp) W/  Hwkenexkammii  daement (DPE). ®yskiun
IIEPEYUCIICHHBIX IPOMOTOPHBIX JIEMEHTOB pa3IndHbI (Ta01. 4).

Tabauya 4. Kopogvie snemenmsl npoMomopa 3yKapuom u ux yHKyuu

Ha3sBanue 3j1eMeHTa DYyHKUHHU
BRE (B recognition element) — si1e- ITomomnin B CBSI3BIBAHMH PHK-
MEHT paclio3HaBaHus B nonumepassl |l ¢ JIHK

TATA-6oxe VY3HaBaHUE TPAHCKPUOMPYEMOTO ydacTKa
JHK; npusneuenne PHK-nmonumepasst ||

Inr (initiator) — uHUIATOPHBIH 3J1€-

MEHT Ycunenue TpaHCKPUNIMU IIPU COBMECT-
DPE (downstream promoter element) — | Hoit pabore ¢ APYrUMH KOPOBBIMH dJie-
HIDKEIEKaMd TPOMOTOPHBIN dJ1e- MEHTaMH

MEHT

C pa3nauyHBIMM ~ TIPOMOTOPHBIMH  3JIEMEHTAMH Y  JYKapHOT
B3aUMOJICUCTBYIOT  (DaKTOpPhl  TPAHCKPUMNIMU  (TPAHCKPUIIIUOHHBIE
dakTopbl) — 3TO OenKu, KOHTpoaupyromme nporecc cuHte3a MPHK, a
takxe apyrux BugoB PHK na wmarpune JIHK. Bwimenstor oOuiue
(6azanpHBIC) TPAaHCKPUMNIIUOHHBIC baxTophl U QIS ENINGISE
(cieruduyueckue) TPAHCKPUITLIHOHHbBIE (akTopHI. Oo61ue
TPAHCKPUIIIMOHHBIE (AKTOpbl TpeOYyIOTCA i pabOThl MOYTH BCEX
nmpomMoTopoB, ucnoybzyeMbix PHK-monumepaszoii |l u o6o3nagarorcs TFII
(ot amrm. — transcription factors — ¢dakrToper Tpanckpunmuu PHK
nonumepasbl  |l, wmampumep, TFIID, TFIHA, TFIIB u gp.). OGmmue
TPAaHCKPHUIIIMOHHBIE ()aKTOPHI TOMOTAIOT MPABUIIBHO pacnoyiokuth PHK-
nonuMepasy |l Ha mpomoTope, CONEMCTBYIOT pa3ieii€HUIO JIBYX Ilienen
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JIHK, 4to0b1 oOecniednuTh BO3MOXXHOCTH Hadajla TPAHCKPHUIIIIMU B ATOM

MecTe, crocoOCTBYIOT ocBoOokaeHui0 PHK-nomumepassl oT nmpomoTtopa

IIpU TIepexojie OT MHULIMAIIMUA TPAHCKPUIIIIUHU K DJIOHTAlMU TPAHCKPUIIIIUH.

B mpormecce cBoelt  pabOThl  TPAHCKPUIILMOHHBIE  (HAKTOPHI

CBA3BIBAIOTCS CO CHEeNUPUYECKUMU peryisTopHbiMu ydyacTkamu JIHK

(3HXaHCepaMH,  CaWJIEHCEpaMHu,  HMHCYJSTOpaMu). IJTH  yYACTKH

pacrojararoTcsi MHOIJa Ha PacCTOSSHUM B HECKOJBKO ThICAY M.H. OT

CTPYKTYPHOTO T€Ha U OKa3bIBAIOT BIUSHUE HA €r0 TPAHCKPUIIIUIO UMEHHO

MOCPEJICTBOM TPAHCKPUIIIMOHHBIX (hakTOpoB (cM. pazaen 4.2. Perynsius

aKTHUBHOCTHU T€HOB Y DYKapHOT).

KitroueBbie XapaKTEPUCTUKU Mpoliecca TPAHCKPUIIIUHN:

— komIuieMeHTapHocTh: PHK-monuMepasa cuHTE3upyeT KOMILUIEMEHTAp-
HYIO PEIUIUKY ¢ Tpanckpuobupyemoro yudactka JJHK (A-V; I'-11; LI-T"; T-
A);

— aHTUMNapaUIeNIbHOCTh: cuHTe3upyemas mnenb PHK HanpaBiena anTumna-
paienbHo TpaHckpuoupyemomy ydactky JHK;

— yHunosipHocth: cuHte3 PHK ocyectBisieTcs B 0JJHOM HaIpaBlICHUU
53"

— 0€33aTpaBOYHOCTb. TPAHCKPHUIILIMS BCEr/la HAYMHAETCS C HYKIEO-
tunrpudocdara u He TpeOyeT mpaiimepa;

— ACHUMMETPUYHOCTh. TpaHCKpuOupyercs jauiib oaHa 1enb JHK, ona
Ha3bIBACTCS MATPUYHOU (QaHTHUCMBICIIOBOM); MPOTUBOIOIOXKHAS IIEMhb
(cMBICTIOBas) HE TPAHCKPUOUPYETCSI.

B mnporecce TpaHCKpUIIIIMM MOXHO BBIIEIWTHh 4 3Tamna. PeKOTHUIIUS
(y3HaBaHHE TTPOMOTOpA), MHUIIMANKA (Havaio cuaTe3a MPHK), amonrarus
(ynmuHeHue uenu) u tepmuHanus (3aBepiienue cuHte3a MPHK). IlepBrie
2 9Tana pa3uyaroTcsl Y MPOKAPUOTUYECKUX U DYKAPHUOTHYECKUX KIIETOK.
VY mpokapuoT Ha 3Tarne y3HaBaHHS HEOOXOIUMBI X0JI0(EPMEHT, KOTOPbIN
COACPXUT o-pakTop, W TmpomoTop omepoHa. PHK-momumepaza o-
(akTOpOM y3HAET MOCIEI0BATEIHLHOCTh MPOMOTOpa «-10» U 3aKperIsieTcs
Ha TOCJIEN0BATEIbHOCTU «-35». TakuM o0Opa3zomM, popMUpPYETCs «3aKpbI-
ThI KOMILIEKCY. Jlasiee HauMHAeTCA CTajus WHULHMAIMU TPAHCKPUIIIUH,
KoTopas 3akirouaercss B ruiaBjieHnu ydactka JIHK u oOpazoBanuu «oT-
KPBITOI'O KOMILIEKCa».
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Ha ctaguu cunTtes3a nepBbix GochoandhUpHBIX CBA3EH POXKIAIOIIEHCS 11e-
nu PHK nanuuue crnenuduueckux B3aUMOJIEUCTBUM C TPOMOTOPOM «TSI-
Her» PHK-nmonuMmepasy Hazaa npu ee momnbITKax CABUHYTHCS BIEPED. ITO
MPUBOJIUT K TOMY, YTO KOpoTkue nocieaoarenbHocty PHK nnunoit 10 9
HYKJICOTHAOB Kak Obl «BhIBajuBaroTcs» u3 PHK-monmmepassl, HE cymeB
MPEOJO0JIETh  CONPOTHUBIICHUE, BO3HHUKaromee wu3-3a cBa3u PHK-
MOJIMMEPA3bl ¢ TPOMOTOpPOM (abopTuBHasi TpaHcKpumuus). [IpeononeHue
MOPOTrOBOr0 3HA4YEHUS B 9 HYKIECOTHUJIOB CIOCOOCTBYET BBITAIKUBAHUIO
pactymie nensio PHK o-daktopa, nepxarierocs 3a npomorop, u PHK-
MoJMMepasa MPUCTYNAET K JABWKEHUIO U JaJbHEUIIEMY MOCJIEI0BaTEIb-
HOMY TIPHUCOCIMHEHUIO HYKJICOTUA0B (CTaaus sioHranuu) (puc. 29).

-35 -10 |
S I I L EEE R L LT LT T R LT 3/
TTGACA TATAAT
MPOMOTOP
1. CBaAsbiBaHUe 4.3noHrauus
y ; ‘/ r ‘
B' ' B o
ﬁWﬂ@IﬁrrrmWﬂTrrmﬁ rrrrrrnTlTnTnmrmTrrr
c - , i

L e

2.MnaBneHue yyacTtka l 3. AGopTUBHas I
AHK /’B'\ TpaHCKpUNLMA /‘B',\
l. a f L
I'ITITTT“U‘E@_‘-JZI“FFITI‘ITED:fiﬂ:\ALITFTITITI — I Wﬂu#miTﬂﬁrED:m—nm
- (o ﬁ_—' ~— o ’_/_r
\ a

a

G > &

Puc. 29. Cmaouu pexocnuyuu (y3nasanus), uHUyuayuu U 310H2ayuUY mpancKpunyuu
y npoKkapuom

VY 3ykapuoT HaYaJbHBIM 3TAlIOM WHULIHAIAN TPAHCKPUIILIUU SBJISET-
csa cneuuduueckoe cps3biBanue ¢ JHK TpanckpunimonHoro daxropa

53



TFIID. CHauana TATA-cBsA3bIBalOIMNA KOMIIOHEHT TPAHCKPUIIIIMOHHOTO
dakxropa (TBP — TATA-Binding Protein) crienndudeckn B3auMoIeHCTBY-
eT ¢ cooTBeTcTBYIOMMM ydactkoM JIHK, uro mpuBoaut k popmMupoBaHuio
nperHUIMaTopHoro komiuiekca (puc. 30A).

\ TFID
— e e

5 N ‘ TEIR : THIE

A

OTKpPbITbIN KOMMIEKC

C-koHUueBoM gomeH PHK-nonumepasbi ||

Puc 30. Dmanwt unuyuayuu mpanckpunyuu y 3ykapuom
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Hanee ¢ TFIID cBsa3piBaroTcs 001IMEe TPAHCKPHUIIIMOHHBIC (DAKTOPHI
TFIIA u TFIIB. Takum o0pa3om, oOpa3yercsi KOMIUIEKC U3 TpeX TpaH-
ckpunimonHbx pakropoB D, A u B (DAB-xommieke) (puc. 30b). Cie-
IYIOIIAM JTalloM Yy3HaBaHUs sBjsieTcs cBsi3biBaHue DAB-kommiekca c
PHK-nonumepazoit Il u ¢ dakropamu TFIIF, TFIE, TFIIH. Takum o6pa-
30M, GOPMUPYETCS «3aKPHITHI» KOMIUIEKC U ONpPEEIsSeTCs ToOUKa Havamna
tpanckpumniuu (puc. 30B). B npeununmaropaom komrmiekce TFIIH o6na-
JTaeT KWHA3HOM M XEJIMKAa3HOW aKTUBHOCTHIO — OH (docdopummpyer C-
KOHIIEBOM JoMeH Oounbinoit cyowseauuniibl PHK-nmonumepassr |l u ¢ uc-
noab3oBanuemM sHeprun AT® pacreraer aBornyro cnvpans JJHK B paii-
OHE CTapTa TPAHCKPHUIIIUU — POPMUPYETCS OTKPBITHIMN» KOMIUIEKC (pHC.
30I). Hanee PHK-nmonmumepasa |l cipuraercs ¢ mpoMoTopa U HaUMHAETCS
ctaaus snoHraruu. [locne Havyana aBwkeHus: pepmenta komiuieke DAB
OCTa€TCs CBSI3aHHBIM C KOPOBBIM 3JIEMEHTOM MPOMOTOPA B TEUCHHUE HEKO-
TOPOTO BPEMEHU U MOXET MPHUHITh y4aCTUE B HOBOM payHJI€ MHUIIMAIUU
(puc. 30]1).

OJIOHTalMsl — 3TO TMOCJEIOBAaTEIbHOE YJIMHEHHE PACTYIIEH Nenu
MPHK. B npokaproTndeckux m 3yKapuOTHYECKUX KJIETKAX 3TOT MPOLECC
MPOTEKaeT OAWHAKOBO. llepememasce Bmosib nBonHou cnupanu JJHK B
Hanpapienuu 3'—95', PHK-nmonuMepasza HenpepbIBHO pacKpy4dUMBAET CITH-
pajb BOEpEeAu TOTO ydyacTka, Ha koTopoM mpoucxoaut cuate3 PHK (puc.

31).

MaTpu4yHas PHK-noanmepasa Koaupyrowas
(aHTMCMbICNOBAA) (cmbicnoBsas) uenb

uenb HK AHK
\ 3'

5’ ' OHK
- - 5v

3’ l _ !
T A R PackpyuuBaHue

3aKkpy4ymBaHue
Py 5 S nPHK ‘

MmbpuaHasa cnupanb AHK-PHK

Puc. 31. Cmaous snoneayuu mpauckpunyuu
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Ha kopoTkoe Bpemsi 00pa3yeTcsi «OTKPBITHIN KOMILJIEKC, BHYTPH KO-
Toporo Bo3HukaeT rudopuaHas cnupaib JHK-PHK mmunoi okomno 20 HyK-
neotunoB. Cunte3 MPHK wuaer mocnenoBaTenbHO COrIaCHO NPUHIIUITY
KOMIUIEMEHTApHOCTH, 3aTeM ¢epMeHT BHOBb 3akpyuuBaetr JIHK mozagu
yyactka nonuMmepusanuu. PHK-TpaHCcKkpunT BBIBOOUTCS W3 KOMIUIEKCA Ye-
pe3 ocoOwiit kanann Ha PHK-nmonumepasze. TepMunaiiust — 3aBepiieHue CUH-
te3a MPHK. IlocnenoBarensnoctu JIHK, sBisiromuecs curnainamu K ocrta-
HOBKE TPAHCKPUIIIMH, HA3BIBAIOTCS TPAHCKPUNIIUOHHBIMA TEPMHHATOPA-
MH. MexaHu3MbI 3aBEPIICHUS TPAHCKPHUIIMU PA3TAYAIOTCS Y TPOKAPUOT U
AYKapuOT. Y MOPOKAPUOT BBIACIAIOT JBAa MEXaHW3Ma TEPMUHAILMU: PO-
3aBHCUMBIN U PO-HE3aBUCHMBIM.

Po-dakrop (nmu p-pakTtop) — mpoKapuOTHICCKHUI OETTOK, COCTOSIITUI
U3 IIECTU OJAMHAKOBBIX CyObeINHUIl (FeKcaMep), CBS3bIBAETCSI C CUHTE3U-
pyemoii nensto MPHK, nepememiaercst Bioap Hee B HampaBieHuu 5S'—3' K
mecty cuHTe3a MPHK wu paspymaer cBasp mexay MPHK u JIHK-
marpuriieit. J{na nepemenenust mo MPHK, po-6en1ok ucnonas3yeT sHepruio,
BbIJIETIsIEMYTO T1pu rusiponuse ATD (puc. 32).

PHK-noanmepasa

AT® + H,0

ALD + O,

Pucynoxk 32. Po-3asucumas mepmunayuss mpancKpunyuu y npoxapuom
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MexaHu3M po-HE3aBUCUMOW TEpMUHAIMK UHOW. CHHTE3Upyemasi Ha Mat-
punie JIHK MPHK conepxut mocienoBaTelbHOCTb, OOOraiieHHyo Tya-
HUH-UWTO3UHOBBIMU MapaMH. JTa MNOCIEI0BATEIbHOCTh MOXKET 00pa30BbI-
BaTh IIMWICUHbIE CTPYKTYPbl U3 7/—20 HYKJICOTUIHBIX TIAP, B KOTOPHIX TY-
aHUH W UUTO3MH, 00pa3ys ApYyr ¢ APYroM TPU BOJOPOJHBIE CBSI3HU, CBS3a-
HbI JIOBOJIbHO ITpouHO. Cpa3y mociie MIWIBKYA PacloiaraeTcs y4dacTok,
oOoraméHHbIi ypaioM (TOJUypanuIoOBbIi y4acToOK), a, CJIEI0BATEIbHO,
rubpunnas monekyia JJHK/MPHK Oyner BkitouaTh y4acTOK C BBICOKOM
KOHILECHTPAUEN HEMMPOYHBIX IBOMHBIX CBS3€U, BOZHUKAIOIINX MEXKIY ypa-
muiaoM u  ageHmHoM. CnemmanbpHbI  Oenok, cBsg3anHeli ¢ PHK-
nonumepazorr (NUSA), TPOYHO CBS3BIBACTCS CO NIMAIBLKOH M BBI3BIBACT
BpeMeHHYI0 ocTaHOBKY PHK-mommMmepasbl u mpekpameHue TpaHCKPUII-
unu. B ator MmoMenT PHK-nionmmmepasa pacnonaraercs Ha moJmypanuio-
BOM yuacTke. Cra0ble JBOMHBIE CBSI3M HE CIIOCOOHBI YJIEpkKaTh COEIUHE-
HHE NTOJIMHYKJIeoTnaHOM nenu ¢ PHK-nonuMepa3zoii, 4To B KOHEUHOM HTO-
r'¢ IPUBOAMT K pa3pylICHUIO CBI3U MexAy HuMH (puc. 33). YV sykapuoT
CalThl TEpPMUHALIMY TPAHCKPHUIILINU PACIIO3HAIOTCA cienUuPpuIecKuMu (hax-
Topamu, KoTopble BaumoaecTBytor ¢ PHK-nonmumepazoit |l u yckopsitor
MPOILIECC 3aBEPIICHUSI CUHTE3a, BHOCS Pa3pbiB B TPAHCKPHUIIT U BHICBOOO K-
nasg MPHK 13 TpaHCKpUNIIIMOHHOTO KOMILIEKCA.

TepmunHaTop PHK-nonumepasa
(3HaK OKOHYaHUA
TpaHCKpuUnuum)
C|C
3! G|G
5’ , % ClC
X 5 CG-6oraTbii clc
3 | Y y4acToK clc| Yyactokus
_ i G|G| ocratkos U
\ ‘ AlU
\

cc N\ UUuuuuu %ﬁ:u— OH

CG-wnunbKa

Pucynox 33. Mexanusm Po-nesasucumou mepmunayuu mpaHcKpunyuu y npo-
Kapuom
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DTOT OPOIECC COMPSDKEH ¢ peakiued MOoJuaJAeHUIUPOBAHUS — MPH-
coenuHeHus K 3'-koniry MPHK miamHHOro ydyactka («XBOCTa»), COCTOSIIE-
ro u3 aaeHmIoBbIx HyKIeoTua0B (oT 200 10 400).

2.3. HocrrpanckpunuunonHas moaudukanus PHK
(mpoueccuHr)

Y npokapuotr cpaszy nociie cuHteza MPHK roroBa k Tpancisuuun
(ouocunTe3y 6Oenka). ConpsiKeHHe TPAHCKPUIILMKM U TPAHCIISIIUU B MPOKa-
PUOTHUYECKUX KJIETKaX BO3MOXXHO BBHJY OTCYTCTBHS sijpa. Takum oOpa-
30M, pUOOCOMBI MOTYT NIPHUCOCIAMHUTHCA K CBOOOAHOMY 5S'-koHIly PHK
cpa3zy IMocje ero BBICBOOOXKIECHUS U3 00JaCTH TPAHCKPUIIIUU.

VY 3yKapuoOT TPAHCKPUIILUSA OPOUCXOAUT B SAPE, BHYTPU KOTOPOTO
HET aKTUBHBIX pubOocoM. TakuM 00pa3oM, y 3yKapuoOT CHHTE3 Oejka Mmpo-
XOJUT UCKIIOUUTEIBHO B IIUTOIIa3Me. J[Ji1 TOro 4ToObl MPUHSTH y4acTHE
B TpaHcisanuu MPHK nomkHa cHavana «co3peTb» B sape, a 3aTeM, COeau-
HSSICh CO CIIEIMAJbHBIMU O€lKaMu, BBIWTH U3 sjpa B uurorasmy. IIpo-
necc «cozpeBanusi» MPHK Ha3pIBaloT MOCTTPaHCKPUNIIMOHHOW MOJHU(U-
Kanuen nepBuyHoro Tpanckpunta (nmpe-MPHK) wim npouieccuarom.

[Ipoueccunr npe-MPHK y sykapuoT MOXKET NPOUCXOIUTH B HeE-
CKOJIbKMX BapWaHTaX. KAMHUPOBAHHE, MOJUAJACHUWINPOBAHNUE, CIUIANCUHT U
pEIaKTUPOBAHHUE.

Kanuposanue (capping) (ot anri. cap — mamka) — 3T0 CIocod Mo-
mupukanuu npe-MPHK, npu kotopom crienuanbHbli (PEpMEHT TyaHWIIU-
aTpaHcdepaza MPUCOCTUHIET METUITYaHa3WH K O'-KOHIy IMEPBUYHOIO
TPAHCKPUIITA, KaTAIM3UpPys oOpa3zoBaHHe 9',9'-hochoandPupHOA CBS3U
Mexay Hykiaeotuaamu (puc. 34). Oto obecmeumnBaetr 3amuty MPHK or
HyKJIea3, YIJIUHSS TeM caMbIM BpeMsl ee ku3Hu. Kpome Toro, Kam Heo0Xo-
UM JJIsl TIPABUJIBHOM WMHUIIAAIMUA TPOIECCOB CIUIAMCHUHTA U TMOCJIEAYIO-
el TPaHCJSIUU, T.K. TOJBKO B €ro MPUCYTCTBUU puOOCOMa Pacrio3HaeT
uHUIMUpYyromue koaoHsl Ha MPHK (AVT u I'VYT).
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7-meTunryaHosuH 5'-KoHeuy mPHK

3
s H H ) s A\
5'
CHy-P-@-P)rcH,
5'-5'mocr CHj
H3
®—CH2
CH;
(P)—CH

OH

Puc. 34. Kanupoeanue 5'-xkonya mPHK

MosmanenunupoBanue (npucoeauHeHue moyim(A)-xBocra) — 3TO
Moaudukaiusa 3'-KOHIa TIepBUYHOTO TpaHckpunTa. [Iporecc Bkitodaer B
ce0s1 HeCKOJIbKO 3TanoB. [lepBrIil 3Tam 3aKi04aeTcs B OTPE3aHUU Hanbo-
nee 6nm3koit k 3'-koHIry yactu Hespesou nmpe-MPHK. Dtot paspes katanu-
supyercs  crnenuanbHeiM  pepmentom  (CPSF - cleavage and
polyadenylation specificity factor — ¢akxrop cnmenmduaHoCcTH paciiernie-
HUS U TIOJIMAJCHUIIUPOBAHUS) U MPOUCXOIUT Ha 15-20 HyKII€OTHI0B HUXKE
ero caira cBsa3piBaHus. Mectom cBsizbiBanusit CPSF cioyxkut mocnenoBa-
TeibHOCTh AAYAAA. Tlocne pa3pezanus MPHK nHaumnaeTca nonmuaneHu-
JUPOBaHME, KaTtaiuzupyemoe (epMEHTOM TOJIHaJCHUIAT-IOJUMEpPa3on
(mosmu(A)-nonumepazoit). [Tonn(A)-moaumepasza OCylmIeCTBISET Hapalllu-
BaHue nojin(A)-xBocta, nooasinss k PHK agenozuamonodocdar, nomyya-
embiii 3 AT®. Korga qimna nonau(A)-xBocTa 10CTUTAeT TPUOTUZUTEIBHO
250 mykmeoTnoB, moau(A)-moauMepasa 0oiiee HE MOXKET HAaXOJHWTHCS B
ceu ¢ CPSF u monumaneHUIMpoBaHWE OCTAHABIMBAETCS, TEM CaMbIM
npekparmaercs poct moym(A)-xpocrta (puc. 35).

[Tonmu(A)-xBoct 3amumiiaer MPHK ot ¢pepmenTatuBHOrO pa3zpyiieHus
B LIMTOILIA3ME, CIIOCOOCTBYET TEPMHUHALIMM TPAHCKPHUIILIMH, YYaCTBYET B
skcniopte MPHK u3 simpa u nocnenyromen tpancisiuuu. Kpome Toro ms-
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BECTHO, YTO amnmnapar MoJIuaJeHUINPOBaHUsT (PU3UUECKU CBSI3aH CO CILIaM-
COCOMOM — KOMILIEKCOM, BbIpe3aromum UHTPpOHbI 3 MPHK.

JHAOHYKNeasa

CPSF |

A -
CalTt pa3pesa _L—-'
3 mGPPP AAUAAA —
Monu(A)-nonnumepasa
3 mGPPP AAUAAA AAAAAAAAAAAAAA

Puc. 35. llonuaoenunuposanue 3'-konya mPHK

Cnaaiicunr (ot anni splice — cpamuBaTh WM CKJICHBATh KOHIIBI
4yero-mu00) — BaKHeWIIee COObITHE TMPOIIECCMHIa —  BBIPE3aHUE
HEKOJUPYIOIMUX YYaCTKOB (MHTPOHOB) W3 IEPBUYHOTO TPAHCKPHUIITA H
MOCJEAYIONIee CHIMBAHUE KOAUPYIOIIMX YYAaCTKOB (SK30HOB) MEXKIY
coboil ¢ obOpaszoBanuem 3penbix MPHK. Ilponecc ocymiectBisiercss Ha
criaricocomax. Crutaiicocoma MpecTaBiasieT coOOi SAEPHBIA KOMILIEKC,
COCTOSIIIMIA U3 MATH MaJbIX SIAEPHBIX puOoHyKIeonpoTenHoB (Msa-PHII):
Ul, U2, U4, U5, U6. B coctaB prOOHYKJICOTIPOTEMHOB BXOIAT OCIKH H
Mmaneie sigepubie PHK (MsPHK), xotopsie 00nagaloT KaTalIUTUYECKUMU
cBorcTBamu (pubo3umsl). Kax el ms-PHII BeinonHseT cBoto QyHKIUIO B
nporecce crutaiicuara: Ul m U2 pacno3naror uaTpoHbl, U4 u U6
BBIPE3aIOT UHTPOHBI, US clIMBaeT 3K30HBI APYT C APYTOM.

Cmutaiicocoma opmupyetcst 6iaromapsi B3aumojeiictsuro MaPHII ¢
MPHK u npyr ¢ apyrom, ¢ nocnenyroiei pukcarueit 1 opueHTUpOBaHUEM
Ha npe-MPHK. TouHoe ynanmeHue MHTPOHOB U3 MOJIEKYJIbl HE3PEJIOU Tpe-
MPHK mnpoucxonur Omarogapsi crnenupuuecKUM MOCIEI0BATEIbHOCTIM
HYKJICOTHJIOB Ha KOHI[aX MHTPOHOB — caiiTaMm CIUlalicuHra (Ha S'-KOHIIe —
AITY, na 3'-konne — I'AIT). Ha mepBoii cragmm MaPHIT (Ul u U2)
CBSI3BIBAIOTCSI C CaliTaMM CIUIAMCHMHIa, 3aTeM K HUM IPUCOETUHSIOTCS

60



apyrue MsaPHIT (U4, U6, U5) — dopmupyercs cmakicocoma. [lanee,
omaromapst US KOHIIBI SK30HOB COJMKAIOTCS U COCTUHSAIOTCS, a HHTPOHBI
yaansitoresa ¢ nomombio U4 u U6. Takum oOpazom, oOpasyetcs 3penas
MPHK, koTopas sBiseTCs KOHEYHOM MAaTpHUIIEW IJid CHHTE3a Oelka B
MPOLECCE TPAHCIISIIUU.

Cy1iiecTByeT pa3HOBUAHOCThH CIUIAWCUHIA, KOTOPOMY MOJBEPraroTCs
HEKOTOPBIE TEHbl JYKAPHUOT, — OTO AJbTEPHATUBHBIA CIJIaliCMHI. B
MpOIECCe ANbTEPHATUBHOTO CIUIACMHTa HAa OCHOBE OJHOTO U TOTO K€
MEPBUYHOTO  TPAHCKPUIITA MPOUCXOAUT OOpa30BaHME HECKOJBKUX
BapuaHToB 3penbix M-PHK (puc. 36).

buonornyeckuit CMbIC albTEPHATUBHOIO CIIAWCHHTA 3aKIIOYACTCS
B (opMUPOBAHUM OOJIHIIIOTO Pa3HOOOpa3Usi KOHEUHBIX MPOIYKTOB IKC-
npeccuu TeHOB (OEIKOB) MPU HEM3MEHHOM T'€HOME.

AHaJIOTUYHBIA OMOJIOTHYECKUN CMBICT HECET pelaKTHPOBaHMe TIpe-
MPHK. D10 mpomecc, B xoae kotoporo mH(popMarus, cojaepikamasics B
mozekysie PHK, usmensiercs nyTéM XxuMHuecKOW MOAU(PUKAIIMA OCHOBA-
HUIl (KOHBEpCHsl), BBIpE3aHus (Jeelus), BCTaBKU (MHCEpIUs) MO0 3ame-
HbI OJHOTO HYKJIEOTHAa Ha Apyrou. IIporeccrsl albTepHATUBHOTO CIUIAM-
cuHra u penakrupoBanuss PHK sSBISIOTCA 4aCThO CIHOKHOM CUCTEMBI pe-
TyJISIUu (B TOM YHCII€ TKaHECTIENU(PUUECKON ) IKCIIPECCHUU T'€HOB.

SK30H 1 SK30H 2 3K30H 3 JK30H 4 3K30H5

OHK >Ry <D OO Pl OO SRR <D< PO DD ORI

SK30H 1 SK30H 2 3K30H 3 SK30H 4 3K30H5

PHK ..a - s i~ R
17 ANbTEpPHaTUBHDbIN CNIANCUHT _l

1. 2 4.5

—

TpaHcnauyuwua

MPHK

N

l'lpOTH A MpoTtenH b l'lpOTe B

Puc. 36. Cxema anomeprnamusnoco cnaaucunea npe-uPHK
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10.

BOIIPOCHI JIUISI CAMOCTOSTEJBHOI'O KOHTPOJIS
3HAHUU

[Tepeuncnute Buasl PHK u oxapakrepusyiite nx QyHKIuu.

Onumure NepBUYHYI0, BTOPUUHYIO U TpeTUuHYI0 CTpykTypy PHK Ha
npumepe TpancnoptHor PHK.

Onpenenure TEPMHUHBL: TPAHCKPUIILUA, €AUHUIA TPAHCKPHUIIIUU, 11-
CTPOH.

Omumure ctpoenne PHK-nonumepassl. OxapakTepusynTe OTAEIbHBIE
THUIBI dYKapuoTHiecKux anepHbix PHK-nommmepas.

[TpuBeauTe OOIIYI0 CXEMY CTPOEHHUS ONEPOHA Y MPOKAPUOT; OMHUIIIUTE
CTPOEHHE MPOMOTOPHON 00JIACTH ONEPOHA.

[IpuBequTe OOIIYIO CXEMY CTPOEHHS TE€Ha y JYKapUOT; OIHUIIUTE
CTPOCHHE MPOMOTOPHOM 00JIACTU TE€HA; OXapaKTepu3yiTe (yHKIIHH
KOPOBBIX 3JIEMEHTOB MPOMOTOPA 3YKAPHOT.

[IpuBenuTe KIHOUEBBIE XapPAKTEPUCTUKHU MPOLIECCA TPAHCKPUIILIUU.
OxapakTepu3ylTe HTanbl TPAHCKPUIILUW: WHUIMAIIUSA, >SJIOHTAIUA,
TePMUHAIMS TPAHCKPUMITUH (PO-3aBUCHMAs U PO-HE3aBUCHUMAs).
Onpenenute tTepmun «maporeccuar PHKy. Ilepeuncnure n oxapaxre-
pU3yiTE BapuaHThl MOAU(UKALIMY IEPBUYHOTO TPAHCKPUIITA.
Onpenenute TepmMuH «crmaiicuar PHK». KakoBo Ouonoruueckoe
3HAYCHUE aJIbTEPHATUBHOTO CILUIANCHUHTA?

TECTOBBIE 3AJIAHUSA

Bbl6epume 00UH UNIU HECKONbKO npasujlibHsvlX oneemaos.

1. B COCTAB MOJIEKVYJIbBI PHK HE BXOUT

a) IUTO3UH
0) ypamui
B) T'yaHUH
r) aJIecHUH
1) TUMHH

2. CTPYKTVYPBI PHK B BUJIE HIIIMJIEK OBPA3VYIOTCA B MECTAX, CO-

JIEPYKAILINX
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a) NaJIMHIPOMBI
0) IPOMOTOPHI
B) pUOO3UMBI

I') UHTPOHBI

. CTPYKTYPA T-PHK B ®OPME «KJIEBEPHOI'O JIMCTA» ABJISAETCA
[TPUMEPOM

a) nepBu4HOU cTpyKTypbl PHK

0) BTopuuHoii ctpykTypsl PHK

B) TpeTHuHOM cTpykTypsl PHK

. BUJIbI PHK, KOTOPBIE YHACTBVYIOT B ITPOIIECCAX BBIPE3AHUS NH-
TPOHOB ITPU CO3PEBAHIU M-PHK,

a) tpancnoptHeie PHK

0) mansie simepusie PHK

B) pubocomanbubie PHK

r) marpuunbsie PHK

. IEPEHOC MH®OPMALMN O ITOCJIEJOBATEJIbBHOCTU AMMWHOKUC-
JIOT B MOJIEKVIJIE BEJIKA OT SIJEPHON JHK K PUBOCOMAM OCV-
MECTBJIAIOT

a) Tpancnoptsie PHK

0) mansle ssaepasie PHK

B) pubocomanbusie PHK

r) matpuunbie PHK

. OPUEHTUPYIOT AMMUHOKHWCJIOTBI HA PUBOCOME
a) tpancnoptaeie PHK

0) mansie simepusie PHK

B) pubocomanbubie PHK

r) marpuunbsie PHK

. MIPOUECC ITEPEHOCA MH®OPMAIIMU C JHK HA PHK HA3BIBAETCA
a) TPAHCKPUIILIUS

0) oOparHasi TpaHCKPUIILIUS

B) MPOLECCUHT

') TpaHCISAUUs

. EJIMHULIEN TPAHCKPUIIIN YV DYKAPUOT SABJISIETCS
a) OINepoH

0) reH

B) omepaTrop

I') OpOMOTOpP

. BBIBEPUTE ®OPMVIJIY, XAPAKTEPU3VIOIIYIO COCTAB KOP®EP-
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MEHTA PHK-TTOJIMMEPA3BI,
a) nBe cyObenuHHIEI o + cyOobenunnia 3 + cyobenuauna f3'
0) nBe cyObeIMHUIIBI o + ABE CYObeAUHUIIBI B + ABe CyOBheAMHUIIBI [3'
B) OJiHa cyOBeauHuIa o + cyosenunauia B + cyorenununa f3'

10.OYHKIUA 6-OAKTOPA PHK-ITOJIMMEPA3bBI
a) oOecrieynBaeT y3HaBaHHE IPOMOTOPA U MHUIMALIUIO TPAHCKPUIIITUH
0) sBIsIETCS pO-(PaKTOPOM TEPMHUHALIMH TPAHCKPUIILIUN
B) 00€eCreYrBaeT IOHTALNIO TPAHCKPUIILIUU

11. BBIBEPUTE ITPABWJIbHYIO ITOCJIEJOBATEJIbBHOCTD CTAI[I/II7I TPAH-
CKPHUIILINA
a) WHUIIMALMS — YJIOHTAIUs — TEPMUHALIMS — PEKOTHUITUS
0) PEKOTHMIIUSI — UHULIUALIUS — DJIOHTAIUS — TePMUHAIUS
B) PEKOTHUIIUS — AJIOHTAlUs — UHULIMAIUS — TEPMUHALIMS

12. DJIOHT ALTUS TPAHCKPUIILIVU TTPOMCXOJINAT B HAITPABJIEHUU
a) 5'— 3
6) 3 > 5'

13. KOJAUPYIOIIEHN (MJIA CMBICJIOBON) LIEITBIO JTHK SIBJISETCS
a) uemnb JIHK, na xoropoit PHK-nonmumepasa crpout m-PHK mo npunnumy
KOMIIJIEMEHTAPHOCTH
6) uens JJHK, npotuBonomnosxuas Toi, Ha kotopoit PHK-nonumepasa
CTPOUT
M-PHK 110 nmpuHImmny kommniaeMeHTapHOCTH

14. MATPUYHON (MJIM AHTUCMBICJIOBOI) LIETIBIO JIHK SIBJISIETCS
a) uenb JJHK, na koropoit PHK-nonmumepasa crpout M-PHK no npunnumy
KOMIUIEMEHTAPHOCTH
0) uens JJHK, npotuBonomnoxuas Toi, Ha kotopoil PHK-nonumepasa
CTPOUT
M-PHK no npuHIuny KoMniaeMeHTapHOCTH

15. OSPABOBAHUE ILIITWJIEYHOM CTPYKTYPBI PHK B OBJIACTU CAWTA-
TEPMMUHATOPA XAPAKTEPHO JJIA
a) Po-He3aBucMMOW TepMUHAIIUU TPAHCKPUIILIUU
0) Po-3aBucuMoii TepMHUHAIIMK TPAHCKPHUIIIIAN

16. K BAPUAHTAM ITPOLHECCHUHI'A M-PHK HE OTHOCUTCHA
a) KAIHUPOBAHHE
0) UMIPUHTUHT
B) MOJMAJACHUINPOBAHUE
r') CIUIaCHUHT
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17. KDII IIPEJICTABJIET COBOI
a) OCTaTOK /-MeTWIryaHo3uHa Ha 5'-koHIie M-PHK
0) AAUAAA-TiociaegoBaTeabHOCTh Ha 3'-koHile M-PHK
B) OCTaTOK /-MeTuiryaHo3uHa Ha 3'-koHie M-PHK
r) AAUAAA-nocnenoBaTenbHOCTh Ha 5'-koHiie M-PHK

18. CIUTAMICHHT - DTO
a) mpoliecc BbIpe3aHus 3k30HOB u3 Mojiekyl PHK u coequnenust unTpo-
HOB, COXPAHSIOIINXCA B «3PEJNO» MOJIEKYJIIE
0) mporecc Beipe3anus nHTpoHOB u3 Mojekyl PHK u coennnenus sx30-
HOB, COXPAHSIOIINXCA B «3PEJNO» MOJIEKYJIIE

19. B COCTAB CILUTAMCOCOMBI BXOIT
a) MaJble siZICpHBIC PUOOHYKJICOTPOTCHHBI
0) Masble CyOBeIUHUIIBI PUOOCOMBI
B) MHTPOHBI U SK30HBI B y4aCcTKaxX CIIaiCHHTA

20. BUOJIOTUYECKHNI CMBICJI PEJJAKTUPOBAHUSA MPHK 3AKJIIOYAET-
Cs B CJIEAYIOIIEM
a) 3amurta M-PHK ot nelicTBust sH10- 1 9K30HYyKII€a3
0) co3naHue Ha 0a3ze OJHOTO F€HOTUIA OOJIBIIOTO pa3Hoo0pa3us PyHKIU-
OHaJILHBIX OEJKOB
B) NOMOTAET CBs3BIBaHUIO MOJIeKyJibl M-PHK ¢ pubocomoii
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_ PASJEJI I
I'EHETUYECKHUHU KOA. TPAHCJALUA

3.1.Ctpoenue n pyHKIuM 6€JIKOB

C OHONOTMYECcKON TOYKU 3pEHUs OCNKHU SIBISIOTCS HanOOJIee CII0XK-
HBIMU TI0 CTPYKTyp€ M OOMIMPHBIMU 1O (YHKIUSM COCIUHCHHUSIMHU I10
CpPaBHEHUIO CO BCEMH IPOYMMH HM3BECTHBIMH MOJIeKyJlamu. B mpupose
CYIIECTBYIOT THICSYM OCJIKOB, KaKJ0My O€JIKy CBOMCTBEHHAa COOCTBEHHAs
cnen@uaHas MOCIeI0BATeILHOCTh AMUHOKHUCIIOT, COCJAMHEHHBIX IIeTI-
TUJHON CBSI3bI0, MIOITOMY OE€JIKM M3BECTHBI TAKXKE IMOJ HAa3BAHUEM ITOJIH-
NenTua0B. B meHTpe KaXXaoil MOJEKysIbl O€liKa JICKHUT MOBTOPSIONIASICS
MOCJIEIOBATEIbHOCTh aTOMOB AaMHUHOKHCIIOT, COCAMHEHHBIX TMENTHIHOU
CBS3bI0 — TIOJIUIICTITHIHBIA KapKac WJIM OCHOBHAs IOJHUIEITHIHAS IICTh

(puc. 37).
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Puc. 37. Cmpykmypa nonrunenmuoHou yenu
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K xapkacy KpersiTcsi 3BeHbsl aMUHOKHCIIOT, HE yJacTBYIOIIHE B (op-
MHPOBAHUH TENITHIHON CBS3HU, HO MPHUIAIONINE aMHHOKHUCIIOTAM YHHKAJIb-
HbIE CBOMCTBA: THAPO(HOOHOCTD, MOJISIPHOCTH, 3apsi, BO3SMOKHOCTh CO3/1a-
HUS KOBAJICHTHOM CBSI3U B MOJUICITUIHON 1ienu u Ap. (Tadi. 5).

Tabnuya 5. Pasnoobpasue aMuHOKUCIOMHO20 cOCcmasa 0enKkos (Kaxrcoou aMUHOKUC-

Jlome coomeemcmeayem mpexoykeeHHoe u 00HOOYK6eHHOe 0003HaAYeH e)

AMHWHOKHCJIOTA boxoBas enn

ApruHux Apr (Arg) | R |IlomokuTeabHO 3apspKeHHAs
JIn3un JIuz (Lys) K | ITomoxxuTensHO 3apsoKeHHAS
I'mctuauna Iuc (His) H | [TomoxxuTensHO 3apsoKeHHAS
AcnaparuHoBas kuciiora | Act (Asp) | D | OrpunarensHo 3apsihKeHHas
['myTamMuHOBasI KHCIOTa Iy (Glu) E | OrpunarensHo 3apsoKeHHAS
Acnaparux AcH (Asn) | N | ITonspHas He3apsHKCHHAS
['myTamun ' (GIn) Q | IHonspras He3apsHKEHHAS
CepuH Cep (Ser) S | IHomsapHas He3apsHKSHHAS
Tpeonun Tpe (Tre) T | [lonsspHast He3apsiKEHHAs
Tupo3un Tup (Tyr) | Y | lonsipHas He3apsHKeHHAsT
AnaauH Ana (Ala) | A | HenonsipHas

BRI1Z0007051 I'nu (Gly) G | HemomsipHast

Banun Ban (Val) | V | Henonsipaas

Jlewimu Jleii (Leu) L | Hemossipuas

N3zonevimua Uie (lle) | | Hemomsiprast

[Tpomuu ITpo (Pro) P | Hemomsipuas

dDeHMITATaHH ®den (Phe) F | Henmomsipaas

MeTtuonuH Mert (Met) | M | Henomsipaas

Tpunrtodan Tpro (Trp) | W | Henonsipaas

[ucreun Iuc (Cis) C | Henomspuas

[lepBuuHas cTpykTypa Oeiika oOpa3zyercd B X0/€ XMMHUYECKON peak-
MU KOHJEHCAITUW MEXIY aMUHOTPYIIOW OJHOM aMHUHOKHUCIOTHI M Kap-
OOKCHJIBHOM TPYIION Ipyroit aMuHOKUCIOTH (puc. 37). IlocnenoBaTeinb-
HOCTh AMUHOKHUCJIOT KOJHUPYETCSI CTPYKTYPHBIM T'€HOM JaHHOIO Oelka,
oOpazyercsi B pe3yiibTaTe TpaHcaanuu 3peinoir MPHK u ompenenser mo-
CJIEYIOIIHNE YPOBHU OpTraHU3aluu Oeska.

CoriacHo MPUHIMITY COXPAaHEHUsI SHEPTruH, Jt00asi MOJUTEITHIHAS
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IIeTh TPUOOpeTacT Takyto Gopmy, B KOTOPOI €€ cBOOOIHAs SHEPTrUs OyaeT
MUHUMaJIbHOU. Takas cTpyKkTypa HasbiBaeTcs koHdopMmanuei. [Tonunen-
TUJIHBIC 1IENTA IEPBUYHON CTPYKTYPHI MO/ ACHCTBUEM HEKOBAJICHTHBIX CHJI
(BOJIOPOJIHBIX, MOHHBIX) CBOPAYMBAIOTCA B MPOCTPAHCTBEHHYIO KOH(OP-
Malluio, T.€. IPUOOPETAIOT BTOPUUHYIO CTPYKTYpy. BTOopuuHas ctpykrypa
Oenka oOycCJIOBJI€HAa U3MEHEHUEM TOJIOKEHUSI B MPOCTPAHCTBE IMOJIUTICTI-
THUJIHOM OCHOBHOM Iiemnu (Kapkaca): aMHMHO- U KapOOKCHJIbHBIE KOHIIBI I1e-
neii (N-xonern u C-KoHeI) SBJISIFOTCS MIAPHUPAMH, BOKPYT KOTOPBIX MPO-
HUCXOJUT BpalleHue OOKOBBIX MOJMMIENTUIHBIX lieniedi. HecmoTps Ha TO,
4TO KOH(oOpMalus Kaxaoro Oejika yHUKaJIbHA, B YKJIaJKe MX oOJiacTei
Yanie BCEro BCTPEYAIOTCS JIBAa TUIMA OPUEHTAUMM IJIOCKHX MOJIMIENTH/I-
HBIX LIENEeN — o-cupayib U B-1ucT (Win B-CTpyKTypa), KOTOPBIE U COCTaB-
JISIFOT BTOPUYHYIO CTPYKTYpy Oenka (puc. 38).

bokoBas uensb
3MWHOKMUCNOTbI

a-cnupanb

‘ _Kucnopog, LA

:_.Bo,qopo,a,naﬂ
& CBA3b

<>

7 J
-nucT
'/)

Puc. 38. Bmopuunas cmpykmypa b6enxa: a-cnupais u -aucm.
R - 6bokosvie yenu

BoagopogHaa bokosas uenb

MenTngHasa
cBAzb
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CtpyKkTypsl o-criupainu u B-nucta ObuIM OTKPBITH B 50-X rogax XX
BEKa B XOJI¢ SKCIIEPUMEHTOB 110 U3YUYEHUIO CTPOCHUS OCIIKOB BOJIOC, KOXKHU
1 mENIKa. o-CIupalib Obljla 0OHApYKEeHA B OCJIKE KOXKHU U €€ IMPOM3BOJIHBIX
(o-kepaTuH), a B-JUCT — B OCHOBHOM KOMIOHEHTe I€nka (puOpouH).
Yactas BCTpeyaeMOCTh UMEHHO ATUX KOH(poOpMaluid 00ycloBIE€Ha BOJO-
poaHbIMU CB3IMU MexAy N-koH1EeBbIM U C-KOHIEBBIMH yYacTKaMU T10-
JUTIETITUTHOTO Kapkaca. BogopoaHbie CBs3HM, KaK MPaBHIIO, 00pa3yroTcs
MEXTy TOABMKHBIM aTOMOM BOJOPOAA KHCJIOTHOTO IIEHTpa, HECYIITUM Ya-
CTUYHBIN TOJOXKHUTEIbHBIN 3apsa (Hampumep, rpynn -OH, -NH, -SH), u
Mapoi 2JIEKTPOHOB TeTepOoaToMa OCHOBHOI'O IIEHTpa, Yallle BCETrO aToma
KHCJIOpOJIa WU a30Ta. TakuMm 00pa3om, GOpMHpPOBAHHE O-CIIHPATU U [3-
JUCTa TPOUCXOAUT Oe3 ydacTusi OOKOBBIX IIETEl, a 3HAYUT BO3MOXKHO B
OeNKkax ¢ pa3JIMYHOMN MOCIIEA0BATEILHOCTHI0O AMUHOKHCIIOT.

OOpa3yeTcst o-criipajib MyTeM 3aKpyYUBAHUS TTOJUTICTITHIHON LIETTH
¢ (GopMHpOBaHHEM >KECTKOTO ITWIMHAPA, CKPEIJICHHOT'O BOJOPOIHBIMHU
cBs3sMH. B pesynbrare mosjaydaercs nmpaBuiibHAs CIIUPAIb C MOJHBIM BUT-
KOM Ha Kaxkaple 3,6 aMHMHOKHCIIOTHBIX ocTatka (pasmep 0,54 am) (pwuc.
38). benku co CTPYKTYpOH 0-CITHPATH BBITIOJHSIOT TPAHCIIOPTHYIO M pPe-
HENTOPHYIO (PYHKIIMIO B KJIETKE, COCTABJISIOT OOJIBIIYIO YaCTh MHTETPaIb-
HBIX OCJIKOB IIUTOIIJIa3MaTHIECKONH MeMOpaHHI.

benku, uMeromue KoH(pOpMaIUoO [-TUCTa, OPraHU3YIOTCS B IPO-
CTPAHCTBE MOJJ00HO paBHOMEPHBIM CKJIaJKaM JUcTa Oymaru. Mx menu mMo-
I'yT ObITh OPMEHTUPOBAHBI KaK B OJIMHAKOBOM HAaMpaBJICHUH (Tapajlieib-
HBIC e ), TaK u B Pa3HBIX HaIpaBJICHUSIX
(aHTHIIapaieabHbIe menn) (puc. 39).

Pucynox. 39. Tunwvr f-nucma: aummu-
napannenvuslil (A) u napannenvroiii (b)
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[lapamienbHble M aHTUNApAJUICIbHBIE TUIBI B-IMCTA MPEACTaBICHBI
BO MHOrux Oenkax. [ToCKOJIbKY 3TO JIOCTaTOYHO KECTKas CTPYKTypa, TO
Takas crabwiu3upyromas KoHdopMalus XapakTepHa OOBIYHO ISl ICH-
TpajabHOU YacTu OenkoBbiX MosekyJ. Kondopmaruu tuna o-cnupaiu u -
JIUCTA MPEJCTABISIOT COO0M CTPYKTYpPHI C TTIOCTOSTHHOM opraHu3anueit (pe-
TyJIIpHbIE CTPYKTYphl). Hapsiny ¢ HUMH BCTpedaroTcsi HEpEryJsipHble KOH-
dbopmaruu BTOPUYHON CTPYKTYphI O€lika, HapuMep, NETIH, U3THOBL. TOo-
BOPOTHI MOJUMENTUAHOTO OocToBa. OHM YACTO PacHoJiaraloTcsi B MECTax,
r7ic MEHSETCSl HalpaBjICHUE MENTUIHON IeNH, HApuMep, Ipu (GpopMupo-
BaHUU TapajuiesibHON P-ckiaamdaToit CTpyKTyphl. [leTnu u u3rudnl mpax-
TUYECKN BCErJla OKa3bIBAIOTCS HAa MOBEPXHOCTU OEIKOB M 00ECIIEYMBAIOT
BBICOKYIO0 XUMHUUYECKYIO aKTUBHOCTb MOJIEKYI.

buosiornyeckas 3BoNIOLHS OEIKOBBIX MOJIEKYJ JBUTAJIACh B CTOPOHY
YKPYIHEHUS U CTaOWIM3AlMKA MOJIEKYJ, O3TOMY 0oJiee pacipoCTpaHEH-
HOM B KMBBIX OpPTaHU3Max SIBJIACTCS TPETUYHAsI CTPYKTypa, MPeICTaBICH-
Hasl TOJIMIENTUIHBIMU IETISIMUA, CKPYYEHHBIMU B (popme 1mapa (TJ100yIibl)
unu B popme pudpmibl. Crienudpuueckue KaTaTuTUYECKUe U CTPYKTYP-
HbIE (PYHKIIMU O€JIKOB, HAXOMSIIUXCS B TPETUYHON KOoH(poOpMaimu, odec-
MIEYMBAIOTCS 32 CUET OOKOBBIX 1IETIEH aMUHOKHUCIIOT, aKTUBHBIX TOJIBKO Ha
MOBEPXHOCTU TJI00YbI. [Ipu 3TOM rio0yIsipHBIN 0€TOK BKIOYAET THAPO-
GboOHBIN 1IEHTp, 0O0pa30BaHHBIN TIUIOTHOYIAKOBAHHBIMU THAPO(POOHBIMU
AMUHOKHUCIIOTAMH U TepudEpUitHyI0 4acTh, COCTOSIIYI0 U3 THAPOPUIL-
HBIX U TUJIpo(oOHBIX aMUHOKKUCIOT. OCHOBHAs cujia, CBOpavynBaroias oe-
JIOK B TPETUUYHYIO KOH(MOpMAIUIO — 3TO TUAPOGOOHBIE B3aUMOJECUCTBUS.
MX BO3HMKHOBEHHE CBSI3aHO C T€M, YTO HEMOJsIpHbIC (TUAPOPOOHBIE) pa-
mukaisl (Hanpumep, -CH3) ctpeMsarcst BHYTph OCIIKOBOM MOJICKYJIBI, UTO-
OBl OTPAaHUYHTH KOHTAKTHI ¢ BOJION. [Ipu 3TOM 00pasyroTcsa ruapodoOHbIe
KJIACTephl, KOTOpble U (HOPMUPYIOT A1p0 (KOp) TPETUUHOM CTPYKTYpbI
oenka. K 1TOMOTHUTENBbHBIM CBS3AM, CTAOWIM3UPYIOIIUM TPETUUYHYIO
CTPYKTYpY O€JiKa, OTHOCSTCS HEKOBAJICHTHBIC CBSI3U U JUCYIb(PUIHBIE MO-
CTHUKH.

[Ipu oObeaHEHUN OEJIKOB TPETUYHOM CTPYKTYphl O0Opa3zyercsl ueT-
BEpTUYHAsI CTPYKTypa Oelka ¢ YHUKAIbHBIMH OHUOJOTHUYECKUMHU CBOW-
CTBaMH, KOTOPbIE MOTYT OTCYTCTBOBATh y OCJIKOB TPETUYHOU CTPYKTYPHI.
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B coctaB 6enka ¢ 4eTBEPTUYHOM CTPYKTYpPOM MOTYT BXOJUTHh Kak
UJICHTUYHbBIC, TaK U PA3IUYAIONIMEC MOJUIENTUIHbIC 1Ienoyku. Kaxpii
O€JIOK, BXOJISIIIINI B COCTAB YETBEPTUUHON CTPYKTYPHI, SBJISETCSI €€ CyOh-
eIMHUIICH Win npotoMepoM. Ecim Oenku copepkar aBa MpOToMepa, TO
OHM HA3bIBAIOTCS AUMEPAMHU, €CJIM YEThIpe — TeTpaMmepamu U T.1. B oOpa-
30BaHUU YETBEPTUUHOMN CTPYKTYpPHI O€JIKa MPUHUMAIOT yUYaCTHE T€ JKE CBSI-
3, YTO U MPU 00pa30BaHUU TPETUUYHOU CTPYKTYPHI, 32 UCKIIOUYECHUEM KO-
BaJICHTHBIX.

OTauuuns OEIKOB y pa3HbIX BUIOB KUBBIX OPTAHU3MOB ONPEICIISIIOT-
Csl BUJIOBOM crienupuuHOCThIO. [Ipu 3TOM B pa3HBIX TKaHSAX OJHOTO Opra-
HU3Ma QYHKIIMOHUPYIOT pa3Hbie OEIKM, OTpeaesisas TKAaHEeBYIO creruduy-
HOCTh. benku BeIMONHSIOT pa3inudHbie GyHKIUU. CTPYKTypHBIE OCJIKH CO-
CTaBJISIIOT IIUTOCKEIIET, BXOJSAT B COCTaB KJIETOYHBIX OpraHeul 1 MeMOpaH.
benky MBIIIEYHOr0 COKpAIIeHUs] U MOTOPHBIE OCIKU MPeoOpa3yroT XUMU-
yeckyto sHepruto AT® B MexaHuueckyro paboTy. TpaHCnoOpTHbIE OenKU
dbopMUpYIOT TpaHCMEMOpaHHbIE KaHallbl (IMACCUBHBIM TPaHCHIOPT) KOO
CaMOCTOATEJIbHO OCYIIECTBIISIIOT MEPEHOC KPYMHBIX U MEJIKHUX MOJIEKYJ
4yepe3 KJIETOUHYI0 MEMOpaHy WM BHYTPHU KJIETKU (AKTUBHBIM TPAHCHOPT).
BonpImMHCTBO MEXaHW3MOB BHYTPHU- U MEKKJICTOYHOW KOMMYHHUKAIIUU
obecnieunBaeTca OeinkaMu. Psig rOopMOHOB, OOJIBIIMHCTBO (PEPMEHTOB U
OMOJIOTUUECKUX PETYJISATOPOB (PENpPEeCCOPOB, aKTUBATOPOB) TAKKE SIBJIS-
10TCsI OEJIKOBBIMU MoJieKynamu. benku OydepHol cuctembl KpOBH (allb-
OYMUHBI U TJ1I00YJIMHBI) YYaCTBYIOT B MOJJIEPHKAHUU KUCIOTHO-OCHOBHOIO
paBHOBEeCHs. BOJNBIIMHCTBO T'yMOpaidbHBIX (DAKTOPOB HECHEHH(PUUECKOTO
U aJanTalMoOHHOTO UMMYyHUTETa (3Q(PEKTOPHBIC U PEryJISITOPHBIC) SIBIIS-
10TCsl OenkaMu. B JKUBOTHBIX M PaCTUTENIbHBIX KJIETKaX OCJIKU UCIOJIb3Y-
IOTCSl B KaueCTBE HCTOYHHWKA HE3aMEHUMBIX aMUHOKHCIIOT, BBITIOJHSIOT
3amnacarollylo U SHEPreTUHYECKY0 (PyHKIIHIO.

3.2. 'eHeTH4YEeCKHIT KO U €ro CBOICTBA

CTpyKTypy M CBOMCTBa O€JIKa ONpEACNSIOT COCTaB aMHHOKHCIOT U
MOCJICIOBATEIbHOCTh MX PACMOJIOKEHUS B MENTHAHBIX lensx. CocTaB u
MOCJIEAOBATEIIBHOCTh AMHUHOKHUCIIOT B LENW MENTUAA 3aKOJIWUPOBAHBI B
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JAHK nocpenctBoM renerndeckoro koaa. [lepBbiM yuyeHBIM, OTMETUBIIIUM
CBSI3b MEXK]ly T€HaMU U OelkaMu, ObLT aHTJIMIUCKUI Bpad U OMOXUMUK Ap-
ynbanba Dasapa 'appoa. B 1904 r. 'appoa uzydan BpokJieHHBIE 3a0071€e-
BaHUsl OOMEHA BEIIECTB Y YEJIOBEKA, B TOM YHUCIIE aaKanToHypuio. OHUM
U3 MPOSABJIEHUN aJKaNTOHYPUU SIBIISIETCS MOTEMHEHHWE MOYM Ha BO3JAYXE,
KOTOpO€ 00YCJIOBJICHO MOSIBIICHUEM B MOYE MPOAYKTa pacrajga aMUHOKHC-
JOT TUpO3WHA U (PeHunananuHa — ankantoHa. [lockonbKy 3T0 3aboJeBa-
HUE OYEHb peakoe, ['apposa ocoOOCHHO 3auHTepecoBal ciiydail CEeMbH, Te
Cpa3y JIBO€ U3 MATEPHIX JETeW CTpajaiu ajKanTOHypUEH, MPU ITOM HX
poauTenu ObUIM JBOIOPOAHBIM OpaToM M cecTpoil. Takum oGpaszom, ["ap-
PO MPEANOJIOKHUI, YTO aJTKANTOHYPUSI HACIEIyeTCs] OT 000MX pOaUTENEH
U BBICKA3aJl TUIOTE3y O «BPOXKICHHBIX OIIMOKax MeTabonuzmay. DakTu-
gyecku, ['appo/1 BepBbI€ 3aMETHII CBSA3h T€HOB U META0OJINYECKHUX MPOIIEC-
COB B OpraHu3Me.

B 1941 r. Dayapa Toiitem u Jxopmx bunim B skcnepuMeHTax ¢
Heripocriopori (Neurospora crassa) oOHapyXKWJIU yTpaTy CIHOCOOHOCTH
rpuda CHUHTE3UPOBATH AMUHOKHUCIOTY B PE3YyJbTAaT€ T€HHOW MYTAIlUU.
Heiipocniopa — BuA MHUIEIUATBbHBIX TPUOOB T'PYMIbI ACKOMUIIETOB, SIBIISI-
eTcsl IPOoTOTPOdOM, T.€. CIIOCOOEH CaMOCTOSITEILHO CUHTE3UPOBATh HEOO-
XOJIMMBIE JJIS1 )KU3HU BEIIECTBA, B TOM YHCJIE aMUHOKHUCJIOTHI U BUTAMUHBI
(3a UCKJIFOUEHHEM OMOTHHA). DTO U PSAJl APYTUX CBONCTB HEHUPOCTIOPHI UC-
MOJIb3YIOTCS B T€HETUYECKUX HCCIEIOBAHUAX, TaK Kak rpud OBICTPO pac-
TET Ha MUHAUMAJIBHON Ccpejie, IMEET TaruIONIHBINA KU3HEHHBIA UK (KIIeT-
KM COJAEpKaT BCEro / XpOMOCOM), CJIEIOBATEIbHO, MPH TE€HETUYECKOM
aHaJiM3e BCE PEIICCCUBHBIC MPU3HAKU (MyTallUM) MPOSIBISIIOTCS B MEPBOM
xe nokosieHuu. J{. bugm u O. Taiitem, npoBos UCCIEI0BaHUE TEHETUYE-
CKOTO KOHTPOJISI MPOIECCOB MeTa0oau3Ma, 00JIydaaud HEMOJIOBbIE CIIOPHI
(KOHUIUK ) HEHPOCTIOPHI PEHTT€HOBCKUMH JTydaMH, U, TAKUM 00pa3oMm, BbI-
3piBasii mytauuu B ee JIHK. Ilocne mpopamyBanyss MyTaHTHBIX CHOP OT-
Oupayii KJIETKH, HE CIIOCOOHBIE pa3BUBATHCS HA 00CTHEHHOW MUTATEIbHOM
cpeze, HO XOPOIIO pacTyIllhe Ha Cpeje, CoAepKallell BeCh Habop aMUHO-
KHUCJIOT, a30TUCTBIX OCHOBAaHWMM, BUTAMUHOB. Tak OBUIM MOJYy4YEHBI OT-
JENbHBIE KIIOHBI KJIETOK, HYXIAIOIIKUXCA B KaKOM-JIMOO OJTHOM M3 JaHHBIX
BellleCcTB. ['eHeTHUeCKnil aHaIU3 KaXXJAOro KJIOHA MOKa3all, YTO MYyTallMs
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KaKJIBIH pa3 MpOUCXOAUJIa TOJbKO B KaKOM-TMOO OJIHOM reHe. B cBs3u ¢
ATUM OBLIO CIEJIAHO 3aKIIOUEHHE: OJTHA MYTaIlus MPUBOJIUT K IMOTEPE OJI-
HOM MeTabO0JMYEeCKON aKTUBHOCTH a, CJIEIOBATEIbHO, OJUH T'€H KOJIUPYET
ovH (hepMEHT.

['unorte3a «oauH TeH — oJIuH pepMeHT» (YyTouHeHHast (OpMYyIUPOBKa
«OJIMH T€H - OJ[HA TOJUICIITHIHAS IICTIb») MPEIONpeeinia TOUCK OTBETa
Ha BOIPOC, KAKUM O00pa3oM MOCIEN0BATEIbHOCTh U3 YEThIPEX a30THUCTHIX
ocHoBanuii B JIHK nerepmunupyer nocienoBareabHOCTh U3 20 aMUHO-
KHCJIOT, 00pa3ylolIuX IMEePBUYHYIO CTPYKTYypy Oenka. [mmoresa o Tpu-
IJICTHOCTH TEHETHYECKOTO0 KOJa BIIEPBBIC OblIa MpeIoKeHa (U3UKOM
[''A.T'amoBbiM B 1954 1. u skcnepuMeHTabHO noka3zana @. Kpukom B
1961 r. Eqununa renetudeckoil nH(GpOpMaIM, ONpeaesionias, Kakas us3
AMUHOKHCJIOT OyJIeT BCTpamBaThCs B CHHTE3UPYIOIIYI0 MOJICKYITY Oe€lKa,
nmojyuynsia Ha3BaHue KojoHa. J[yist Toro 4ytoOnl 20 aMHHOKHUCIOT MOTJIU
BKJIFOUUTHCS B Oenok B miporiecce Tpancisainuu MPHK, Heo6xonumo, 9To0b!
OHa cojiepkana, o kpaitneir mepe, 20 paznuyHbIX KOJOHOB. Ecin kKoa0H
OyIeT COCTOSATh W3 JIBYX OCHOBAHUM, MX COYETAaHHUS MOTYT 0Opa3oBaTh
mamb 16 komoHoB (42), uTo HemocTaTouHO A KopupoBaHus 20 aMUHO-
KHUCJIOT. Eciii B KOZIOH BXOJAT TPU HYKJICOTHAA, TO OHM MOTYT KOMOWHU-
poBatbcs B 64 coueranus (4%), uto Gonee yeM JOCTATOYHO I KOIUPOBA-
Hus 20 aMHMHOKHUCIIOT.

[Tocne noxazaTenbCcTBa TPUIUIETHOCTU TEHETHUYECKOTO Kojaa OBLIO
YCTaHOBJIEHO COOTBETCTBHUE OTACIBHBIX KOJJOHOB KOHKPETHBIM aMHUHOKHC-
gotam. B 1961 r. Mapmann Hupenbepr u ['enpux MatTen Bocmipou3sBenu
npolecc cuHTe3a Oenka in Vitro, ucrmoip30BaB OCCKICTOUHYIO CUCTeMY. B
KaueCTBE MAaTPHIbl OBIT B3ST OJMTOHYKIEOTH, COCTOSIIUA TOJBKO W3
OCTaTKOB ypauuia. [lentua, CHHTE3UPOBAHHBIN C HETO, CONEPHKAI TOIBKO
aMUHOKHUCIIOTY (peHunananuH. TakuMm oOpa3om, BOEpBbIe OBLJIO YCTaHOB-
JIeHO 3HaueHue KojoHa YVYY — oH koaupyeT penunananud. [lo3gHee ObI-
JU YCTAHOBJICHBI W JIPyTHE TpaBUiia COOTBETCTBUS MEXKIY KOIOHAMHU U
aMUHOKHCJIOTaMH, a Takke CTpykTypa Moiekyiasl TPHK, xoTopas ciyxut
MOCPETHUKOM npu TPAHCIALNY. B 1968 roay
M. Hupenbepr, X.I'. Kopana u P. Xommm 6butn ynocroensl HobGeneBckon
NpeMUu Mo (PU3MOJIOTUU U MEJUILIMHE 33 Pa0dO0Thl MO «MHTEPIPETALNH Te-
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HETUYECKOT0 KOJia M ero (YHKIIMU B CHHTE3¢e OeKay.

I'eHeTHYeCKHUH KOJ — 3TO CIOCO0 KOJAUPOBAHUSA MMOCIEI0BATE/b-
HOCTH AMHHOKHCJOTHBIX OCTATKOB B COCTaBe 0€JIKOB NPHU MOMOIIH
MOCJIeA0BATEbHOCTH HYKJIEOTHIOB B COCTABE HYKJIEHHOBOM KHCJIO-
ThI.

CBOICTBa FTEHETUYECKOTO KOAA:

— TPUILUIETHOCTh: AMUHOKHMCIIOTHI KOJAUPYIOTCS TpUILIeTaMu (Tpynmnon u3
TPEX HYKJICOTH/IOB - KOJOHOM);

— OJHO3HAYHOCTh. KaXKABbIM TPUIUIET OMpPEACISeT IMOCIEI0BATEILHOCTh
TOJIBKO OJTHOM aMUHOKHUCJIOTHI;

— BBIPOXKACHHOCTh (M30BITOYHOCTH): OO0IIEe YKCIIO TPUILIETOB IPEBbIIIA-
€T KOJIMYECTBO aMHUHOKHCIIOT B KieTkax (64 > 20); HekoTopble aMHHO-
KHUCJIOTHI 33J]al0TCSI HE OJTHUM, & HECKOJIBKUMHU TPUIIETaMHU (OT JIBYX J10
IIIECTH); CYIIECTBYIOT KOJOHBI, HE KOJUPYIOIINE aMUHOKUCIOTHI (CTOII-
KOJOHBI);

— HENEPEKPhIBAEMOCTh. KOHEUHBIM HYKJICOTH OJHOI'O KOJIOHA HE MOKET
CIIY>KUTh Ha4ajioM JIpyroro;

— HENPEPBIBHOCTB: MEXKJY KOJOHAMHM HET MPOMEKYTKOB, BCE TPUILIETHI
PaCIONOKEHBI CTPOTO JIPYT 3a APYroM 0e3 MPOMyCKOB;

— YHUBEPCAIBHOCTh. OJHU U T€ € TPUILIETH KOJUPYIOT OAHU U TE€ K€
AMHHOKHCJIOTHI Y BCEX BUJIOB KUBBIX OPTaHU3MOB.

JI1st myHKTyaluu reHeTu4ecko nHdopMaluu BO BpeMsi €€ TpaHCIIs-
[IMA UMEIOT 3HaY€HHUE TMATh KOJOHOB: ABAa MHUIMUPYIOMUX KojoHa (AVYT,
I'VI') u tpu tepmunupyromux (HoHceHc) kogoHa (YAA, YA u YI'A).
Nuaunuupyromue KoJA0HbI HAXOASATCS B PEryIsSTOPHOM 00JIacTH U oIpe/ie-
JSIIOT TOYHOE MecTo Havana Tpancisinuu MPHK, T.e. yka3pIBaloT TOUKYy, C
KOTOPOM HAYHETCS CUHTE3 monunentuaHou nenu. Ecim kogonsl AYI u
I'VI' HaxomaTcs B CTPYKTYPHOM YacCTHU I'€HA, TO ONPEAEISAIOT BKIIOUYECHUE
METHUOHHMHA W BaJIMHA B OEJKOBYIO0 MoJieKyny. HOHCeHC-KOIOHBI Ui Tep-
MUHHPYIOITUE KOJAOHBI ONMPEACISIOT OKOHYaHWE CUHTEe3a MOJUTICTTHIHON
nenu. TakuMm o0pa3oMm, KaKIbld KOJOH OMHCHIBAET aMHUHOKHUCIOTY JIHMOO
COOTBETCTBYET OCTAaHOBKE IIpollecca TpaHCasauuu (Tad. 6).
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Tabauya 6. Tabnuya eenemuueckozo xooa (uPHK)

IlepBbii Bropoi HykieoTHx Tperui
HYKJI€0- HYKJI€O-
TH], Y 1 A I TH],

deHnnanaHuH Cepun Tupo3un ucrenn Y
v deHnnanaHuH Cepun Tupo3un ucrenn 0
JletiuuH Cepun CMON-KOOOH | CMON-KOOOH A
JleitiH Cepun cmon-kooon | Tpunrodan r
Jlevinuu [Iponun I'mctunvn ApruHuH Y
I Jlevinuu [Iponun I'mctunvn ApruHuH 0
Jlevinuu [Iponun I'moramun ApruHuH A
Jletinnua [Iponun I'moramun ApruauH I
N3onenmH Tpeonnn AcnaparvH Cepun v
N3onenuun TpeoHuH Acnaparux Cepun 0
A N3onenunn TpeoHuH JInzun ApruHuH A
MeTtnonuH TpeoHun JInzun I
ApruHuH
cmapm-KoO0OH
AcnaparuHoBas
Banun AnmaHuH P I ' mumn Yy
KHUCJIOTa
AcnaparuHoBas
Bamun Ananun P I'mamn 11
KHUCJIOTa
: r
JTyTaMUHOBast
Bamun Ananun y I'mamn A
KHUCJIOTa
Bamun ['myramuHoOBas
Ananug y IR 0%000%0¢0 I
cmapm-KoO0oH KHUCJIOTa

3.3. Tpancasinusi: OMoCUHTE3 DeJIKa

B packpbITin MexaHW3Ma TPAHCISALNU BaXHYIO POJIb Chirpaja mpea-
noxxenHast @pencucom Kpukom B 1955 r. «amantepHasi Teopusi TpaHCIs-
nun». K 3ToMy BpeMeHH yKe CYIIEeCTBOBAJIO 00Ilee MPEICTABICHHUE O
TOM, 4TO MH(OpMaLUs [Ji1 aMUHOKUCIOTHOW MOCIE0BATEILHOCTH Oe-
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KOB 3aKOJMpPOBaHa B BHUJE HYKJICOTUIHOM MOCIENOBATEIBHOCTH COOTBET-
crByromux marpuunbix PHK. IIpu s3TOoM mpeamnosnarany, 4To HyKJI€OTHIbI
HHUKAK HE MOTYT CIIY>KUThb NPSMBIMA MATPUYHBIMH IMMOBEPXHOCTSIMH IS
MOJIMMEPU3AIUN AMUHOKHUCIIOT BBUAY CTEPUYECKOTO HECOOTBETCTBUSI MO-
nexkyn. st oObIcCHEHUs MEXaHU3Ma, 00ECIeUHBAIOIEr0 OJJHO3HAYHOE CO-
OTBETCTBUE MEXIY T'€HETHYECKOW MH(pOpMAaIMel, 3alMCaHHON B HYKJIEO-
tuaHou nociaenoBarenbHocT JHK, u amuHOKMCIOTaMM, BhICTpauBaro-
IIUMUCSI B CUHTE3UPYEMYIO MOJICKYJTy Oeika U Oblia MpeasiokKeHa ajiar-
TE€pHAs TUIIOTE3A.

CorjacHO aganTepHOW THUINOTE3€ PACNO3HABAHWE AMHUHOKHUCIOT B
MpoIIecCe CUHTE3a OelIKa MPOUCXOAUT HE MPSMBIM ITyTEM B3aUMOJICUCTBUS
MEXAYy HUMHU U COOTBETCTBYrOmMMH KojgoHamu MPHK, a ¢ yuactuem mo-
JIEKYJI-IIOCPETHUKOB (anantepoB). Bckope Takue MOJIEKybl ObUTM OTKPBI-
Thl — UMHU Oka3anuch TpancnoptHeie PHK. K 3'-koHiy aknentopHoii BeT-
Bu TPHK >¢upHOi CBs3bI0 MPUCOETUHSICTCS aMUHOKHUCIOTHBIM OCTaTOK.
Ha Bepmmne antukononoor neriu TPHK HaxomutTces Ttpumer Hykiieo-
THJIOB, KOMIUIEMECHTapHbIA B AHTUIAPAJUIEILHOM HANPABICHUHA KOJIOHY
MPHK, koaupyromemMy COOTBETCTBYIOIIYI0 AMUHOKHUCIOTY — AHTUKOJOH.

Cnenuduueckoe cBszpiBanue mosiekyiasl TPHK onpenenénnoro tumna
C COOTBETCTBYIOIICH €if aMUHOKHUCIIOTOM OCYIIECTBIsICT PEPMEHT aMUHO-
anun-TPHK-cunTeraza (APCaza), mo cyTu, emie oauH ajantep. AMUHOA-
1uia-TPHK-cuHTETa3h1 — 3TO KpyIHBIE MYJIBTUMEPHBIC OCJIKH, UX KOJUYe-
CTBO PaBHO YMCIYy NPUPOAHBIX amuHOKHKCIOT. Hazpanne APCa3 omnpene-
JII€TCS HAMMEHOBAHUEM TPUCOEIUHIEMON € aMHUHOKUCIIOTHI, HaIIPUMED,
mu3un-TPHK-cunterasza, rimumun-tPHK-cunTeraza u t.m. s kaxkgon
aMuHOKHCIIOTHI cyriecTByeT cBosi TPHK. TTockonpky 20 aMHMHOKHCTIOT KO-
aupyroTcss 61 komoHoM, cooTBeTcTBeHHO cymiectByeT 61 Ttunm TPHK.
TPHK, wumermue pasHyr0 NEPBUYHYIO, HO OJMHAKOBYK) TPETUYHYIO
CTPYKTYPY, aKLIECNTUPYIOIIUE OJHY U Ty K€ aMUHOKHUCIIOTY U Y3HABaeMbIE
omHou W Toul ke amumHoarnI-TPHK-crHTETa30M HA3BIBAIOTCS HM30aKIEl-
TopubiMu TPHK.

Kaxnas monexynma amuHoanuin-TPHK-cuHTETa361 COocTOUT M3 ABYX
OCHOBHBIX JOMEHOB — aMHHOALUMWJIMPYIOLIETO, B KOTOPOM PAacCIiOaraercs
AKTUBHBIM LIEHTP, U aHTUKOJOH-CBA3BIBAOIIETO, Y3HAIOLIETO IOCIIEN0BA-

76



TenbHOCTh aHTHKOI0Ha TPHK.

Cnavana B akTuBHOM IIeHTpe APCa3bl CBS3BIBAIOTCS COOTBETCTBY-
romas amMmuHokuciora u AT®, obpa3yercsi aMuHOAIMI-aIeHIIAT. 3aTeM C
AKTUBHBIM IIEHTPOM CHHTETa3bl CBA3bIBacTcs 3'-koHen TPHK, anTtnkomon
KOTOPOM COOTBETCTBYET AKTUBHUPYEMOM 3TOM CHUHTETA30M aMUHOKHUCIIOTE.
[IponcxomuT mNEPEeHOC AMHUHOKHCIOTHOIO OCTaTka C aMHHOALWII-
ageHwnata Ha 2'- nu6o 3'-OH rpynmy pu0o3bl, BXOJAIIEH B COCTaB IO-
cneanero Ha 3'-xonie agennHa TPHK. Takum oOpazom, cuHTE3UpyeTcs
amuHoanwi-TPHK, 1o ectp TPHK, Hecylias KOBaJIeHTHO NpPUCOEAUHEH-
HbII aMUHOKMCIIOTHBIN ocTaTok (puc. 40).

AmuHOKHKCNOTa LUeHTp AKTMBHBIN CBA3blBaHWUE aMUHOKUCAOTbI bBoraTtas
CBASBIBEAHMA LEHTP cTPHK B aKTUBHOM 3Hepruen

( H OH  amuHoKMcnOTEI l ueHTpe APCasbl H CBA3b !

H;N—C—C=0 |
cl:u "2"—1:_‘!:=o CH, I
S il G
| | c |
N/‘:“ %
F o :
:AC

—
Usc
Uentp 5
«—TPHK cesAzbiBEaHNA | MPHK

¢ TPHK
CBA3blBaHWe

AmuHoaumn-TPHK-cmHTeTasa (APCasa) aHTMKOA0Ha ;E'T(K
C KOL,OHOM

Puc. 40. Obpazosanue cea3u monexyrvt mPHK ¢ coomsemcmeyroweti eti amu-
Hoxuciomot nocpeocmeom APC-a3zvl

buocunTe3 Oenka ocyuiecTBisieTcs Ha pubocomax. B sykapuoruue-
CKOM KJIETKE€ pUOOCOMBI PACIOJIAralOTCs B IUMTOILIA3ME, Yallle BCEro Ha
Pa3BETBICHHON BHYTPUKJICTOYHON MEMOpPaHHON CETH — DHJIOILIa3MaTHye-
CKOM PETHUKYJIyME; Y IPOKAPUOT pUOOCOMBI PACIIONAralOTCss CBOOOIHO MO
00BbEMY KIIETKH.

Pubocoma mpencraBisieT coOOM HYKICONMPOTEUl, KOTOPBIA COCTOUT
u3 pudbocomanbhbix (pPHK), cnenmnduuecknx 0enkoB M HEOOJBIIOTO KO-
JIMYECTBA HU3KOMOJICKYJIAPHBIX KOMIOHEHTOB. Y sykapuot pPHK cunre-
3UPYETCS B SIAPBIIIKE M COCTaBIsIeT 00iblyto yacTh Bceld PHK kinetku —
okosio 70%. B coctaB pubOOCOMBI DYKapUOT BXOJIAT YETHIPE MOJICKYJIBI
pPHK — 18S; 5,8S; 28S u 5S. Pasmep monexyn PHK Breipaxaercss KoH-
cranToil ceaumentanuu Ceenoepra (S), KoTopas OTpa)kaeT CKOPOCTh Oca-
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KJACHUS YaCTHIl IIPU TPATUEHTHOM YJIbTpaleHTPU(yrupoBaHUY.

B cocTtaB prbocoMbl mpokapuoT BXOJAT Tpu Mosiekysl pPHK — 16S;
23S u 5S. Coenunenue pPHK co cnenuduyeckumu Oenkamu GopmMupyet
Majyro ¥ 00JbINyI0 cyObeauHuIbpl pudocoM. KoHcTaHTa ceTMMEHTAINH Y
prubOCOM 3yKapuOTHYECKUX KiIeTOK cocTtaBisgeT 80S (Oompmias v majas
cyopenuuuibl 60S u 40S, cooTBETCTBEHHO), Y puOOCOM TpoKapuoT (a
TaKke y pubocoM MUTOXOHApWH W tuiactua) — /0S (Oonbpmras u manas
cyowseaunauisl 50S u 30S, cooTBercTBeHHO) (pHC. 41).

‘ Pubocombl ‘
MpoKapuoTu4eckue SyKapUoTUHecKue
70S 80S

MW 2,5 Mla MW 4,2 MAa

50S / \ 60S / \
40S
30S = .

MW 1,6 M[a MW 0,9 M[a MW 2,8 M[a MW 1,4 M/[Ja
pPHK pPHK pPHK pPHK pPHK pPHK  pPHK
5S § 5S % 5,8S
23S 16S 288 18S

A 4 y y

Puc. 41. Cxema cmpoenusi npoxapuomuueckux u 3yKapuomuyeckux pubocom

B pubocome cpopMHpOBaHO HECKOJIBKO (PYHKIMOHAIBHBIX LIEHTPOB
(puc. 42):
— M-1eHTp: MeCTO CBSI3bIBAaHUS Mol cyObeauHulibl pudocomsl ¢ MPHK;
COZEPKUT MOCIEA0BATEILHOCTh, KOMILUIEMEHTaApHYO0 (DparMeHTy Ha 5'-
xone MPHK (mocnenoBarensHocTh anTH-111alina-/{aasrapHo);
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— P-nieHTp (NENTUANIIBHBIN): B HaYaJIe TPAHCIISIIIUA C HUM CBSI3bIBACTCS
nHunuatopHas amuHoauwi-TPHK, 3arem 3xech pacnonaraercs ner-
tuaui-TPHK;

— A-1ieHTp (aMUHOAIWJIBHBIN). MECTO CBS3bIBAaHUS C OUYEPEIHON aMH-
Hoauuia-TPHK;

— PT-uentp (mentuamirpancdepasHbiii); MECTO 00pa30BaHUS TEITHI-
HOM CcBs3u (JIOKAIM30BaH B OOJIBIION CYOBEIUHULIE);

— E-caiiT (or aHri. exit — BBIXOJ). MECTO BBIXOJa OCBOOOJIUBIICHCS
TPHK u3 pubocomsi.

PT-ueHTp
P-ueHTp

bonbwan
cybbeaunHuua
E-cant
M-LeHTp A-LieHTp

Manasa cybbeamHuLa

Puc. 42. @ynxyuonanvuvle yenmpol pubocomol

[Ipouecc TpaHCHSILIMM BKJIOYAET B CEOSl TpU dTana: HHULHAAIUA
(Hayaj0 CHUHTE3a IMOJIMIICIITHIHON IemH), doHranus (yUIMHCHHE LICIH),
TepMHUHAIMs (3aBepiieHue cuHTe3a) (puc. 43). Cunre3 Oenka B OOJIBIITNH-
CTBE ciy4yaeB HaunHaeTcs ¢ AYI'-ko/10Ha, KOAUPYIOIIEr0 METUOHUH, — 3TO
CTapTOBBIA WA WHULIMATOPHBIM KOJOH. VMHUIIMAUSA TPaHCHIALUMUA TIPEHy-
CMaTpUBAET y3HABaHHUE PUOOCOMOI CTAPTOBOTO KOJOHA U TPHUBJICUCHUE
nHUIMaTopHo amuHoanmin-TPHK. MexaHu3Mbl MHUIIMAIN TPAHCIISALUN
y TIPO- U 3YKAPUOT CYIIECTBEHHO OTJIMYAIOTCS: MPOKAPUOTHUECKUE PUOO-
COMBI TTOTEHIIMAIHLHO CIIOCOOHBI HAXOJUTh CTApTOBbIM AV U MHUITUUPO-
BaTh CHMHTE3 Ha JOObIX ydacTkax MPHK, B To Bpems kak sykapuoTuye-
ckue pubdocoMbl 00bIyHO mpucoeauHsoTcs k MPHK B obmactu ksma u
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CKaHUPYIOT €€ B IIOUCKAX CTAPTOBOTO KOJOHA.

Ha stane nHuImanuu Masnasi CyobequHUIIA PUOOCOMBI TPUCOECTUHS-
ercss K MPHK B onpeneneHHOM MeCTe — KOHCEHCYCHOM MOCJIEA0BATEIBHO-
CTH, cocTosmei u3 mectu HykaecotuioB AITAIT (y npokapuoT — mmociie-
noBarenbHOCTh llaitHa-/{anbrapuo). KommemeHnrapHass ed mociegoBa-
TeAbHOCTh (mociiemoBarenbHOCTh aHTh-1llaitna-/lanerapHo) pacrosaraer-
cs Ha 3'-koHIe MosieKyabl 16S pPHK.

Benkosbie dakTopbl HULMALMM CTa,CI,Mﬂ MHUUMaynm

MeTuoHuH CeA3biBaHMUE O6pasosaHue

meTnoHuHosoM TPHK Ha
cTapT-KogoHe MPHK

pM60comaanoro

KOMM/eKca

o raoe

-7

» % +

Bonbwan cybveguHmnua

MPHK ey A

Manana cybveauHnua

Cragua snoHraymm

TpaHcnokauma

O6pazosaHue
nenTUAHOM CeAsu

benkosbie Cragua TepmuHaumnu HosocuHTe3MPOBaHHDbIN
daKTopb!

nenTua,
TEPMUHALUUK
CsA3biBaHMe " [

6enkos
B\ TepMUHaLUK Ha

CTOM-KOAOHE  “e— ——— NS

MPHK Ouccouymauyuma
KOMI/IeKca

Puc. 43 Imanwvr mpanciayuu

B3anmoaeiicTBrue MEXAy 3TUMU MOCIEAOBATEIbHOCTIMU HEOOXOIH-
MO 17151 cMmelienusi crapt-kogona MPHK B P-caiit pubocomsr ans Hauana
oumocuHTe3a Oenka. B MoMeHT oOpa3oBaHHs KOMILJIEKCAa MOCIEI0BATEIb-
Hocrteit Illaiina—J/lanerapuo u anrtu-lllaiina—Jlanerapo ¢ manon pubo-
COMHOM CyOBEIMHUIICH CBS3BIBAIOTCS CIEIMaNIbHbIE OEIKOBBIE (HaKTOPbI
WHUIMAIIMA TPAHCSALMHM, a TaKXe WHUIIMATOPHAS (POPMHIMETHOHMII-
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TPHK, Hecymas mepByro aMuHOKHCIOTY (popmunmernonnd. K oGpazo-
BaBIIEMYCS TMPEUHUIIUATOPHOMY KOMIUJIEKCY MNPUCOCAMHSACTCS OOJIbIast
cyObearHuIIa pubOCOMBI TAKUM 00pa3oM, uTo nauiuupytomas TPHK oka-
3bIBaeTCA B P-11eHTpe, a A-IIEHTp O0CTaeTCsi CBOOOIHBIM.

Ha stane snonranuu cnenyromas TPHK, Hecymas aMuHOKuCIoTy u
KOMILUIEMEHTapHas BTopoMy konoHy Ha MPHK, noctymaer B A-nieHtp pu-
0ocombl. OOpa3zyeTcsi TENTUHAs CBS3b MEXIY (HOPMIIMETHOHHUHOM,
HaxojdmeMcs: B P-uienTpe u amuHokucinoror, npuHecéHHord TPHK B A-
neHtp. Peakuus tpancnentuaanuu (00pazoBaHue MENTUAHON CBSI3U) MPO-
HUCXOOUT B nentuauiaTpancdepasHom ieHtpe. [locie obpazoBaHus mer-
THUIHOM CBSI3H, MOJUMENTH OKa3biBaeTcA cBs3aHHbIM ¢ TPHK, nHaxons-
uiercs B A-caire.

Ha cnenyromem stamne aeanuiaupoBaHHas (opmuameTnoHuia-TPHK
casuraercs u3 P-caiita B E-caiit, nentunun-tPHK caBuraercsa n3 A-caiita
B P-caiit, a MPHK npoasuraercs Ha oJuH KOJOH. DTOT MPOILIECC Ha3bIBa-
eTCS TpaHCJIOKaIMeH U MpoucxoauT ¢ 3arpatoit sueprun (I'TD) npu yua-
CTHH CTICIIMAIBHOTO TPAHCIOKAIIMOHHOTO OenkoBoro ¢akropa (EF-G).

Hamee TPHK, komruiemenrapnasa cnenyromemy kogony MPHK, cBs-
3bIBAETCA C OCBOOOIMBIIMMCS A-CaiTOM pHOOCOMBI, YTO BEIET K MOBTO-
PEHUIO OTIMCAHHBIX BBIIIE ITAIOB, & 00pa3yeMbIil MOJIUIENTU]T YIJTUHICTCS
Ha OJIMH aMUHOKHUCJIOTHBIA OCTATOK C KAXKJIbIM ITUKJIOM.

Crom-konoubl (YA, YI'A, YAA) cuUrHanmu3upyoT 00 OKOHYAHUU
TpaHciaiuu. Ha sTane TepMuHaUM crielHaIbHBIE OEIKOBBIE (haKTOPbI
KaTaJM3UPYIOT TUAPOJIATHYECKOE OTIIeIuieHne mnonunentuaa or TPHK;
TPHK otnensercss or pubocomMbl, pubocomMa AUCCONUUPYET HA CyOBEIU-
HULIBL.

3.4. lloctTrpancasinmoHHas Moaguukannsa 1 (PoJIAUHT 0eJIKOB

MatpuuHbplii OMOCHHTE3 TOJUIICNTUIHBIX IeNel Ha pudocomax B
OOJILIIIMHCTBE CIy4YaeB HE MPHUBOJIUT HEMOCPEICTBEHHO K 0Opa30BaHUIO
(GyHKIIMOHANBHO 3HauuMoro Oenka. OOpa3oBaBIIasiCs TMOJUIMECHTHIHAS
LeNb JOJDKHA MPETEPIETh HEKOTOPHIE TOMOJHUTEIbHBIE XUMUYECKUE TIpe-
BpallleHHUsI y>K€ BHE pUOOCOMBI. Tak Kak 3TH MPEBPAILCHUS MPOUCXOASAT

81



MocJjie TOro, Kak cumTaHa wHbopMaius, nmpuBHeceHHas mMatpuuHord PHK,
T.€. 3aKkOHYeHa TpaHciaauss MPHK, To 3TM AOmOIHUTENIBHBIE MPOLECCHI
MOJIYYWJIM Ha3BaHHE MOCTTPAHCIAALUMOHHON MoaupUKANUM TOJIUINEN-
THJTHOH LCIH.

BbiensitoT AB€ OCHOBHBIE TPYIIIBI MPOIECCOB MOCTTPAHCISIITUOHHOM
Moaudukaruu 6enkoB. OgHA U3 HUX — 3TO MPOTEOTUTHIECKUE MPOIIECCHI,
MpEACTaBISAIONIME COOON pacIICIJICHUE OMNPENEICHHBIX MENTHUIHBIX CBS-
3€#l, KOTOpOEe MPUBOAUT K OTHICIIJICHUIO YAaCTH OOpa30BABIIMXCS MENTH/I-
HbIX (pparmMeHTOB. [IpuMepoM TakoW peakiuu SBISETCS MPOIECC PEeryJis-
MU aKTUBHOCTU (DEPMEHTOB ITyTEM OIPaHUUYEHHOIrO MpoTeosin3a. M3Bect-
HO, YTO HEKOTOphIE OENKU-(HEePMEHTHI CHHTE3UPYIOTCSA B BUJI€ HEAKTUBHBIX
IPE/IICCTBEHHUKOB (IIPOGEPMEHTOB) U aKTUBUPYIOTCS B PE3yJbTaTe THI-
poJin3a OJHOM WJIM HECKOJBKHX MENTHUAHBIX CBs3ei ¢ N-KOHIIa moJuIier-
TUHOM IIETH, YTO MPHUBOAUT K OTIIEIICHHUIO YacTH OCIKOBON MOJICKYIIBI
npodepmenTa. B pesynaprare B ocTaBIieics 4acTd OETKOBON MOJIEKYJIbI
MIPOMCXOIUT KOH(POpPMAITMOHHAS TepecTpoiika, (popMUpYETCsS aKTUBHBIN
IEHTP U (EepPMEHT CTAaHOBUTCS aKTUBHBIM. OTpaHUUYCHHBIA MPOTEOIU3 JIie-
KUT B OCHOBE akTuBaruu mporeoiutudeckux (epmento KKT, O6enkoB
CBEpTHIBAIOIIECH CHUCTEMBI KPOBU U CUCTEMbI (PMOPUHOIU3A, a TaKke Oel-
KOBO-TICTITUIHBIX TOPMOHOB. Hampumep, TpUIICHHOTEH, CHHTE3UPYEMBIN B
MOHKEITYJIOUHOM Keje3e, MOCTYIMaeT B KUIIEYHUK, IJIe Ha HEro JeWCTBYET
dbepMeHT sHTepornenTuaaza. B pesyibraTe MPOUCXOIUT OTPAHUUYCHHBIN
MIPOTEOJIU3 C OTIIEINIeHHeM rekcamnentuaa. [Ipu sToM B octaBiieiics yactu
MOJIEKYJIbI (hOPMUPYETCSI aKTUBHBIN IIEHTP U 00pa3yeTcs aKTHUBHBIN TPHII-
CHH.

BTtopas rpynna npoueccoB NOCTPAHCISIMOHHON MOu(UKauu 0e-
KOB — 3TO TIPOIECCHI, KOTOPBIC MPUBOMIT K XUMHUYECKOW MOJH(PUKAITIU
OOKOBBIX PaJIMKAJIOB aMHMHOKHUCIIOTHBIX OCTaTKOB, KaK MPaBUJIO, HE 3aTpa-
TUBAIONIMX IOJHMIEITAIHOTO OCTOBa. Hampumep, nmprucoeInHEHHE XUMH-
YeCKOM TpyInbl K aMMHOKHCIOTHBIM OCTaTKaM OelkoBOM 1enu: ¢ocdop-
HOM KHUCJIOTHI ((hochoprmmpoBaHue), KapOOKCUIBLHOW TpyIibl (KapOOKCH-
JUPOBAaHKE), METWIBHOW TPyMNIbl (METHIUPOBAHKE), THAPOKCHUIHLHOM
rpynnsl (THAPOKCHWIMPOBaHUE), HWoaa (MoaupoBanHue) u np. K manHou
IpyIIie MPOILIECCOB OTHOCUTCS TakKe BKIIIOYEHUE MPOCTETUYECKON TpyII-
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bl B COCTAaB OEJIKOB, BKJIFOUEHHUE YTJIIEBOAHBIX OCTAaTKOB (TIIMKUPOBAHMUE),
reMa (Hampumep, IIpyd CHHTE3€ IeMOrj00rMHa, MUOTIJI00MHA, ITIUTOXPOMOB),
BUTAMUHHBIX KO(depMmeHToB (Ouotuna, DAJl, nupumokcanbdocdara u
T.I.), @ TaK)XK€ 00bEAMHEHUE MPOTOMEPOB B €IUHBIN OJUTOMEPHBINA OENOK
(Hampumep, reMOrJIO0nH).

Xumudeckas Moaudukanus OelIKOB HEOOXoAuMa HE TOJBKO IS
MPOSIBJICHUS M PETYyJAIMN WX (PYHKIIMOHAIBHOM akTMBHOCTH. Ele omgHa
OoJpIas rpynmna MoaudUKayuid BBOAUT B O€JIKM METKH, 00eCIeyYHBaro-
IUE OMNpPEJCICHHYI0 BHYTPUKIETOUHYIO JIOKAJIM3alMI0 OEJIKOB, B TOM
YUCJIe HAINPaBJICHUE MX B MPOTEOCOMBI JJIS MOCEIYIONIETO MepeBapuBa-
Hus. [Ipumepom Takoit MmonuduKauu SBiIsSeTCS MpUcoeanHEHNE hepMEeH-
TaMU YOWKBUTHH-JIUTa3aMH OJIHOTO MJIM HECKOJIbKHX (4alie) MOHOMEPOR
yOMKBUTHHA C TTOMOIIbIO KOBAJCHTHOM CBA3M K OOKOBBIM aMHUHOTPYIIIaM
oenka-muiieHu. [Ipucoenvnenue yOMKBUTUHA BJIMSET HA BHYTPHUKIIECTOY-
HYIO JoKalu3anu u QyHkiuuto o6enkoB. Kak mpaBuio, O€Kd, TOMEUYEH-
HbIE MYJIbTHYOUKBUTHHOBBIMH LIETISIMU, TIOJABEPTalOTCs JAerpaalluy myTeM
pacIIEIUICHUs] Ha MPOTE0COMaX.

HexoTopsie mpouecchl MOCTTPAHCISIIUOHHOW MOJIU(UKAIUA HEMO-
CPEACTBEHHO WJIM KOCBEHHO OTBEYAIOT 32 ()OPMUPOBAHUE ONPEACICHHOMN
BBICOKOCTICIIU(PUYHON MPOCTPAHCTBEHHOW CTPYKTYyphl Oenka. IIporecc
YVKJIQJIKA BBITSIHYTOM MOJIMIENTUIHON 1IENMH B MPABUJIBHYIO TPEXMEPHYIO
IPOCTPAHCTBECHHYIO CTPYKTYpYy HasbiBaeTcs ¢roagmarom (ot anri. fold —
cKiaabpiBath). s obecnieuenus GhosuHra UCIoJib3yeTcs rpyIina BCIIOMO-
raTeJibHBIX OCJIKOB II0J] Ha3BaHWEM IamnepoHbl (oT (panm. chaperon —
CIyTHUK, HsHbKA). OHU OpeAoTBpalalOT B3aUMOICHCTBUE HOBOCUHTE3M-
POBaHHBIX OENKOB JPYyr C APYroM, U30JUPYIOT THUAPOPOOHBIE YUaCTKU
OCJIKOB OT ITUTOIJIa3Mbl M YOUPAIOT WX BHYTPh MOJIEKYJIbI, MPaBHIHHO
pacrojaratoT O0eiakoBbie gomeHbl. [llanepoHbl cmOCOOHBI MCIPaBUThH He-
NpaBWIbHYIO KOH(pOpMaIMio Oeika, CBS3bIBAIOTCS C THAPOPOOHBIMU
y4acTKaMU HEMPaBWIbHO YJIOKEHHBIX OEJIKOB, TOMOTalOT UM CBEPHYTHCS
U JJOCTUTHYTh CTAOWJILHOW HATUBHOW CTPYKTYpPHI U, TEM CAMBIM, MPEIOT-
BpaIllalOT UX BKJIKOYEHHE B HEPACTBOPHUMBIE U HE(PYHKIIMOHAIBHBIE arpe-
raThl.

Kpome Toro, mamnepoHbl 00ecrnednBaOT TPAHCIIOPT MHOTUX OCIIKOB
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U3 OJIHOTO KOMIIAPTMEHTa KJIETKH B APYrOM, y4acCTBYIOT BO BHYTpPHKJIE-
TOYHBIX CUTHAJIBHBIX IMyTAX (HaAIpHMEp, MYyTSAX arolTo3a), PeryaupyroT
GYHKIIMK pa3IUYHbIX MOJIEKYJ (HampuMep, TPaHCKPUIIIUOHHBIX (HaKTO-
poB). lllanepoHbl y4acTBYIOT B 3al[UTE KJIECTOYHBIX OCJIKOB OT J€HATYpHU-
PYIOIIUX BO3JEUCTBUM, TAKUX KaK BBICOKAs TeMmepaTypa (IIanepoHbl OT-
HOCSITCA K OeJIkaM TEIIOBOTO II0Ka), TUIIOKCHUS, YJIbTpa(roIeToBOE U3ITy-
yeHue, m3MeHeHue pH cpenpl, NEMCTBHE TOKCUYHBIX XHUMHUYECKUX BeE-
IIECTB, TSKEIBIX METAJIOB U T. 1.

CymiecTByeT psill 3a00JI€BaHMI, ATHOJOTHUS W IMATOT€HE3 KOTOPHIX
CBsI3aHbl ¢ HapyuieHusMu Qosaudra. Hampumep, B pe3ynbTaTe Hapylie-
HUS (QYHKIUU [IAMEPOHOB U OTCYTCTBUU (POJIIMHTA B KJIETKE HaKaIlIMBa-
I0TCSI TIJIOXO PacTBOPUMBIC, CIIOCOOHBIE K arperamuy MOJEKYJbl, 00pasy-
IOIKE B KJIETKaX PUOPWIISAPHBIC OTIOKEHUS — aMUJIOu . IHTEHCUBHOCTh
KIIMHUYECKUX MPOSBJICHUN 3aBUCUT OT JIOKATU3AIMU U PACIPOCTPAHEHHO-
CTH aMUJIOUJHBIX OTJ0KeHUM. OJTHUM U3 TPUMEPOB SIBJISIETCS HEMpoiere-
HepaTuBHOE 3a0oseBaHue bose3Hb AublreliMepa, MaTtoreHe3 KOTOPOTro
CBSI3aH C HAKOIUICHUEM aMIJIOWJHBIX OJISIIEK W HEeWpohUOPUIIISIPHBIX
KJIyOKOB B TKaHSIX MO3ra.

AHOManusiMu QoJIIMHTA 00YCIOBJIEHBI U MPUOHHBIE O0JE€3HU, UHIY-
[UPyEMble MHOPOIHBIM O€IKOM MpuOHOM. IIpHOHBI — 3TO OEJNKK C aHO-
MaJbHOW TPETUYHOM CTPYKTYpOM, KOTOpbIE CHOCOOHBI KaTaJIU3UPOBATh
KOH(OPMAIIMOHHOE TPEBPAIICHUE TOMOJOTHYHOTO HOPMAIBHOTO KJIETOY-
HOro Oenka B cebe moaoOHbIN. Kak mpaBuiio, npu nepexojie 0eiaka B Mpu-
OHHOE COCTOSIHME €r0 O-CIHpaik TpaHchopmupyroTes B B-ciou. B kier-
KaX HAaKaIUIMBAIOTCA MaToJIorhYeckue Oenku. Bokpyr mopak€HHBIX KIie-
TOK HAYMHAIOTCS BOCHAIMTENbHBIE Mpoliecchl. HakomieHne mpuOHHOTO
OeJika COMPOBOXKIAETCS €ro arperamuei, ooOpa3zoBaHUEM BBICOKOYIIOPSIO-
YeHHBIX (UOPUIIT (AaMHJIOUIOB), YTO B KOHIIE KOHIIOB IIPUBOJUT K THOeNr
KJIeTKU. BbicBOOOMBIIMIICS TTPUOH, MO-BUAUMOMY, CIIOCOOCH MPOHUKATH
B COCEJIHUE KJIETKHU, TAK)KE BBI3bIBASI UX THMOENb. TakuMm 00pa3om, MPUOHBI
paccMaTpUBaIOTCS KaK OCOOBIM Kiacec MH(MEKIIMOHHBIX areHTOB, YHCTO
OCJIKOBBIX, HE COJEPKAUIUX HYKJICMHOBBIX KHUCJIOT, BBI3BIBAIOIINX TSIKE-
Jbie 3a00JIeBaHUSl IEHTPAJIbHOM HEPBHOM CHCTEMBbI y 4YEJIOBEKa U psla
BBICIITUX KHBOTHBIX (TaKk Ha3bIBaGMbIe «MeIeHHbIe» nHpekun). [Ipume-
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paMM MMPUOHHBIX 3a00JieBaHUN ABIAIOTCA Oosie3Hb Kpentidenpara-Axkoda

(KOpoBbe OCIICHCTBO), (haTaibHas ceMeiiHas 0ecconHuia, 6one3nb Kypy u
Ap.

9.

BOITPOCHI JUISI CAMOCTOSITEJIBHOI'O KOHTPOJIS
3HAHUU

. Jaiite 00IIyI0 XapaKTEepPUCTUKY MEPBUYHOU M BTOPUUHOU CTPYKTYpPHI

oenka. Kakue TUMNBI XMMUYECKUX CBSI3E€H CTAOWIM3UPYIOT OEIKOBBIC
MOJIEKYJIbI? J[aiiTe XapakTepucTUKy KOH(POpMAIUMIM THIIA O-CIIUPaId U
B-nmucra.

. JaiiTe oO0lyt0 XapaKTEpUCTUKY TPETUUHOM CTPYKTYphl Oenka. KakoBbl

XapaKkTepHbIE 0COOCHHOCTH TJIOOYJISIPHBIX U GUOPUILIAPHBIX OEIKOB?
OxapakTepusylTe YETBEPTHUUYHYIO CTPYKTYypy Oenka. KakoBbl xapak-
TEepHBIE OCOOCHHOCTH OCIKOBBIX JOMEHOB?

[Tepeuncnure u oxapakrepu3yiTe GyHKIIMN OCIIKOB B KJICTKE.
[lepeuncnute U oxapakTepu3yuTe CBOWCTBA TeHeTHYeCKOoro kojaa. Kak
ObLJIa JOKa3aHa TPUILUIETHOCTh T€HETUYECKOT0 Ko1a?

OxapakTepusyiTe aganTepHYyO TEOPHUIo TpaHcaauu. Kakue Mosexyibl
SBJISIIOTCS afjanTepaMu B Mpoliecce TpaHcaanuu? ONMUIIUTEe CTPOCHUE U
¢ynkuun Tpancnoptaoi PHK.

. Onumwmre crpoeHne u  ¢QyHkuun Qepmenta amuuoanuna-TPHK-

CUHTETA3bl.

Onummte ctpoeHue u ¢GyHkuu pudocoM. Kakue (pyHKIMOHANTBHBIE
IIEHTPHI PEJICTABIICHBI B puOOCOME?

N300pa3ute cXxeMaTUYHO U OXapaKTepU3yUTE ATAMbl TPAHCIISIUU.

10. HazoBute u oxapakTepu3yWTe OTIEIbHbIE BAPUAHTHI MOCTTPACIALIM-

OHHOM MoAU(DUKAITUN OEITKOB.

11. Onpenenute TepMuH «pomauary. OxapakTepuzyute (yHKIUU Oe-

KOB-1IaniepoHoB. [TpuBeauTe mpuMepsl 00JIe3HEN, CBSI3aHHBIX C aHOMa-
ausaMu (HOJUHTA.
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TECTOBBIE 3AJIAHUSA
Buvibepume 00un unu HeCKOIbKO NPAGUNILHBIX OMEENO8.

. KOJ AHK BBIPOXIEH [IOTOMY, UTO

a) OJIHa aMUHOKHCIIOTA MIU(PPYETCS OJHUM KOJIOHOM

0) MeXIy KOJIOHAMU OJTHOTO T'€HA €CTh «3HAKH MPETIMHAHMD)
B) HECKOJIBKO aMUHOKHCIIOT MHUPPYETCS OHUM KOJJOHOM

I') OJlHAa AMUHOKHCIIOTA MHUPPYETCS HECKOJIBKUMHU KOJIOHAMHU

. CUHTE3 TIOJIMIENTHUHOM IIEITM MOXET BbITh IIPEKPAILIEH CJIE-
AYIOIMM TPUIUIETOM

a) TAY

0) AAT

B) YAA

r) AI'Y

. OAHO3HAYHOCTb I'EHETMYECKOI'O KOJIA TIPOSBJIAETCA B TOM,
YTO KAXJIBII TPUIIJIET KOJUPYET

a) HECKOJIbKO aMUHOKHCIIOT

0) He OoJiee IBYX aMUHOKHUCIIOT

B) TPH aMHHOKHUCJIOTHI

I') OJHY aMHUHOKHUCIIOTY

. OBPA3OBAHUE TI'JIOBYJIbI XAPAKTEPHO JUUISI CIEYIONIEN CTPYK-
TYPBI BEJIKA

a) MepBUYHAs

0) BTOpUYHAas

B) TpeTUYHas

I') 4eTBepTUYHAas

. ®YHKIIMOHAJIbHASI EJMHUIIA TEHETUYECKOI'O KOJIA
a) HYKJIEOTH]

0) Tpuruier

B) aMUHOKHCJIOTA

r) TPHK

. OBPA3OBAHME IIEIITUJIHOM CBS3U B PUBOCOME MEXY JIBYMS
AMUWHOKHNCIIOTAMU ITPOUCXOUT 3A CHET ®EPMEHTA

a) MENTUIUITPAHCIOKA3bI

0) mentuaUATpaHCcPepaszbl

B) KaTajia3bl

') JINTa3bl
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7. M-PHK TTPUKPEIUVIIETCSA K PUBOCOME B
a) A-tienTpe
0) P-tienTpe
B) E-1ieHTpe
r) M-1ienTpe

8. CUTHAJIOM JUISl TIPUCOEJUHEHUS mPHK K PUBOCOME CJIYXKUT
[TOCJIEJOBATEJIBLHOCTD
a) ATAATA
6) ATTAIT
B) LITAATI]

9. IIOCJIEJJOBATEJILHOCTH INAVTHA-JJAJIBI' APHO B MPHK CJIY)KUT
a) TepMUHALIMEH TPAHCKPHUIIIIUU
0) UHUIMAIINEN TPaHCISIUN
B) TEpMUHALIUEH TPAHCIISIIIUU

10. ITAITEPOHbLI OTBETCTBEHHBI 3A
a) OMOCUHTE3 MOJUNENTHIHON MOJIEKYJIbI
0) KoH(OpPMaIIMOHHBIE U3MEHEHUS TTOJTUTICIITUIHON MOJIEKYJIbI
B) u3MeHeHus B ctpykrype JJHK
r) u3MeHeHus B cTpykrype PHK

11. ITIEPBBIN TPAHCJIIIMOHHBINM KOJOH OITPEJAEISIET AMUHOKHCIIO-
TY
a) peHmnanaHuH
0) hopMuUILICHITNH
B) U30JICHIINH
I') METUITPEOHUH
1) GOPMUIMETHUOHUH

12. TIENNTUAHASA CBA3b OBPA3YETCA ITPU ITPUCOEAMHEHUU:
a) METWJIBHOM TPYNIbI K aMUHHOM TpyIine
0) KapOOKCUIJILHOM TPYNIbl U AMUHHOM TPYIIIBI
B) TUPOKCHIIBHOW TPYIIBI U KapOOKCUIILHOM TPYyMIbI

13. AKTUBUPOBAHHAS AMWHOKUCJIOTA TTPUCOEJUHSAETCA K
a) aHTUKOJIOHOBOM metiie TpancnopTHoit PHK
0) nceBnOypuIMHOBOM TieTsie TpancnoptHoit PHK
B) AUTHAPOYPUAMHOBOM neTie TpancnoptHoi PHK
T') aKienTopHomMy crebmto Tpancnoptaoit PHK

14. B ITPOLIECCE S2JIOHI'AIIMM BO BPEMA TPAHCJIALIMN B PUBOCOME
OAHOBPEMEHHO MOXET HAXOAUTHCA MAKCUMAIJIBHO
a) yetpipe aMmuHoanmi-TPHK
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0) Tpu amunoarmI-TPHK
B) nBe amuHoanmi-TPHK
r) ogHa amuHoanuia-TPHK

15.PUBOCOMBI TIPOIBUTAIOTCSI BJIOJIb MOJIEKYJIBI MPHK B HAITPAB-
JIEHWA
)3 5
6)5" — 3

16.91CJIO BO3MOXHBIX COYETAHUI TPEX HYKJIEOTHUJOB YETBHIPEX
TUIIOB PABHO 64. TP KOJIOHA 13 HUX (YAA, YAI, YI'A) HE KOJIU-
PYIOT AMMHOKHUCJIOT. UX HA3BIBAIOT
a) MHCCEHC-KOJOHAMH
0) celicMeHC-KOJOHAMU
B) CTOI-KOJOHAMHM WJIM TCPMUHUPYIOIIUMH KOJIOHAMHU

17.CKOPOCTb OCEJAHUS ITPU YJIbTPALHEHTPU®YTMPOBAHUN U3ME-
PAETCA EJUHUIIAMU CBEIBEPTA (S). DYKAPUOTUYECKOI PUBO-
COME COOTBETCTBVYET
a) 75S — Oomnpias u 25S — manas CyObeMHUIIBI
0) 80S — 6ompias u 22S — manas cyObeTMHUITBI
B) 50S — 6onbmias u 30S — Manas cyObe TMHHUIIBI
r) 60S — Gonpmras u 40S — Manas CyOBETUHUIIBI

18.CKOPOCTb OCEJAHUMS ITPU YJIbTPALHEHTPU®YTMPOBAHUN U3ME-
PAETCA EAVMHUIIAMU CBEIBEPTA (S). [TPOKAPUOTUYECKOU PUBO-
COME COOTBETCTBVYET
a) 75S — 6onpias u 255 — manas cyObe TMHUITBI
0) 80S — 6ompimas u 22S — manas cyObeTMHUITBI
B) 50S — Gonpmras u 30S — Manas CyObeUHUIIBI
r) 60S — Gonpmras u 40S — Manas CyOBETUHUIIBI

19.0bPA3OBAHUE CBS31 MEXIY AMWHOKHWCJIOTHBIMHU OCTATKAMU
I[MTPOUCXOJUT B
a) aMMHOALMIIBHOM LIEHTPE pUOOCOMBI
0) masioit cyObeauHauIie pud0oCoOMbI
B) NENTUIUIATPaHC(HEpa3HOM IIEHTPE PUOOCOMBI

20.M30AKLEIITOPHBIMU HA3BIBAIOTCS TPHK, KOTOPBLIE
a) MMePEHOCAT OJIMHAKOBBIC aMUHOKHCIIOTHI, HO COIepKAT pa3InIHbIC aHTH-
KOJIOHBI
0) mepeHoCsST METHOHHH
B) IIEPEHOCAT pPa3HbIe aMHUHOKHCIIOTHI, HO COAEpKAaT OJUHAKOBBIC aHTHUKO-
JIOHBI
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_ PA3JEJ IV
PETYJIALUA TEHETUYECKOU AKTUBHOCTHU

DKcIpeccusi TEHOB — 3TO MPOLECC, B X0JI€ KOTOPOr0 HACIEACTBEHHAs
uHpopmaiuss oT TeHa (mocienoBarenbHOCTH HykieotuaoB JHK)
npeodpasyercsi B (yHKUHOHAIBbHBIN mpoaykt — PHK wumum  Genok.
Peanuzanusi  HacienCTBEHHOW  WHGOpPMAIMU  SIBJISIETCA  CJIOXKHBIM
mporieccoM U TpeOyeT peryysiiuu, 4YToObl B MPOIECCEe Pa3BUTHS
opraHu3mMa B KIJIETKax C pa3HOW TKAHEBOW NPUHAIJICIKHOCTBIO B
OTIPEICIICHHOE BpeMs 00ECIEeYHBAIICS CHHTE3 CICNU(UIECKUX OCIIKOB B
HEOOXOAMMOM KojuyecTBe. Takum o00pa3oMm, peryssiius 3KCIPEeCCUu
IF€HOB IMO3BOJISIET KJIETKAM, COJIEpKAllUM HWJICHTUYHYI) TE€HETHYECKYIO
uHopmairo, odecneyuBaTh ux mnpojudepanuo U audepeHIpOoBKY,
peanusys pa3Hble PyHKIINH.

N3BECTHO HECKOJIBKO TUIIOB MEXAHU3MOB, C MIOMOIIbIO KOTOPBIX OJIMH
U TOT *€ HaOOp T€HOB B HEOJAWHAKOBBIX YCIOBUSIX XKU3HEICATEIHLHOCTU
OpraHu3Ma M Ha pPa3HbIX CTaAUsAX Pa3BUTHUS JECTEPMHUHUPYET CHUHTE3
0enkoB. MeXaHu3Mbl PETyJIslNN IKCIPECCUU T'eHOB JCHCTBYIOT Ha BCEX
YPOBHAX  peajdu3alud  TeHeTUYecKkoW  umHdopMaIuu: T€HHOM,
TPAHCKPUIIIIMOHHOM, TPAHCIAIMOHHOM U (yHKIIMOHAJIbHOM. [lepBblii U3
HUX CBSI3aH C M3MEHEHHUEM KOJWYECTBAa WJIM JIOKAJIU3allui TE€HOB,
KOHTPOJIMPYIOLIUX JAHHBIM IPU3HAK. BTOpoil — ompenenser, CKOJIbKO U
kakne MPHK nomkHBI CMHTE3MpOBATHCS B TAHHBIA MOMEHT B KIICTKE.
Tpetuit — o6ecnieunBaet otoop MPHK, Tpancnupyromnmxcs Ha pudbocomax.
YeTBepThiil CBA3aH C AJNIOCTEPUYECKON peryJsidiueil akTHUBHOCTU OEIKOB-
(hepMEeHTOB.

MexaHu3Mbl peain3aiu reHeTUYeCKO MH(OopMaIuy, CBA3aHHbBIE C
TPAHCKPUIILIMEN M MOCIEAYIONEH TpaHcasauueldn uHdopmanuu, KoTtopas
3amm@poBaHa € TOMONIBIO T'E€HETHYECKOro KojJa, B Tpo- U
AYKAPUOTUUYECKUX KJIETKAX MNPUHIMUIHAIBGHO HE pasznaudaroTca. OaHako
HEKOTOpPbIE OCOOCHHOCTH OpraHu3allMyd HacCJEeJACTBEHHOIO0 Marepuara,
OTJIMYAIOIIAE  DYKAPUOTUYECKUE  KJIETKM OT  IPOKAPUOTHUYECKUX,
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OOyCIIOBIMBAIOT  Pa3iuuus B  HCIOJB30BAHUU HMX TEHETHUYECKOM
uHpopmanuu. HacnencTBeHHBIN MaTepuan NPOKAPUOTUYECKON KIIETKU
COJICP>KUTCS, TJABHBIM 00pa3oM, B €IMHCTBEHHOU KOJIBIIEBOW MOJICKYJIE
JIHK. Ona pacnonaraercs HENOCPEJACTBEHHO B IIUTOILJIa3ME KJIETKH, IJI€
TaKXKe HaxXOIATCs HeoOXxoammble i dKkcapeccuun reHoB TPHK m
(dbepMEeHTBI, 9YacCTh M3 KOTOPBIX 3aKjI0UeHa B puOocomax. ['eHbl mpokapuoT
LEJIMKOM COCTOAT M3 KOAUPYIOIIHNX HYKJIECOTHAHBIX MMOCJIEI0BATEILHOCTEN,
peanmu3yronmxcs B xojae cuHTe3a OenkoB, TPHK wumm pPHK.
HacnencTBenHslii maTepuan »yKapuoT Mo o0beMy OoJibllle, 4YeM Yy
MPOKApUOT, W PACIOJOXKEH B OCHOBHOM B SJIEPHBIX CTPYKTYypax
(xpoMocomax), KOTOpbI€ OTACIECHBI OT LMTOILIA3Mbl SACPHONH 000I0YKOM.
HeoOxoauMmebrii st cuHTe3a OCIKOB ammapaT, COCTOSIIUN W3 pudoCcoM,
TPHK, HaGopa amumHOKHCIOT W (PEpPMEHTOB, HAXOIWUTCS B IIUTOILIA3ME
KJICTKH.

Takum 00pa3oM, JTUBEPreHTHAs BOJIIOIMS T€HOMOB IPO- U AYKAPUOT
NpuBeJla K  BO3HUKHOBEHHUIO  pa3IM4Mid B OpraHM3allud  HX
HACJIEJICTBEHHOIO0 MaTepuana, 4YToO HE MOTJIO HE OTpPa3uThCs MW Ha
MEXaHU3Max €ro YKCIPECCUH.

4.1.Peryasiuvsi AKTUBHOCTH T'€HOB Y POKAPUOT

HccnenoBanne MEXaHU3MOB PETYIISIIMA T€HOB, KOAUPYIOIMINX YTHIIH-
3aIMI0 MOJIOYHOTO caxapa JaKTO3bl y OaKTepUu KHUIIEYHOW TMaJouKu
E. coli, mo3Bonuino ydeHbIM-MuKpoOuoiaoram ®dpancya JKakoOy m XKaky
Momno B 1961 r. mpemioKuTh MOJETh KOOPAMHUPOBAHHOTO KOHTPOJIS pa-
OOTBHI CTPYKTYpPHBIX T€HOB, M3BECTHYIO KaK MOJeib omnepoHa. OmnepoH —
3TO (PyHKIIMOHATbHAS CIWHUIIA TEHOMAa y MPOKAPHUOT, B COCTaB KOTOPOK
BXOJIAT LHUCTPOHBI (CTPYKTYpPHBIC T€HBI), KOJAMPYIOIIUE COBMECTHO HIIN
MOCJeA0BaTEIbHO paboTaromye 0eIKu U 00beAMHEHHBIC 10T OMHUM (WU
HECKOJIBKUMH ) TIpoMOTOpamMu (puc. 44).

Cunte3 MPHK co Bcex CTpyKTYpHBIX T'€HOB OMEpOHa MPOUCXOIUT B
BUJIC €IMHOTO TOJIMIIMCTPOHHOTO TPAHCKPHUIITA, C KOTOPOTO B JadbHEH-
IIIEM B MPOIIECCe TPAHCIAIUN CUHTE3UPYIOTCS OTACIbHBIC METITH/IBI.
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TpaHnckpunuuysi rpynrbl CTPYKTYPHBIX T€HOB PETYJIUPYETCS BYMS
KOHTPOJIMPYIOINUMHU 3JIEMEHTAMU: TEHOM-PETYJISTOPOM U ONEPATOPOM.
OmnepaTop npencTaBisieT coO0W MOCAE0BATEILHOCTh HYKIEOTUIOB, MPU-
MBIKAIOIIYI0 K PETYJIUPYEMBIM CTPYKTYPHBIM TI'€HaM. ['€H-peryssTop Mo-
KET JIOKAIU30BAaThCA PANOM C OMEPOHOM WJIM HA PACCTOSSHUM OT HETO.
[IpoayKTOM reHa perynsaropa sBIsSIeTCSl PETYISTOPHBINA 0€0K, KOTOPBIH MO
cBOEH (PYHKIIMOHAJILHOM aKTUBHOCTH MOXXET OBITh PEIMPECCOPOM HIIU aK-
TUBATOPOM. TakuM 00pa3oM, y IPOKAPUOT BBHIJEISIOT JIBa BApUAHTA PETy-
JIAIMY AKTUBHOCTHU T€HOB: HETAaTUBHBIN U MO3UTUBHBIM.

OMEPOH

[eH-perynatop MpomoTtop Onepatop CTpYKTYpPHbIE TeHbl TepmuHaTop
5 | I 2 | |3' [HK
l TpaHcKpunuus
l l l TpaHcnayus

Penpeccop benokl benok2 benok3

Puc. 44. Obwas cxema cmpoenust onepoHna y npoxkapuom

[Ipy HEraTUBHOM BapUaHTE PETYJAIUU SKCIPECCUH TEHOB pETyJis-
TOPHBIN OEJIOK-pEnpPeccop MPUKPEILIIETCS K OTIEpaTOPy U BBI3BIBACT 0JIO-
KUPOBKY pPabOThI OMEpPOHA, T.€. C HETO HE MPOUCXOJUT CUUTHLIBAHUS WH-
dbopMalMu — TeHbl ONEPOHA «BBIKIIOUYEHBI». [IpU MO3UTHBHOM BapuUaHTE
PETYJISIIIUMA SKCIPECCUU T€HOB MPOUCXOJUT CBS3BIBAHUE PETYISATOPHOTO
OesiKka-akTUBaTOpa C OMEPATOPOM, UTO MPUBOIUT K 3aMYCKY CUUTHLIBAHUS
“H(pOpMAIUU — TEHBI OTIEPOHA «BKJIFOUCHBD».

BakHO OTMETHUTH, YTO BKJIIOUEHHE JUOO BBIKJIIFOYEHHUE IKCIPECCHUU
I€HOB MPOUCXOJUT B OTBET Ha U3MEHEHHUS BHEIIHUX ycyioBuil. Hampumep,
B OakTepuaabHOW KIJIETKE HEKOTOpble ()epMEHThl HAUMHAIOT CHUHTE3UPO-
BaThCs C IEJIbI0 YCBOCHUS (MeTabOJIM3Ma) ONpPE/ICICHHBIX MUTATEIbHBIX
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BeniecTB (cyocTparoB). Eciu cyOcTparsl yaaiasiores u3 cpeasl (Jinbo oHu
METa0O0JU3UPOBAHBI), TO IKCIPECCUS T'CHOB, KOJUPYIOIIMX COOTBETCTBY-
ronue pepMeHTHl, MpekpaiaeTcs. BemecrBa (cyocTpaThl), KOTOPbIE BIIH-
AI0T Ha pabOTy OMEPOHOB, Ha3bIBalOTCS 3P PexkTopamMu, U, B 3aBUCUMOCTHU
OT TUINA UX BJIMSHUA Ha pabOTy ONEpOHA, MOTYT OBITh WHIYKTOpaMu
(BKIJTFOYAIOT DKCIPECCHI0) TNOO0 perpeccopaMu (TIOIaBISIOT SKCIIPECCHIO).

Takum oOpazom, ¢ yuyeToM (PYHKIIMOHAIHLHONW aKTUBHOCTU OEIKOB-
perynsaTopoB (HEraTUBHBINM W TO3UTUBHBIH KOHTPOJIL PabOTHI OTNIEPOHA), a
TaK)X€ C YUYETOM PEryJsiTopHOM poiu 3¢ (PEeKTOPHBIX BEIIECTB (MHIYKTO-
POB U PEMPECCOPOB) MOXKHO BBIJICTUTh YETHIPE TUIA PETYISIIUMN IKCIPEC-
CUU T€HOB Yy MPOKAPUOT: HETaTHUBHASI WHAYKIUS, HETaTHUBHAs PENPECCHs,
MO3UTUBHAST MHAYKIMS, MO3UTUBHAs pernpeccusi. Paccmorpum mnozipoOHee
JaHHBIC MEXaHU3MBbI PETYJISAIMM Ha IPUMEpPE OTIACIBbHBIX oniepoHoB E. coli.

JlakTo3HbIii onepoH (lac-onepoH) KUIIEUHOM HaIOYKH 00eCIICUrBa-
eT cOpaXMBaHME MOJIOYHOTO caxapa — JIaKTO3bl. JIaKTO3HBIM OMEpPOH
BKJIIOUAET B C€OSl MPOMOTOP, ONEPATOP U TPU CTPYKTYPHBIX T'eHa (IIUCTPO-
Ha) Z, Y u A, TpaHCKpUMIUs KOTOPBIX 3aIIyCKAETCS M0 CUTHAIY C OJHOTO
MPOMOTOpPa W NPUBOAUAT K CHUHTE3Y OJHOM mnonuuuctponHon MPHK
(puc. 44).

[Muctpon (cTpykrypHblii TeH) lac Z xommpyer Oemok f-
rajakto3ugasy (Jiakrazy) — pepMeHT, KOTOPhIM 0O0ecreunBaeT TUAPOTUTH-
YecKui pacmaja [-rajakTo3ujaa JaKTO3bl HA TallaKTO3y M TIIFOKO3Yy. DKC-
Ipeccus CTPYKTYpHBIX reHoB lac Y m lac A obOecrnieurBaeT CHHTE3 rajak-
TO3UANIEPMEa3bl W TPAaHCALETHIIa3bl COOTBETCTBEHHO. MEpPMEHT rajiak-
TO3UATNIEpPMEa3a OTBEUYAET 3a TPAHCIIOPT CaXapoB, B TOM YHUCJIE U JIAKTO3bI,
BHYTpPb OaKkTepHabHON KJIETKH. TpaHcalleTuaza 3allyilaeT KUIICUHYIO
MajouKy OT MOTEHIMAJbHO OMACHBIX [-TajJlaKTO3WI0B, KOTOpPHIE HE MO/I-
BepraroTcss MeTadbonmmu3My. Jlaxke eciii KuieuHas ajodka KyJIbTUBUPYETCS
B TIUTATENILHOM cpene, coiepskaiiel TII0Ko3y (OCHOBHOM cyOcTpar s
OKHUCJICHHSI ¥ TIOJyYCHHS SHEPTHH), BCE TCPCUUCIICHHBIC OCNKH, KaK Tpa-
BUJIO, TIPUCYTCTBYIOT B KiIeTKaxX E. COli, HO B ciefoBBIX KoJndecTBax. B
cilydae, Korja B Cpejie B KaueCTBE €IMHCTBEHHOTO UCTOYHUKA YIJIEpoJia U
SHEPTUM OKa3bIBAETCS JIAKTO3a, TO KOHIEHTpalus (pepMeHTOB, METa00JIU-
3UPYIONTUX JTakTo3y, Bo3pactaeT B 1000 pas.

92



O4eBUHO, UTO €CJIU B MUTATEIbHYIO Cpelly, HA KOTOPOW KYJbTUBH-
pyercs aukui mrTamMMm E. COli BMecTO TIIFOKO3bI J00aBUTH JAKTO3Y, TO
mTaMM He OyJeT pacTH, MokKa He OyJIyT CHUHTE3UPOBAHbI HEOOXOIUMBIC
dbepMmeHThl A1 ee Merabonu3Ma (amanTUBHBIA cuHTe3). Iloka B cpene
€CTh TJIFOK03a, HO HET JIaKTO3bl, F€HBI JIJAKTO3HOTO OMEPOHA HE DKCHPECCHU-
PYIOTCSI — OIIEPOH BBIKJIIFOYEH. DTO OJWH W3 MPUMEPOB HEraTUBHOM peEry-
JISIIIM DKCTIPECCHH TeHOoB (puc. 45).

OnepoH
NpomoTtop [eHbl yCBOEHMA NAKTO3bI

PerynATopHbIn reIH | OneplaTop

AHK

d
ad
o
...--"

nPHK o PHK-nonumepasa He mosKeT
: NPUCOEANHUTLCA K MPOMOTOPY
benok éu SKCNpeccum reHoB HeT
AKTUBHbIN

penpeccop ONEPOH

PHK-nonumepasa csA3bisaeTca C NPOMOTOPOM

PerynaTopHbii reH F'l\

.

-
“‘l .-...."0
-
>
-

Benok T QD & 8
®epmeHTbl 4NA YCBOSHWUA NaKTO3bl
Naktoza—) JKCnpeccua reHoB ecTb

MHaKTUBUPOBAHHbI N
penpeccop

Puc. 45. Pezynsiyus sxcnpeccuu 2eH08 1aKmMo3H020 ONepoHa no muny Heea-
MUBHOU UHOYKYUU
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Mexann3aMm ero 3akiroyaercss B clienyroomeM. C reHa-peryisropa
JKCIpeccupyeTcs OeTOK-penpeccop, KOTOPhIM B3aUMOIEHCTBYET C omepa-
TOPOM JIaKTO3HOTO oOmnepoHa u OnokupyeT mnpojasmwkeHue PHK-
MOJMMEPa3bl K CTPYKTYpHBIM reHaM. [losiBieHrne 1akTo3bl B KyJIbTypalb-
HOM cpelie NPUBOJUT K 3amyCKy (MHAYKIHMH) 3KCOPECCUU: JaKTo3a (MH-
AYKTOp) B3aUMOJEHCTBYET C OEIKOM-PENpeccopoM U HE MO3BOJSET €My
CBS3aThCSl C TE€HOM-OMEPATOPOM, B pe3yibTaTe Yero ero OJOKHUpyollee
NEUCTBUE HEUTPAIU3YETCs, ONMEPOH CTAHOBUTCSA (YHKIMOHAIBHO AKTHB-
HBIM U CTPYKTYPHBIE T€HBI TPAHCKpUOUPYIOTCA. Takod BapuaHT peryJisi-
I pabOThI OTIEPOHA SIBJISIETCA MPUMEPOM HEraTUBHOM MHIAYKIIUM.

2Kak MOHO mipoBe SKCIIEPUMEHT, B XOA€ KOTOPOTO BBISIBUII, YTO IO-
MHUMO HETaTHUBHOW peryisnuu, GyHkunonupoanue lac-omepona E. coli
HaXOJUTCA TOJ KOHTPOJIEM WM TMO3UTHUBHO BIMSIOMMUX (akTopoB. Mexa-
HU3M IMO3UTUBHOM PETYJSALMU JAKTO3HOIO OMNEPOHA 3aKIK0YaeTcsl B Clie-
nytomeM. TpaHCKpUNIYS CTPYKTYPHBIX TEHOB JIAKTO3HOTO ONEpOHAa HaXo-
JAUTCS MOJ KOHTPOJIEM ABYX 3JieMeHTOB: HTAM® u Oenka-akTuBaTOpa Ka-
tabonmu3ma CAP (catabolite activator protein). IIpomoTop makTO3HOTO
OIIEpOHA COJEPKUT JIBA CAWTa CBA3BIBAHUSA: MEPBBIA B3aUMOJECUCTBYET C
PHK-nonmumepazon, Broporr — ¢ komiuiekcoM TAM®D-CAP. Komruieke
HAM®-CAP noseimaer cpoactso PHK-nmonmmepassl k mpoMoTopy, 4TO
MO3UTUBHO BJIMSACT Ha TPAHCKPHIIIMIO TeHOB lac-omepona. 3TOT MeXaHU3M
(GYHKIIMOHUPYET B TOM cCiydae, KOrjJa B Cpelie HU3Kas KOHIICHTpaIlus
TJIFOKO3bI, HO BBICOKAs KOHIEHTpAus JIAKTO3bl. Korga B cpene nmosiBisieT-
Csl TJII0OKO3a, OHA YrHETaeT aKTUBHOCTh (DepMEHTa aJleHWIaTIMKIa3bl (Ka-
Tanu3upyeT HapaOoTKy B KjiIeTke MAMD), B pe3ysibTrare KOHIICHTPAIIHS
HAM® cHuxkaercs, komiiekc TAM®-CAP He o0pa3yercs, TpaHCKpPUII-
s He uaeT. Takoi BapuaHT PEryJisiiiud padOThl OMEPOHA SIBISCTCS TPH-
MEpPOM MO3UTHBHOM penpeccuu, Oiarogaps KOTOPOHl B KyJbTypadbHOU
CpeZe B MEPBYIO OYEPED UCIIOJIB3YETCA BCA MMEIOIIASCS TIIFOKO03a, TaK KaK
OHa sABJISIETCS caMbIM 3()(PEKTUBHBIM UCTOYHUKOM SHEPTUH, a TIOTOM TOJIb-
KO HAUMHACTCA YTUIN3ALHS JTAKTO3bL.

AHAJTOTUYHBIA BAPUAHT PETYJSLUUU PEATU3YETCd B apaOdMHO3HOM
onepone E. coli. B ero nmpomorope Take MMeeTCs Y4aCTOK CBSI3bIBAHUS
CAP ¢ tAM®, Gmarogapsi KOTOPOMY IKCIIPECCHsI OTIepOHa aKTUBUPYETCH,
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KOTJ1a IIH0K03a 3aKaHYMBAETCHL.
JI1st apaOMHO3HOTO OIEpPOHa CYIIECTBYET U €Il OJIMH BapUaHT pery-
JSIUUM — 110 TUIY MO3UTHUBHON MHAYKIMU. APaOMHO3HBIN ONEPOH CO/ep-
KHT B ceOe TpH CTPYKTypHBIX TeHa (araB, araA u araD), kotopbie Kou-
pyIoT (pepMeHTHI MeTabo0aM3Ma apabuHO3bl. PaboTa onepoHa KOHTPOJIHUPY-
€TCS PETYJATOPHBIM OEJIKOM — MPOJIYKTOM peryisitTopHoro resa araC, ko-
TOPBIA UMEET COOCTBEHHBIN poMOTOp. benok araC HeraTUBHO peryiupy-
€T COOCTBEHHBIH CHHTE3. CBS3BIBAETCA C ONEPATOPOM U HE TMO3BOJSET
PHK-nonumepasze cBa3aTbes ¢ COOCTBEHHBIM MPOMOTOpoM. Takum 00Opa-
30M, B OTCYTCTBUHU apaOWHO3bI Oenok araC QpyHKIMOHHUPYET KaK pernpec-
cop. Eciiu B KyJIbTypanbHOM cpejie OsBIISIETCS apaOUHO03a, OHA BHICTYMHAET
B POJIM UHAYKTOpPA — CBA3BIBACTCS C OCIKOM-peryssitopoM araC, usMeHsier
ero KoHGOpMaIMIO U MPEBpAIlAeT €ro B Oenok-akTuBaTop. B Takom co-
crossuun araC B3auMmoJiecTByeT ¢ mnpomoTtopoM u miomoraer PHK-
MoJIMMepase HayaTh TPAHCKpUIIMIO TeHOB araB, araA u araD.
JlakTO3HBIN U apaOMHO3HBIN onepoHsbl E. Coli sBastoTcs mpumepamu,
TaK Ha3bIBAEMBIX, KaTA00JIHYECKHX ONMEPOHOB, B KOTOPBIX 3aKOJUPOBAHA
uHpopmalusa o Oenkax, MPUHUMAIOIINX y4acTHE B MPOIECCax paclierie-
HUS CIIOKHBIX MOJIEKYJ /10 00Jiee MPOCTHIX U MPOTEKAIOIIUX C BBIJICICHU-
eM sHepruu. CyliecTBYIOT U aHA00JUYEeCKHE OMEPOHbI, TEHbI KOTOPHIX
OTBETCTBEHHBI 3a MPOILIECCHI CHUHTE3a CJIOKHBIX BEIIECTB W3 MPOCTHIX.
[TpumepoM Takoro omepoHa siBseTcs TpunTodaHoBblii onepon E. coli.
CunTte3 Tpuntodana B OaKTEPUATBLHON KJIETKE SIBIIETCS MHOTOCTAIUMHBIM
MPOIIECCOM: BHayajie XOPU3MOBas KHCJIOTa MpeBpaliaeTcs B aHTPAHUIIO-
BYIO KHCJIOTY, 3aTeM B (ochopruOo3mIaHTpaHuaT, 1ajiee B UHAOJITIUIIC-
podocdar 1 Ha crexyromieM dTarne B Tpuntodan. Ita 1ens GepMeHTaTUB-
HBIX PEAKIUN KOJUPYETCS MIThIO CTPYKTYPHBIMU F€HaMH, 00pa3yoluMu
TpunroanoBelid onepoH. ['eH-perynsitop trpR nokanuzyercs Ha 3HAYM-
TEJIbHOM PACCTOSIHUM OT TPUNTO(PAHOBOTO ONEPOHA U KOJAUPYET CTPYKTY-
py Oenka-penpeccopa. Ilociaeauuii cMHTE3UPYyETCs B HEAKTUBHOM COCTOSI-
HUU (aropernpeccop) U HE MOXKET 3a0J0KUPOBAaTh TPAHCKPHUIIIUIO TEHOB,
Kogupyromux GepMeHTsl cuHTe3a Tpunrodana. CunTe3 TpuntodaHa Oy-
JIET B KJIETKE MPOJOJLKAThCA JO0 TEX MOp, MOKAa B MUTATENIBHOUN cpelie He
HAKOTUTCSI MHOT'O 3TOW aMUHOKHUCJIOTHI. TpunrtodaH BHICTyHaeT B Kaue-
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CTBE Koperpeccopa U, COSAUHSACH C OCIKOM-PENpPeccopoM, aKTUBUPYET
ero. Jlamee TakOW aKTUBHBIA KOMIUIEKC MPUCOECAUHIETCA K OINEPATOpPy U
OJIOKMPYET TpaHCKpUIIHUI0. TakuM 00pa3zoM, Tpu HaAIUM4YUU TpuntodaHa B
cpelie MPEKPAIIACTCS €r0 BHYTPUKIIETOYHBIM CUHTE3. Takou BapHaHT pe-
TYJISIHAU SIBJISIETCS IPUMEPOM HEraTUBHOM pPernpecCum.

OnHako, 3TO HE E€IWHCTBEHHBIM BApUAHT PETYJSIUUA AKTUBHOCTH
TpuntodanoBoro onepona. Kak m mis apyrux aHabognyeckux OakTepu-
aJbHBIX OMEPOHOB, KOHTPOJUPYIOIUX OMOCHUHTE3 aMUHOKHUCIIOT, PEryJs-
1y OMocuHTE3a TpUnTo(daHa OCYHIECTBISETCS HA HECKOJBKUX YPOBHSIX.
OnuH Y3 HUX CBS3aH C UHTMOMPOBAHHWEM KOHEUYHBIM MPOJIYKTOM, HE 3a-
TpParuBaroIINM HEMOCPEIACTBEHHO aKTUBHOCTh T'e€HOB. CyTh 3TOro (heHo-
MEHa COCTOUT B TOM, YTO OJIMH W3 MNPOJYKTOB OMOCHUHTETUYECKOM IIEIH,
OOBIYHO KOHEYHBIM, MOAABIAECT aKTUBHOCTh MPOJYKTOB — IMPEAIIECTBEH-
HUKOB. Hampumep, mpu BBICOKMX KOHIIEHTpaLMsX TpunTodaHa B cpese
(epMEHT aHTpaHWJIATCUHTETAa3a 00JIaaeT 3HAYUTEIbHO MEHBIIUM CPO/I-
CTBOM K CBOMM CyOCTpaTtam — IIyTaMUHOBOM M XOPHU3MOBOM KHCIOTaM.
NHrubupoBaHue KOHEYHBIM IIPOJTYKTOM HE CIEAYET MyTaTh C PENPECCUEH,
TO €CTh C UHTUOUPOBAHUEM CUHTE3a (PEPMEHTA B PE3YyJIbTATE BHIKIIOUCHUS
TPAHCKPHUILIUU KOAUPYIOLIETO €r0 T'eHA.

CyuiecTByeT ele U TPpEeTUi ypOBEHb PErysisiiuu padoThl Tpuntoda-
HOBOTO OIEpOHA — ATTEHIOALMs. DTOT CHOCOO PEryJsiiiid BO3MOXKEH IO-
TOMY, YTO Yy INPOKAPHUOT, JIUIIEHHBIX SApa, MPOLECCH TPAHCKPUIILIUUA U
TPAHCISIUUU HE Pa3feiIeHbl BO BPEMEHU U MPOCTPAHCTBE, KaK Y 3YKApHUOT,
1 uayT ogHoBpemeHHo: noka PHK-nmommepasa cuaresupyer MPHK, cun-
Te3upoBaHHbIN yuacTok 3Toit MPHK Tpancnupyercst pudbocomoii. B cBs3u
C OTUM MPOLECC TPAHCIALIMUA MOXKET OKA3bIBATh HEMIOCPEICTBEHHOE BIIMS-
HUE€ HA TPAHCKPUIILIUIO OIEPOHA.

B tpunrodanoBoMm omnepoHe cpasy Mocje omneparopa pacroyaraercs
MOCJIEA0BATEIbHOCTh JUIMHON 162 1.H., mOJy4YuBIIas Ha3BaHUE JTUIACPHOMN
nocaenoBaTebHOCTA. OHA KOAUPYET TaK HA3bIBAEMBIN JIMJICPHBIN MMENTH/I,
KOTOPBINA MTOTYyYH TAKOE HA3BAHUE, ITOCKOJIBKY ¢ noiuuuctponHon MPHK
TpUNTO(PAHOBOrO ONIEPOHA ATOT MENTH] CUHTE3UPYETCs MEepBbIM. B cocTas
JUACPHON MOCJIEIOBATEIbHOCTH BXOAUT 0c00asi aTTeHI0ATOpHAs MOCIIe0-
BaTEJIbHOCTh (AaTTEHI0ATOp), KOTOpas, BIUAS HAa BTOPUYHYIO CTPYKTYpY
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cunte3upyeMmoidr MPHK, crocoOHa BBI3bIBATH MPEKIECBPEMEHHYIO TEPMU-
HaIMIO TPAHCKPUIIIIMK. ATTEHIOATOP MMEET YeThIpe 00JIacTH ¢ 0OpaIéH-
HBIMU MOBTOPAMH, O3TOMY TPAHCKPHUIILIUS aTTEHI0ATOPA MPUBOJUT K 00-
pazoBanuto mmuiek B MPHK (puc. 46).

BbicOKasa KOHUeHTpauua TpuntodaHa

JinnepHbIn Pubocoma PHK-nonumepasa
nentuz, ’

1
5 MPHK

TpunTOodpaHOBbIE KOAOHbI

TepMUHATOPHaA WNKUAbKA: CUTHanN
T H o= OKOHYaHWA TPAHCKPUNUMH

Hu3Kaa KoHUeHTpauua TpuntodaHa

NupepHbii  Pubocoma
nenTua, PHK-nonumepasa

\ ’ 2)43 TpuntodaHoBsble
perynaTopHble
5! 1 4 reHbl 3’

TpunToQaHoBbIE KOAOH®I AnbTepHaTUBHAA WNWAbKA:

TPAHCKpUNUKMA NPOAOAKAETCA
HK——— PaHCKPUNLMA NPOZ,

«3aBucaHue» pubocombl
Ha TPUNTOHAHOBbLIX KOAOHaX

Puc. 46. Ammenoayusa mpunmogharnosozo onepona

Bo3moxxHBI 3 BapuaHTa MIMUJIEK, @ UMEHHO MEXIY MOCIeI0BaATEIb-
HocTsimu: 1-2, 2-3, 3-4. Ilpu s3ToM o6pa3oBanue mmuibku 1-2 6okupyer
oOpa3oBaHue MIMUIbKK 2-3, a 00pa3oBaHUE IMIMUIbKKA 2-3, B CBOIO OuYe-
peab, MPEensITCTBYeT oOpaszoBaHuio mmmibku 3-4. Tonpko mmmibpka 3-4
SBIIACTCA  TEPMHUHATOPHOW, TO ecTh Tpu e€  obOpazoBaHUH
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PHK-nommMmepasa ¢ BbICOKOM BEpOSTHOCTHIO auccouuupyetr ot JIHK, u
TPAHCKPHUIILIUS TTPEPHIBACTCS.

YacTp TUAEpHOTO TPAHCKPUNTA KOAUPYET KOPOTKUN MENTUL JJIMHOU
14 aMUHOKHMCIOTHBIX OCTATKOB — JIMACPHBIN MENTU. ITOT MENTUJT COACP-
KUT 2 pacrnojiararolluxcs Jpyr 3a JApPYyroM TpUNTO(GAHOBBIX OCTATKa.
Tpuntodan — peakas amunokuciota (Ha 100 ocTaTkoB aMUHOKHUCIIOT O€I-
ka E. coli npuxomutcs 1 TpunrodaHoBBIN OCTATOK), B YCIIOBUAX HEXBATKH
TpunrtodaHa BHYTpUKIETOUHas KoHIeHTpalus Tpuntodanun-TPHK cra-
HOBUTCSl OYEHb HU3KOW M pUOOCOMA HAUMHAET «3aBUCATh» Ha TpUNTO(a-
HOBBIX KOJIOHaX, TaK KaK COOTBETCTBYIOIIMN KOMILJIEKC HE MOXKET
«HAUTUCH» OBICTPO. OCTaHABIWBASICh HA JBYX TPUNTO(DAHOBBIX KOJOHAX,
prubocomMa 3aKkpbhIBacT MEpPBYIO U3 4-X objacTted oOpaméHHBIX MTOBTOPOB.
N3-3a aTOr0 00pa3yeTcs mmuibka 2-3, a TepMUHATOPHAS MIMUJIbKa 3-4 He
o0pa3yeTcs, U TPAHCKPHUIILIUS MPOJIOIKACTCS Jajbllie B 00JaCTh CTPYK-
TypHBIX TeHOB. MTak, B yCIOBUSIX HeJOCTaTKa TpumnrodaHa obpasyroTcs
(bepMeHTBI, HEOOXOIMMBIE JIJISI €T0 CUHTE3a.

Ecnu e koHUeHTpalus TpunTodaHa BEICOKA, TO «3aBUCAHUS» PUOO-
COMBI Ha TPUNTO(AHOBBIX KOJOHAX HE MPOUCXOJUT: HEOOXOAUMBINA KOM-
mekc Tpuntopanmi-TPHK maxonurcst OsicTpo. B 3ToM cityuae pubocoma
3aKpBIBACT YK€ HE OJIHY TIEPBYIO, a JIBE MEPBbIC 00JaCTU OOPAIIEHHBIX I1O-
BTOpOB. OcTtatoTcsa cBOOOAHBIMU 00nacTu 3 U 4, u3-3a yero GpopmMupyercs
TepMUHATOPHAS IIMWIbKA 3-4, a 3HAYUT, TPAHCKPUIIIIUS OCTAHABIUBACTCH.
B utore o0pa3zyercs nuiib KOpOoTKUA HE(QYHKIIMOHAIBHBIN nenTu. Takum
0o0pa3oM, B YCJIOBHUSIX H30bITKa TpunTodaHa (HepMEHTHI, HEOOXOIUMBIE
JUIsl €70 CUHTE3a, He 00pa3yroTcs.

JInst mpaBUIIBHOM paOOThI aTTeHIOATOpa YpPE3BbIYAHO Ba)KHA OJIHO-
BPEMEHHOCTh TMPOIIECCOB TPAHCKPHUIIIIMK U TPAHCIALIUU JTUIESPHOTO TMEI-
tuaa. UtoOsl oOecieunTs €€, B TUISPHON 00JaCTU UMEETCS OCOOBIM «CalT
nay3el». JlocturnyB ero, PHK-monmumepasa mnpuocraHaBiuBaeT TpaH-
CKPUMIMIO, TTIOKa HE HAYHETCS TpaHchdnus. Takum oOpa3om, MpOIECCHI
TPAHCKPUIILIMU U TPAHCISIHUN MPOTEKAIOT CUHXPOHU3UPOBAHO. CXO0xuid
MEXaHHU3M aTTEHI0AIMU UMEET MECTO MPHU CHUHTE3€ JPYTMX aMUHOKHUCIIOT:
rUCTUANHA, (GeHUIaJaHWHA U TPEOHUHA.
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4.2.Peryasiivsi aAKTUBHOCTH F'€HOB Y 3YKaApPHOT

OCHOBHBIE TPUHLMIBI PETYJSLUN TPAHCKPUIILMU T€HOB Yy MPOKapH-
OTHYECKUX WU JYKAPUOTHUYECKUX OPraHM3MOB CXOJHBI: PETYISLHS OCY-
HIECTBIISCTCS Yepe3 CIEeUU(PUUECKHE B3aUMOJEHCTBUS OCJIKOB U HYKJICH-
HOBBIX KHUCJIOT JAPYT C APYroM, a TaKKe MEXIy co0oil. OHaKo, B CBSI3U C
OCOOEHHOCTSIMHM CTPOEHHUSI T€HOB M OPraHU3allMM I'€HOMa B ILIEJIOM, MeXa-
HU3MBbI PETYJIALUYA T€HHOW aKTUBHOCTU Y 3YKapHOT HAMHOTO pa3HO00pas3-
HEE U CIIOXKHEE 0 CPAaBHEHUIO C mpokapuoramu. lIpexne Bcero, 3To CBs-
3aHO C HEOOXOJMMOCTHIO MOJAJIEPKAHUA KOOPAUHUPOBAHHON SKCIPECCUU
DYKAPUOTHYECKUX T'€HOB B CIIO)KHO OPraHU30BAaHHOW T'€HETHYECKOW CH-
CTEME, KOTOpasi UMEET CBOU OCOOEHHOCTH:

— DYKAapHUOTHI MPEBOCXOAAT IPOKAPHUOT MO pa3MepaM I'E€HOMA, KJIETKU U
OpraHu3Ma B LIEJIOM;

— OpPraHu3M JYKapuOT MOXKET COCTOSATh M3 Pa3HbIX THUIIOB KJIIETOK, JKU3-
HEHHBIN UKJI KOTOPBIX 00JIe€ CII0KEH U POJIOTKUTEIICH,;

— anepnaa JJHK Haxomurcs HE B OOHOM MOJIEKYJE, a MPEACTABICHA HE-
CKOJIbKMMH Pa3HbIMU MOJIEKYJIaMU, (POPMUPYIOLIUMH XPOMOCOMBI;

— kpome sanepnou JIHK y sykapuor nmeercsa JHK mutoxonnpuit u xio-
POIIACTOB, KOTOPAsl TAK)KE HAXOIUTCS MO KOHTPOJIEM S/Ipa;

— BBUJY HaJIUYMS A1pa MPOLECCHl TPAHCKPHUIILIUU U TPAHCIIALMU TEHOB Y
DYKapUOT Pa3/eiICHbl B TPOCTPAHCTBE U BO BPEMEHMU.

B opranusme yenoBeka THMCTOJIOTHYECKH paznnyaroT 0ojnee 100 tu-
OB KJIETOK, (POPMHUPYIOIIMX pa3IMYHbIe OpPraHbl U TKaHU. Bce sTambl
KUZHENEITENIbHOCTH KJIETOK BBICIIMX OpPraHUu3MOB 00ECIIEUMBAIOTCS
(PyHKLIMIOHMPOBAHUEM HX T€HOB. B CBSI3M C 3TUM y MHOTOKJIETOYHBIX Op-
raHW3MOB B KJIETKaxX Pa3HbIX TKAHEM M B PA3HBIX THUNAX KIETOK OJHOU
TKaHU SKCIIPECCUPYIOTCS Pa3IUYHbIE T€HBI, TO €CTh JJIS YKapUOT Xapak-
TEPHO SIBJICHHE TKaHECTEUUPUIECKON IKCIPECCHUU, OOYCIOBICHHOE CIIOXK-
HOW CUCTEMOU PETYIATOPHBIX MEXAHU3MOB T€HETUUECKON aKTUBHOCTH.

Heo0XoauMo OTMETHTh, YTO B OTJIMYKE OT MPOKAPHUOT, Y 3YKAPUOT
OOJIBITUHCTBO TEHOB PETMPECCUPOBAHO (BBIKIIOYEHO), TTOITOMY PETYIISAIINS
HaIlpaBJIcHa B OCHOBHOM Ha MX BKJIIOYeHHe. Hampumep, B KieTkax dyka-
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PHUOTHYECKOTO OpraHru3Ma IMOCTOSTHHO TpaHCKpuoupyetcs He bonee /—10%
I'€HOB, OOJIBIITMHCTBO U3 KOTOPHIX OTHOCUTCSI K TPYIINE «I€HOB JOMAIIIHETO
xo3siicTBa» (housekeeping genes), obecreynBarOIIUX MPOLECCHI TITUKOJIH-
3a, KaTaboim3Ma OelKOB, OMOCHHTE3a MPOTEWHOB OOIIEro Ha3HAYCHUS
(pubocomalibHbIC OE€JIKH, TUCTOHBI, OCIKU, (OPMUPYIOIIUE BEPETEHO Je-
JICHUS ¥ T.IL.), TpaHCTIOPTHBIX U pubocoManbHbix PHK. I'enbl, oTHOCSIIME-
Csl K IPYroi rpymime — «reHsl pockorm» (luXury genes) — skcrpeccupyroT-
Csl JIMIb B OMpPEACICHHBIX THIAX KJIETOK MPHU OMpPEACTICHHBIX METa00J -
YECKHUX YCJIOBHSIX JUOO Ha OTAENBHBIX dTamax KJIeTOYHOW nuddepeHiu-
POBKH B 3aBUCHMOCTH OT €€ TKaHEBOM MPUHAMJIEKHOCTH, MEPHOJA KHU3-
HEHHOTO IIUKJIa U CTaJIUM UHIUBUAYAIBHOTO PA3BUTHS BCETO OpraHU3Ma.
TkanecnienupuuecKkuil xapakTep SKCIPECCUU TEHOB POCKOIIN 00ec-
MEYMBACTCS PA3TUNIHBIMU MEXaHU3MaMU, KIIFOYEBBIM U3 KOTOPBIX SBIISETCS
crienpruuecKkoe B3aMMOJCHCTBUE OCIKOBBIX (PAKTOPOB TPAHCKPHUIIIUM C
peryisatopHbiMu  nocienoBarenpHocTIMu JIHK. B stom 3akmrouaercs
KOMOWHATOPHBIN MPUHIMI PETYISALINHA SKCIPECCHU T€HOB Y IYKapHOT Ha
YPOBHE TPAHCKPUIIIUU: MOJIEKYJbl TPAaHCKPUNIUOHHBIX (akTopoB (TD)
00J1aJIal0T KOHCEPBATUBHBIMU JIOMEHAMHM, TMPUHUMAIOIIUMU ydacTHE B
Pa3IMUHBIX  BBICOKOCTICHIM(PUUECKUX  OCIOK-OCIKOBBIX U  OEIKOBO-
HYKJICMHOBBIX B3aUMOJCHCTBUSAX, YTO MO3BOJISET UM, OOBEIUHSSCH B pas-
HBIX COYETAHUSAX C JPYTUMH PEryJIaTOPHBIMU Oenkamu, (HOpMUPOBATH
OOJBIIINE PETYJSTOPHBIE KOMILIEKCHI. Takum o0pa3oM, aKTUBHOCTh KaxK-
JOTO T€Ha PEryJHpyeTcsi OOJIBIINM CIEKTPOM T'€HOB-PErYJISITOPOB. ITO
KOMOMHUPOBAHHE JAeT BO3MOXKHOCTH COOpaTh OTPOMHOE KOJMYECTBO
YHUKAJIBHBIX YIPABISIONINX «CUTHAJIOBY (PETYJISATOPHBIE KOMIUICKCHI) U3
HeOosporo uucina «uaeranein» (Td, npyrue peryadaropHeie Oenakn).
Hanpumep, OTHOCUTENBHO HEOOJIBIIOE KOJIUYECTBO OENIKOBBIX (DAKTOPOB
WHULIMAIMA TPAHCKPUIILIMKU, 00pa3ysd Ha MPOMOTOpaxX Pa3HbIX T€HOB pa3-
Hble coueTanus, no3Boisier PHK-monumepase |l BoiOpath HYyXHBIN TeH U
HayaTh €ro TPAHCKPHUIIINIO, a HE0OXOoauMasi aKTMBHOCTh Ka)XJOTO TeHa
AYKApUOT PETYJIUPYETCS COUYCTAHHBIM BIUSHUEM OOJBIIIOTO KOJUYECTBA
T€HOB-PETyJISITOPOB. B pe3ynbraTe peanuzanuu TaKOro MeXaHu3Ma JOCTH-
raeTcsa OecrpeleicHTHasi TMOKOCTh B MOAYJISIIIMM YPOBHEUW TPAHCKPHUIILIUU
AYKAPUOTUYECKUX TE€HOB U, COOTBETCTBEHHO, B KOHTPOJIE dKCIIpeccuu ¢e-

100



HOTUIUYECKUX MPU3HAKOB 3YKAPUOTHUUECKUX KIIETOK.

Perynsaiusa Ha ypoOBHE TPAHCKPHIIIUHU SIBJISIETCS OCHOBHBIM YPOBHEM
pPETYJISINU 3KCIIPECCUU Y 3YKApUOT. BapuaHThl TakOW peryisdiuyd BeChbMa
pa3HOOOpa3Hbl U HA CETOJHSIIHUNA JEHb HE BCE OHM JI0 KOHIIA M3YUYCHBI.
KoHTponp TpaHCKpHUNIIMKA T€HOB y 3YKAPHOT YCIOBHO MOYHO IOJApA3JIe-
JUTh HA TPU YPOBHS B3aUMOAECUCTBHUS. lIepBBII ypOBEHBb — 3TO YPOBEHB
nepBuuHoi cTpykTypsl JJHK, kotopas ¢opmupyer miarpopmy B3aumo-
NencTBUsA, oOecreynBasl CalThl CBSI3bIBAHUS PETYJSTOPHBIX IOCIEI0BA-
TeJIbHOCTEW reHoMa ¢ T®d. BTopoll ypOBEHb — 3TO JIOKAIBHBIM YPOBEHD
XpOMaTHHa, KOTOPHIM BKIIFOUaeT B ce0s moaudukaiuio renomuoi JIHK u
ructoHoB, 3¢ dexto Hekoaupyromux PHK (mansie saepusie PHK, nnun-
Heie Hekoaupyromue PHK, mukpoPHK u np.), paboty ¢akTtopoB TpaH-
CKPUIILMUA U B3aUMOJECUCTBUE MEXAY HUMU. TpeTuil ypoBEHb B3aUMOCH-
CTBUI — 3TO TpEXxMepHasl yrakoBka reHoma (cBopaunBanue JJHK B cTpyk-
Typbl 0o0Jiee BBICOKOTO MOpPSAKa), OOecreyrBaromias ycCJIOBHs, KOTOpbIE
MOTYT 00JIETYUTH JMOO0 3a0JIOKUPOBATH HAYAJIO TPAHCKPHUIILIMH.

CII0)KHOCTh TpOoLECCa TPAHCKPUIILMOHHOW PETYISALUNA AKTUBHOCTH
F€HOB Yy JYKapuOT CBsI3aHa CO CJEAYIOIIUMHU OOCTOsITeNIbCcTBaMHU. Bo-
MIEPBBIX, IKCIPECCUS TEHOB B 3YKAPUOTHUUECKUX KJIETKAaX OCYIIECTBISAETCS
nox nerictBueM Tpex pasnHbix PHK-monumepas, kak yke ObLIO OMUCAHO
Bbiie (cMm. paznen 2.2. Tpanckpunuwus: 6uocunte3 PHK). Bo-Bropsix,
PHK-nonumepaza sykapuoT HE MOMKET CaMOCTOATEILHO WHUIIMAPOBATH
MPOLECC TPAHCKPUIILINU, HEOOXOoArMa COOpKa MPEUHUIIUATOPHOIO KOM-
IJIeKca, CKOpOCTh (DOPMHUPOBAHUS KOTOPOTO OOYCIOBIMBAET CKOPOCTh
WHULIMAIAA TPAHCKPUTIILUK. B-TpeThuX, y 3yKapuoT OO0JIbIIIOE KOJIHUYECTBO
PETYJISITOPHBIX OEIKOB MOTYT BJIUATH HAa CKOPOCTh TPAHCKPUIIIHUH, JAXKe
€CJIM 3TH OCJIKU CBSA3BIBAIOTCS C PETYJIATOPHBIMHM y4acTKaMM T€HOMa, pac-
MOJIOKEHHBIMU OYEHb JAJIEKO OT mpoMoTopa. st G0JbIIMHCTBA 3yKapUO-
TUYECKHUX KJIETOK, KaK U JIJISI KJIETOK MPOKAPHUOT, CTAANSI MHULIMAIIUY TPaH-
CKPUIILMHU ABJISIETCS OCHOBHOU U TJIABHOM PETYJISATOPHON TOUYKOM dKCIpeEC-
CHUH AKTUBHOCTH I'€HOB.

B renome sykapuoT pa3ivyaroT CIEAYIOMHNE BUIBI PETYISATOPHBIX
OCJIEIOBATEIHLHOCTEN

— MUC-3JICMCHTbLI — 9TO PCTYJIATOPHBIC ITOCJIICA0OBATCIBHOCTH, HAXO AU C-
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ca Ha Tou ke MotiekyJsie JIHK, urto u perynupyemeiii umu res. K muc-
3JIEMEHTaM OTHOCSITCS IPOMOTOPHBIE O0JIACTH, SHXAHCEPHI, CailJIeHCe-
PBl, UHCYJISITOPHI;

— TPAHC-3JIEMEHTBI — 3TO PETYJISITOPHBIE MOCIEAOBATEIBHOCTH, KOTOPbIE
HaxojaTcs Ha apyroi Monekyie JIHK (He Ha ToH, koTopast HeceT pery-
nupyembliii TeH). K TpaHc-aneMeHTaM OTHOCSATCS, HapuMep, TeHbI, KO-
TUPYIOIINE TPAHCKPHUIIIIUOHHBIE (DaKTOPBHI.

PerynstopHbie 3JIeMEHTBI, KaK MPaBUIIO, COOpaHbl B PETYJIATOPHBIC
PErHMOHbI, MMEIOUIUE CJOXKHYIO OJIOUHO-HUEPAPXUUYECKYIO OpPraHU3aIHIo.
OCHOBHBIM PEryJIITOPHBIM 3JIEMEHTOM JYKApHUOT SIBJISIETCS KOPOBBIN (0a-
3aJIbHBIN) TIpomMoTop. OH obOecrnieduBaeT COOPKY 0a3albHOTO TPAHCKPHII-
IIMOHHOTO KOMIUIeKca (M3 OCHOBHBIX (pakTopoB TpaHckpumimu u PHK-
MOJIUMEPA3hbl) U MHMIIMALMIO TPAHCKPHUIIIIMU Ha 0a3abHOM (HCXOJIHOM)
ypoBHE. Ho nmaxke sta perynanus nNpuBOAUT K CUHTE3Y JIMIIb €IUHUYHBIX
moJiekyJs1 PHK. TToatoMy 3kcripeccusi TEHOB 3YKApUOT 4aCTO KOHTPOJIUPY-
etTcst saxaHcepamu (0T aHria. enhancer — ycuiuTenb) u caiiencepamu (0T
anri. silencer — rioymmrens) — pernoHaMy IeHOMa, TOBBIMIAIOMIUMHU HIIH
MOAABJISIONMUMH TPAHCKPHUIIIIUIO, KOTOPHIE MOTYT OBITH PAaCIOJIOKEHBI Ha
JIHK odenp nmanexko OT TOUYKHM Haydajia TPAHCKPHUIIIMUA. JHXAHCEPHI U Cai-
JICHCEPBI COIEpKAT IJIOTHO PACIHOJI0KEHHBIE PEryJIATOPHBIC IOCIEN0BA-
tenbHOCTH JIHK (caiiThl), KOTOpbIE TakXk€ KaKk U MPOMOTOP CBSI3bIBAIOT
T®d. Kpome TOro, B reHoMe 3yKapuOT HMEIOTCS HWHCYJIATOPHI (AHTJL.
insulate — pa3o0mare, u30MpoBaTh) — mnocienoBareabHocTr JJHK, ompe-
NEJSAIOIINE 30HY IEMCTBUS JAHHOIO YHXAaHCEPA WUJIA CalJIeHCepa.

TpaHcKpUMIKs OJHOIO IT'eHa OOBIYHO 3aBUCHUT OT CyMMbI BO3JACHCTBUM

[[EJIOTO Habopa HXaHCEPOB, CAUIIEHCEPOB U JIPYTUX PETYJISITOPHBIX panio-

HoB JIHK. Hampumep, OOJBIIMHCTBO T'€HOB SIIEPHOIO I'€HOMA YEIOBEKa

COJIEPKUT HE OJIMH, a TPU U O0JIee KIIACCOB PETYJISITOPHBIX I[UC-JIIEMEHTOB

— OT MPOMOTOpa 0 PHXAHCEpa U caiieHcepa. [Ipu 3TOM KaxIblii Takon

IIUC-AJIEMEHT MOKET COJIEPKAaTh MHOKECTBO KOPOTKUX (00bryHO 8-10 map

OCHOBaHMI) CalTOB pacliO3HAaBaHUSI TPAHCKPUIIIMOHHBIX (HAKTOPOB, B

oO1el CII0KHOCTH 3aHUMAIOIIMX 00JIaCTh B HECKOJIBKO COT Map HYKJIEO-

tug0B. Kpome TOoro, m camu mUC-3JIEMEHTBI, KOHTPOJHUPYIOIIUE padboTy

JAHHOTO T'€Ha, MOTYT HaXxOAUTHCS HA 3HAYUTEIBHOM YIAJIECHUU NIPYr OT
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napyra. OnucaHn npeanojiaraeéMblii MEXaHU3M BJIIUSIHHS SHXAHCEpPA Ha TPaH-
CKPUIIIUIO, MOJYYEHHBIA Ha OCHOBE JIAHHBIX PEHTTCHOCTPYKTYPHOTO aHa-
JM3a U U3BECTHBIN KaK «IIeTiieBas MOACby (puc. 47).

JHXaHcep MpomoTop

OHK = e
TATA

l R— 1. bENKU-aKTUBATOPbI 3HXAHCEpPa
CBA3bIBAKOTCA C HUM W
BbI3biBakOT M3rnb AHK

JHXaHcecoma
— __ 2. beNKku-akTMBaToOpPbl B3aUMOAENCTBYIOT
— C KOQKTUBATOPaMU U CTUMYIUPYIOT
NepecTpouKy XpomaTuHa “
aLeTUANPOBAHUE TUCTOHOB

\
QWI/SNFQ () Auetuntpandepasa
" MMCTOHOB

Mepauatop

3. MeauaTop CBA3bIBAETCA C
aKTUBaATOpPaMM U Nepenaert
aKTUBUpYIOLLLEE IEMCTBUE FHXaHCepa
Ha TPAHCKPUMNLUMOHHBIA KOMMNEKC

PHK-nonumepasa TPAHCKPUNUUA

Puc. 47. Ilemnesas modenv pabomul sHxaHCEPA

Perynsitopusie anementsl JIHK (3HXaHCephl, caiiieHcepbl) MOTYT
OKa3bIBaThb CBOEC BIIMSIHUE HA TPAHCKPUIILUIO I'€HA JIMIIb ONOCPENOBAHHO,
4yepe3 peryssiTopHbie O€NIKU — TPAHCKPUIIIMOHHBIE (PaKTOPhl. TpaHCKPHII-
IIUOHHBIC (DAKTOPHI, UACHTU(PUIIMPOBAHHBIE K HACTOSIIEMY MOMEHTY B 2Y-
KapUOTHYECKUX KIJIETKaX, BeChbMa pPa3HOOOpa3Hbl. TpaHCKPUIIIMOHHBIE
(bakToOphl, AKTUBUPYIOIIUE TPAHCKPHUIIIIUIO, HA3bIBAIOTCS IO3UTHBHBIMU
peryjiTopaMu, WM aKTUBATOpaMH, a IOJABIISIIOIIME TPAHCKPUIILUAK —
HETaTUBHBIMU, WU pernpeccopamu. W Te, u apyrue MoryT npeObiBaTh B
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AKTUBHOM M HEAKTUBHOM COCTOSIHUHU.

doHoBas (0a3anibHasi) TPAHCKPUMIIMOHHASI aKTUBHOCThH O0OecTeunBa-
eTca HabopoMm T®, obmuM y1s Becex reHoB. OcHOBHas (Oa3aibHasi) TpaH-
CKpHIIIMOHHAs MainHa BkiatodaeT B ce0s PHK-monumepasy Il u 6enko-
BbIE KOMIUIEKCHI — OCHOBHBIE (akTopsl Tpanckpunuuu [FIA, TFIIB,
TFID, TFHE, TFIF, TFIIH u TFIK (cm. pasmen 2.2. TpaHCKpHUIIIHS:
onocunte3 PHK).

Kommiexkec PHK-nonumepassl |l 1 061miux GaxkTopoB TpaHCKpUIIUU
O0OBIYHO (PYHKIIMOHUPYET C HHU3KOM 3(PeKTUBHOCTHIO. UTOOBI AOCTHUYDL
HE00XOJMMOI'0 YPOBHS 3KCIIPECCUU T'€HOB, TpeOyeTcsl yyacTue crnerudu-
4eCcKUX (PaKTOpPOB TPAHCKPHUIIIINH, SBIISIONIUXCS PETYJIATOPHBIMU OeiKa-
MU, HEOOXOIUMBIMH JJIsl KOHTPOJIS Mpoliecca 00pa3oBaHUsI HHUIIUATOPHO-
ro Komruiekca Ha mpomotope. Crnenududeckue (akTopbl TPAHCKPHUIIIUN
JOJDKHBI 00J1a1aTh BYMS Ba)KHEHIITMMU CBOMCTBaMU: 1) OIO3HABATh CIIe-
nuduyeckue nociae0BaTeIbHOCTU-MUILICHH, PACIION0KEHHbBIE B SHXAHCE-
pax, IpoMOTOpax W JPYTrUX PEryIsATOPHBIX AJIEMEHTaX JaHHOIO T'€Ha; 2)
CBSI3BIBATHCA C APYTMMHU KOMIIOHEHTAMH TPAHCKPHUIIIIMOHHOIO ammnapara
nociie npucoenunenus k JIHK. B TpaHCKpUNIIMOHHOM KOMILIEKCE YHCIIO
o0mux u crneruduueckux (akTopoB MOXKET T0XOIUTh 10 50, mpu 3TOM
3aME€Ha WJIU OTCYTCTBHE XOTsI Obl OJHOTO U3 (PAKTOPOB MPUBOAUT K HM3ME-
HeHuto criocooHoctu PHK-mmouMepas3bl MHUIIMUPOBATH TPAHCKPUTIIHIO Ha
aaHHOM npomoTope. Takum oOpa3zoM, oOurue OenkoBbie (GaKTOpbl 00s13a-
TEJIbHBI NPU COOPKE TPAHCKPUIIIMOHHOIO KOMILIEKCA B pailoHE TPOMOTO-
pa JIFo0oro reHa M Ha JIto0OW CTaJuu pa3BUTHA, TOT/Aa Kak HaOOp CHelu-
(buueckux 0enKoBbIX (PAKTOPOB OYJET MEHSATHCS B 3aBUCUMOCTHU OT TPaHC-
KpUOUpPYEMOro TeHa, TUIa KJIETOK, (ha3bl )KU3HEHHOI'O IMKJIA, CPEIOBBIX
YCJIOBUM U T.[I.

OnHYUM W3 BUJIOB PETYJISIIMM T€HETUYECKON aKTUBHOCTU Y DYKApHUOT
apisieTcs: metwrpoBanue JHK. OTo onun u3 Hamnbosiee M3y4EHHBIX Me-
XaHU3MOB, TaK Ha3bIBAEMOW, 3MUTECHETHUYECKOW PEryJsiliMi aKTUBHOCTHU
IE€HOB. DMUIE€HETUYECKAsT PETYJISIUs — 3TO HACJEICTBEHHbIC U HEHACIIEI-
CTBEHHBIE M3MEHEHUSI HKCIPECCHU KOHKPETHOrO TeHa 0e3 KakKux-1u0o
CTPYKTYPHBIX H3MEHEHHI B €ro HYKJIEOTHIHON MOCIeI0BATEIbHOCTH.
Tepmun «@nureHeTuka» ObuT mpemtokeHnu B 1965 r. smGpuonorom K.
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YOoAUHTTOHOM, OOBEUHUBIINM JIBA JPYTUX «IMUTEHE3» U «TEHETHUKa» C
LENIbI0 TI0OKa3aTh, UTO T€HOTHUII peaanu3yeTcsi B PeHoTuIl, Oaaroaaps BiIus-
HUIO MHOTUX MOAUDUIIUPYIOMUX (PAKTOPOB. DNMUTEHETUKA UCCIEAYET U3-
MEHEHHS B SKCIIPECCUU OMPEAECIEHHBIX JJOKYCOB T€HOMAa, KOTOPhIE HE MO-
YT OBITh OOBSICHEHBI KIJIACCHUYECKUMHM MYTAIUSMU M CTPYKTYPHBIMU
HApPYILICHUSMHU HYKJICOTHIHBIX OCIEA0BATEIBHOCTEN.

[Iportecc merunupoBanms JIHK 3akmrouaercs B moOaBieHUN Me-
TWIBHOM TPYIIIbI K IIUTO3MHOBBIM OCHOBAHUSM, HAXOJSIIMMCS B COCTABE
nap I'-I] Ha ydacTkax C BBICOKOW KoHIeHTpauuei Takux map (I-LI-
OCTPOBKHM) MeTwinpoBaHrue OCTaTKOB IIMTO3WHA OKa3bIBACT BIIMSHUE Ha
cTpykTypHble xapaktepuctuku JIHK. 310 npossiseTcs B obnerueHun me-
pexona metunupoBaHHbix yuactkoB [IHK u3z B-dopmer B Z-popmy, yBe-
mudyenun mara cnupanu JJHK u u3smenennn kunetuku oOpa3oBaHUs Kpe-
CTOOOpAa3HBIX CTPYKTYp. MeTuiabHas rpynmna BhICTYHAeT Ha MOBEPXHOCTHU
oonbiioit 6opo3aku JIHK, naxonsmeiics B B-dbopme, u yBenuuuBaer ee
ruApoPOoOHOCTH, YTO B PSJIE CAyYaeB SIBISETCS peiaroimuM HaKTopom mpu
B3aMMO/JICCTBUM TPAHCKPHUIIIIMOHHBIX (PAKTOPOB C COOTBETCTBYIOIIUMU
yuactkamu JIHK. Takum oOGpaszom, MetminpoBanubie yuyactku JTHK oxa-
3bIBAIOTCSI B PENPECCUPOBAHHOM COCTOSIHUM M HE TPAHCKPUOUpPYIOTCs (HE
AKCIPECCUPYIOTCS).

K snureHetnyeckrM MexaHW3MaM PETYJISIINU aKTUBHOCTH T€HOB OT-
HOCHUTCS TaKK€ XUMHUYECKass MOAUGUKALIMSI TUCTOHOBBIX OEJIKOB, HAIpH-
Mep, areTunupoBanue u pocopuipoBanue. B otinure oT METUIMPOBA-
nus JIHK, koropoe npencrasisier coO0M TOCTAaTOYHO CTAOMIIBHOE AIUTE-
HETUYECKOE BMEIIATEIbCTBO U B OOJBIIMHCTBE CIIy4aeB 3aKpEIuiseTcs,
Moau(dUKalus TUCTOHOB OoJsiee BapuaTuBHA. MI3MEHEHUs THCTOHOB BJIMSI-
0T Ha PETYJISIIUI0 3KCIPECCUM T€HOB, MOJJIEPKAaHUE CTPYKTYPhI XpoMa-
THHA, TUdPepeHIInaIuio KIETOK, KaHIIEpOreHe3, Pa3BUTHE T€HETUUECKUX
3abosieBanuii, ctapenue, pemaparuio JIHK, pemmukaruio, TpaHCIAIHIO.
Hanpumep, sddextom aneTwimpoBaHusi SBISETCS o0cCiabJeHUE CBS3U
mexnay JIHK u ructonamu mn3-3a u3MeHEHMs 3apsifia, B Pe3yJabTaTe 4Yero
XpPOMaTUH CTAaHOBUTCA JOCTYIHBIM JjIsl (hakTOPOB TpaHCKpuniuu. O0pat-
HBI nporecc (eaneTUINPOBaHNE THCTOHOB) C MOMOIIBI0 (PEPMEHTOB Jie-
aleTusIa3 pernpeccupyroT TpaHcKpumiuioo. Eciu ructoHoBbie Moauduka-
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MK UAYT KIETKE Ha MOJb3y, TO OHU MOTYT OBITh JOBOJBHO MPOIOJIKU-
TEJIbHBIMH.

ONUTEHETUYECKNE U3MEHEHUSI MOTYT IMEPEAaBaThCs MO HACIEICTBY
(TpaHCTeHEpaTUBHAs AMUTCHETUYECKasi HACIEICTBEHHOCTh). OIHAKO B OT-
JUYUE OT TEHETUYECKOM MH(POPMAINU, STTUTCHETUYECKUE U3MEHEHHUS MO-
I'YT BOCHPOU3BOAUTHCA B 3-4 MOKOJEHUSIX, a MPU OTCYTCTBHM (haKTOpa,
CTUMYJIMPYIOLIETO 3T U3MEHEHUS, UCUYe3aroT. M3 BCeX 3MUIeHETHYECKUX
MEXaHU3MOB HauOOJblIee MPUKIATHOE 3HAYCHUE UMEET METUIIMPOBAHUE
JIHK, Tak kak OHO HampsMylO0 CBSI3aHO C PAlMOHOM MUTAaHUSA, IMOIHO-
HaJIbHBIM CTaTyCOM, MO3TOBOM ACSATEIbHOCTHIO U APYTUMHU (haKTOpaMHU.
[TokazaHo, YTO PYKAapUOTUYECKHUE KIETKHA OOJIalaloT, TaK Ha3bIBAEMOW,
SIUTECHETUYECKON MaMSTHIO, T.€. CIIOCOOHBI COXPAHATH HA0Op SMUTCHETH-
YeCKMX MoauuKanui npu aeneHun (MuTo3e u Meiose). Takum odpasom,
B XOJI€ JICJICHUM JOYEPHUE KIIETKU HACIEAYIOT HE TOJBKO MPSAMYIO T€HE-
TUYECKYI0 MH(OPMAIIMIO B BUJEC HOBOW KOIWU BCEX I'€HOB, HO U MaTTEPH
MX aKTUBHOCTH.

[IprumepoM peryJisinuu aKTUBHOCTH T'€HOB, NMPUBOISAIIECH K SIUTEHE-
THYECKOMY HACJIEJOBAHUIO NPU3HAKOB, SIBJISECTCS T€HOMHBIA HMMIIPHH-
THHI — MEXaHU3M PETYISLUN SKCIPECCUH TOMOJIOTHYHBIX TEHOB Pa3BU-
BAIOILIETOCS OpraHu3Ma B 3aBUCUMOCTH OT UX POJUTEIHCKOrO MPOUCXOK-
neHusi. OCHOBHBIMM SIUTCHETUYECKUMU MOJU(PUKAIIUSIMU, HEOOXOIUMBI-
MU JIJISI YCTAHOBJIEHUS] TEHOMHOTO UMIIPUHTHHTA, SIBJISIFOTCS METHIMPOBA-
Hue JJHK n anernnupoBanne rucToHOB. B ydyacTkax reHoma, OABEPKEH-
HBIX UMIIPUHTUHTY (OT aHTI. IMPrint — oTmeYarok, 3amedarieHue), dKC-
NPECCUPYETCS TOJIBKO OJHWH ajuielib (OTIOBCKUH WM MATEPUHCKHM).
NupiMU ciOBamMHU, 3KCIPECCUS UMIIPUHTUPOBAHHOIO T'€HA B OpraHU3ME-
MOTOMKE OTPEEIISIETCS €r0 POAUTEIBCKUM MTPOUCXOKICHUEM, TO €CTh 3a-
BHCUT OT TOr0, MEPEAAeTCs JU OH F'EHOMOM CIEepMaTO30MAa WM Sille-
KJIETKH.

K HacTosimieMy BpeMEHU B T'€HOME YeJIOBEKa HACHTU(PUIIMPOBAHBI
okosio 80 reHoB, paboTa KOTOPHIX OCYIIECTBISACTCS MO MPUHIIUITY TEHOM-
HOT'O WMIIPUHTHUHIA, OJHAKO, MPEIOJIAracTCA, YTO YUCIO UMIPUHTHPO-
BaHHBIX reHOB MoxeT gocturath 300-500, To ectp Oostee 1% ot oOrero
Yucjaa TEHOB 4eNoBeKa. BOJIbIIMHCTBO MMIPUHTUPOBAHHBIX T'€HOB 00€cC-
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MEYUBAET POCT U Pa3BUTHE SMOPUOHA M IUJIALEHTHI, a TAKXKE KJICTOYHYIO
npojinepanuo B NOCTHATAIBHOM OHTOreHe3e. Cieayer OTMETUTbh, YTO
AKCIPECCHS] HEKOTOPBIX UMIPUHTUPOBAHHBIX T€HOB MOXKET ObITh MOHOAJI-
JIETLHOM Ha OJIHOW CTaJMM OHTOTEeHE3a U OMaJUIeIbHON — Ha Apyroil. JKc-
npeccusi (MOHO- WM OWalieNibHAs ) TAKUX T€HOB MOXET pa3IndaThCsl B 3a-
BUCHUMOCTH OT THUIIA KJIETOK W/WUJIU MEPUOJa OHTOT€HE3a, TO €CTh OHA UME-
eT TKaHe- W/Win cTaauiHo-crienuduyeckuii xapakrtep. [Ipeanonaraercs,
YTO MUMIIPUHTUHT U3MEHAET CTPYKTYpPY I'€Ha Tak, YTO PEryJsaTOpHbIC (ak-
TOPBI, ACHUCTBUE KOTOPBIX NPOSIBISAETCS B KIETKE IO3QHEE, PACHO3HAIOT
UMIIPUHTUPOBAHHBIE MAaTEPUHCKUE U OTLIOBCKUE alJIeU U U30UpaTeabHO
UX WHAKTUBUPYIOT. OTCYTCTBHE NPOSBICHUS TaKUX (PAKTOPOB, KaK U
HapylIeHHne MOAU(PUKAIIMU T€HOB, MOXKET MPHUBOAUTH K MOTEPE HUX HOP-
MaJIBHOW MOHOQJUIEJIBHON 3KCIPECCUMN.

HecmoTpst Ha TO, 4TO MMIOPUHTUPOBAHHBIE T'€HBI COCTABIIAIOT HE-
OOJBIIYIO0 YAaCTh T€HOMA YeJIOBEeKa, HApYIIeHUsI UX (YHKIUOHUPOBAHUS B
CHUJIy T€MHU3UTOTHOTO COCTOSIHUSA (B pe3yJbTaTe MUKPOACIIELHIT), OJHOPO-
OUTENBCKOTO HacleqoBaHUd (NP OJHOPOIUTEIBCKUX IUCOMUSAX) WIIH
aHOMAJIMH SMUTCHETHYECKOTO MapKUPOBaHUs (HAPYIICHUSIX METHUIIMPOBA-
Hust JIHK) npuBoasaT k maronoruu y denoBeka. B Hacrosiee BpeMsl OIu-
CaHO 3HAYUTEIBHOE YUCIIO NATOJIOTHUYECKUX COCTOSHUM, HACIEACTBEHHBIX
0OJIe3HEN U CHHAPOMOB, OOYCIIOBJICHHBIX HAapyIIEHUEM paOOThl UMIIPUH-
TUPOBAHHBIX I'€HOB, KOTOPBIE BBIACISAIOT B OTAECIBHBIN KJacc — 0O0JIe3HU
F€HOMHOI'0 MMIPUHTUHTra (Hampumep, cuHapoMmsl [Ipagepa—Buinu, AH-
reapMaHa, bekButra—Bunemana u ap.).

OgHuM U3 BapUAHTOB SMHUICHETHYECKOW MOAM(PUKAIIUU SBISCTCS
neiicteue kopotkux Hekoaupyromux PHK (ukPHK). Ceroans uzydyenue
perynstopasix PHK sBasiercs oaHoil M3 Hanbornee akTUBHO pa3BUBAIO-
uxcs o01acTel MoJIeKyJIIpHOM Ouosiorud. B reHome denoBeka 3aKoju-
poBaHO HeckoJbkO Thicsiy HKPHK, oOpa3zyromux oOUpHYIO peryiasTop-
HYIO C€Th, KOTOpas 3aJIcMCTBOBAaHA B CAMBIX PAa3HBIX CUTHAJIBHBIX MYTAX U
KJIETOYHBIX mpoueccax. OOHapyxkeHo, yTo MHOrue kopotkue HKPHK BbI-
MOJHSAIOT CBOM (YHKIIMM Ha OCHOBE sBIeHUSA, Ha3zBanHoro PHK-
unteppepenuueii. CyTb 3TOoro (peHoMeHa 3aKJIIOYaeTCs B MOAABICHUU
DKCIIPECCUH T'€Ha HA CTAJAUW TPAHCKPUIILHMHU WY TPAHCISINUU NPHU aKTUB-
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HOM y4yactuu maibix Mosiekyn PHK, tak HazsiBaembix, MukpoPHK.

B 2006 r. HoOeneBckoil npemMuu no PU3HOJIOTUN U MEIULIMHE ObLIU
yAOCTOEHBI aMepUKaHCKue uccaeaoparenu JHapro Daivip u Kpaiir Mamnoy
3a oTkpbITUe sBiaeHus PHK-unTepdbepennuu. x nccnenoBanus nokasanu,
yT0o MarpuuHyr0 PHK MOXHO pa3pymuTh ¢ MOMOILIBIO APYTOW MOJEKYJIBI
PHK, Ho aByuenoueunoi (nuPHK). Mexanusm pazpymenus MPHK mipu
nomomu AUPHK ctporo uzbuparenen. Ilomagasi B KJIETKY, IJWHHBIC
auPHK cBs3piBaroTest ¢ kiaeTouHbsIM GepmenTom Dicer (ot anrn. dice —
Hape3aTh) — KJI04YeBbIM Oenikom B Mexanusme PHK-untepdepenuun — u
pa3pe3arTcs Ha KOPOTKHE (DparMeHThI, TaK Ha3blBa€Mble, KOPOTKUE WH-
tepdepupyromue PHK (SIRNAS). Ilocneanre cBSI3bIBAIOTCS ¢ KICTOYHBIM
komruiekcom RISC, criocobnsiM pazpymiate Mosiekyiasl MPHK, u Hampas-
Js10T ero Toybko kK TeM MPHK, koTophie «y3HatroT» 10 NPUHIUITY TOMOJIO-
MM HYKJICOTHIHBIX TOCeA0BaTeIbHOCTEH (puc. 48).

[eyuenoyeyHasa PHK

®epmeHT Dicer
NHTepdepupyowme l ’ P :
PHK—TITITIIT THLLITIT TTTOITTY

P
wrrlmrr | + emsc

Komnnekc

-~
-~ -
e T

Lderpagauua , aHTUCMbICNOBOW
KOMMNAEeMeHTapHOW uenoyku u RISC
Lernoyku
Pa3spe3aHune
MPHKLLLLLLLLLLLLE MPHK

l

LULLLULLLLLLLEEEL L LULLLULLLLULLEEL L

Puc. 48. Mexanuzm PHK-unmepghepenyuu
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Takum  oOpasom, oOecmeunBaercs  cnenuduunocts  PHK-
unrepdepenuun. Y mnpocrenmmx PHK-untepdepenuus obecreunBaer
MMMYHUTET, B YACTHOCTH, 3aIlUTY OT BUPYCOB. Y 0o0Jiee pa3BUTHIX Opra-
HU3MOB 3TOT MEXAHU3M BKJIFOYAETCSI B OOpbOY HE TOJIBKO C BHEIIHUMU, HO
Y C BHYTPUT€HOMHBIMU Mapa3uTaMu, a TAKXKE CTAHOBUTCS BAXKHEUILINM pe-
TYJIITOPOM aKTUBHOCTH T'€HOB.

[Tokazano, yTo B 3ykapuotuueckux kietkax MukpoPHK taxxke 00-
paszytoT komiuieke ¢ 6enkom RISC. KomIuieke KOMIIJIEMEHTapHO CBS3bIBaA-
ercss ¢ MPHK-mumensto. B cBoro odepenr RISC-komiieke B muromnazme
onpenenseT riaaBHbid 3ddexT MmukpoPHK B momaBiaeHnun sKxcmnpeccuu re-
HOB-muieHer, MPHK kOTOpbhIX MMeeT ydacTok, KOMIUIEMEHTAPHBIN MO-
cnenoBarenpHOocTH MUKPpOPHK. Onna u ta ke mukpoPHK moxer Bo3aen-
crBoBaTh Ha Bce MPHK, nmeromnue B cBoeH Mociie0BaTeIbHOCTH COOTBET-
CTBYIOIIIME CaWThl CBSA3BIBaHUA. bojee TOro, MOCKOJBKY JJs MNOCAIKH
RISC-kommiekca He TpeOyeTcs MOJHONW KOMIUIEMEHTAPHOCTH, TO ITHU Caii-
Thl MOTYT UMETh CJIETKa Pa3Iuyarolldecss MOCIeA0BaTeIbHOCTH. J[JInHa
unteppepupyronieir MukpoPHK Bcero 21-23 nykneoruma, mo3ToMy OHa
MOXET PeryaupoBarh 0oJbioe koaudectBo pazHoi MPHK. Takum oOpa-
30M, ecnu cotHu MPHK oxasbeiBaroTcs mmoa koHTposiem oo MUKpoPHK,
TO WX TPAHCKPUIIMUA OKa3bIBaeTcsd cBsizaHHOM. dDaktnuecku PHK-
MHTEepPEPEHIINS SBISIETCA UCKIIOUUTEILHO YHUBEPCAIbHBIM MEXaHU3MOM
MOJIaBJIEHUS] DKCIIPECCUU, T.K. 3aJCUCTBOBAHA B PETYJSLUHMU LIAPOKOTO
CIIEKTpPa KJIETOYHBIX MporeccoB. ClienyeT OTMETUTh, UYTO B OTHEIbHBIX
ciay4dasix MUKpoPHK MoryT gaBIAThCS HE penpeccopamu, a NPSIMbIMHA aKTH-
BaTOpaMU TPAHCIALIMU, OJHAKO PACHPOCTPAHEHHOCTh TAKOTO «HUCKJIFOYE-
HUS» TIOKAa HEIOCTATOYHO M3Yy4YEHa.

BOITPOCHI U151 CAMOCTOSITEJIBHOI'O KOHTPOJISA
3SHAHUU

1. Omnpenenute TEPMUH «IKCIpPeccHUsi TeHOBY. llepeuncnure 3Tambl HKC-
IIPECCUU TCHOB.

2. Onummre 0OOIIYI0 CXeMY CTPOEHUSI U (PYHKIMOHUPOBAHUS OaKTEpu-
aJbHOT'O ONEPOHA.
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10.

UTo 03HAYaKOT TEPMUHBI «HETATUBHBIA U MO3UTUBHBIM KOHTPOJIb TE-
HETUYECKOM aKTUBHOCTH?

Onuimure CTPOeHHWE M MNPUHIMI (DYHKIIMOHUPOBAHUS JIAKTO3HOTO
OIIEPOHA KUILIEYHOM MaJTOYKH.

OnummuTe peryIsiuio SKCIIPECCHHA TEHOB Ha TTpUMepe TPUNTO(aHOBO-
ro OIEpPOHA KUIICYHOM majno4yku. KakoB MexaHu3M aTTEHIoAluu
TpUNTO(PaHOBOTO ONEepoHa?

Ilepeuncianre 0COOEHHOCTH PETYJIAIMU IKCIPECCUU T'€HOB Y dYKapHu-
oT. [lepeuncnure u oxapakrepusyire (C mpuMepaMu) MEXaHU3Mbl pe-
TYJISIIAYN SKCIIPECCUU T€HOB Yy 3YKAPHOT HA YPOBHE TPAHCKPUIIIIUH.
Ilepeuncnure U oXapaKTEpU3YUTE BUJBI PETYIATOPHBIX IOCIEA0BA-
TEJIbHOCTEW B T€HOME 3yKapuoT. ONUIINTE «IETICBYO MOJIEIbY JACH-
CTBHSI DHXAHCEpA.

OxapakTepu3yuTe OCHOBHBIC AIMUTCHETHUYECKUE MEXAHU3MBI PEryJisi-
U1 aKTUBHOCTH F'€HOB 3YKapHOT.

Onpenenure TEPMUH «FCHOMHBIM UMIPUHTUHI». KakoBBI ero mexa-
HU3MbI? [IpuBeauTe mpuMepsl 00JIe3HEN TEHOMHOTO UMITIPUHTHHTA.
Omummmte mMexanu3Mm PHK-untepdepenunu. KakoBo Ouomormueckoe
3HAYE€HWE JAHHOTO Ipolecca?

TECTOBBIE 3AJIAHUSA
Buvibepume 00un unu HeCKOIbK0 NPAGUNLHBLIX OMEENO8.

1. BUOJIOTMYECKHI OFBEKT, KOTOPBIN UCIIOJIB30BAJIM ®. XKAKOB 1

K. MOHO B 5KCIIEPUMEHTAX 110 BBISICHEHNIO MEXAHU3MOB PE-
I'YJBIqUU '’EHETUYECKOU AKTUBHOCTH - 9TO

a) Oakrepuodar

0) nposoduna

B) CTPENTOKOKK

r) KUIIEYHAas Majiouyka

2. PEI'YJISALIMS DKCITPECCUM I'EHOB I10 TUITY HETATUBHOM MHYK-

1A 3AKJIIOYAETCA B CJIEAYIOLIEM

a) OeJIOK-peryysaTop, OJOKUPYIOIIUN TPaHCKPUIITUIO, MOXKET ObITh WHAK-
TUBUPOBAH UHIYKTOPOM

0) OeNoK-peryasiTop, akTUBUPYIOUINI TPAHCKPHUIILINIO, MOXKET ObITh HHAK-
TUBUPOBaH 3¢ (HeKTopoM

B) MHIYKTOP CBSI3BIBAETCS C OEIKOM-PENPECCOPOM, MIpeBpalias ero B mo3u-
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THUBHBIN PETYISTOP

. PEI'VJISALIUSA SKCIPECCUM 'EHOB ITO THUITY ITO3UTUBHOM PEITPEC-
CHUA 3AKIIIOYAETCA B CJIEAYIOLIEM
a) MHIYKTOP CBS3BIBACTCS C OCIKOM-PEIPECCOPOM, IIpeBpalias ero B mo3u-
TUBHBIA PETYIIATOP
0) OeloK-perynsaTop, OJOKUPYIOIIUN TPAaHCKPUIIIUIO, MOXKET ObITh HHAK-
TUBUPOBAH UHIYKTOPOM
B) OEIOK-PEryJIATOp, AKTUBUPYIOIINI TPAHCKPHITIINIO, MOKET OBITh MHAK-
TUBHUPOBaH 3 HekTopoM

. PETYJIIIUA SKCIIPECCUU TEHOB 11O TUITY ITO3UTHUBHOM MHJIYK-
NN 3AKJIIIOYAETCSA B CJIIEAYIOIIEM
a) UHIYKTOP CBSI3BIBAETCA C OEIKOM-PEIIPECCOPOM, MPEBpaIliasi €ro B Mo3u-
TUBHBIN PETYISTOP
0) OeloK-perynsaTop, OJOKUPYIOMUNA TPAHCKPHUIIIIUIO, MOXKET ObITh MHAK-
TUBUPOBAH UHIYKTOPOM
B) OENOK-PEryJaTop, aKTUBUPYIOIINI TPaHCKPUIIIIUIO, MOKET OBITh MHAK-
TUBHPOBaH 3 PexTopom

. KATABOJIMYECKHUM OIIEPOHOM HE ABJIAETCA

a) JAKTO3HBIM OMEPOH
0) apaOMHO3HBII ONEpPOH
B) TpuntoaHOBbI ONEPOH

. BBIBEPUTE HEBEPHOE CYXXJIEHUE

a) y IpOKapuOT OOJBIIMHCTBO T'€HOB «BBIKIIOYEHOY, TTOITOMY PETYJISIIHS
OYEHb YACTO HAIpaBJIEHA HA UX «BKJIIOUCHHE.

0) TPaHCKPUIIIIMOHHBIN armapar 3yKapruoT COCTOUT U3 MHOXKECTBA OEJIKO-
BbIX (PAaKTOPOB, KOMOMHHUPOBAHUE KOTOPHIX JIEJaeT perysiuto Oomee
Pa3HOOOpa3HOM.

B) JyKapuOTHI akTHBHO HapabaTeiBatoT MPHK 3apanee u ucnons3yror nux
«T10 TIOTPEOHOCTH.

. METWJIMPOBAHUE JHK - 3TO

a) MPUCOEANMHEHUE METHIIBHOW IPYIIbl K TUMUHY B o3uuu C5
0) mpucoeAMHEHHE METHIIBHOW TPYNIbl K UTO3UHY B mo3uiuu C5
B) NPUCOEAMHEHUE METUIIBHOW IPYIIIbI K T'yaHHHY B no3uuuu C5
I') NPUCOEAMHEHUE METUIIBHOW IPYIIIBI K aIcHUHY B o3uuu C5

. TEHOMHBI UMITPUHTUHT ABJISETCS ITPUYMHON
a) OJIOKUPOBKM TPAHCKPUIILIUH ONPEEICHHBIX T€HOB
0) akTUBALIMK TPAHCKPHUIILIUU OTIPEACTICHHBIX T€HOB

. OHXAHCEPBI - 3TO
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a) TEHBI-YCUJINTEIIN IKCIIPECCUU
0) TreHbBI-TIOAABUTENIN DKCIIPECCUH
B) Pa3HOBUIHOCTH TPAHCKPHUIIIMOHHBIX (PaKTOPOB

10.CAMJIEHCEPBI - 9TO
a) TeHBI-yCUJIUTENIN SKCIPECCUN
0) reHbI-MOJABUTEIN IKCIIPECCUU
B) Pa3HOBUIHOCTH TPAHCKPHUIIIMOHHBIX (PaKTOPOB

11.3KCITPECCHA I'EHOB DYKAPUOT MOXET KOHTPOJIMPOBATHCA
a) TOJIbKO Ha YPOBHE TPAHCKPHUIILINH
0) TOJIBKO Ha YPOBHE TPAHCIISALINHU
B) Ha YPOBHSIX TPAHCKPHUIIIUU U TPAHCIIALINH
I') Ha YPOBHSX TPAHCKPHUMIIMH, TpaHcisauuu, nporeccudra PHK, akTuBHo-
cTH Oenka

12.TTIOCJIEAOBATEJIbHOCTbD JHK, YHACTBVYIOIIASA B PET'YJIALIMA 3KC-
I[MPECCUU ODYKAPUOTNYECKUX 'EHOB
a) PHXaHCEp
0) TpoMoTOp
B) mocienoBaTenabHoCTh [laiina—/lanbrapao
r) TpaHckpuniuoHHbid ¢paktop TFIA

13.K SIIUT'EHETUYECKUM MEXAHU3MAM PEI'VJIALIMN AKTUBHOCTU
I'EHOB OTHOCATCA
a) aleTUJIMPOBaHUE TUCTOHOB
0) MyTamuu I11Mc-CauToB
B) ¢ocdopuinpoBaHre ruCTOHOB
r) metwiupoBanue JJHK

14 MUKPO-PHK OBPA3YIOT KOMIUIEKC C BEJIKOM RISC B ITPOLIECCE
a) meruwnupoBanus JJHK
0) PHK-untepdepeniumn
B) MOCTTPAHCISILIMIOHHON MOAM(PUKALIMH POTEHUHOB
r) oOpa3oBaHUs IITUKOJIHUIIN]IOB

15.9IMUTEHETUYECKASA PETYJIAIUA AKTUBHOCTU I'EHOB — 3TO

a) BHE3AITHbIE, €CTECTBEHHBIE UJIU BbI3BAHHBIC HCKYCCTBEHHO HACJIEAYEMbIC
M3MEHEHUS TEHETUYECKOr0 MaTepuralia, MPUBOIAIINE K U3MEHEHUIO MPU-
3HAKOB OpPraHW3Ma U IMOBBILICHUIO TPAHCKPUIIMOHHOW aKTUBHOCTHU Te-
HOB

0) mporiecc, MPUBOIANIUMN K H3MEHCHUIO aKTUBHOCTH T'eHa 0€3 M3MEHEHUH
B €ro KOAUPYIOILIEW I10CJIEN0BATEIBHOCTH, KOTOPOE MOXKET Hacieno-
BaTbCs MOCJIE UCUE3HOBEHUS (DAKTOpa, BBI3BABIIETO 3TO U3BMEHEHHE

B) HEHACJIEJICTBEHHOE U3MEHEHHE (PEHOTHUIA OPraHu3Ma B OHTOTEHE3€ MO/
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BJIMSTHUEM 3KCTPEMANIbHBIX (PAKTOPOB CPEbI

) HETaTUBHAsl PETyJsLUs WHULUALUN TPAHCKPUILMM, WM pPENpeccus,
OCyILECTBIsIETCS  OelIKaMU-perpeccopaMy, KOTOpBIE CBA3BIBAIOTCS C
OIepaTopamu
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OTBETbI HA TECTOBBIE 3AJIAHUA

Pazpnea |
Ne Bompoca OtBer Ne Bompoca OtBet Ne Bompoca OtBeT
1. a 6. a 11. a, II
2. a 1. 0 12. 0,B, T
3. a 8. 0, B 13. r
4, r 9. r 14, a
S. B 10. a 15. 0
Paznean 1
Ne Bompoca Otser Ne Bompoca OtBer Ne Bompoca OtBer
1. hi§ 8. 0 15. a
2. a 9. a 16. 0
3. 0 10. a 17. a
4, 0 11. 0 18. 0
5. r 12. a 19. a
6. a 13. 0 20. 0
1. a 14, a
Paznen |11
Ne Bonpoca OtBer Ne Bompoca OtBer Ne Bompoca OtBer
1. r 8. 0 15. 0
2. B 9. 0 16. B
3. r 10. 0 17. r
4, B 11. i 18. B
5. 0 12. 0 19. B
6. 0 13. r 20. B
1. r 14, B
Paznen IV
Neo Bompoca OTtBeT Ne Bompoca OtBeT Ne Bompoca OTtBeT
1. r 6. a 11. r
2. a 1. 0 12. a
3. B 8. a 13. a,B, T
4, a 9. a 14. 0
S5. B 10. 0 15. 0
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