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¢doTocuHTE3a, JMIOreHE3a M W3MEHEHHE aKTMBHOCTH (epMeHTOB. MexaHu3M BO3JICHUCTBUS
yIbTpa3ByKa OCHOBaH Ha BOSHUKHOBEHMH KaBUTAILIMOHHOIO 3(deKTa ¢ Mociaeayromum o0pa3oBaHueM
COCIMHEHUM C BBICOKOM pPEAaKIMOHHOW cHOCOOHOCThIO. [Ipu oOleHKe BIMSAHMA YIbTpa3ByKa
HE00X0/IMMO YUYMTBIBATh TAKUE €T0 IapaMeTpbl, KaK MOLIHOCTb, YacTOTa U BpeMs Bo3xeicTeus. [Ipu
00JIy4eHUH KJIETOK MMKPOBOJOPOCIECH YIbTPa3BYKOM C OTHOCHTENILHO HEOONBILION MOIIHOCTBIO (20
Bt) u wacroroii (20 kI'1) Habmromaercsi cBEpXCHHTE3 (POTOCHMHTETUYECKUX NMUTMEHTOB, JIMITUIOB, a
TaKKe yBeJIIMYEHHE aKTUBHOCTH (pepMeHTOB. OTHAKO IPH JUTUTETIHLHOM YABTPa3BYKOBOM OOIYUEHHH C
BBICOKOIl MOIIHOCTBIO M YAacCTOTOM MOXET NPUBECTH K OKUCIUTEIBHOMY CTPECCY M HMHAKTHBALMU
KJICTOYHBIX (DEpPMEHTOB.
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AHHOTAIUSA

Cratbsi MOCBSIEHA ONMCAHWIO BAKHEMIIMX MEXAHU3MOB DPETYSIIMM  MaTPUYHBIX
OouocuHTe30B. PaccMOTpeH TakoW YHUKalIbHBIM MEXaHHW3M peryssiuu, Kak arreHroauus. OHa
obecrieurBaeT JOMOJHUTENBHBIN KOHTPOIb HaJ KOHIIEHTpalue TpunTodaHa B KIETKE C MOMOIIBIO
¢dbopmupoBanusi BropuuHbIX CTpykTyp PHK. Omnmcanne MexaHW3MOB peryisiuu paboThI
TPUNTO(PAHOBOTO OIEPOHA COMPOBONKIACTCS PUCYHKAMH.

KnioueBble ci10Ba: MaTpuyHble OWOCHMHTE3bl, TPAHCKPHUIILHUS, TPHUNTO(MAHOBBIA OIEPOH,
aTTEHI0aTOP, TPUNTO(AH JIUIEPHAsl OCIIEI0BATENBHOCTb, IITIIIbKA.
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Abstract

The article is devoted to the description of the most important mechanisms of regulation of
matrix biosyntheses. Such a unique mechanism of regulation as attenuation is considered. It provides
additional control over the concentration of tryptophan in the cell by forming secondary RNA
structures. The description of the mechanisms of regulation of the tryptophan operon is accompanied
by drawings.

Keywords: matrix biosyntheses, transcription, tryptophan operon, attenuator, tryptophan,
leader sequence, hairpin.

BBenenue. MatpruyHble POLECCHI SBISIFOTCS OCHOBOMOJIATAKOIIMMU JIJIs KU3HU opranu3ma. K
HuM oTHOCsTCs 6nocunaTtes JIHK (perumkamums), 6nocuare3 PHK (Tpanckpunius) u 6uocunres Oenka
(Tpancnsmus). JlaHHbIE TIPOLIECCHI SBIAIOTCS (DEPMEHTATUBHBIME U TPEOYIOT 3aTpaT SHEPTUU B BUJIE
AT® wm I'T®, B TO xe BpeMs OHHM IO3BOJISIIOT OCYIIECTBIATH PETYJSALMI0 MEXaHW3MOB,
MIPOUCXOJAIIMX Ha KJIETOYHOM YpOBHE. biarogapsi 3TUM CIOXKHBIM IPOLIECCAM OCYIIECTBIISETCS
npaBuibHas padoTa KiIeTok (ux pasButHe, AuddepeHuupoBka, npoiaudepanus U T.1.). Perymsius
MaTPUYHBIX IPOLIECCOB ITPOUCXOJUT Ha OCHOBE 00JI€€ TOHKMX MEXaHU3MOB, UX TOHUMAaHUE TOMOTaeT
COCTaBHTH IEIOCTHYIO KAPTUHY pabOThHI KJIIETOK HAa YPOBHE T'€Ha M UCIOJIb30BaTh MOTYUYECHHBIE 3HAHUS
B TaKMX BOKHBIX HAYKaX, KaK OMOTEXHOJIOTHS, MUKPOOHOIOTHsI, OMOMH)KEHEPHUS U T.I1.

Lenb: mpoaHanu3UpOBaB JIMTEpaTypHbIC JaHHBIC, BEISICHUTh MEXAHU3M PETYIISIIIMU OMOCHHTE3a
OenKa B POKAPUOTUYECKOHN KJIETKE Ha YPOBHE TPAHCKPUIILIMHU HA TPHUMEpEe padOThl TPUITO(PAHOBOTO
OIepoHa.

Marepuansl u Metoasl. VccnenoBanus ObUTH MPOBEIEHBI METOJJAMU TEOPETHUYECKOTO YPOBHSL:
M3y4eHUE PA3IMYHBIX UCTOYHUKOB MH(OpPMAIINHU, CHCTEMHBIN aHAIN3, C MOCIEAYIOIIM BbIACICHHUEM
[JIABHBIX KOMIIOHEHTOB U aHAJIM30M IOJTyYSHHBIX IaHHBIX.

Pesynbratel 1 oOcyxkaeHue. B 3Toil crathbe MbI MOAPOOHO pazdepeM PEryIsIUi0 TaKOTO
BO)XKHOIO MAaTPUYHOIO Ipoliecca, Kak OMOCHHTe3 Oeika Ha MpHUMepe MPOKapUOTHYECKOW KIIETKH.
Perynsuus 3Toro mpoiecca OCyIIecTBIS€TCSI HA YPOBHE TPAHCKPHUIILUM, 32 cyeT ornepoHa. OnepoH -
CTPYKTYpHO-(YHKIIMOHATbHAS €JUHUIIA TeHOMa TPOKApHOT, BKJIIOYAIOIIass TEHbl (PEPMEHTOB,
KaTIM3UPYIOIIUX DS MOCIEN0BaTENbHBIX peakiuil. CylliecTByeT JBa OCHOBHBIX BH/a OINEPOHOB:
MHTyIUOCNIBHBIN U perpeccrOeNTbHbIN.

B mepBoM cnydae perynsTopoM Ui CHHTE3a (PEpPMEHTOB SIBISIETCS MCXOJIHBIA IMPOMYKT.
Hanpumep, B TaKTO3HOM OMNEpPOHE PETYIATOPOM OYyIET SIBIATHCSA JIaKTO3a, KOTOpPas, CBSA3BIBASCH C
OenmKkoM perpeccopoMm, OyAeT CInocoOCTBOBAaTh TPAHCKPWIIIIUKM TE€HOB. B pempeccubenbHOM ke
OIIEPOHE DETYIATOPOM SBJIECTCS KOHEUHBIM MPOAYKT, K TaKOMYy THUILy OIIEPOHOB OTHOCST
TpuntodaHoBbIil onepoH [1].

PaccmoTtpum noznpoOHee cTpoeHue TpUNTO(haHOBOrO onepoHa. PeryistopHas 4yacTh onepoHa
BBIp)KE€HA IIPOMOTOPOM, OINEPATOPOM M JIMIEPHOU MOCIEN0BATENBHOCTRIO. Jlanee uayT HECKOJIbKUX
crpyktypHbix reHoB (E, D, C, B, A), koTopble KOAUPYIOT cUHTE3 5 (DEpPMEHTOB, CTUMYIIHPYIOIINE
LeMb XUMHYECKUX PEaKLUil MpeBpalleHus XxopusMmara B TpunTodan [2]. 3akaHUMBAaeTCS ONEPOH
TEPMUHATOPOM. Y JJAHHOTO BU/Ia ONIEPOHA €CTh JIBA BU/IA PETYJISILIUH.

[lepBeiii  croco® siBisieTcs: HamOoJiee TPOCTBIM: O€NIOK  perpeccop He  crocolOeH
CaMOCTOSITETILHO CBA3ATHCS C ONMEPATOPOM U OJIOKUPOBATH TEM CAMBIM TPAHCKPHUIILIMIO, U 3TOTO eMY
HYXXEH TPUNTO(aH, KOTOPbI 00pa3zyeT KOMILIEKC C 3TUM OEIKOM U YK€ B TAKOM BHJIE CBSI3bIBAETCSI C
oneparopoM. Eciu B kieTke Maio TpunTodaHa, TO BIIIETIEPEUNCIICHHBIE MTPOIIECCH HE IPOUCXOIIT,
n PHK-nonumepase nuuero He npensarcrByer Hauath cuHTe3 MPHK. C nannoit m-PHK B mpouecce
TpaHCIALUMHU OyAET CUUTHIBaThCsA MH(OpMAIMs O CHHTE3€ (PEPMEHTOB, YUaCTBYIOLIMX B 00pa3oBaHUU
tpuntodana. Ilpu onpeneneHHON KOHLEHTpALUM 3TOW aMHUHOKHUCIOTHI 00pa3yercsi KOMIUIEKC ¢
OEIIKOM-PEnpPeccopoM, KOTOPBIM «BBIKIIOYAET) TPAHCKPHUIILIUIO.

B TeueHnme HEKOTOPOro BPEMEHM CUMTAJIOCh, YTO HHTHOMpPOBaHHE ITyTeM OOpa30BaHMs
KOMIUIeKca Oellka perpeccopa ¢ aMHHOKHCIOTOM SIBJISETCS €IMHCTBEHHBIM CIHOCOOOM pPEryIISHU
cucTeMbl OMOCHHTE3a TpumnTodaHa, OJHAKO, 3Ta TOYKA 3pEHHs] ObUla ONMPOBEPTrHYTa C OTKPBITHEM
arreHtoatopa [2]. OH npencTaBiseT co0oi peryImpyeMyto TEpMUHALINIO, KOTOPask TPOUCXOIUT JIUIIIb
B TOM ciydae, eciu ctposimmasics MPHK npuoGperaeT onpeneneHHy0 BTOPHUHYIO CTPYKTYpy. CMBICT
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3TOrO Ccrocoda Perymsilul — OCTAHOBUTH CUHTE3 (DEPMEHTOB, 3aKOIMPOBAHHBIX B trp-OIEepoOHE, €CIU B
KJIETKE JOCTaTOYHO TpUNTodaHa.

Atrentoatop pacnonaraercs Ha JIHK, mocrme oneparopa, HO mpuOimsutensHOo 3a 180 map
HYKJICOTHAOB JO CTPYKTYPHBIX TEHOB OeikoB-pepmeHTOB. OH HauuMHACTCA  JIMICPHOU
MOCJIe/IOBATEIILHOCTBIO, COCTOSIEH M3 KOJOHOB, KOAUPYIOMIUX 14 aMUHOKHCIOT, JBE U3 KOTOPBIX
SBJISIFOTCS. TPUNTO(GAHOM, OHH OYAyT MOCIENOBATENBbHO MATU JAPYT 32 JIPYyroM. 3aKaHUYMBACTCS 3Ta
MIOCJIEA0BATENIFHOCTD cTon-KogoHoM. PHK-monmmepasa Oyner mpoxoauTh Mo BCeMy aTTEHIOATOPY H
CHUHTE3UPOBATh JIMJEPHBIA TPAHCKPUIIT. Ero 4yacTh BXOAUT B TaK Ha3bIBaeMbli NepBblid JoMeH MPHK
arTeHioatopa. Beero m3BecTHO 4eThipe noMeHa. OHM MPECTaBISIOT CO00H BTOPUYHBIE CTPYKTYPHI
MPHK, koTopble 00pa3yloT «MWIbKU» - CBOEOOpa3Hble B3aMMOUCKIIIOYaroe KoMOnHauuu. OHu
Ooratel TyaHUHOM W LIMTO3MHOM M TaKXKe€ «IaIMHIPOMHBD Ipyr npyry. Hampumep, HykieoTugHas
II0CJIE/IOBATEIILHOCTh B IIEPBOM JOMEHE SIBJIAIOTCS MAJIMHAPOMOM JJIsi BTOPOTrO, KOTOPBI B CBOIO
ouepe/ib «IATUHIPOMEH» TpeTheMy U Tak janee. [1o3ToMy Mexay HUMH BO3HUKAIOT BOAOPOJHBIC
CBSI3H, KOTOpPBIE CKPEIUIIOT X BMeCTe C (JOPMHUPOBAHHEM CTPYKTYPHI HOXOXKEH Ha «cTeOenby Win

IIITAIBKY.
Bo3mokHBI TpH BapuaHTa (HOPMUPOBAHUS IIITUJICK:
. MEXKIy TIEpBBIM ¥ BTOPBIM JIOMEHaMH (37€Ch IIMHJIbKA TPEAOTBPAINACT
o0pa3oBaHue IIHIbKH 2-3);
. MEXKIy BTOPBIM M TPETHHM JIOMCHAMH OOpa3yeTcs TaK Has3bIBacMas IIIIIbKa-
AHTUTEPMHUHATOP, OHA TIPEAOTBPAIIACT 0Opa30BaHUE CIICAYIOICH IIITUITBKH;
. MEXKAYy TPETBUM U 4YETBEPTHIM JIOMEHaMH 00pa3yeTcs MpeKIeBPEMEHHBIN

TepMuHaTOp. Ero (yHKIMS - OCTAHOBHUTH TPAHCKPHIIIHIO CTPYKTYPHBIX T€HOB
nyreM 3anepxkku PHK-nonmumepassl Ha cBoem ydactke [3].

BaxHO y4nThIBaTBH, YTO y IMPOKAPHUOT IIPOLIECCHl TPAHCKPUIILMK M TPAHCIILUKU IPOXOIAT B
OJTHO U TO e BpeMsi, TO ecTh Beien 3a PHK-nonmmmepasoit Oyaer uaru pudbocoma 1 pUCOeTUHATHCS K
MPHK 11151 cunTe3a noaunenTuiHou Lemnu.

B mnpouecce tpanckpunuyn PHK-monmmmepasa cuHTE3npyeT NEpBBIA JOMEH JIMACPHOTO
TPAHCKPUIITA, KOTOPBIM COAEPKUT JBa KOJIOHA, KOAUPYIOLIUX TpuntodaH. B 3To Bpems co CTOpoHbI 5’
koHua MPHK noyxonut pubocoma 1 HauMHAET CUHTE3 JIUAECPHOTO MEeNTHIA.

Ecm B wimerke wmano Ttpunrodana (Puc. 1), To pubocoma ocTaHaBIMBaeTcsi Ha
COOTBETCTBYIOIIMX Ko/IoHaX U ket TpancnoptHyto PHK (TPHK), 3apspkennyro tpunrodanom (nanee
Trp-TPHK ™), TeM caMbIM mepekpbiBasi cOOOI IIEpBbIH TOMEH, B Pe3y/IbTaTe He MOXKET 00pa3zoBaThes
mmibka 1-2 [4]. 3a sto Bpemsi PHK-monmmmepasa cuHTe3upyeT JOMEHBI JBa W TPH, KOTOPHIE
00pa3yroT mNuWibKy aHtuTepMmuHarop. OHa mpenoTBpamaeT oOpa3oBaHHE MINMIbKK Mexay 3-4
nomeHoM, PHK-nonmmMepasa 10XoauT 10 CTPYKTYPHBIX T€HOB, U TPAHCKPUIILUS ITPOIOJIKACTCS.

WAMABKA-AHTHTEPMHHATOP
(WNHABKA 2-3)

HEMOAHBA
AMAEPHBIA NENTHA

PHH-MOAHMEPAZA
TPAHCKPHNT
CTPYKTYPHBIXK FEHOB

I T

TPAHCKPMNLUMA
Atk NPFOAOAMAETCA
ATTEHWDATOP CTFYKTYPHBIE TEHbBI

MPHK 5'

Pucynox 1. IIpoyecc npu HU3KOM KOHYEeHMpayuu mpunmo@ana.

BaxxHo mOHMMaTh, 4TO, HECMOTPS Ha TO, YTO B KJIETKE HU3Kask KOHIICHTpAIHsl TpUnTodaHa 3To
HE 03HAYaeT, YTO €ro BOOOIIE HET, 3a IOBOJILHO MPOJOKUTEIHHOE BpeMsl K pubocome moaxoast Trp-
TPHKTrp, B pe3yJbTaTe OHa MPOJIOJIKAET CBOE JABMIKEHUE U, TOWIS O CTOI-KOJA0HA, OTCOSAUHSIETCS OT
TPAHCKPHUIITA BMECTE C JIUACPHBIM MENTHIOM, KOTOPBIHA OBICTPO pa3pyIaeTcs.
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Ecimu B xnerke muoro tpunrtodana (Puc. 2), To pubocoMa He OCTaHABIMBAETCS Ha MEPBOM
JIOMEHE U MPOJ0JDKAET CBOM XOJI, OIS 10 CTOM-KOJOHA, KOTOPBIA PACIIOiaraeTcsi B KOHIIE MIEPBOTO
noMeHa, 1 orcoeauasercs or MPHK.

PUBOCOMA

PERALBPEAMEHHNA TEPMMHATOP
(LSHRALKA 34

)
I l /K-HO/WIMEPABA
vuuwuuuuy 3’
CTONKOAOH g ;
TPAHCKPUIIUMA

NPEKPALLAETCA

NOANMIA ARALPIOSR
nenTHA

mMPHK 5'

AHK
ATTEHIOATOP
CTPYKTYPHBIE MEHbI

Pucynox 2. Ipoyecc npu 6bicokoil Konyenmpayuu mpunmoghaua.

bnaronaps stomy oOpasyercs mmuibka 1-2, u oOpa3oBaHUE MIMUIBKH MEXKIY BTOPBIM H
TPETHUM JOMEHAMU CTAHOBHUTCS HEBO3MO>KHBIM, HO MIPOUCXOIUT (hOpMUpOBaHUE CBsi3el 3 moMeHa ¢ 4.
[locne werBepToro momeHa cieayer Oosblasi MOCIeA0BaTENbHOCTh ypauusoB. [lmumeka 3-4
HeHanonro 3aaep:xkuBaer PHK-nonumepasy Ha 3Toit mocnenoBaTenbHOCTH. Tak Kak ypauui o0pasyer
c agennHoM MatpuuHod nenu JIHK oTtHocuTensHO ciiabble BOAOPOJIHBIE CBSI3M, MPOMCXOIAUT HMX
paspymienue, u BicBoObokaenne PHK-momMepass - TpaHcKkpunims npekpamaercs [3].

BoiBoa. B 1o BpeMsi kak TpunTo(aHOBBIM pempeccop CHMXKaeT TpaHckpumiuio B 70 pas,
aTTEHIOAIMS MOXKET JIOMOJIHUTEIbHO YMEHBIIUTH €€ B 10 pa3, 4To MO3BOJIIET HAKOIMThH PENPECCUI0
npumepao B 700 pa3 [4]. Takum oOpa3oM, B OakTepHalbHON KIIETKE YpPOBEHb TPAHCKPUIIIUH
perynupyetcsi coaepkanuem tpunrodana. Eciu tpuntodan (Trp) B u30bITKE, TO IEBATH U3 AECATH
mosiekyn PHK-monmMepaspl, HauaBIIMX TPAHCKPHUIIAIO TPUNTO(PAHOBOTO OMEPOHA, IMPEKPANIAFOT
cunte3 PHK Ha artentoarope. Uem Tpuntodana MeHbllle, TeM OOJIbIIE MOJIEKY MTOJIUMEPA3bl CMOKET
3aBepiuTh nonHblii cunte3 MPHK, a, cnenoBarenbHO, BO3pacTeT KOIUYECTBO (DEPMEHTOB, HYXKHBIX
JUISI CHHTE3a 3TOM aMUHOKUCIIOTEI.
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