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1. OCHOBHbIe NPUHLUNbI Perynsaunum 3KCNpeccumn reHeTu4eckom nHpopmaumm.
Perynauus Ha ypoBHe TpaHCKpUnuuu

HecmoTps Ha KaXyI1yocs IPOCTOTY OpraHU3aIMH, KJIETKaM MPOKAPHOT HEOOXOIUMO UMETh HE MEHEE, a,
cKopee, 0oJiee CI0XKHBIE, Y4eM Y MHOTHX 3YKapHOT, CUCTEMbI KOHTPOJISI OCHOBHBIX KU3HEHHBIX (yHKImA. U 310
HE YJIUBHUTEIbHO, €CIIM IPUHATh BO BHUMaHKE TOT (PaKT, YTO Kax/as KIEeTKa OaKTepuil ABISETCS MOJHOLEHHBIM
OpPTraHU3MOM, TOJHOCTBIO CaMOJIOCTATOYHBIM, TOT/Ia KaK KJIETKH OOJBIIMHCTBA MHOTOKJICTOYHBIX OPTaHU3MOB
BXOIAT B COCTaB CIECLMAIU3UPOBAHHBIX TKAHEH M, CJIECIOBATCIIBHO, BBIMOIHIIOT TOJBKO KaKylO-TO YacTh
KU3HEHHO BAYKHBIX Il OpraHu3Ma (QyHKIUH.

KneTkn MUKpOOPraHu3MOB HaXOASTCS B HENIOCPEACTBEHHOM KOHTAKTE C OKPYIKaIOIEH CPEeIOH, 3a4acTyIO
Ha Halll B3[JIAJ BeChbMa JAJEKOW OT ONTHMAJIbHOW AJis MOJAEpKAHUS KU3HU. YCIOBHS CpPelbl HE SIBISIOTCS
MIOCTOSIHHBIMH, CJI€I0BAaTEIbHO, OAKTEpUH JTOJDKHBI 001a/1aTh CIOCOOHOCTBIO JINOO OBITH BCErja rOTOBBIMH KO
BCEM II0/ICTEPETAIONIIM HX HEOKUAAHHOCTSM, TUOO “TIOJICTpauBaThcs’ K U3MEHSIOMMMCS YCIOBUSAM. VHBIMU
CJIOBaMH, IIPUHLUIINAIBHO BO3MOXKHBI JIBE CTPATETUMy CYLECTBOBAHMS B M3MEHSIOMUXCA ycinoBusax. [lepsas -
MIOCTOSIHHO OBITH BO BCEOPY’KUH, JAEp)Ka HArOTOBE BCe (DYHKIMH, KOTOPBIE KOTAA-THM00 MOTYT MPUTOIUThCA. B
TAaKOM Cllydae 3HAYUTEJIbHAs 4acTh PECYPCOB OpraHM3Ma OOJIBLIYI0O YacTh BPEMEHU OyIeT pacXxoJOBaThCs
BITyCTYIO Ha TMOJEp)KaHuEe (YHKUMH, HE HYXHBIX B HACTOSIIMI MOMEHT. BTopas ctparterus - “BKIOYaTh”’
olnpeJiesieHHble (YHKIMU TOJNBKO TOIZA, KOrjla OHM HeoOxonumbl. Kak BBl yke, HaBepHOE, 3HAeTe, UMEHHO
TaKOW IMOJXOJ] MCIIOJIb3YEeTCs )KUBBIMU OpraHU3MaMHU B OOJIBIIMHCTBE Cly4yaeB. Takas CTpaTerusi, Ha MepBBII
B3I, JOJDKHA NMPUBOJUTH K 3HAUUTENBHOM 3KOHOMHHM pecypcoB opraHuzMa. OIHAKO MpU TaKOM MOJXOJE
BO3HHMKAaeT HEOOXOAMMOCTh B CHCTEMax JAETEKLUH CHUTHAJIOB M PEeryssiluu MeTaboiu3Ma, o0ecreyrBaroIuX
MaKCHUMaJIbHO ObICTpO€ “‘BKJIIIOYEHHME COOTBETCTBYIOLIUX META0OJMYECKHX IyTEH B OTBET Ha W3MEHEHUE
YCIOBHH cpefibl M UX “OTKIIOYEHHE”, KaK TOJBKO B COOTBETCTBYIOIIUX (PYHKLHUSAX OTHAIET HEOOXOIUMOCTb.
Ecnu Takue cuctemsbl ObUTH OBl CIMIIKOM CIIOKHBIMU, OPTaHU3M JOJKEH OBLI OBl CIUIIIKOM MHOTO PECYpPCOB
pacxooBaTh Ha MOAJEPKAHME COOTBETCTBYIOLIETO I'€HETHMUYECKOrO ammapara, SKCHPEeCCHI0 HeOOXOAMMBIX
PEryJIATOPHBIX OETKOB | T.J., YTO CBEJIO ObI HA HET BCIO SKOHOMHUIO.

Kak Bugute, )KxM3Hb IPOCTBIX OPraHU3MOB HE TaK YXK U IPOCTa, U 3TOT KypC JEKIUN KaK pa3 H MbITACTCA
MoKa3aTh, KaK MHKPOOPTaHU3MBI pPEIIAIOT CBOIO OCHOBHYIO MpOOJIEMy - pEryJsiuio MeTaboiu3ma B
MEHSIOIUXCS YCIOBUAX CPEB.

[TockonbKy OCHOBHYIO (D)YHKIIMOHAJIBHYIO HArpy3Ky IpH B3auMOJEHCTBUN JIF0OOT0 OpraHu3Ma C BHEIIHEH
cpenoit HecyT Oenku (JIMOO HEMOCPENCTBEHHO, MO0 MOCPEICTBOM CBOMX (DEPMEHTATUBHBIX aKTHBHOCTEN), a
uHpopMalUsg O CTPYKType M KOJIMYeCTBE OCJIKOB KOAMPYETCS TEHETHMUYECKUM alapatoM KIETKH,
BO3MOKHOCTH ISl PETYIISIUN UMEIOTCS Ha BCEM ITyTH JKCIPECCHH KOTUPYEMOH OpraHM3MOM HH(OpPMAIUH.
WNubiMu cnoBamu, perymsimus Bo3MoxkHa kak Ha myTta oT JJHK k PHK (mpu tpanckpuniun), tak u or PHK
OenKy (mpu TpaHcAuuM). B 000oux cioyyasx 3KOHOMHS peCypcoB OpraHM3Ma JIOCTUTAETCS 32 CYET BBIKITIOUCHHS
OYCHb YHEPTOEMKHX IPOIECCOB OMOCHMHTE3a MakpoMosiekyn - 6enka nmu6o PHK (u, cnemoBarenbHo, Oemnka).
Kpome TOro, Bo3MOXKHa TakkKe PEryJslus Ha ypoBHE OENKOB (KaK MPaBUJIO, aUIOCTEPUUYECKUX (EpMEHTOB,
MEHSIOIUX CBOIO AKTMBHOCTB IIPH B3aUMOJIEHCTBUN C HU3KOMOJIEKYJIIPHBIMH BELIECTBAMM, HAIP., KOHCYHBIMU
MPOAYKTaMH KAaKOrO-TO OWMOCHHTETHYECKOTO IyTH). 3JeChb MNPOHCXOOUT HSKOHOMHS SHEPrud IpHU
WHTUOMPOBAHNY SHEPTrOEMKHX (PEPMEHTATHBHBIX PEAKIINN.

CXeMa: YPOBHU Peryisiliuu (IeHCTBUTEIBHO HYKEH MPOCTON PUCYHOK):

I- norpanckpurnmonnsii (MetmmpoBanue [IHK) - cell cycle; cnmpanmzamust XxpomaTHHa y 9yKapuoOT

I — TpaHCKPUIIIMOHHBIN:

a) MHULKALUS (IPOMOTOPBI+PETYIATOPHbIE OEIKH)

0) TepMuHanys (aTTCHyalus U aHTUTEPMUHALIHS )

III — mocTTpaHCKPUNILIMOHHBIN:

a) crabunbHOCTE MPHK (1p0S)

0) naurmarys tpancisnuu (cold shock)

IV — mocTTpaHCISIITMOHHBIN: PEryJIAns METab0Iu3Ma MOCPEACTBOM OCIIOK-0ETKOBBIX B3aUMOCHCTBUN 1
Mou(UKAIMK OENIKOB; aJIIOCTepUUEcKas PeryJssiius (XeMOTaKCHUC)
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A priori MOXHO TIPEIIONI0XHUTh, YTO UMEHHO PETYJISAIMS Ha CTAIHH WHULUAIMKA TPAHCKPUIIHUU OyIeT
HaubOosnee >(QQPEeKTUBHON — perymsius Ha Ha4YalbHBIX dTanax JIMHHOTO MYyTH JKCIPECCUU Te€HETHYECKOM
nH(poOpMalMK SIBHO NpPHUBENET K HaMOOJbIIEH 3KOHOMUHU pecypcoB KieTkd. HaBepHoe, MMEHHO MOATOMY
TPAHCKPUIILIMOHHAS PETYJISALMUS SIBISETCA Ha HACTOSIIMM MOMEHT HauOoliee M3YYeHHOU (XOTs, CKOpee BCEro,
3TOT YPOBEHb PETYJISALUH ICHCTBUTEIBHO HauboJIee 4acTo UCTIONb3yeTcsl KieTKoi). C Hee MBI M HAaUHEM.

1.1 OneponHasi opranuzanms 0aKTepruaJIbHbIX T€HOB

HcTopuuecku CIOXKWIOCH TakK, 4TO IMEpBBbIE PadOTHI MO PEryJSAUN MeTabonu3Ma ObUIM CAENaHbl MpU
W3yYEeHUM YyTHIM3AlMK JIakTo3bl Oaktepusimu Escherichia coli. Jlns ommcaHust JakTO3HOTO MeTa0OIM3Ma
XKako0 n Mono B 1961 r. BBenin TepmuH "onepon". OnepoH, Kak Bbl IOMHUTE, MPECTaBIIsAET COOOH Ipymiy U3
JIBYX WM 00Jiee CTPYKTYPHBIX I€HOB (MHOTAA TOBOPST U O MOHOLMCTPOHHBIX, T.€. COJEPKalIUX OJUH I'EH,
OllEepOHax), KOJUPYIOIIMX TECHO CBSI3aHHblE MEXAy Cco0oi  (yHKIMOHANBbHO O€JNKH, COBMECTHO
TPAaHCKPUOUPYEMBIX U HAaXOJALIMXCS MOJA OOIIMM KOHTpoJieM. Takoil KOHTPOJIb OCYIIECTBISIETCS MPOAYKTOM
pPETryIsTOPHOIO T€Ha, JACUCTBHE KOTOPOIO  OCYIIECTBIISICTCS  4Ye€pe3  ONeparop  HaxOAsIIMWCA B
HETOCPECTBEHHOM OJIM30CTH K MpoMoTopy. Kak mpoMoTop, Tak W omeparop SBISIOTCS KOPOTKHUMH (Iapy
JIECATKOB HYKJIEOTHI0B) nocnenoBarenbHocTsiMu JTHK, npeamecTByonuMu KOHTPOIUPYEMBIM CTPYKTYPHBIM
TEHAM.

PaccMmoTpum cTpykTypy abCTpakTHOrO onepoHa noapooHee. OH COCTOUT U3 CIEAYIOIIUX 2JIEMEHTOB:

1. IIpomotop - yuacrok JIHK, ¢ xoropeim mpoucxoaut cBssbiBaHue PHK-momumepassl m KoTopbiid
ompeenseT Touky Hadana TpaHckpuniuu. Tunuuansiii npumep - TTGACA - 17 bp - TATAAT. B 3aBucumoctu
OT THUNa MpoMOTOpa (a TOYHee, OT THUMA pacno3Haromel ero curma - cyobenunuubl PHK monmmepassr)
KOHKpETHasi I0CJIe10BaTeIbHOCTh IPOMOTOPA BapbUPYeET.

2. Operator - y4acTOK CBSI3bIBaHUs perysstopHoro Oenka. Pasmep - okono 20 bp. Pacnonaraercs B
HETOCPEJCTBEHHOW ONM30CTH K MPOMOTOPY HIM K€ TIEpeKpbIBaeTCs € HUM. B cilydae HeratuBHBIX
PEryJIATOPOB, WM PENPECCOPOB, ONEPATOP, KAK MPABUIIO, PACIOIAraeTCsl HEIMOCPEACTBEHHO 3a IIPOMOTOPOM,
WIA TIEpEKphIBAaeTCd C HUM. B cilydae TO3UTHBHBIX PEryJsITOPOB (AaKTUBAaTOPOB) OINEpPaTop OOBIYHO
pacrosiaraercsi nepej; IpoMoTopoM. B mro0om cilydae CBs3bIBaHME PETyJIATOPHOIO Oe€llka ¢ OIepaTopoM
MEHSET YacTOTY MHUIMALMU TPAHCKPHUILUU. Y MHOTHX (BO3MOXXHO, Y OOJBIIMHCTBA) ONEPOHOB UMEETCS HE
OJIMH, a HECKOJIbKO CAalTOB CBS3BIBAHHS C PETYJIATOPHBIMU OEITKaMH, KOTOPBIE HE 0053aTEIBHO PaCIoIararoTCs
PSI0M U MOTYT BOOOIIE HAXOAUTHCS TI0 pa3Hble CTOPOHBI OT IpOMOTOpa. B 3Tux ciayvasx repmus "onepatop" B
KJIACCUYECKOM CMBIC/IE CTAaHOBUTCS HEYNOOHBIM, B CBSI3M C YE€M cedyac yalle MpOoCTO TOBOPSAT O cailtax
CBSI3bIBAHUS PETYJIATOPOB.

3. CtpykTypHble reHsl. KoaupyroT 6enku, HermocpeacTBEHHO MPOU3BOIAIINE PEHOTHITHYESCKIA Y PEKT.
VIMEHHO 17151 KOHTPOJISL UX 9KCIIPECCUH, COOCTBEHHO, U CYIIECTBYIOT ONIEPOHHBIE CTPYKTYPbI BMECTE CO CBOUMH
peryasTopamH.

4. TepMuHATOp TpaHCKpUNIMHU. 31eCh 3akaHunBaeTcs cuure3 MPHK.

He BxoauT B omepoH, HO SBISETCS HEOOXOIMMOH YacCThIO PETYJISATOPHOM CHCTEMBI T'€H-PEryJIsTOp,
KOJIUPYIOIINI PETYJISATOPHBIN OEIOK, CBS3BIBAIOIIUICS C oOrnepaTopoM. ['€H-peryisrop MOXKET HaXOIUThCS
PAIOM C KOHTPOJIMPYEMBIM UM OIEPOHOM, HO YacTO PACIOJIaraeTcs COBCEM B JAPYIOM Yy4acTKE XPOMOCOMBI.
[TouTH Bcerna y reHa-peryssropa cBo NpoMOTOp U TEPMHUHATOP.

B perynsuuum yudacTBYIOT, Kak MpaBWIO, U HU3KOMOJIEKYJIIpHbIE BellecTBa-3((eKTOpsl, SBISIOIINECS
a100 MHAYKTOPAMH, JTHOO KOPEIPeccopaMu CTPYKTYPHBIX TCHOB.

B 3aBucuMocTH OT BIMSHHMS Ha HUX pabOTy HHU3KOMOJEKYJSPHBIX MOJEKYJI-3((eKkTopoB pazmuyaror
UHAYIHOeNbHBIE M penpeccHOenbHble (-pyemble) ONepoHbl. B 3aBUCMMOCTH OT 3(QeKTa CBSI3bIBAHUSL
PEryJIATOpPHOro Oeska ¢ ONepaTopoM ONEPOHBI MOI'YT MMETh HETaTUBHBIA WM MO3UTUBHBIN KOHTpousb. T. 0.,
MO>KHO BBIJIEIMTH YETHIPE TUIIA ONIEPOHOB!

(THIIBI OITIEPOHOB)

(MpUHLMIIBI Pa0OTHI B KAXKIOM CIIydae)

lac onepon

lacZ - rugponus g0 TiI10 U rajga
lacY - ramakro3uanepmeasa



lacA - rasakro3uaTpaHcaneTuIaza

0€3 JIaKTO3BI - CJIEJIOBBIE KOJIUY TPEX OEIKOB
C JIaKTO30# K-BO cTp OenkoB yBenuuuBaetcs B 1000 pas.

TeH-PETYJSITOP JIAKTO3HOTO orepoHa - lacl, - xomupyer Oenok-pempeccop. B aktuBHOU (opme 3TO
terpamep. Kietku ¢ nnaktuBanueit lacl KOHCTUTYTUBHBI IO CHHTE3Y BCEX TpeX (PepMEHTOB.

Ecnu B KkieTke MOSBISETCS MHIAYKTOP, OH KOHKYPHUPYET C OIEpaToOpoM 3a MOJIEKYJbl perpeccopa.
CBs3pIBaHME HMHIYKTOpPAa C PEMpeccopoM OcBOOOXkmaeT omeparop u mo3Boiser PHK-mommmepase HauaTh
TPAaHCKPUILUIO. B kKauecTBe MHIYKTOpAa MOKET BBICTYHATh JaKTO3a (BepHEe, ajlIoNaKTO3a) U elle HECKOJIBKO
caxapoB M WX HEMETa0OIM3HpPYEeMbIX aHajoroB. Jla)ke B OTCYTCTBHE HWHIyKTOpa 0a30Bas aKTHBHOCTb
rajakTo3unepMeassl JOCTaTOUHA, YTOObI 00eCTIeYUTh TPAHCIIOPT UHIYKTOPA B KIIETKY.

OmHako OJHO TOJIBKO CHSTHE PENPECcCHH HEAOCTaTOYHO [UIsi  oOecreueHus HaOIr01aeMOoro
THICSTYEKPATHOTO YBEIIMYCHHS TPAHCKPHUIILIUY TeHOB onepoHa. Kak okaszanoch, lac-omepoH HaXOAUTCS TaKkKe U
Mo/ BIMSTHUEM TO3UTHUBHOM peryisuuu. HemocpeacTBeHHO mepen mpoMoTopoM lac-omepoHa pacmoJiaraetcst
caiiT cBsi3piBaHusl ¢ akTuBaTopHbIM Oenkom CAP (Catabolite Activator Protein, CRP) unu BAK (BPL).
CBsi3pIBaHHE ATOTO O€IKa CO CBOMM OMNEpPaTOpOM MPUBOIAUT K YCWICHHIO TpaHCKpurimu omepoHa. CAP
SBJIAETCS anmoOMHIyKTOpoM, U Juis cBsi3eiBanust ¢ JIHK momken obpazoBath xommiieke ¢ HAM®. Kommeke
CAP-cAMP wurpaer poyib B sIBICHHH, HAa3bIBAEMOM KaTaOOJMTHOW penpeccruell WIH TIFOKO3HBIM dPPEKTOM.
CyTb 3TOTO SIBICHHS, KOTOPOE MBI OyJieM OoJiee AeTaabHO paccCMaTpUBATh MO3/IHEE, 3aKII0UYAETCS B TOM, YTO B
MPUCYTCTBUU TIIOKO3BI YTHJIM3AIUS IICJIOTO PsJla NCTOYHHKOB yriiepoja (B T.4. W JIAKTO3bI) WHTHOUPYETCS.
[IpuumHOil 3TOrO sBNIAETCS CHMXKEHHME KOHIeHTpauun HAM®, u cinepoparenbHo, koMmiiekca CAP-cAMP,
AKTUBUPYIOIIETO TPAHCKPUIILUIO.

JAnaykcus

1.2 Kak paGoTaroT perysiTopHbie Oeaxku?

Ceszvisanue pezyniamophuix beaxos ¢ JJHK

UroObl TOHATH [JEHCTBUE PETYJIATOPHOTO MEXaHW3Ma, HEOOXOIUMO 3HaTh, KaK MPOUCXOTUT
B3aUMO/ICIICTBHIE OelKa-peryJsiTopa ¢ OnepaTopoM.

Bcnomnure crpykrypy JHK.

- OOJIBIIION W MAJTBIH JKEITO0KH

- ATOMBI, JeKaIKe BAOJIb KpaeB map OCHOBaHUU "cMOTpST" B 3TH keno0ku. Kaxaoil mape ocHOBaHUM
COOTBETCTBYET CBOW HAOOp XMMHUYECKHMX TPYII, KOTOPBIH MOXKET y3HaBaTh OelokK. (3TO HE Te TpyMIbI,
KOTOpPBIE YUaCTBYIOT B KOMIUIEMEHTApHOM crapuBaHuu ocHoBanwmii). Bece JIHK-cBs3piBaronme Genku MMeroT
BBICTYTIBI, BCTpauBaromuecs B OONbIION (Kak MpaBWiIo) kelo0oK W "uuTarommue" IMOCiea0BaTeNbHOCTh
ocHopanuii JIHK.

1. Omneparop. Bce 0. moutu cUMMeETpUYHbI (MaJUHAPOMBI). Pa3Hble calThl, B3aUMOJEHCTBYIOIINUE C
OJHUM U TeM Xe OEJIKOM, CXOJHBbI, HO HE WACHTUYHBL. Pa3ziuuus B MOCIe0BaTEIbHOCTH OOECIEeYUBAIOT
pa3IMYHOE CPOJCTBO OEIKOB K pa3IMYHBIM ONEPATOPHBIM CalTaM.

2. Pemnpeccop. Pempeccop o06s3an umers JIHK-cBs3piBaromuii gomeH. B omHom wu3 Haumbonee
pacipoCTpaHEHHBIX CIIy4aeB €ro OCHOBY COCTAaBISIIOT JBE OL-CIIMPAIM, PACIOJOKEHHBIE MOJ YIJIOM ApPYr K
JpyTy T.0., UTO OJIHA U3 cCHHpajeil toxurcs B 6onpiryio 6opo3aky JHK. Kpome Toro, yacte OeiaxoB nMeeT Ha
N-konme rubkyro "pyky", oxBarbiBatomyro Monekyny JHK co cTopoHbI, MpOTHBOMOIOXHOW Yy3HAIOIIEH
cnupanu. T.o., 6enok MoxeT npouyHo cBszatbes ¢ JJHK Tompko B ToM ciydae, eciii MMeeTCs COOTBETCTBHE
Mexay OokxoBeiMu TemsiMu AK  y3Hatomei anmbda-crimpanu u QyHKuuoHaimbHbIMEH rpynmamu JHK,
SKCTIOHUPOBAHHBIMU B 00JbIION keno0ok. Ouenp vyacto JIHK-cBs3piBaromnue Oenkd MMEIOT BTOPOUM JOMEH,
OTBEYAIOIIUH 3a AuMepu3anuio Oenka. [Ipy HanMumKM Takux JOMEHOB Cuila CBs3bIBaHMA penpeccopa ¢ JJTHK
pe3ko Bo3zpacTaeT. IMEHHO MO3TOMY OIEpaTOpbl MMEIOT CTPYKTYpPY NATUHAPOMA - C KaXKIOW IOJOBUHOM
oreparopa B3aMMOJCHCTBYET OJHAa MOJIEKyla OejKa, NPUYEeM CBS3BIBAHUE OJHOM MOJEKYJBl YCKOpSET
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CBSI3bIBAHUE BTOPOM, B pPE3yJIbTaTe CHUJIA CBSI3bIBAHUS PEryJISTOPHOro Oesika ¢ omepaTopoM Bo3pacTaer. Takoe
SIBIICHUE HA3bIBAE€TCS KOOMEPATHUBHOCTHIO. bonee Toro, 3a4acTyro onepaTropHble CalThl pacIoyiaratoTcs PSAIOM,
U TOI/Ia CBA3BIBAHWE OJHOTO JuMepa Oelika MOXKET KOONEpaTHUBHO CIHOCOOCTBOBATH CBS3BIBAHUIO BTOPOTO
Iumepa.

Pe3ynpTaTOM KOONIEPAaTUBHOTO CBS3BIBAHUS SIBISICTCS CHTMOMIHASL KPUBAsi 3aBUCUMOCTH 3(PPEKTUBHOCTH
TPAHCKPUIILUU OT KOHILIEHTPAIMK perpeccopa (WM aKTUBaTOpa). DTO 00ecTeyuBaeT JErkKoCTh MePEeKII0UeHUS
PEryJISATOPHON CUCTEMBI U3 OTHOTO COCTOSIHMSL B IPYTOE.

KakoB e pe3yibTaT CBA3bIBaHMS PEryJIATOpHOro Oeska ¢ omepatopoM? B cimyuae permpeccopoB Takoe
CBSI3bIBaHUE JTHOO CO3/AaeT CTepUIeCcKoe 3aTpyaHeHue Uit csi3piBanus PHK-nonmMepassl ¢ mpomoTopoM 0o
MPEMATCTBYET AajibHeleMy npojasmxkeHnto PHK-nomumepassl B Tex ciaydasix, KOTaa onepaTop pacroyiokeH
mocye nmpoMoropa. B ciaydyae akTHBaTOPOB BO3MOXHBI HECKOJIBKO MEXaHH3MOB:

- HEMOCPEJCTBEHHOE B3aMMOJICHCTBHE aKTHUBATOpa C IOJIMMeEpasoil, obecnednBatoliee Oojiee CHIbHOE
CBSI3bIBAHUE C IPOMOTOPHOM 00J1aCThIO;

obneryenne nokambHOrOo pacmuieranus JIHK B oOmactu mpomoropa (HE0OXOoAMMOTo Ijisi WHUITMAIIAN
TpaHCKpHUNuuu) 7100 3a cyer BHecenus usruba B JIHK 1mbGo 3a cuer yBenuueHUs OTpULATETIHHOMN
CYNEPCKPYUEHHOCTH.

TmarenbHbIN aHaK3 psiga onepoHoB E. coli mokasan, 4to yacTh 6€NKOB, NEPBOHAYAILHO OMMCAHHBIX KaK
penpeccopbl, MOKET paboTaTh M akThBatopamu (M HaoOopoT). J[Ba kiaccuueckux npumepa — cl u BAK.
Pazmmunbiii 3QPexT cBA3bIBaHUS OJHOTO M TOTO ke Oelika ¢ MPOMOTOPHOHN 00JaCThI0 OOBSCHSETCS TPOCTO.
Pemnpeccust mporcxoauT MpU CBA3BIBAHUU Oelika TaM, TJIe OH MOKET IpenoTBpaTuTh cBs3biBanue PHK-II umu
akTuBaropa. J{is oka3aHus e aKTHBATOPHOTO JACWCTBUS OEJIOK TOIHKEH 001a1aTh CIIOCOOHOCTBIO CBS3BIBATHCS
¢ PHK-IT (o6pryHO 3TO cmaboe, HO creuuduyeckoe CBsA3bIBaHWE) W HUMETh calT cBsi3piBanus ¢ JIHK B
HETOCPECTBEHHOM OJIN30CTH K IPOMOTOPY.

Lac penpeccop

TeTpamep

KOOIIEpaTUBHOE CBA3BIBAHUE C JIBYMS OllepaTopamMu

10 xonuii Ha KIETKy

4000 myTanToB JH Miller'a

Gal penpeccop

TUMEp

noxos Ha Lacl, Ho kopoue ¢ C-koHIa (y4yacTByromero B hoopmupoBanuu terpamepa y Lacl)

JUTSL PETPECCUN HeoOXOIMMO CBSI3bIBaHHME ABYX nuMepoB (Gal pempeccopa ¥ THCTOHOMOJO0HOTO Oeiika
HU mexny Humu.

[Touemy numep?

1.3 BzaumopaeiictBue peryasaTopHubix 0eakoB ¢ PHK-nosnmepasoit

BakTepuanbHble TPOMOTOPBI COAEPKAT CreNU(PUUECKUE IIEMEHTHI, paclio3HaBaeMble XOJ0(PEepPMEHTOM
PHK-nommmepassl. I'ekcamepsr —10 1 —35 pacmo3HaroTcst crieuuuecKUME MOBEPXHOCTSIMU obnacteit 2 u 4 o-
cyovenununbl PHK-nmonmumepassl. Kak mnpaBuio, OJHUX 3STHX T€KCAMEPOB OKAa3bIBAETCS HEIOCTATOYHO.
PacmoniosxeHHbIE BBIIIE 3JIEMEHTHI BXOAAT B KOHTAKT ¢ KapOOKCHU-KOHIIOM o-cyObenuuuisl PHK-monumepassr.
Hekoropsle mnpoMOTOpB, K TOMY K€, HMMEIOT paclMpeHHbli —10 »JIeMEHT, KOHTaKTHUPYIOUIUH C
JOTIOJTHUTEBHBIM pailoHOM obmactu 2 o-cyobeauauisl PHK-mommmepassl. PasHple mpoMOTOpBI MMEIOT
pa3nuYHble KOMOWHAIIMM JTHX OJJIEMEHTOB, M B psAAE CIy4aeB Y3HABAHHS OTUX JIOTIOJHUTEIHHBIX
MOCJIEI0BATEIBHOCTEN OKa3bIBAETCS JOCTATOYHO JJIsI MOJHOIIEHHOTro cBsA3biBaHus PHK-monmmepasbl, HO B
OOJIBIIIMHCTBE CIy4aeB JJiI HOPMAIBHON WHUIIMAIIUU TPAHCKPUIILIUKA HEOOXOJAMMO MPUCYTCTBHE aKTHUBATOPA.
AKTHBATOp MOXET ObITh HEOOXOJMM JJI1 HadalbHOTO cBs3biBaHuss PHK-momumepassl ¢ mpomotopom, st ee
M30MEpH3aIlMi U3 3aKPBITOTO B OTKPBHITHIA KOMIUIEKC, JIMOO IJIi OCBOOOXACHHS MpPOMOTOpa (Havana
COOCTBEHHO TPaHCKPUIILIUN).

JIBe Monenu ObUTH TIPEJIOKEHBI A OOBSICHEHHs JEHCTBUS aKTHBATOPOB. B COOTBETCTBHM C MEPBOil U3
HUX aKTUBATOP BCTyIaeT B HenocpeacTBeHHbIN KOHTakT ¢ PHK-II. Bropas monens npeanosaraeT OTCyTCTBHE
HenocpeacTBeHHOro kontakta ¢ PHK-II; mo sToif Moaenu aktuBaTop M3MeHseT KOH(GOpPMaIMU MPOMOTOPHOM
JIHK, obGneryast MHUIIMALMIO TPAHCKpUIIIIMK. BTOpas Mojens TOBOJIBHO YacTO MPUBJIEKATACH ISl OOBSICHEHUS
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Mexanusma nericteusi BAK, HO B HacTosiee Bpemsi OOJIBIIMHCTBO (PAKTOB CBUACTEIBCTBYET B MOJIb3Y MEPBOM
MOJIETIU 1aXKe JIJIsl 3TOro Oenka.

B cooTtBercTBHM ¢ MecTOM KOHTakTa akruBatopa ¢ PHK-
I1 aKTHBATOPHI MOXHO TIOAPA3AETHTh HA CIEAYIOMHe rpymmsl
(Puc. 1.1.)

Koumaxmupyrowue ¢ kapboxcu-kOHyom Q-cyobeouHuybl
PHK-II (aCTD)

Haubonee wu3ydyeHHbIM MpenCTaBUTEIEM JTOrO Kiacca
apisterca  BAK. Cair cBsa3pIBaHHUS JUIL  3TOro  Oelka
pacnojiaraercs nepea —35 nmociaeaoBaTeabHOCThI0. MHTEpecHo,
YTO CalThl  CBS3bIBAaHMS  aKTHBAaTOPOB  JTOrO  Kjacca
pacrnojaraloTcs Ha pPa3IMYHBIX PACCTOSHUSX OT IMPOMOTOpA.
210 00BsicHsIeTCsa cTpykTypoit aCTD. Dta cyonreannaunia PHK-
MIOJINMEpa3bl COCTOUT U3 ABYX JOMEHOB, COEIMHEHHBIX MEXY
c000#1 THOKMM JTMHKEPOM. N-KOHLIEBOI JOMEH KOHTAKTUPYET C - Y o
apyruMu  cyosemuannamMuy  PHK-monmMepassl M HOSTOMY memsmops
xecTko 3adukcupoBan, Torga kak oCTD  mocratouno
MOJBWKEH W TO3TOMY  MOXET  KOHTAaKTHUPOBaTh  C
aKTUBATOpaMH, YJAJICHHBIMH Ha pa3UYHOE PACCTOSHHE.
EctectBeHHO, 3TO BO3MOXHO, TOJBKO €CIM aKTHBATOP
koHTaktupyer ¢ JIHK c Ttoit »xe croponsl, uro nu PHK-II
I[Tostomy BAK Moxker akTUBUpOBaTh  TPAHCKPHUIIUIO,
cs3biBasich ¢ JIHK B o6mactu —61 (kak y lac mpomotopa), mu6o
B mo3unuax —71, -81, -91.

KakoBa xe poar oCTD B »3TMX mporeccax?
OKCIIEPUMEHTEI € 3aMELIEHUMEM aAMUHOKHMCIOTHBIX OCTAaTKOB (g
MMOKAa3bIBAIOT, 4YTO Ui akThBaumm HeoOxogmma JIHK-
CBSI3BIBAIOIAsl TIOBEPXHOCTh, a TAKXKE HEKOTOpPHIE OCHOBAaHUS,
HEOOXoauMBbIE Ui B3aUMOAEMCTBHSI €  KOHKPETHBIM
aktuBatopoMm. KakoBa e ponb Takoro B3aumojeicTBusi? B A
skcnepuMenTax 1o 3amemieHuro oCTD kapOOKcH-KOHIIEBBIM -35
JIoMeHOM penpeccopa ¢ara A (cl) ObUTO TTOKA3aHO, YTO TaKas
rubpunnas cl-oo cyObemuHuiia crnocobHa oOecmeynBaTh
AKTHBAllMIO ~ TIPOMOTOpa  TIPU  B3aUMOJEHCTBHM  C Puc. 1.1. KonTakThl akTHBaTOpa
HoJHOpa3MepHEIM ¢l Ha mpoMoTope ¢ caliToM CcBA3bIBaHUS C cl. Tpanckpunuuu ¢ PHK-nosiumepasoi
ITockonpky cTpykTypa cl COBEpIIEHHO OTIMYHA OT TaKOBOMU
oCTD, 3TO CBUAETENBCTBYET O TOM, YTO JIIOOOW OTOJHUTENBHBIH KOHTAKT C MPOMOTOPHOW 00JacThiO
CIOCOOCH yCHIIMBATh TPAHCKPHUIIINIO, HE U3MEHSS JoKanbHOU cTpyKTyphl JJTHK.

Axmusamopul, konmaxmupyrowue ¢ o -cyévedunuyeii PHK-nomumepasoy

A Ttounee, ¢ ee obnacteio 4. Hambonee u3yuen mpumep Oenka cl OGakxrepmodara A. B kauecte
aKTHBATOpa ATOT OCJIOK CBS3BIBACTCS C CAWTOM, MEPEKPBHIBAIOIMIKUMCS C —35 3nemMeHToM mpomoTopa Pry. B
OTJIMYUE OT MPEIbIAYIIEro Kjiacca akTUBATOPOB MO3UIMS CaliTa CBSI3BIBAHUS B JAHHOM Clly4yae ONpeeisieTcs
JIOCTATOYHO JKECTKO (ITOCKOJIBKY TO3HIHS G [0 OTHOIMICHHIO K POMOTOPY TOXKE KECTKO (PHKCHPOBAHA).

Axmusamopwi, konmakmupyrowue ¢ opyeumu ooaracmamu PHK-nonumepasvi

[IpuHUMn NeHCTBUS pacCMOTPEHHBIX BBIIIE MPUMEPOB AKTUBATOPOB OCHOBAH HAa CTAOMIIM3AIMM yXKe
cymectByronux koHTaktoB ¢ JIHK nByx moBepxuocteit PHK-I1. D10 Hanbonee mpocToi myTh, HO UMEIOTCS
IpUMEPbl U KOHTAKTOB aKTUBAaTOpPOB ¢ Jpyrumu yuyactkamu ( u cyopeamnuuamu) PHK-II. Tor xe BAK
KOHTakTUpyeT ¢ N-KOHLEBbIM JOMEHOM O-CyOBEIMHHUIBI B TEX CiydasX, KOIJla CalT CBSI3bIBAaHUS
nepekphIBaeTcss ¢ obmacteio —35 mpomotopa. benok DnaA aktuBupyer mpomotop Pr dara A 3a cuer
KOHTakToB ¢ ' cyoweaunuuneiit PHK-II.

Axmusamopwi, umerowue 0ea konmaxma ¢ PHK-I1.




B Tex ciydasx, Korza akTUBAaToOp CBA3BIBAeTCs ¢ 001acThio —35 mpomoTopa, aCTD He MoxeT 00pa3oBaTh
koHTakT ¢ JIHK B 0OBIYHOM MecTe M cMemniaeTcsl BhIIe. B HEKOTOPBIX CydasX B TaKOW MO3WIIMHA BO3MOXKHO
oOpa3zoBaHue aomnoiHuTesnbHOro KoHrakta oCTD ¢ aktuBatopom. Ilpumepom akTuBaTopa, 0o0pas3yroLIero
TaKOW TBOMHOM KOHTAKT, siBisieTcss FNR (aktuBaTop sKcripeccuu pymapar penyKkTassl U HUTpAT penyKTassl). B
ciaydae 3Toro Oenka ojHa cyObeAWMHHUIIA €ro auMepa KoHTakTtupyer c¢ o-dakropom PHK-II, a apyras
cyObenuHunia KOHTakTHpyeT co cmenieHHbIM oCTD. Takum oOpa3om, kaxmas cyobemunuia FNR
KOHTaKTHUpyeT co cBoeit obmacteio PHK-II. Takas xe cutyanust xapakrepHa st 9acté Tex bAK-3aBucuMbIx
IIPOMOTOPOB, ¥ KOTOPbIX cailT cBa3biBaHMs BAK nepekpsiBaeTcs ¢ obmactbio —35. Kak yke ToBOpHIIOCH BBIIIIE,
B TaKUX ciydasx ofHa cyoweaununa bBAK xonraktupyer ¢ N-KOHLEBbIM JoMeHOM o-cyObeaunuiel PHK-IT.
Hpyras ke cyobenuanna BAK moxer 00pa3oBbIBaTh JONOIHUTENbHBIH KOHTAKT ¢ olCTD.

Axmusamopuwi, oeticmgyrowjue nymem usmeHeHus KOHGopmayuu npomomopa.

[Ipumepom Takoro axrtuBaropa sBisercs Oemok MerR tpancmosona TnS501. Jlumep sTtoro Oemnka
CBSI3BIBAETCS C CATOM, PacmooKeHHBIM Mexay —10 u —35 obmactsimu npomoTtopa. CBsI3pIBaHHE MOHOB PTYTH
BBI3BIBAET KOH(POPMAITMOHHOE U3MEHEHHE, 3aKitoyaromeecs B packpyuuBanuu JIHK-murenu, 4ro npuBoauT K
MpaBUIILHOMY pacmoyioxkeHuto —10 u —35 obacteir mpoMOTOpa U COOTBETCTBEHHO MO3BOJIsIET cBsa3aThess PHK-
nojumepase. Eiie oHUM IpuMepoM Takoro peryisaropa siBisercss SoXR (perynsarop OKUCIUTENBHOTO cTecca,
KOTOpBI MBI OyZeM paccMmaTpuBarh mo3faHee). K 3ToMmy ke Kinaccy OTHOCSTCS aKTHUBATOPbI, CBSI3bIBAHUE
koTopeix ¢ JIHK BBOOUT B cTpykTypy mocneaHei pe3kuit u3ru6. Het monHoit scHOCTH ¢ MEXaHU3MOM PadOThI
TaKUX aKTHBATOPOB TPAHCKPUIILIMU. 37€Ch BO3MOXKHBI J]Ba BapHaHTa — KOHTAKT C «00paTHoiD» cropoHoir PHK-
IT u xordopmarmonnoe usmeHenue crpykryps JJTHK.

Haxkoner, cymecTByIOT IpOMOTOPBI, 3aBUCSINUE OT ABYX (M Ooyiee) akTUBaTOpOB. Takasi MHOYKECTBEHHAs
3aBHCUMOCTh OOBIYHO NPUBSA3BIBAET AKTUBHOCTh IPOMOTOPA K pa3iM4YHbIM (U3MOJOTHYECKUM CHrHajiam. B
TaKUX CUTyalUsIX BO3MOXKHBI 4 MEXaHM3Ma COBMECTHOT'O IEUCTBUS ABYX PETYJIATOPOB:

e cBm3eBanne ¢ JIHK omHOro akrmBaropa MoOKeT 3aBHCETh OT JApyroro (u HaobopoT). Hecmorps Ha
IIPOCTOTY, IPUMEPOB TAKOTO pojJa JUIsl IPOKAPUOT HE OMUCAHO (OMMUCAHBI AJIs 3YKapHOT);

e CBS3BIBAHME OJHOIO0 aKTUBAaTOpPA MOXKET NPUBOJAUTH K MEPEMEUICHUIO APYTrOro aKTHBATOPa U3 MACCUBHOU
MO3UIIMU B TIOJIOXKEHUE, U3 KOTOporo oH MokeT B3aumojeiictoBath ¢ PHK-II. Ilpumep — BAK u MalT na
malK npomoTope: - cBs3piBanue bAK nepemenraer MalT

® AKTUBATOPbI MOTYT 00pa30BbIBaTh He3aBUcHUMbIe KOHTAkThl ¢ PHK-II. B Takux ciydasx onuH akTHBaToOp
CBsI3bIBa€TCs B pailoHe —35 00J1IaCTH U KOHTAKTUPYET C G, a Apyroil — upstream, u koutaktupyet ¢ oCTD.

® pOJIb BTOPOIO aKTMBATOPa MOXKET 3aKJIF0YATHCS B IIPEIOTBPALLICHUH ICUCTBUS perpeccopa.

Promoter occlusion
1.4 ApaGuHO3HBIH ONEPOH

B kaudecTtBe mnpumepoB cucTteM C 0ojee CIO0XHBIM KOHTPOJEM paccMOTpuM ara omepoH E. colli.
PaccMmoTpeHHBIi paHee /ac OMEepoOH MOXKHO CUYHTATh HMPUMEPOM “TIPOCTON” peryisiuu. XoTs B ciydae lac
OTllepOHa JIEHCTBYIOT JBa OeNIKa-peryisiTopa, a MMEHHO OCYLIECTBIISIOMINN HEraTUBHBIA KOHTPOJb PErpeccop
Lacl u axtuBatop tpanckpunuuu BAK, neiictBue 3Tux 6enkoB APyT OT Apyra HE 3aBUCUT, U Mbl (JaKTUUECKU
MMEEeM JIBE MPOCTBHIX PEryJIITOPHBIX cUcTeMbl. B ara omepoHe oauH u TOT e Oenok (mpoaykT reHa araC)
MOJKET BBITMIOJHATH KaK PEMPECCOPHYI0, TaK U aKTUBATOPHYIO (QYHKITUH.

Bcero 3a yrunu3zanuio apaOMHO3EI 0OTBEYAET 6 TCHOB — MATh CTPYKTYPHBIX U OJIUH PerysaTopHbli (araC).
Tpu rena oOpasyror omnepoH, araBAD, xotopslii M peryaupyercs mnpoaykrom rera araC. T'en araC
pacronaraercsa mnepen omnepoHoMm araBAD, Ho otneneH oT Hero 147 mapaMu OCHOBAaHMM M CUUTHIBACTCS B
MPOTHUBOIOJIOKHOM HampasiieHHd. Eme nBa reHa, araE M aral’ He cueuieHsl HU JIPYTr C JPYyroM, HU C
kiactepoM araCBAD, T.e. pacnojlararoTcsi B COBEPILIEHHO IPYroM pailoHe XpOMOCOMBL. TeM He MeHee, 3TH JBa
reHa MOJIBEPKEHbI TOM ke CUCTEME PETYJISILHU, T.€. B UX IPOMOTOPHON 00JIaCTH UMEIOTCSI CaliThl CBSI3bIBAHUS
npoaykra araC. Takas opraHu3anysi Ha3bIBAaeTCs peryjoHOM. MHbIMU clloBaMu, PETyJIOH — Ipyla IeHOB U
(W) OTMEpOHOB, KaK MPaBUIIO, HEOOXOMWMBIX JJISi BBITIOJHEHHUS OJHON (DU3MOJIOTUYECKOW (PYHKIMH, HE
CIETUIEHHBIX MEXy CO00M, HO HaXOISIIIMXCS TOJT OOIIMM KOHTPOJIEM.

I'enernueckoe n3ydeHne apaOMHO3HOTO ONEPOHA YKAa3bIBAJIO HA TO, YTO TeH araC NOKEH KOAMPOBATH
KaK pernpeccop, Tak M aKTHBATOp TpaHCKpunuuu. OKa3aloch, YTO HEMOCPEACTBEHHO MPOIYKT  SIBISETCS
perpeccopoM, HO TMPUCOETUHEHUE HWHIAYKTOpa (apaOMHO3bI) HE TOJIBKO WHAKTHBUPYET peErpeccop, HO H
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TPEBPAIIAET €ro B HHAYKTOp. JTH jBe (GopMbl npoaykra araC HasbiBaioTcs cooterctBerro CP i C™. Jipe
¢dopmbl 6enka C UMEIOT pa3Hble CalWThl CBA3BIBAHUS B oOsacTH Mexay reHamu araC u araB. Kpome toro, B
9TOM ke 00JIacTH pacmoiaraercs calT cBszbiBanus BAK W, KoHeuHO ke, TpoMOTOpHI TeHa araC M onepoHa
araBAD.

Orta obnacts JIHK opranuszoBana cienyromuM o0pa3om

Caint cBa3biBanusi BAK pacnosaraercst Mmexay AByMs MPOMOTOpamMH, MPUYEM CBSI3bIBAHUE KOMIUIEKCA
BAK-UAM® He0o6X0IUMO Ul MHUIMALUMK TPAHCKPHIIIMU B oboux HampasieHusx. Cait cBsaspiBanus C'F
HEepEeKphIBACTCA ¢ MPOMOTOpoM reHa araC, 1modToMy cBssbiBanne C'™ MHrHOMpYET TPAHCKPHIIIUIO CBOETO
cobcTtBeHHOro reHa. TakuM 00pa3oM, B OTCYTCTBUE MHAYKTOpa TPAaHCKpUIIUS reHa araC moJaep >KUBaeTcsl Ha
OYCHb HH3KOM 0a3aJlbHOM YpPOBHE, JIOCTaTOYHOM TOJBKO Ui oOOecreueHus: COOCTBEHHOW pEerpeccu.
[TosiBnenne nHAyKTOpa (apabrHO3bI) BHI3BIBAET OTCOEIMHEHHUE PENPEeccopa U CBA3bIBAHNE €r0 C AKTHBATOPHBIM
caiiToM, pacrnojararomuMmcs Mexay caiitom cs3eiBanusi BAK u mpomoTtopom omepona araBAD. Takum
oOpa3oMm cHumaercs pemnpeccusi ¢ araC U o0ecrneunBaeTcsi CHUHTE3 OOJBIIMX KOJMYECTB €ro MNpOoayKTa,
KOTOpBIi, CBA3BIBASACH C apaOUHO30M, aKTUBUPYET TPAHCKPUIILUIO onlepoHa araBAD.

T.o., B cilyyae TPaHCKPHUIIIHUHA “BICBO” Mbl UMEEM TOUYHYIO KOMHIO MOJEIH PETyJSaIuu lac omepoHa.
Penpeccop C*? unrubupyer tpanckpumnimio araC HakTHIECKH Tak ke, Kak Lacl HHruOupyeT TpaHCKPHIIIIUIO
lac onepona. Y TouHO Tak ke N0oOaBIE€HUE MHAYKTOpa, B JAHHOM Cllydyae apaOMHO3bI, CHUMAET PEIpPECCHIO.
Taxxe aHaJOrM4HO NEUCTBYET U akTUBHMpYROMMK KoMmiulekc BAK-HAM® 1o OTHOWIEHHIO K TPaHCKPHUILUH
“pneBo”. OiHAKoO, B Cllydae TPAHCKPHIILMK “BIPABO’ CUTyalus OOJIce CII0KHAS, OCKOJIBKY 3/1€Ch JIEHCTBYIOT
yKe JBa aKTUBaTOpHbIX Oenka, ToT ke BAK-uAM®D u C™, Caiir csspBanms C™ PacCIIOJIOKEH TaKUM
obpaszom, uro, cBsasaBmuck ¢ JIHK, aToT Oenok MoeT HemocpeicTBEHHO KoHTakTupoBaTth ¢ PHK-
TIOJTMMEpa3oif, 4TO ¥ BBI3BIBACT AKTHBALMIO TpaHCKpUIIHH. Ho mockonmsky caift cesbiBanms C™ pacrionoxen
Mexay npomotopoM U BAK-cBs3biBaronum caiitoM, koMiuiekc BAK-nuAM® pacnonaraercst CIMIIKOM Aaleko,
YTOObI HEMOCPEICTBEHHO KOHTaKkTHUpoBaTh ¢ PHK-nonumepasoil, codupatoieiics yuraTs BIpago.

Kak xe BAK ocymecTBiseT perysuuio B JaHHOM citydae? J[eo B TOM, 4TO IPUMEp C ara ONEPOHOM HE
apisieTcs uckimoueHueM. BAK umeer nBa Tuma pacnosiokeHHsi OTHOCUTEIBHO mpomoTtopa. [lepBwiid —
CTaHJAPTHBIN JUJIs1 aKTUBATOPOB TPAHCKPUIILUYU — MPSMO MEPE] IPOMOTOPOM (HAIIPUMED, B MOJIOKEHUH -72...-
50 y lac onepona unu -50...-23 y gal omepoHa), 4TO MO3BOJSET OCIKY HEMOCPEACTBEHHO KOHTAKTHPOBATH C
PHK-nonmumepazoii. Ho y MmHOrux nmpoMmotopos caidT cBsa3biBanusi bAK pacrnonaraercs 3HaunTenbHO Aanbuie. B
cinydyae ara onepoHa BAK cBsasbiBaercs B mosoxxenuu -107...-78. EcTe u Apyrue onepoHsl ¢ yAalleHHBIM
pacnonoxxenueM BAK-cBs3piBaroniero caita. Bompoc o tom, kak gaeiictByer BAK, ocraercsi OTKpPBITBIM.
CymectBytot ne mojenu. [lepsast oOwscuser aeiictBue bAK uepes 6enkoBbie B3auMoeicTBus. B npuniure,
Jla)ke HE OYEHb CHIJIBHOE B3aUMOJCHCTBHE MEXIy IBYMs O€lIKaMM MOXET OKa3aThCs JOCTAaTOYHBIM IS
cyuectBeHHoro ycunenus cpsizu PHK-nonumepassl ¢ npomoropom. I1po6iieMoil 31eck SBisercs To, 4TO Jaxe
B ciydae gal u lac TMpOMOTOPOB B3aUMOAEWCTBUE IOJKHO IPOMCXOJUTH IO-pa3HOMY, a B Ciydae ara
IPOMOTOpa JIOJKHBI B3aHMMOJAEHUCTBOBAaTh Tpu Oenka. Bropas momens mpeamonaraer, yto 3¢gdexr BAK
onpexaensierca neaukoMm ero cpsseiBanueMm ¢ JJHK. B cootBerctBum ¢ stoii moxaensto PHK-nomumepasa ne
MOJKET cama o0ecrieuuTh nepBoHavanbHoe miasienue JJHK B o6mactu mpomoTtopa, B 1M0JIb3y 4ero rOBOPUT TOT
(akT, uro HU1 ouH U3 BAK-3aBUCUMBIX MPOMOTOPOB HE UMEET ‘“XOPOIIEH”’, TO €CTh OJIM3KON K KAHOHUYECKOH,
-35 mocnenoBaTeNbHOCTH. DKCHEPUMEHTANIbHO YCTAHOBJIEHO, uTo cBs3biBaHue Oenka BAK ¢ JIHK BHocur B
Hee M3ru0 MOYTH MOJ MPSMBIM YIJIOM, YTO BO3MOYKHO TOJBKO B CIy4Yae CEPhE3HOTO M3MEHEHUS CTPYKTYpbI
JIHK B stom paiione. Ilpenmomaraercs, 4Tro STO W3MEHEHHE CTPYKTypbl obOneruaer miuasienue JIHK B
IIPOMOTOPHOM 00JIaCTH U, CJIE0BATEIbHO, MHUIUALINIO TPAHCKPHUIILIMH.

1.5 TpunrtodaHoBblii ONIEPOH

pernpeccuOeNbHBINA ONIEPOH

Ob6a omepona (lac wu ara), pacCMOTpPEHHbIE HAMHU paHee, SBISIOTCS HHAYUHPYEMbIMH
(uuaymubenbubiMu). Kak Mbl yxe oOCyXaaiM Ha TEPBOW JIEKIHH, WHAYIHUPYEMBIMH OOBIYHO SIBJISIFOTCS
KaTaOOMUTHBIC ONEPOHBL. W TaKoi TUT PeryJsiiiy €CTeCTBEHEH, TOCKOJIbKY 00ecreynBaeT CHHTE3 ()ePMEHTOB,
OTBEYAMOIINX 3a YTHIM3AIUIO KaKOTO-THOO THTATeNLHOrO CyOcTpaTa TONBKO B ClIy4Yae HaJIH4YUs 3TOTO
cyOctpara. B gapyroit cuTyanuu, Korja KIE€TKe HYXKHO CHHTE3HpPOBATh KaKoe-HUOYIb BELIECTBO H
MOAJNECPKUBATh €r0  KOHIICHTPALIUIO Ha TIOCTOSIHHOM YypOBHE, HCIOJB3YIOTCS  penpeccudebHbIe
(penpeccupyemMsblie) ornepoHbl. PaccMOTpyM Takoil THUIT perysisaiuy Ha IpuMepe TPUNTO(HaHOBOTO ONEPOHA.



TpuntodaHOBBII ONEPOH COCTOMT W3 S5 CTPYKTYpHBIX TEHOB, KOAMPYIOIMX TpH (epmeHra,
MIpEeBpAIIAIOIINX XOPU3MOBYI0 KUCIOTY B Tpuntodan. (I'l ¢.190). buocunres Tpuntodana npeacranisier codoit
KJIACCUYECKHUM cilyyail peTpOMHTrMOMpOBaHMUS, TO €CTb WHIMOMPOBAaHUS AKTUBHOCTU OJHOIO M3 MEPBBIX
(epMEeHTOB Kakoro-mubo OHOCHHTETHUECKOrO IyTH KOHEYHBIM mpoayktom. Ho kpome ydactus B
PETPOMHTUOMPOBAHUN TPUNTO(DAH BHITIOIHIET TAKKe M (PYHKIIUIO KOpernpeccopa, akTUBHPYS OeTOK-penpeccop.

Penpeccop konupyeTcst He CBA3aHHBIM C {7p OTIEPOHOM I'eHOM #7pR. B yCIOBUAX TOCTATOYHBIX KOJUYECTB
Tpuntoana KoMIuieke Kopenpeccop-TrpR cBsi3bIBaeTcs ¢ oneparopoM U UHTHOUPYET TPAHCKPUIIIHIO. (Tapy
CJIOB O TeHeTHueckoud HomeHkiatype - TrpR vs #pR). MHakTuBamms penpeccopa NMPUBOJUT K YCHUICHHIO
TPAaHCKPHUIILIUHU Ipubau3uTensHo B 70 pas. DTo OTHOCUTENbHO Hebonbmas pasHuna (cpasaure ¢ 1000-kpaTHOM
uHAykauein lac omepona). Ho Takas kaxymasicsi HEI()(EKTHBHOCTh C JMXBOH KOMIICHCHPYETCS
JIOTIOJTHUTEIBHBIMU YPOBHSIMU DPETYISALUU - BO-TIEPBBIX, PETPOMHTUOMPOBAHUEM, & BO-BTOPBIX, ()EHOMEHOM,
Ha3bIBA€MbIM aTTEHYaLUEH.

Ammenyayus.

Mexny NpoMOTOPHON 00JacTbl0 M MEPBBIM CTPYKTYPHBIM T'€HOM OIEPOHA HMEETCS JOCTaTOYHO
npotsbkeHHbIH yuacTok JIHK, k Tomy ke komupyronuii HeOombmoi nentua. Jta mocienoBareabHocTs JTHK
Ha3bIBACTCS JUAEPOM, a NENTuA - JuAepHbIM. M, Kak oKa3anoch, JuAep HEOOXOOUM Ui €Ile OIHOTO
MEXaHMW3Ma PEryJsiluy SKCIPECCHHM, HAa3bIBAEMOrO AaTTEHI0AUWEW. OJTO SBJIEHUE JOCTATOYHO UIIMPOKO
pacnpocTpaHeHO B OMOCHHTETHYECKUX OMEPOHAX, M €ro CYITHOCTh 3aKII0YAETCs B CIEAYIOMIEM. 3a JIMACPHBIM
MENTHUIOM pPaCIoJIaraeTcsl IUMWIEeYHAsl CTPYKTypa, SBISIOIIASCS TEPMHUHATOPOM, Ha KOTOPOM B YCIIOBHSX
n30bITKa TpUnTodaHa TPAHCKPUIIUS OMEpOHa OIArOMONyYHO U 3aKaHUYMBAETCS, HE JOCTUTHYB CTPYKTYPHBIX
reHoB. JlumepHselii menTux Oorat TpuUnTO()aHOBBIMH KOJOHAMH. B ycloBUSX HemocTtaTka TpunTodaHa
KOHIIEHTpallMsl Harpy>XKeHHbIX Tpuntodanom amuHoaimi-TPHK He Bbicoka, u pubocoma "mpuropMaxuBaeT" Ha
TpUnTO()aHOBBIX KOJOHAX, HE JaBas BO3MOXKHOCTH 00pa30BaThCS TEPMUHATOPHOW MMHibKe. B pesyibrare
TPAHCKPUIILHUS MPOJOIIKACTCS U C PAaMOK CTPYKTYpHBIX TeHoB cunthiBaeTcsi PHK. JlunepHas o0Gmacts, Takxke
Ha3bIBaeMasl aTTEHI0ATOPOM, 3aHUMaeT 162 H.II. MeXy CTapTOM TPAHCKPHUIILMM U NEPBBIM KOJIOHOM #7pE TeHa.
ATTeHIATOp sABJISETCS OapbepoM Il  TPAHCKPUIIMK. AKTHUBHOM CTPYKTYpOH 311€Ch BBICTYIIAaeT
p—HE3aBUCHUMBIN TepMUHATOP - KopoTkuid GC Ooratblii HaIMHIPOM, HEMOCPEACTBEHHO 32 KOTOPBIM CIEAYIOT 8
ocratkoB U (He 3a0ynpTe, uTo ceifuac Mbl roBopuM o ctpykrype PHK). B mpucyrcreun tpunrodpana ~90%
PHK Ttepmunupyercss 3mech (4ro BMecTe ¢ pemnpeccuell gaer mnpubmuszutenbHo 600-kpaTHOE CHIKEHUE
TPAHCKPUIILUHU B IPUCYTCTBUM TPUNTO(DaHA).

PaccmoTpum cTpyKTypy aTTeHioaropa nojapooHee

ATtTeHtoarop conepxuT RBS, 32 KOTOpbIM ciieqyeT paMKa CUYMTHIBAHHSA, CIIOCOOHAs KOAWPOBAThH MENTHT
muHo 13 ammHOkucnor. KakoBa ¢yHkuus srtoro nentuma? B monoxenusix 9 m 10 oH comepxur aBa
TpunTo(haHOBBIX OCTaTKa. B ycnoBusix Hemocrartka TpunTodaHa pUOOCOMBI OCTAHABIMBAIOTCS, OCTUTHYB
TpUNTO(PAHOBBIX KOJOHOB, YTO MPEMATCTBYET (POPMUPOBAHUIO TepMUHATOpHOW mmmuibku. Jlugepnas PHK
MOXKET 00pa30BBIBATh TPHU IIMWIBKHU, & MOCKOJBbKY UX MOCIEAOBATEIHHOCTh MEPEKPHIBACTCS, BO3MOXKHBI JBE
aNbTepHATUBHbBIE CTPYKTYpPbI. B mepBoii U3 HUX y4acToK | criapuBaeTcsi ¢ y4acTKOM 2, a y4acTOK 3 ¢ y4aCTKOM
4. Takum ob6pazomMm, popmupyeTcs Tpu mmnuibku. Eciau ke He naTh ydacTKy 1 cmapuThes ¢ y4acTKOM 2, TO
Y4acTOK 2 MOXKET CHapuThCsi € ydacTkoM 3. B Takom ciydae ywacTKy 4 chapuBaTbCsl HE C 4YeM, U
TEpPMHHATOpPHAS HIMHIIbKAa He 00pa3yeTcs..

Crenyromuii puCyHOK MOKa3bIBAeT, KAKUM 00pa30M IOJIOKEHHE pUOOCOMBI IPU TPAHCISIMU JTUAECPHOTO
MeNTH/1a BIUSET Ha 00pa30BaHKE MIMIICYHBIX CTPYKTYp TaKUM 00pa3oM, UTO TEPMHUHALIMS IPOUCXOIUT TOIBKO
npu Hanuuuu Tpuntodana. Kak Bel 3HaeTe, y MPOKApUOT MPOIECCH TPAHCKPHUIILMU WU TPAHCISALUH HE
pazoobuiensl, To ecth Tpancsanus MPHK nHaunHaercs, Kak TOJIBKO CHHTE3UPOBAHBI MIEPBbIE HECKOJIBKO JIECATKOB
nap ocHoBaHuM. IT0CKOJIBKY CTON-KOJOH JIMAEPHOTO MENTUAA HAXOAUTCS KaK pa3 MKy KOMIUIMMEHTapHBIMU
ydyacTkamu 1 u 2, pubocoma, 1oist 10 KOHIIA JIUJIEPHOTO TENTHIA, IKPAaHUPYET OOJIBIIIYIO YacTh y4acTKa 2, He
naBasi (hOpMHPOBATHCS MOTHOPA3MEPHOW MIMHMIbKE 2-3, MO3TOMY TEpMHUHATOpHAs MIMHIbKA (QOpMHUpPYETCS
OecripernsaTCTBeHHO. B ciyuae ke roonanus mo Tpuntodpany pudbocoma ¢ myCcTiM A-CaliTOM MPUTOPMAKUBACT
Ha TpunTO(PaHOBBIX KOJAOHAX B OXugaHuu TpunrtodanoBoi amuHoauuid-TPHK, uyrto mo3Bomser
chopMupoBathCcsi MOMHOpa3MepHOM mmmuiabke 2-3. COOTBETCTBEHHO, TEPMHMHATOpPHAs IIMIIbKA B TaKUX
yCIIOBUSIX 00pa3zoBaThCs He MOXkeT. Eciu ke KieTka royiogaeT Mo OJHOM W3 aMUHOKHUCIOT, YbH OCTaTKU
pacrosiarailoTcss B Hayajie JIMJEPHOrO MenTHIa, (OpMHpPOBAHHE MIMUIBKK 1-2 OnokupyeT (opMHpOBaHUE
IITUIBKA 2-3 U, CIeI0BATEIbHO, TIO3BOJISIET CPOPMUPOBATHCS TEPMUHATOPHON MINTHIIBKE 3-4.
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ATTeHyauus - MUPOKO paCHpOCTPAHEHHOE SIBJIEHHUE, BCTPEYAIOIEecs, KAK MUHUMYM, B LIECTH OIEPOHAX
OMoCHHTEe3a aMHUHOKHCIOT. B IBYX M3 HUX HaONIOAaeTcs SIBICHHE MYJIbTUBAJIICHTHON PEIIPECCHH - thr OTIEpOH
JepenpeccupyeTcs pHu TOJI0JaHUU TI0 thr ¥ ile, a ilv oniepoH - 110 ile, leu v val.

Hakonen, crnemyer 3ameruTh, yTo GOpMaibHO B clOydae arTeHyallud puOOCOMYy MOXKHO CUHUTATh
aKTUBAaTOPOM TpaHCKpunuuy, a amuHoaumi-TPHK - kopenpeccopom.

1.6 Peryasiuusi Ha CTaAUM TEPMUHANUMN. AHTUTEPMUHALUSA

Wtak, Ha mpuMepe aTTeHyalud B TPUNTO(AHOBOM ONEPOHE MBI TOJIBKO YTO PACCMOTPENHN PETYJIALUI0
9KCIIPECCUM Ha CTaJMU TEPMUHALMM TpaHCKpuluu. Ha rnepBoil Jiekiuuyu Ha IpUMEpE JaKTO3HOIO OIEPOHA MbI
paccMaTpuBaiId PETYJSILMIO HAa CTAJUM WHULMAMKM TpaHCcKpunuuu. [Ipu cpaBHEHHMH 3TUX ABYX NPUMEpPOB
MOJKET CJIOXKHTHCS BIIEUATICHHE, YTO PETryJIALUsA Ha CTaJUU TEPMUHALMU - OYEHb CIOXHBINA npouecc. Ho 3to
Jajeko He Bcerga Tak. Jlpyroil MexXaHU3M pEryJisilMd Ha CTaAuM TEPMHMHALIUM, Ha3bIBAEMBbIN
aHTUTePMHUHALMEH, yCTpoeH npoiue. B ciydyae aHTUTEpMUHALMU PETYIATOPHYIO (PYHKIHIO BBITOJHSAET OJUH
0esIoK, Ha3bIBaEMbI AHTUTEPMHUHATOPOM. ITOT O€JNOK MNpeAoTBpallaeT TEPMHUHALMIO TPAHCKPUILMHU U
MO3BOJISIET CUMTBHIBATBCS TIEHAM, PACIOJOKEHHBIM 3a TEPMUHATOPOM, BBINOJNHAA, TakUM 00Opa3oM,
akTuBatopuyro ¢yHkmuio. Crienyer cpa3y 3aMeTUTh, YTO, B OTJIMYME OT PEryJISATOPOB TPAaHCKPHIILUH,
JNEUCTBYIOIIMX HAa CTAaAUM WHHUIMALMK, AaHTUTEPMUHATOPHI HE B3aMMOJEHCTBYIOT C Ko(akTopamu, a OO0
SIBJISIIOTCS] aKTUBHBIMU TIOCTOSIHHO, JIN0O MX aKTUBHOCTH MOAYJIUpYETCs (pochoprIupoBaHUEM.

Knaccuueckuii mpumep aHTUTEPMUHAIIMN - PETYJIISIHS )KU3HEHHOTO IUKiIa OakTepuodara A. ['eHom dara
asaMOaa MMeeT TpHU TpyNIbl I€HOB: HEMEIUIEHHO paHHUE (MpelpaHHHUE), 3aJep>KaHHO paHHUE M IO3/HUE.
Ha3Banus rpynm oTpa)kaioT MOCIEAOBATEIbHOCTh "BKIIIOUEHMS", TO €CThb aKTHUBALMU TPAHCKPHUIUHU, ITHX
reHoB. O0a JTana akTHBAIIMK 3aBUCAT OT JeHCTBUS OenkoB-aHTUTepMuHATOpoB pN U pQ. JlaBaiiTe moapoOHO
pPaccMOTpHUM JIEHCTBUE NIEPBOTO U3 HUX.

Ha pucyHke mokaszaHa ympolleHHas cxema paHHe obOsactu ¢ara A. J[Ba mpenpaHHux reHa, N u cro
TpaHckpubupytorcs "BieBo" u "BmpaBo" OT mpoMoTopoB Pp u Pr. B camom Hayane JUTHYECKOTO LHUKIA
pa3BuTHs OakTepuodara TPaHCKPUNIMA OCTAHABJIMBAETCS HEMOCPEICTBEHHO IOCie T'eHOB N M cro Ha p-
3aBUCHUMBIX TEPMUHATOPAX f] U fr1. CHHTE3UPYIONTUICS B pe3yabTaTe NMpeapaHHeld TpaHCKPUMIUU Oenok pN
no3sossier PHK-nonumepase npeogoneBaTe TEpMUHATOPEI #11 U fr] U CUUTHIBATH PACIOJIArarolUecs 32 HUMU
3aJIep’>KaHHO PAHHUE TEHBI.

HetictBue dakropa p. TepMuHAIMS TPAHCKPHUIIUU TIPH YUACTUH ATOTO Oeyika mpoucxoaut, koraa Rho,
CBSI3aHHBIN C BHOBb 00pa30BaHHBIM TPaHCKpUNITOM, B3aumojeiictByer ¢ PHK-nonmmepasoii, ocranoBuBIIeiics
B oOmactu p—3aBucumoro repmunatopa. JJIHK B o6mactu Takux TepMHUHATOPOB, KaK MPAaBHIIO, HE UMEET 0COO0H
CTPYKTYpbI, Oorata ocHoBanusiMu C u 6eqHa G, nmepBUYHAs MOCIEAOBATENLHOCTh PA3IUUHBIX TEPMHUHATOPOB
HE MMeeT 3aMmeTHoro cxoactBa. Rho oOmamaer PHK-3aBucumoii AT®da3HOi aKTUBHOCTBHIO M CHOCOOCTBYET
orcoenunennto PHK-nonnmepassl uepes Bzaumoaeiicteue ¢ 6enkom NusG.

HetictBue 6enka pN BBICOKO CIEIM(PUYHO B TOM IUIaHE, YTO OH 00ECTICUMBAET aHTUTEPMHUHAIIUIO TOJIBKO
Ha JIByX (haroBbIX TepMHHATOpaX, HE BIUSAS HA TEPMUHALMIO TPAHCKPHUILNUU OaKTepHaJIbHBIX 'eHOB. B TO ke
Bpems, eciu B ¢aroBoir JIHK TouHO B TOM ke MecTe 3aMeHUTH (DaroBblii TEPMUHATOP JTIOOBIM P-3aBUCHUMBIM
OaKTepHaIbHBIM TEPMUHATOPOM, AHTUTEPMHUHALIUS MO-TIpEeKHEMY OyJeT npoucxoauTs. CienoBaTenbHo, OeI0K
pN He OmoO3HAaeT TEPMUHATOP KaK TaKOBOW, M IEPE] TEPMHHATOPOM JOJDKEH CYIIECTBOBAaTh KAaKOH-TO CaWT,
y3HaBaeMbIil 3TUM OenkoM. Takue yudacTku HazbiBaroTcsl nutl u nutR (ot anrn. N utilisation) 1ist geBoro u
[IPaBOro TEPMHMHATOPAa COOTBETCTBEHHO. OJTH YYAacTKH pacCIOJaraloTCsl Ha Ppas3JIMYHBIX PACCTOSHUAX OT
TEPMHHATOPA, B CBSI3U C YEM BO3HHUKAET Bompoc: "A kak ke oHu pabotator?". Korna pN y3HaeT nut caiiT, oH
nomwkeH nojeiictBoBars Ha PHK-nonammepasy TtakuM o0Opa3oM, 4TO OHa HE CMOXXET OOJble Y3HaBaTh
TEPMUHATOPHBIN caiiT. CpaBHEHHE CalTOB Mexay co0oil mokas3asno, 4To OHM COCTOST U3 17 H.IL. MaJUHIpOMA
(KoTOpBIIT MOXET 00pa3oBaTh HEOOJBIIYIO MIMUIBKY). MyTaluu B 3TOM caiiTe, Ha3bIBAEMOM Takxe boxB,
mumaoT pN  COCOOHOCTH TpeAoTBpallaTh TepMUHALMIO. HemocpeacTBeHHO mepea  STHM  CalToM
pacrosiaraeTcsi  OKTaMepHas — IOCJIEIOBAaTENbHOCTb, Ha3biBaeMas boxA, Takxke yuwacTBylollas B
AHTUTEPMUHALIHU.

benok pN nelicTByeT, ckopee BCEro, OINO3HaBas MIMWIEYHYI CTPYKTypy, ¢Gopmupyemyro BoxB
o0nacThlo, HemocpeAcTBeHHO mocine ee cuHTe3a PHK-nmonmmmepasoi, 0OAHOBpPEMEHHO KOHTAKTHPYS C
cyObenuHUIIaMHA TIoUMepasbl. [lociie Takoro y3HaBaHWsS AHTHUTEPMHHATOP ocTaeTcss B Komriuiekce ¢ PHK-
MOJIUMEpa3oi, (pakTHUECKH CTAHOBACh €€ CyObeqUHMLEH U oOecreunBas U3MEHEHHE €€ CNeUUu(UYHOCTU T10
OTHOILIEHHUIO K TEPMUHATOPAM.

_9.



[Tonck MyTaHTOB, IpeNOTBpaIIAOIINX AeicTBUE PN, IpHUBEN K 00OHAPYKEHHUIO €I11e HECKOJIbKUX OEJIKOB,
SIBIIIOIIMXCSI KOMIIOHEHTAaMU TPAaHCKPUIIIIMOHHOTO amnmnapara, NusA u NusB (N utilisation substance). bemox
NusA ¢dakrudeckn siBisiercst cyoreaununeit PHK-nonmmepassl, cHmkaromeit ckopocts npoasmwkenus PHK-
MoJIMMepa3bl, 4TO OOJieryaeT TepMUHAIMIO, Torja kak NusB kak pa3 u sBisercs (pakTOpoM, OINO3HAIOIUM
nocaenoBareabHOCTh  boxA. CeszpiBanue NusB ¢ TpaHCKPUIIIIMOHHBIM  KOMIUIEKCOM  YCHIJIUBAET
antutepmuHaiuio. Eme oama Oenok, NusG, HeoOXoawMm I pP-3aBUCHUMOW TEpPMHHAIIUH, OOecTeurBast
B3aumozeiicteue Rho u PHK-nonumepassbr.

2. doccoTpaHchepa3Haa cuctema

BbaktepuanpHas Qochoenonnmupysar:yrneBoa (ochorpancdepasnas cucrema (docdorpancdepaznas
cucrema, O®TC) - 3T0 ciOXKHas pa3BETBICHHAS CETh NMEpeHocAIMX QochaT OeTKOB, OCHOBHON (PyHKIMEH
KOTOPOH SBJISIETCS TOIVIOIEHHE ONpEeAETICHHbIX YIJEBOAOB W3 BHemHed cpeasl. HabGop yriesonos,
noctynaponmx B kierky nocpeactsoM OTC, cunbHO BappUpyeT y pa3HbIX BUIOB. MexanusMm pabotsr OTC
3aKJII0YAETCsl B TPAHCIIOPTE YIJIEBOAOB yepe3 KIETOUHYI0 MeMOpaHy, CONpPsKEHHOM ¢ (ochopuiarpoBaHuemM
yriaeBona. Hanuune cOOTBETCTBYIOUIETO YIJIEBOJA B CpPElAE U €ro TPAHCIOPT BHYTPb KIETKHM BEOYT K
3HAYUTEIHHOMY pacxXoly BBICOKOIHEPreTHYecKoro (ocdara u, COOTBETCTBEHHO, CHIDKAET KOHIICHTPAITUIO
¢bochoprnaMpoBaHbIX MPOMEXKYTOUHBIX IEPEHOCUMKOB. A 3TH MPOMEXKYTOUYHbIE NEPEHOCUMKH (ocdaTa
B3aMMOJICHCTBYIOT CO MHOTUMH KJIETOUYHBIMU O€JIKAMH M U3MEHSIOT MX aKTHBHOCTb. TakuM 00pa3oM Haanune
WA OTCYTCTBHE OTIPENIeIeHHBIX YIiIeBo10B B cpeze uepe3 OTC BnuseT Ha nenblil psj BaKHEHIINX TPOLECCOB,
TaKuX, HaPUMeEp, KaKk XeMOTAKCHUC, MHAYKIUS KaTaOOJIUTHBIX OMEPOHOB, META0OIU3M a30Ta, KOMIETEHTHOCTh
U BHPYJICHTHOCTb. A TIOCKOJBKY HEKOTOpbIE OakTepuu, Hampumep, I[reponema pallidum, wmes Bce
komnoHeHTbl OTC, He TpaHcnopTupyloT caxapa nocpenacrsomM OTC, perynsaropuas ¢ynkuus O@TC He menee
BaXKHA, YEM TPAHCIIOPTHAsI.

Bae 3aBucumoctu ot opranusma u yriesoja @TC kaTanusupyer ciaeayomuil mpouecc:

dochpoenonnupyrar + yrueBox -—> nupyBarT + yriieBon-P
(BHYTPHKIIET. ) (BHekJeT.) (BHYTPHKIIET. ) (BHYTPHKIIET. )

dochopunupoBaHue yrieBoaa COMPSHKEHO ¢ €ro TpaHCIOKaIuel yepe3 MeMOpaHy, a HeoOxoaumast st
3TOTrO SHEPrust 00eCIeYNBaeTCs MPOMEXKYTOUYHBIM INPOAYKTOM TIiMKoin3a - ¢ochoenonmnupyBatom (DEID).
CBoOoanas sneprust runponusa Gocdarroit rpymmbsr OEIT - okomno -14.7 kkan/mons (Oonbire, yem y ATD), a
s pochopHIMPOBAHHOTO caxapa - 0KoJo -3 kkan/monb. Ha nepssiit B3risin, @TC caumkoM pacTOYUTEIBHO
pacxonyet sHepruto. OIHaKo, BO-MIEPBBIX, B MpoOLEcce rIuKoin3a u3 Mosekyibl @EII noaydaeTcs TOIbKO 0JHa
Mmouiekyna AT®, a, Bo-Bropsix, DTC obecrnieunBaeT 0OJHOBPEMEHHO U TPAHCTIOPT, U (pochopuIrpoBaHUE CBOUX
cybcrparoB (hochopumrpoBanue HEOOXOIUMO IS MTOCIIETYIONIET0 Kataboau3mMa cyocrpata). [l yriaeBoios,
Tpancnoptupyembix He-OTC cucrtemamu, Ha mnonydeHue GocPoOpHIMPOBAHOTO CyOcTpaTa BHYTPH KIIETKU
pacxomyercst 6oee ogHON MoeKybl AT® (kak mpaBWIIo, OJHA HA TPAHCIIOPT U OJHA Ha (hOCHOPUITHPOBAHKE).
OT1o0 onHa U3 mpuyHH, Mo KoTtopoil @TC cucteMbl CyIIECTBYIOT B OCHOBHOM y OOJHMraTHO U (PaKyJIbTaTUBHO
aHadpoOHbIX Oakrtepuil. Takme Oakrepun mnomydaror AT myrem cyOctpatHOoro (ochopuarpoBaHus B
aHa’pOOHBIX YCIOBHUSX U, CJENOBaTEeNIbHO, IOJDKHBI OYEHb HSKOHOMHO pacxoioBaTh MoJekynsl ATO,
JOCTAIOIIUECS] UM C TAKUM TPYJIOM.
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benkn OTC TpaauumonHo pazpenstorcst Ha Tpu rpynnsl - pepment I (EI), HPr (histidine protein) u
¢epment II (EII). EIl o0piyHO cocToMT U3 Tpex-ueTbipex KoMrmoHeHT (o6o3nauaembix EIIA, EIIB, EIIC u
EIID), xoTopbie MOTYT OBITh TNOO CyOBEAMHUIIAMH OJHOTO OenKa, MO0 OTAeTbHBIME Oenkamu. @epment I u
HPr - pacTBopuMbIe 1uTOMIa3MaTH4YECKHEe OETKU pa3MepoM cooTBeTCTBeHHO 64-85 1 9-10 kDa, Heo6xoaumMbIe
jist poCHOPUIMPOBAHKS BCEX (y pEP ELp Hpep TAGBC)P (Si,ﬁabp

OTC caxapoB aHHOH
OakTepuu, B CBSI3U C 4YEM HX

S
Ha3BIBAIOT OOUMMHU  OelKaMu EI up neer

Pyruvate r IA(BC) (out)
®TC. C gpyroi CTOpPOHBI,
depment Il cnemmduyueHn s o
Kaxa0ro yrmepoga, u ju6o ® =1
SABIISICTCS MEMOpaHHBIM (eciu A
BCE KOMITOHEHTBI ero
COCIMHEHBI B OJUH O€JOoK), Level of —_—
au00 OJHAa W3 PA3JENEHHBIX  phosphorylated
CyObeMHUII sBisieTcsy  intermediates EI HPr EII
MeMOpaHHO. [Tepenoc
¢docdara k caxapy mpoUCXOTUT
ot (dochoeHonmmupyBara depes
EIL, HPr, EIIA u EIIB. ) Sugar

bonee mompobHO  3TOT El HPr EIT

npouecc  Ha npumepe DPTC Sugar~P
MIIOKO3bl 'y E. coli BBITIAIAT
CJIE Y FOIIUM obpazom Puc.2.1. lIpunuun padorsl @PTC rioko3sl
(Puc.2.1.(a)). Cnauana  EI
JTUMEPU3YETCSI M B TaKOM COCTOSIHMHM aBTodochopuiupyetcs, neperocs ¢gocdar ¢ dochoeHonmupyBaTa Ha
His-189. 3arem EI dochopunupyer HPr mo ocrarky His-15. 3arem P-HPr ¢ochopunupyer onaun u3 caxap-
cnenuduaeckux 6enkon (v nomeHoB) EIIA, onsars sxe o ructuaunoBomy octatky (His-90), orkyaa ¢ocdar
nepenocutcs Ha Cys-241 memOpanHoro 6enka EIIBC, koTopslit yxe nepenaet gpochaT Ha TPaHCIOPTHPYEMYIO
TIIIOKO3Y ¢ 00pa3oBaHUEM TITI0K030-6-(ocdara. Kak ke mporcxoauT cOOCTBEHHO TPAHCIIOPT YIJIEBO/Ia BHYTPh
knetku? [Ipennonaraercs, 4To mporecc NpoTeKaeT CleAYIOUMM 00pa3oM.

[epumna3zmarnveckuid CyOCTpaT CBS3BIBACTCS C BBICOKOH a@UHHOCTBIO CO CBOMM CIEIU(PHUUECKUM
EIIC. omen nnu cyowsenununa C pepmenrta Il sBisiercs MHTErpanbHbBIM MEMOpPaHHBIM O€JIKOM-TIEPEHOCUUKOM
0o, TI0 KpalHell Mepe, ero cyOcTpaT-crenuprUecKo 4acThio. DTOT MEPEHOCUUK (BCEr/ia B KOMIUIEKCE C
EIIB) u ocymiecTBaseT TpaHCHIOPT YTAEBOAA BHYTPh KJIETKH.

Ecnu EIIB He ¢dochopunupoBan, cyOcTpaT MOXKET TOJIBKO OYEHb MEJICHHO TPAaHCIIOIMPOBATHCS depe3
MeMmOpany myteM obsierdennon nuddyzun. @ochopunuposanne 1B mo Cys ocratky obecrneunBaeT OBICTPYIO
TPaHCJIOKAIMIO CyOcTpaTa Ha IUTOIUIA3MAaTHYECKYI0 CTOPOHY (TpoucxoauT obierdeHHas nudQys3us 3a cueT
KOH(OPMAIIMOHHOTO U3MEHEHUS OeKa).

3areM mpoucxoIuT GpochopruIMpoBaHUE CBA3AHHOTO C IEPEHOCUUKOM CyOCTpaTa U ero 0CBOOOXKIECHHE B
LUTOIIA3MY .

Psan skcrieprMeHTOB MOKa3bIBAET, YTO TPAHCIOPT caxapa uyepe3 MeMOpaHy He CBA3aH 0COOEHHO TECHO C
dbochopunmpoBannem. CyOcTpaT MOXKET OTHEIATHCS OT NMEPEHOCYMKA HA BHYTPEHHEW CTOpOHE MeMOpaHbI 03
¢bochopunupoBanusi, 6oaee TOro, s HEKOTOPBIX ['paM-NMOIOKUTENBHBIX OakTepuil Mmoka3zaHa BO3MOXHOCTb
paboThl mepeHocuYrKa B 00paTHOM HAIpaBICHUH, TO €CTh Uil BEIOpOCa yriieBoa U3 KiIeTku. IHBIMU clloBaMH,
caM TpaHCHOPT 4epe3 MeMOpaHy sBisieTcs: oOpaTuMbiM. Bee ctaguu nepenaun docdara ¢ 01HOTO GEIKOBOTO
MEPEHOCYHMKa Ha JPYro MPOMCXOIAT MPAKTUUECKU O€3 MOTEepH PHEPTUU U, CIEJOBATEIBHO, TOXE SIBIISIOTCS
oOpaTUMbIMU. OJHeprusi BBICBOOOXKHaeTcss mpu Tnepemade ¢dochara HA TPaHCIOPTHUPYEMBIH —caxap
HETOCPEJCTBEHHO IOCTEe €ro MPOHUKHOBEHHs B IUTOIUIA3My, YTO JIEJNaeT BECh MPOIECC HEOOpaTUMBIM M
"3anupaeT"” caxap BHYTpHU KJIETKH.

[Tapy cnoB o reneruke ®TC. I'ensl, kogupytomue odbuire komrnoHeHTel OTC, opraHu3oBaHbI B pts
OTIEPOH, a crienu(UIHBIE U Pa3INIHBIX caxapoB KoMIoHeHThl O TC, Kak nmpaBmito, pacrooKEeHBI B ONIEPOHAX
C TeHaMH COOTBETCTBYIOIIMX KaTaboJndyeckux (QepMeHTOB, npuueM ocHOBHOW cyOctpar PTC sBnsetcs
HMHAYKTOPOM BCEro ONEpPOHA.

No sugar
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pIs OTIEPOH COCTOUT U3 TPEX I'E€HOB, PACHOJIOKEHHBIX B clieAyroeM nopsake: ptsH (kogupyetr HPr), pts/
(ED), crr (EITA"). Dxcnpeccns omepona Bospactaer B TpH pasa mpu pocte Ha ®TC cyGerparax u TpeGyer
npucytctBusi Komruiekca BAK-TAM®. AHa’poOHBI pOCT TaKkKe YCHIMBACT SKCIPECCHIO OlEepoHa B
COOTBETCTBHUHM C IIPEIO0I0KeHHEM 0 ToM, uTO DTC - 0CHOBHOM MEXaHU3M TPaHCIOPTA YIVIEBOJOB B yCIIOBUAX
aHaspobmoza. OnepoH UMeeT Kak MUHUMYM Tpu npomotopa - aBa (PO u P1) pacnonoxxensl nepen ptsH, a
tpetuii (P2) - nmepen crr (BHyTpu ptsl). Ilepen nmpomotopamu PO u P1 pacnonararorcs mo caidTy CBS3bIBAaHUS
BAK c¢ BbicOKOW W HH3KOW ap(UHHOCTHIO COOTBETCTBEHHO. PO SBISETCS OCHOBHBIM MPOMOTOPOM B
npucytctBun kKoMmiuiekca BAK-uAM®, a P1 - B ero orcyrctBuu. C 3TUX MPOMOTOPOB CUUTHIBAECTCS OIUH
JUIMHHBIA TPAHCKPHIIT, 3aXBaThIBAIOIIUN BCE TPU I'€HA OIEPOHA, U OAWH KOPOTKHM, MEPEKPHIBAIOIINN TOIBKO
ptsH. Emie oauH KOPOTKMW TPAHCKPHUIIT CUUTHIBaeTCs ¢ P2 u sBisieTcss OCHOBHBIM mJisi reHa crr. Takas
OpraHM3aLys TPAHCKPHIILMK OTIepOHa obecIeurnBaeT Gombiee kommdecTBo Monekyn EIAY o cpasrermio ¢
HPr u EI. Tpauckpumums pts onepona crumyimpyercs Hedochoprruposarsiv EIICB (¢ PO mpomoropa).
Taxkum 06pa3oM, CTUMYJIALNS TPAaHCKPUIILUH pts oniepoHa komiiekcoM BAK-uAM® u EIICB (?) JNEUCTBYET
B JIBYX IIPOTHBOIOJOXHBIX CUTYalUsAX - B OTCYTCTBUHU IJIIOKO3bl B CPEJI€ U B €€ MPUCYTCTBHUH, PE3yIbTATOM
yero spisiercs noaaepxanue skcnpeccun OTC onepoHa Ha CXOAHOM YPOBHE B YCJIOBUAX KAaK CUJIILHOM, Tak U
c1aboif KaTabOIUTHON PENPECCHH.

MyTtanTtel, nedektasie mo El mnu HPr, He cmocoOubl yTummsupoBath @TC caxapa Kak HMCTOYHHKH
yraepona. K takum caxapam y Enterobacteriaceae OTHOCATCS TJH0OK03a, (GPyKTO3a, MAaHHO3a, T€KCUTOBI, [3-
TIIIOKO3UBI, N-alleTHITIIOKO3aMIH, cop0o3a, caxaposa, Tperajgo3a W nemioomosa. Kak HM cTpaHHO, Takue
MyTaHThI (110 06muM koMoHenTam OTC) takxke He pacTyT U Ha pse He-DPTC caxapoB, K KAKOBBIM OTHOCATCS
JaKTO3a, MaJIbT03a, METNON03a, TIMIEPHH, PaMHO3a, KCHUiIo3a U uHTepMeanatsl nukia Kpebca. Ilouemy 3To
MPOUCXOAUT?

[pocteiimas Moaenb, oobscHsomas peHotun @TC MyTaHTOB MO OTHOIIEHUIO K yTuian3anun He-OTC
caxapoB, 3aKio4aeTcs B cieaytomeMm. DepmMeHT A" moxer CyIIeCTBOBaTh B JBYX (QopMax -
dbochopunmupoBanoit u HepochopunupoBanoii. CreneHsb hochopunrpoBaHUsL [IAY" orpezenseTcss 0araHcoM
Mexay ¢ochopummpoBanuem ero P-HPr u medocdopumupoBanmem uepes [ICBY B NIPUCYTCTBUU €TI0
cy0OcTpara - TJIIOKO3BI. ITAY" i P-IIAY* B3aUMOJICHCTBYIOT ¢ M peryiaupyroT pasnuunbie Oenku. [IAGlc
CBSI3BIBACTCS C M WMHTHOMpYET psii (HEpPMEHTOB, CYIIECTBEHHBIX ISl METabOJM3Ma YTJIEBOAOB, HAIPHMED,
MEPEHOCYMKH JIAKTO3bl U MEJINOMO3bI, INIMLEPOJ KHHA3y. [IpsAMBIM pe3yibTaToM TaKOro B3aUMOACHUCTBUS
SIBJIIETCS MHTUOMPOBAHHME TPAHCHOPTA W IMOCIEAYIOIIEro MeTadosiM3Ma 3TUX MCTOYHUKOB yriepoza. Takoe
SBJICHHE Ha3bIBACTCS HCKIIOYCHHEM HHIyKkTopa. Kpome Toro, dochopumupoBaHbiii [TAY* y4acTBYET B
aKTHBAIUM aJCHWJIATIHUKIA3b. A TOCKOIbKY HAM® HeoO0X0AMM s KCIPECCUHM MHOTHUX KaTaOOIUTHBIX
T'€HOB, PEryJIsIliis YPOBHS IO3BOJISIET KOHTPOJIUPOBATh CUHTE3 (pepMeHTOB. Ho ecin perynsaTopHoil pyHKuuen
oGmanaer Bcero oauH kommonent ®TC rmokossr, [TAYC | kak npyrue @TC caxapa oka3pIBalOT HHTHOUpYIOLIEe
BrnusiHAE Ha yTuiu3anuio He-DTC cyberpaToB?

B knerke, pactymieit Ha He-DTC cy6erpare obmume PTC Oenku (EI u HPr) Oyayr HaxoauThcs
MPEUMYIIECTBEHHO B (OCHOPMINPOBAHOM COCTOSHHUH, TIOCKOJIBKY OHH He cMoryT "cOpocuts" Qocdar Ha
TpaHcnoptupyemslii caxap (Puc.2.1.(b)). Ho6anenne @TC cyberpara npusener k "pasrpyske” docdara c
ob6mux kommnoHeHToB PTC, a mockonbKy peakuus ¢ochopummpoBanus [IAGle 6enxom HPr obpatuma, 310
obecnieunt nedocopunupoBanue [IAGle. B Takux ycnousx moctyruieHue B kinetky He-DTC cybcerparos
OyaeT HMHrHOMpOBaThCS WU3-32 MCKIIOUYEeHUs HMHAyKTopa HedocopumupoBanbiM I[[AGle, a skcnpeccus
KaTaOONMUTHBIX TEHOB OyJeT MWHHUMAJIbHON W3-3a HU3KOW KOHIEeHTpanmnun HTAM®D, Bo3HUKArOIEH wH3-3a
OTCYTCTBUS CTUMYJUpOBaHUA aaeHmnariukiassl P-IIAGle.

Kak 6Genok EIIAY" OCYIIIECTBIIIET CBOIO PETYJSATOpHYIO (GyHKIHIO? B 3aBucMMOCTH OT MexaHU3Ma
neiicteus EITAYC He-®OTC caxapa Jnenarcs Ha jaBe rpymnmnbl. K mepBod OTHOCSTCS JIaKTO3a, MEIMOHO03a,
MajibT03a W TJIMIIEPOJI, KO BTOPOM - KCHJIO3a, paMHO3a, TajlakTo3a M HHTepMmenuartbl Iukia Kpebca. s
caxapoB nepBoit rpymmsl EITAS uurubupyer n tpancrnopt, i katabommsM. TpaHCIIOPT HHIHOHPYETCS MyTeM
HETIOCPEJICTBEHHOTO  CBSI3bIBaHUS  HE(HOCHOPHUIMPOBAHOTO ENIASC ¢ MEMOpaHHBIM  TPaHCIOPTEPOM
COOTBETCTBYIOILETO YIVIEBOJA, NPHUYEM TOJBKO TOTJa, KOIJa TpaHCIOPTEp y»Ke cCBs3al cBOM caxap. Kak
MIPOUCXOJUT AaKTHUBALMS aJ€HUJIATIMKIA3bl - HEU3BECTHO, HO CHWKEHHBIH ypoBeHb HAM® B orcyTtcTBHM P-
EIIAC" omnpenenseT (aKTHUYECKH TOJHOE OTCYTCTBHE JKcmpeccuu TeHoB katabonuisma He-OTC caxapor
BTOpO# rpynmnsl (Puc.2.2.).
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Kamabonumnuas penpeccus

Takum o0pazom, MBI CHOBa Glucose-6-phosphate
BO3BpamaeMcss K SBJICHHIO KaTaOOJUTHOU
pernpeccuu, W TENepb y Bac JOHKHO OBITh
YeTKOE  MpPEJACTaBICHHE O  TOM, 4YeM < Gilucose
00BsCHSIETCS KJIACCHYECKHI dbenomeH

nuaykcuu npu pocre E. coli Ha makrose u

TJIFOKO3€. PEP EI HPr-P 3
Opnako, mpu obmem cxoactee DTC
CUCTEM Vy pa3HBIX OPraHW3MOB MEXaHU3MBI Pyruvate EI-P HPr A

KaTaboIUTHON penpeccun HECKOJIbKO

pa3IuyaroTCs. Paccmotpum poiib ATP /
koMrnoHeHTOB @TC B 3TOM SBJIEHUU y TPYIIIbI D
I'paM-nonokuTeNnbHBIX OaKTEpUN € HU3KUM cAMP

I'T] conep:xanuem Ha mpumepe B. subtilis (Puc.

2.3.). llentpanbHOil MOJIEKYJIOH, OTBEUAIOLIEH Activation of catabolic operons

3a  KaraOOJIMTHYIO PENpeccuro y  IToH

O6akrepun siBusiercs HPr. B ornmume ot

suTepobakrepuii, HPr y B. subtilis moxer  Pmc.2.2. KataGoaurnas penpeccusi y Escherichia coli
ObITh (ochOpUIMPOBaH B ABYX MOJOKEHHUSIX -

His-15 ®TC ¢depmentom I u Ser-46 aktuBupyeMoit Metabonuramu (Mpexie Bcero, Gpykro3o-ouc-pocdarom)
AT®-3aBucumoit HPr-kunazoit (mpomykrom reHa ptsK). dochopunupoBanue 1o Ser-46  CiyXuT
WCKJTIOUUTENIFHO PETYJISTOPHBIM IessiM. KatabonuTHast penpeccust y 3TUX OakTepuid UIeT IByMs MyTSMHU: BO-
NIEPBBIX, Yepe3 PEerpeccHio KaTaboIUTHBIX TeHOB U onepoHoB OenkoMm CcpA (catabolite control protein) u, Bo-
BTOPBIX, 3@ CUET OTCYTCTBUS MHAYKIUH KaTaOOJUTHBIX I'€HOB W ONEpPOHOB, uTo ompexaensercs HPr myrem
dhochoprmpoBaHUs COOTBETCTBYIOMUX (PEPMEHTOB.

CcpA  uHrHOMpYeT  TPaHCKPUIIIHIO
KaTaOOMUTHBIX  TI€HOB,  CBS3bIBAsICh  C
ONEPaTOPHBIM CANTOM, KOTOPBIA B JIaHHOM
cirydae Ha3bIBaeTcs cre (catabolite responsive

element). CcpA mnpuHAUIEKUT K Kiaccy
Lacl-niogo0HBIX peryasTopoB TPaHCKPHITIIUH.

Glucose-
6-phosphate

OneparopHble CalThl Cre pacnoJiararorcs B PEP Bl HPr-P Bl
PETYISATOPHBIX 00JACTSAX MHOTHUX OIIEPOHOB, c
Pyruvate EI-P HPr W
Crh Glucose

PtsK (K

TaKuX Kak xy/, gut (yTUIu3amus TIOKOHATA),

hut (yTunuzanusi TUCTUAWHA), [ev (TpaHCIIOPT
GbpyKTO3BI U AeTpadanus JeBaHa) u nap. s

HPr-S4 6-P
cBsa3biBaHusl  CcpA ¢ omepaTtopoMm  cre Crh-S4 6-P
HeoOX0oAMMO  JIeficTBME  KOpempeccopa, {L + CopA oM
KOTOpPBIM B JIaHHOM Cllyyae sIBJIseTcs

¢dochopunmupoBanerii  mo  Ser-46  HPr. Repression of catabolic operons

AxTtuBHas (opma pempeccopa COCTOMT U3
numepa CepA u iByx mounekyn HPr-S46-P. Puc.2.3. Kara6oauTtnas penpeccus y Bacillus subtilis
Bropoii  MexaHu3M  KaTaOOJIUTHOM
penpeccun y ['paM-11010kuTeNbHBIX OaKTEpUil OnpeaesnseTcs 1eicTBUeM crenn(puIeckux Uil KaKI0ro caxapa
perynsaropoB. [Ipumepamu Takux perynsropoB sBisitorcss LevR, LicT m LacT, koHTponmupyronme cuHTE3
COOTBETCTBEHHO JIeBaHa3bl, [-TNIOKO3MJa3bl W [-rajiakTo3ujaas3bl. Takue peryisaropsl ICHCTBYIOT Kak
aKTUBATOPbI TPAHCKPHUIIIIMY WIIA aHTHTEPMUHATOPHI (mo1o0Ho BglG y E.coli), a 00mmM MexX Iy HUMH SIBIISICTCS
Hanmnuue perynupyemoro @DPTC npomena (PRD). AKTHBHOCTE 3THX PpEryJsTOpPOB KOHTPOJIMPYETCS
dochopunmmpoBannem 6enxkom HPr mmum EIl. B otcyrcrBue rmokozst HPr-H15-P dochopunmmpyer omun u3
aMUHOKHCIIOTHBIX ocTaTkoB PRD nomeHa, 4To cTUMynupyeT akTUBAIUIoO TpaHCcKpunimu. dochopuimpoBanme
HPr mo Ser-46 HPr-kunazoil mpenorspamaer ¢ochopruiarpoBanue perynsatopoB. TakuMm oOpazoMm co3maercs
CBSI3b MEXJy TIJHMKOJUTHYECKONW aKTUBHOCTBIO (KOTOpyro gerektupyer HPr-kumnaza), creneHsto
¢dochopunrpoBanuss HPr u akTUBHOCTBIO PETYIATOPOB, coaepkammx PRD nomen.
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bgl oneporn — @TC u anmumepmunayus.

bgl omepon E. coli (kpunTudeckwii) COCTOMT W3 Tpex reHoB: bglG, KOAUPYIOIIETO ITO3UTHBHBIN
perynsatop (anturepmuHatop), bglF, kogupyromero @TC TpaHcnoprep B-Ta0K03uA0B U bglB, KOIUPYIOMUI
(dbepMeHT, THAPOIU3YIOMUH B-TI0K03uIbl. KOHTPOIE KCIIpeccuu onepoHa OCYIIECTBIISCTCS PU TOMOIIH JIBYX
TEPMUHATOPOB — B JUAEpHOI obnactu u mexnay bglG u bglF. BglF dochopumupyercs @TC Genkamu u B
MIPUCYTCTBUU B-TIIOKO3HUIOB cOpackiBaeT GochaTHyIo IpynIy Ha 3TH caxapa B mpoliiecce ux Tpancnopta. BglF
TaK)KE€ MOXET BBICTYyHaTh B POJM KHUHA3bl, mepeHocs cBoil ¢ochar Ha BglG, m B pomu docdarassr,
nedochopmupys BglG.

TepmunaTopubsie obmactu bgl omepoHa coiepaT MO JBa MEPEKPHIBAIOMIMXCS Yy4acTKa, CHOCOOHBIX
00pa30BBIBATh AJIBTEPHATUBHBIC IIMWIEYHbIE CTPYKTypbl. CBs3piBanue BglG ¢ mnepBoil  mIMUIbKOMA
MPEMSITCTBYET 0Opa3oBaHUIO BTOPOW, sBisitomieiics TepmuHaTtopoMm. BglG aktuBHO cBsi3biBaetcs ¢ PHK (u
BBITIOJTHSET aHTUTEPMHUHATOPHYIO (QYHKIHUIO) TOIBKO B hopme mumepa. DochopunupoBanue BglG nepeBonut
€ro B MOHOMEpHYI0O ¢opmy u mnpenarctByeT cBssbiBanuio ¢ PHK. B mpucyrcrBum [-rmoxo3unoB BglF
dbochopunmpyer ux u nepochopunupyer BglG; nmpu orcyrerBum cyberpara BglF dochopmmmpyer BglG, uro
OIOKMpPYET aHTUTEPMUHALIMIO. DTOT MPUMEP MOKa3bIBaeT 3PPEKTUBHOE UCHOIb30BaHUE (HochHOopUIHpyIOIIei
CIOCOOHOCTH TPAHCTIOPTHOTO OejKa Ui NeTeKIMH CHTHajla W3 BHEIIHEW cpeabl M TpaHChOpMaluu €ro B
W3MEHEHHE YKCIIPECCUU TeHOB Yepe3 OeTKOBbIC B3aUMOICHCTBHS.

sac genes of B. subtilis

3. AnbTepHaTtuBHbIe curma-pakropbl PHK-nonmmepasbl

V3HaBanue nmpomotopa |y Oaktepuii TpeOyer
accomuanuu kop-pepmenta PHK-nonumepassr (BBlan) ¢ @ _ +
curma (o) cyObenuMHUIIEH, YTO JaeT  aKTUBHBIN cura-BakTp
xomopepment (Puc. 3.1). Bce cBOOOAHOXUBYIIHE
OaKkTepuM coJepkKaT MHOKECTBEHHbIE CUTMa-(pakTopsl (y
HEKOTOpBIX Oaktepuii ommcano g0 10-20). K uwmcny

B0

Nk l\."l'\.".“l'.'l 1

TaKOBBIX OTHOCSITCSI OCHOBHOI curma-(hakrop, f
KOHTPOJIMPYIOMIMI ~ TOMEOCTaTHYeCKHe  (PYHKIMH, | 4

— —_ S—— (LT ]
abTepPHATUBHBIC curma-(akTopsl, AKTHBHPYEMBIE " ] "

cnenu(UYecCKUMA  CUTHAJIaMH  WJIM  CTPECCOBBIMHU
ycnousimu (Tabin. 3.1). Kak mpaBuio, TOJBKO OJIWH O-
¢dakTop oOecrieyuMBaeT TPAHCKPUIIMIO BCEX >KU3HEHHO
BAXKHBIX T'€HOB, OO0ECIEUMBAIOIINX T'OMEOCTATUYECKUE
KJeTouHble mpotuecchl (pemnukanuto JJHK, Tpanckpunimto,
TPAHCIALMIO H T.JO.). OTOT CHUTrMa-(QakTop Ha3bIBAIOT
OCHOBHBIM, a BCE OCTallbHbIE — AallbTePHATUBHBIMHU.
WNuaktuBanus OCHOBHOTO o-(haxTopa JeTaibHa,
albTepHATUBHBIX, KaK MpaBuio, — HeT. Ha3Banusa curma-
(aKkTOpOB COOTBETCTBYIOT HMX MOJIKYJISIpHOH —Macce
(Hanpumep 038). Bce renbl, komupyronme o-GakTophl,
uMeroT abopeBuatypy rpo (RNA polymerase), moatomy
i 0003HaueHUs] cUrMa-(hakTOPOB TaKXKE TOJIb3YIOTCS
4yeThIpeXOyKBeHHbIE MMeHa (Hanpumep RpoS).

OcHoBHO# G-(aktop E. coli uMeeT MOJEKYJISPHYIO
70

KPR TR KoM

UTEPMTHIT KOs ess

HHHUHIEE TRAHCEPHTTEHRH

FIOHTIIHA

maccy okono 70 kDa u obGo3nawaercs o wuaum RpoD.

AnbTepHAaTUBHBIN o-(hakrop, KOHTPOJINPYOLIUHI e
OOJNIBIIMHCTBO TEHOB a30THOrO MeTaboiau3Ma, HMeeT

pasmep 54 kDa, U COOTBETCTBEHHO 06O3HAYACTCS G HIIH Puc.3.1. MHuumanusi TpAHCKPUIINH Y
RpoN. Dtu nBa Oenka He MOXOXHU JAPYr Ha JApyra HH IO IPpOKapHoOT

PEpBUYHOI MOCIENOBATEIbHOCTH, HM IO CTPYKType, H
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ABISIOTCSL MPOTOTUNAMU JIBYX OONBIIMX ceMeHCTB G-(aktopoB. Bce ocHOBHBIE U OOJBIIMHCTBO
aNbTEPHATHBHEIX G-(AKTOPOB MPHHAIEKAT K CEMEHCTBY G . AJTbTEpPHATHBHBIC G-()aKTOPbI 3TOrO CeMeiiCTBa,
B CBOIO OdYepellb, MOTYT OBITh CTPYIIUPOBAHBI B TPH TMOJCEMENCTBA, KOHTPOIUPYIOUIUX CIOPYIISAIHIO,
MOABMKHOCTh M Pa3sHOOOpa3HbIe BHEUUTOIUIA3MAaTUYECKHE (PYHKIUHU (CHHTE3 CEKPETUPYEMBbIX OEIKOB,
TPAHCIIOPT KeJIe3a, Peakius Ha PasINHBIE CTPECCOBBIC BO3ACHCTBHS). IIpeACTABUTENH CeMEiiCTBA G TAKIKE
MPUCYTCTBYIOT Y MHOTHUX OaKTepuil M KOHTPOIUPYIOT a30THBIM METa0OJM3M, CHHTE3 psla THIPOJa3 U
KTYTUKOBBIX OETIKOB.

Tabmuua 3.1. Curma-daxtopsl Escherichia coli

Curma- | Pazmep KonTtponupyemsle nporeccs KonngectBo
¢dakrop | Oernka, MTOJIKOHTPOJIBHBIX

AK I'CHOB
RpoD 613 OO0JIBIIMHCTBO KU3HEHHO BaKHBIX F€HOB ~1000
RpoS 330 o0mmuii cTpecc u craimoHapHas ¢asza ~100
RpoH | 284 TEIJIOBOM LIOK ~40
RpoF 239 KT'YTUKOBBIM anmapaTr u XeMOTaKCUC ~
RpoE 202 BHEIMTOILIA3MAaTUYECKUE TE€HBbl M DKCTPEMAJIBHBIM TEIUIOBOM | ~5

LIOK

Fecl 173 TPAHCIOPT HUTPATA JKEJI€3a U BHEUTOIIIA3MAaTUYECKUE TEHBI ~5
RpoN | 477 a30THBIN MeTaboIHU3M ~15

OcHoBHO# G-(akTop E. coli umeeT MonekysipHyto Maccy okono 70 kDa u o6o3nauaercs o' umm RpoD.
AnbTepHAaTUBHBIN G-()aKTOp, KOHTPOJIUPYIOMUI OOJIBIIMHCTBO I'€HOB a30THOTO MeTabolu3Ma, UMEET pa3Mep
54 kDa, ¥ COOTBETCTBEHHO 00O3Hauaercs o @ ik RpoN. DTn 1Ba Genka He MOXOXKH APYT HA APYra HH IO
PEPBUYHOI IOCIEN0BATENBHOCTH, HU MO CTPYKTYpe, U SBISIOTCA NMPOTOTUIAMM JIBYX OOJBIINX CEMEHCTB G-
¢akTopos (Puc. 3.2). Bce ocHOBHbIE U OONBIIMHCTBO aJIbTEPHATUBHBIX G-(DaKTOPOB MPUHAIJIEKAT K CEMEUCTBY
c'"". AnbTepHAaTHBHBIC G-HAKTOPBI 3TOTO o -family
CeMEeNCTBa, B CBOIO 0YEpE]lb, MOT'YT OBITh
CTpYNIHMPOBaHbl B TPHU IOACEMENCTBA,

KOHTPOJIMPYIOIINX CTIIOPYJISIHNIO, Region Region Region  Region
MOJIBUKHOCTD u pa3HoOOpa3HbIe : ? ’ )
BHEIUTOIIA3MaTHUECKUE byHKIMN

(cunres CEKPETHPYEMBIX OenKoB,

TPaHCHOPT  JKeJe3a,  peakuus  Ha

pa3IUyYHbIE CTPECCOBBIE BO3JCHCTBHS).
o 54
[IpencraButenu cemeicTBA G~ Takke

Transition to Transitionto  Core DNA -10 -16 Core Activator -35

PUCYTCTBYIOT y MHOTHUX 6aKTepI/II\/JI " ifr(l)tnenrr;?grilate tg)g);;l:gg;plex binding melting recognition binding contact recognition
KOHTPOJIMPYIOT Aa30THBIM MeTaboIu3M, Modulates
CHUHTE3 psha TUApOoJia3 M JKI'YTHKOBBIX DNA binding
OEJIKOB. o> family

IlocinenoBaTeapbHOCTH
MPOMOTOPOB, OIM03HAaBaeMBIX Region Region Region
ANBTEPHATHBHBIMU  CHUTMa-(aKTOpaMu, I 1I I
CYWCCTBCHHO — PasIIaIoTCA K g ™ I T N I
MpPaBWJIO, HE MOTYT OBITh pacrmo3HaHbI

o o X-link HTH RpoN

0oJiee yeM OJHOU CUTMa-CyObeIMHHIICH. Box
Hckmouenune — RpoD u RpoS - >

(cxema - MpOMOTOPHI) DNA-binding

domain

bynyun ri100aJILHBIMHA

peryisTopamMu, curMa (QakTopbl, Kak

MPaBUJIO, HE JETEKTHPYIOT H3MECHEHHUE
YCHOBHﬁ CcaMi, a IIoJararorcia B 3TOM Ha
npyrue 6enku. Curma-(akTopbl 0OBIYHO

Puc.3.2. CTpyKTYpHO-(pYHKIIHOHAIBHAS OPraHU3ALMA
curma-gpaxKTopoB.
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SIBJIIIOTCSL KOHEUHBIM JIH00 (peXe) MpOMEXKYTOUHBIM 3BEHOM KaKOro-IMOO peryssiTopHoro kackana. MimeHno
MI03TOMY CHrMa-(hakTopbl OOBIYHO CaMU TOBEPKEHbI PEryJIALUH, NMPUUEM OCYIIECTBIATHCS OHA MOXET Ha
TPAHCKPUIILIUOHHOM, TPAHCIISIIMOHHOM U MOCTTPAHCIISLIUOHHOM YPOBHSX.

o-haxmopul bakmepuogazos. Kackaonas pe2ynsayus sxcnpeccuu 2eHo8.

OnHako HMCTOPUYECKHM OJHUMHU U3 TMEPBBIX ObUIM OTKPBITHI aJbTEPHATUBHBIE CHUrMa-(akTophbI,
Yy4acTBYIOIINE B KACKaTHOW aKTUBAIIMU T€HOB MPH JTUTHYECKOM IIUKJIE Pa3BUTHUS HEKOTOPBIX OaKTepruodaros.
Knaccuueckuii mpumep - 6akrepuodar SPO1 B. subtilis. Jlutnaeckuii Uk O0akreprodara MOXHO pa3aeiuTh
Ha Tpu ctaguu. Cpasy nocie MH(EKIUU TPaHCKpUOUPYIOTCS paHHUE reHbl 6akreprodara. OHM CUUTHIBAIOTCS C
TUIHYHBIX OaKTepUABHBIX MPOMOTOPOB OaKTEepHUATbHBIM X0J0()EPMEHTOM C OCHOBHOM CHUTMa-CyObeIUHHIICH
(6> y B. subtilis). O4epeHOCTb TPAHCKPHIILMHE CPEIHAX M MO3JHUX TCHOB OMPENCISIETCS TPeMs (paroBBIMH
redamuy, 28, 33 u 34. [Ipoaykr rena 28, o603HauaeMbli gp28, ABnseTCca cUrMa-(hakTopoM. 3amelasi OCHOBHOM
curma-daxrop, ox nozpossier PHK-nonmmepase cunteiBats cpeqnue reHsl 6akrepuodara. [IpoaykTel cpeaaux
reHoB 33 u 34, gp33 u gp34, 3amemaror gp28, cHOBa HM3MEHSsA NPOMOTOpHYyI0 crnerudpuanocts PHK-
MOJIIMEpa3bl, KOTOPasi CTAHOBHUTCS CIIOCOOHOM CUMTHIBATH TETEPh YK€ TOJBKO MPOMOTOPHI MO3IHUX (haroBBIX
reHoB. Takum oOpa3om, ajbTepHATHUBHBIE CUTMa-(pakTOpsl TMO3BONAIOT OakTepuodary MOJHOCTHIO
MEPEKITIOYUTh TPAHCKPUIIIIMOHHBIN anmapar X03sHCKON KJIETKH HAa CYUTHIBAHHE CBOMX COOCTBEHHBIX I'€HOB.

rpoS

V E. coli Baxuelmmm curMa-hakTopoM ABISIETCS G, IPOAYKT TeHa 7poS. IToT curMa-(hakrop Haubosee
OJIM30K MO CBOEM aMHUHOKHCIOTHOM IOCIEN0BaTeNbHOCTH K OCHOBHOM curme 70. IIpomoTopsl 3THX curma-
(hakTOpOB TOXKE OYEHBb MOXOXKH, HO, HECMOTPSI HA 3TO, CHEIU(PUYHBI KKIBIA 711 CBOEro curma-daxropa in
vivo. BykBa S B Ha3BaHWHM G NPOUCXOJUT OT CTAI[MOHAPHOW (ha3bl POCTa, HA MPOTSHKCHUM KOTOPOW 3TOT
(akTop OBLT BIIEpBBIE OOHAPYXKEH. 3aTeM NPHUCYTCTBHE 3TOTO cUTMa-hakTopa ObLII0O OOHAPYKEHO B JAPYTHX
CTPECCOBBIX YCIIOBHSX, M CE€HYac CYMTAETCS, YTO MPUCYTCTBUE G° SBJSETCH CBHIETEIBCTBOM T.H. «OOIIETO
CTPECCOBOT'O OTBETa». DTOT OTBET HAOIIOAAETCS, KOTJa KIETKa CTAJIKUBACTCS C PSIIOM CTPECCOBBIX CUTYalUil,
BUJUMBIM IIPU3HAKOM YETO SIBJISIETCS CHUYKEHHE CKOPOCTH POCTa BIUIOTH IO BXOXKJEHUS B CTallMOHAPHYIO (a3zy.
l'ononanue, MoBBIIEHHME OCMOJISIPHOCTH Cpebl WK NOHWkeHue pH, HeonTuMmanbpHas TemmepaTypa — 3TH U
JPYTHE CTPECCOBBIC BO3ICHCTBUSA MOTYT HHAYIHMPOBATH OOIIMIA CTPECcCOBBI OTBET. DuU3MONIOTHYECKHE
MOCTIE/ICTBUS OOIIETr0 CTPECCOBOTO OTBETA BKIIIOYAIOT YCTOMYMBOCTH K MHOTHUM CTPECCOBBIM BO3ICHCTBUSM,
HAKOIUICHWE 3alacHbIX NHUTATEIbHBIX BEIIECTB, M3MEHEHMSI CTPYKTYpbl KJIETOYHOW CTEHKU (yBEIMUYEHUE
Y4acTOThI KPOCC-CUIMBOK B MENTHUIOTIIMKAHE) U U3MEHEHHE MOP(OIOTHH KIETKH (yMEHbIIIEHHE 00IIero pasmepa
Y YKOpPaYMBaHHUE KJIETOK — OHU CTAHOBSITCS IOUYTH CHEPUICCKIMU).

Bo Bpems norapudmudeckoii ¢aszpl pocta B 1a00paTOPHBIX YCIOBHSIX KIETKH E. coli mpakTHUeCKU He
coliepKar G°, ¥ MOTOMY MYTAHTHI 110 7poS HE MMEIOT BHAUMBIX Je(eKTOB. B 3THX yCIOBHUSIX GOJBIITHHCTBO
monekysn PHK-noauMepasbsl sKCOpeccupyroT TOMEOCTaTUYECKUE T€Hbl U MMEIOT B CBOEM COCTaBE TJIaBHBIN
curma-daxtop 6 (POAYKT reHa rpoD). DTa CUTyaIHs MEHSIETCS, KaK TOMBKO KIETKH MOJBEPrafOTCs KAKOMY-
6O CTpecCy, TO €CTh MOMAIAI0T B YCIOBHsI, HE ONTUMAJIBHBIE U1 POCTa. B 9TUX yCIOBUSX G° MHIYIMPYETCS
110 ypoBHs 30% OT KOIHYECTBA G ', YTO MPHBOIMT K MOSBJICHHIO JOCTATOYHOr0 KommuecTsa PHK momuMepassr
B KOMIUIEKCE C G° U MHAYKIUH Gobinoro yucia (ue Menee 100) 6°-3aBUCHMBIX IPOMOTOPOB. AKTHBHPYEMBIE
TeHbI )KU3HEHHO HEOOXOUMBI 111 BEDKUBAHUS B CTPECCOBBIX YCIIOBUSIX, HAIIPUMEp, B CTallMOHAPHOI da3ze.

Ilpy ajganTanMu K CTPECCOBOM CHUTYyallMd G JAEHCTBYET KakK OBICTPO MHAYLUPYEMBIH KOOPIHHATOP
CTPECCOBOTO OTBETa, a TaKXe KaK OCHOBHOW pEryJsTOp JAOJTOBPEMEHHOM aJanTalud CcO CIOKHBIMH
(U3MOIOTMIECKUMHI TIOCIIEACTBUAMM. [lepBast (QYHKIMS G° OYEBMIHA TpPU OBICTPOH, HO KPAaTKOCPOUHOM
UHIYKIUH G° TPH TIePeX0/ie KIETKU C yTUIM3AIMH TJIFOKO3bI Ha JTakTo3y. Kak Bl MOMHUTE, IPU BHIPAIIUBAHUH
OakTepuu Ha CMECH JBYX YTJIEBOJOB HaOogaeTcs (eHOMEH AuayKcuu — (a3a jgorapudMuuecKkoro pocra, BO
BpeMsi KOTOpO OaKkTepUu HCHOIB3YIOT MPEANOYTHTEIbHBIN YIJIEBOJA, 3aTe€M IUIaTO, KOTJa MPOUCXOIUT
nepecTporika MeTaboiam3Ma W BTOpOM dTam Jiorapudmudeckoro pocta. [Ipexknae dYeMm KieTka HadHET
yrunuzanuo 1akTo3el, @TC riaroko3bl JoMKHA MOJTHOCTHI0 OCBOOOIUTHCS OT cyOCTpaTa, JOJMKEH HAKOMUTHCS
HAM®, 4uto W TpHBeneT K HMHAYKIUH [ac-onepona. Kak pa3 Hakomienne UAM® U 3aBUCHT OT G —
KPAaTKOBPEMEHHOE TMOSABICHHE OTOT0 G-(paKkTopa ¥ aKTHBAIUS G -3aBHCHMBIX T'€HOB IIPEIIIECTBYIOT
HakoruieHn0 TAM® 1 HeOOXOAUMBI JIJIS 3TOTO.

KonnuecTBO akTHBHON G° CyOBEIMHHIBI KOHTPOJIUPYETCS HA YPOBHE TPAHCKPHIIIUH, TPAHCISIMU W
myTeM IpoTeoiu3a. PasnuyuHble cTpeccoBbie YCIOBUS MO-Pa3HOMY BIUSIOT HAa 3TU YPOBHH peryisuuu. [laxe B
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YCIIOBHUSIX OBICTPOrO POCTa, KOT/a OEJIOK G° He JAECTEKTUPYETCs, IPUCYTCTBYET jocTaTtouro mHoro MPHK rpoS.
®opmupoBaHre BTOpUYHOM CTpyKTypbl 3To MPHK mnpensitctByer ee TpaHcisuumu. sl akTUBavu
tpancnsuu 31oii MPHK HeoOxoaumo aeiictBue Hebombimoro PHK-cs3biBatomero 6enka Hfq (HF-1). Kpome
TOT0, TPAHCKPHUIILIUSA 7pOS B CTPECCOBBIX YCIOBUSIX TaKkKe BO3PACTAET.

Takoll MEXaHM3M PETYISAIUE YPOBHSA G° UCIOJB3YETCA B TEX CTPECCOBBIX YCIOBHSAX, KOTOPHIE TPEOYIOT
JUIMTENTFHOW ajanTaimuu. B Tex e choydasx, Korma TpeOyeTrcst ObIcTpoe pearMpoBaHHE Ha BHE3AITHBIE
W3MEHEHHUs YCJIOBHM, TaKMe KaK BHE3aIHOE rojiojlaHue, cABUT pH, MOBbIIIEHNE TeMIlepaTypbl U OCMOJISIPHOCTH
Cpelbl, yBEIMUEHHE K-Ba G° IIPOMCXOJMT 3a CUET MPEJOTBPAILEHUS €€ IpoTeonusa. IIporeonus ¢° mpoucXoauT
3a cuer mporeassl ClpXP mpu momoru perymstopaoro Genka RssB. HecraGuisHocTh G° ompesensercst
KOPOTKOI TOCIIEI0BATENFHOCTHIO0 AMHHOKHCIOTHBIX OCTATKOB, KOTOPAsk OTCYTCTBYeT ¥ G . RssB y3uaer oty
MOCIIEZIOBATEILHOCTh U BBICTYMAaeT B poju cyoOctpaT-y3Hawtero ¢akropa mist ClpXP mporeasbl. Cpoactso
RssB k ¢° u3MeHsieTcsi B 3aBUCUMOCTH OT €ro (ochopunuposanst/nehochopuinpoBanusi, KOTOPOES KAKUM-TO
00pa3oM CBsI3aHO CO CTPECCOBBIMU YCIOBUSIMHU.

KakoBbl e I'eHbI-MHILIEHU, aKTHBUpyeMble 6?7 WX 0ojiee COTHM, M BCE OHU B TOW WM WHOW CTEIEHU
BBITTOJIHAIOT (DYHKIIUIO aJanTalii K CTPECCOBBIM YCJOBHSAM. B KauecTBe NPUMEPOB MOXKHO IPHBECTH
AKTUBAIIMIO T€HOB KJIETOYHOTO AeneHus fisQAZ v akTUBALMIO CHUCTEMBI 3aIllUTHI OT aKTUBHOTO KUciopozaa. B
nocnenHioo BxoaaT katanaszel KatE, KatG u mportextopsblii Oenok Dps, HEmocpencTBEHHO 3alMIArOIINI
JHK ot nepexucu Bogopoaa.

B kieTkax, HaxoISNIMXCS B CTPECCOBBIX ycioBusx, aBe (opmbl PHK monumepassi, Ec® u Ec”,
COCYIIECTBYIOT U 00€CHeuyMBalOT JKCIPECCUI0 pa3jIMYHbIX TE€HOB. TemM He MeHee, NPOMOTOPHBIE
TI0CIIEI0BATENBHOCTH IeHOB, KOHTPOIHPYEMBIX EG®, OUeHb CXOHBI C TAKOBBIMHU 3aBHCAIMX 0T EG'° — BIIOTH
JI0 TOTO, YTO B SKCIIEPUMEHTAX in Vvitro o0a XoiopepMeHTa JOCTATOYHO XOPOLIO TPAHCKPUOUPYIOT 00a Thuma
npomotopos. (Xors Ec® Bee e MeHee TpeboBaTeseH K —35 Mmociea0BaTeIbHOCTH)

Kak e Toraa o0ecrneuynBaercs CrelupuIHOCTb G -3aBUCUMBIX IPOMOTOPOB? DKCIPECCHS MHOTUX TEHOB
peryioHa monaynupyercs rinodanbHbiME peryistopamu H-NS, Lrp, cAMP-CRP, IHF u Fis. Yacte u3 3tHX
(hakTOpoB SBJSETCS PacIpOCTPAHEHHBIMU THCTOHOMOJOOHBIMH O€JlKaMH C HE OY€Hb SICHBIMU (DYHKIUSMHU.
3a4acTyr0 HECKOIBKO OENKOBBIX (DAKTOPOB OJHOBPEMEHHO KOHTPOIUPYIOT TPAHCKPHIIIMIO C G -3aBUCUMBIX
npoMoTopoB. Takke 4acTo BCTpedaeTcss CUTyalus, KOrja OJUH U TOT K€ I'eH TPaHCKpUOupyercs C ABYX
POMOTOPOB, 3aBUCSIINX OT Pa3HbIX (HAKTOPOB. B Takux ciydasx TPAHCKPHIIHSA C G —3aBHCHMOTO IPOMOTOpa
3a9aCTYIO 3aBHCHT OT JIOTIOIHHTEIBHOTO OEIKOBOTO PEryisTopa, TOraa Kak TPAHCKPHIIHS ¢ G . IPOMOTOpa
KOHCTUTYTHUBHA.

rpok

Wrak, Mbl pa3o0pand (YHKIMM W MPUHIMI aKTHBAIMK G, curMma-(akropa, Hamboyee OIHM3KOro K
OCHOBHOMY cHrMa-(aktopy 6 . JIpyrue curma-(akTopsl MeHee CXOIHEI C G 10 CBOCH MOCIeI0BATEILHOCTH
¥ OIIO3HAOT IIPOMOTOPEI, HE HMEIOIIIE HIHYEro OOIIero co "cTaHmapTHBIM" IIPOMOTOPOM G .

(Tabnuia ¢ mocaen0BaTENbHOCTIMHU POMOTOPOB JIsl Pa3HBIX CUTM)

PaccMOTpHM TIPHHLMIN JIEHCTBHS APYroro curma-gpaxropa E. coli, ¢°. DTOT 60K NPHHALICKHT K
oompiomy cemeiictBy ECF (extracytoplasmic factors) curma-gakropoB. CBoe Ha3BaHHE 3TH CUTMa-(paKTOPbHI
NONYyYWIM B CBS3M C MX yYaCTHEM B PETYJSIUM OKCIPECCHHM BHELUUTOIUIA3MEHHBIX  OENKOB
(IepUIIa3MATHYECKHX, BHEIIHEH MEMOPAHBI H CEKPETHPYEMbIX BO BHELIHIOK cpeny). OCHOBHAS QYHKIMS G -
obecrieunBaTh CHHTE3 OEJIKOB, OTBETCTBEHHBIX 3a HOPMAIbHBIA (DOIAMHT (CBOpayMBaHWE) OCIKOB BHEITHEH
MeMOPaHbI, HO, KpOME TOTO, G YCHIMBAET TPAHCKPHUIIIMIO I'€HOB TEIUIOBOrO MOKa (IyTeM aKTHBAIINM CIle
OXHOrO cHrMa-(pakTopa, °°), a y MATOTEHHBIX GAKTEPHil POICTBEHHBIC CHIMa-(aKTOPHI aKTHBHPYIOT TCHbI
BUPYJIEHTHOCTH.

G" pearupyer Ha GelKM BHELTHEH MeMOpPaHBI U MEPUILIA3MATHIECKHE OENKH, YTPATUBIINE HOPMAIBHYIO
KoHpopmanuto. Ho mockonbKy curma-(akTop, €CTECTBEHHO, SIBIISIETCS HUTOIUIA3MATUYECKUM, a CHUTHAI JJIS
€ro aKkTHBAIlMM HAXOJUTCs B TMEpUIIa3Me, JOJDKEH OBbITh KaKOW-TO TEPEHOCUMK CHUTHAla MEXAY ABYMS
KJICTOYHBIMH KOMITAPTMEHTaMHU. DTy (YHKIIHIO BBINOJIHSAET MeMOpaHHBbIiA O0enok RseA. B oTcyTcTBHe curaana
c" MHAKTUBHUPOBAH IyTEM CBA3bIBaHUA ¢ RseA. DTa MHAKTUBAIMS YCUIIUBAETCS 3a CUET B3auMoJieicTBUS RseA
¢ mnepurazMatuueckum Oenkom RseB. I[lpu HapymieHusx BHEMIHEH MeMOpaHbl, MPEAOTBPAIAIOIINX
HOpMaNbHBIH (honauHr ee OenkoB, RseB cBs3pIBaeTCs ¢ HENMPaBWIBHO CBEPHYTHIMH OEIIKaMH, OCBOOOXKIAst
RseA. D10 Bemer k ocnabeBaHuio cBs3M RseA ¢ GE, a JIOMOJIHUTEILHOE B3aMMOJICHCTBUE HEMPABUIIBLHO
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CBEpHYTHIX OelKoB ¢ RseA OKOHYATEIbHO OCBOOOXKIAET o, KoTophli cBa3bIBaeTcs ¢ PHK-nomumepasoi u
aKTUBUPYET TpaHCKpUMIHIO psifa reHoB (Puc. 3.3). B uncio 3Tux reHoB BXOIIT:

fkpA, xomupyromuii mepuIia3MaTHYECKU mianepoH (HEOOXOAMMBIA Al HOPMaJbHOTO (ponauHra
MePUTIIIa3MaTUUECKUX OEIKOB U OCJIKOB BHEITHEH MEMOpaHbI);

degP - nepurazmMaTuyeckasi mporeasa, JAerpaaupyronas HeHOpMaibHbIe MU HETPaBHJIBHO CBEPHYTHIE
OelIKu;

rpoH - curma-QpaxkTop, aKTUBUPYIOIINI TPAHCKPUIILIMIO T€HOB TEMJIOBOTO 1I0Ka;

coOcTBeHHBIN onepoH rpok rseABC;

T'eHbl BUPYJIEHTHOCTH Y psijia OakTepuil.

[Tockonbky c" aKTUBUPYET

TPAHCKPUIILUIO CBOET0 COOCTBEHHOI'O oMm |
OTEpOHAa, TIepBOHAYANbHAS WHIYKIUS
o MEXaHU3MY MOJIOKHUTEITHHON Heat, ETOH %d \
00paTHOM CBSI3M PE3KO YCHIIMBAETCS 3a Docrecced Iovels *
CYET JONOJHHUTEIBHOTO CHHTE3a ot A I of folding factors &
IOCKOIBKY ~ OAHOBPEMEHHO ¢ G | H M |
HPOUCXOTUT CBEPXIPOAYKIIHS o
HETaTHUBHBIX  peryisaTopoB RseA wu
RseB, BCSA cucreMa OBICTPO L r
BBIKJIFOYAETCSA, KAK TOJILKO IEPUILIa3Ma e
OKa3bIBACTCs OYUIIICHHON oT
HETPAaBUIIBHO CBEPHYTHIX OCIKOB. H RseA
V psanga OGakrepuii cHcTeMa G-
OblTa aJanTUpoOBaHa Uil KOHTPOIS D RseB fkpA, degP
reHOB BUpyJIeHTHOCTH. Tak, y P. ;zzi rseABC
aeruginosa  TOMOJIOT c" (AlgU) . OMP Virulence genes
pEryIupyeT SKCIPECCHI0 TEHOB alg,
KOJAMPYIOIIMX  CHHTE3  MYKOWJHOU \ Misfolded
KarcyJbl, Heo0X0auMOMI 1A OMP

YCTAHOBIICHHSI XPOHHUYECKUX UH(EKITHIA.
Taxk xe, xak wm y E. coli, no
MOCTYIUICHUST CUTHAlla CHUrMa-(akTop Puc.3.3. KoutpoJas peryjiona RpoE.
MHAKTUBUPOBAH B3aUMOJEHCTBHEM C
npyrum 6enkom, MucA. Curnan mia aktuBauuu AlgU ckopee Bcero mpoayIHpyercss Ha HadalbHbBIX dTarax
MHQEKIUY, HalpuMep, B BHUJE IMOBBIIIEHHOW TEMIEpaTypbl, MEIIAIOIed HOPMaIbHOMY (DOJITUHTY OElKOB
000JI0YKH.

benku RseA u MucA mnpuHaanmexar K Kiaccy peryJjsiTopoB, M3BECTHBIX KaK aHTH-CUIMa (aKTOpHI.
[Ipuniun paGoTel 3TUX OEJIKOB MPOCT - CBS3BIBAsACh C CHUrMa-(pakTopaMu, OHHM MPEMSITCTBYIOT HX
B3aumozeiicteuto ¢ PHK-nonumepazoi. Kpome c" peryJyiona, aHTU-curMa (aKkTOpbl YYacTBYIOT B KOHTpPOJIE
PEryJIOHOB, AKTHBHPYEMBIX G (GHOCHHTE3 KTYTHKOB) U G' (paHHHE CTAHu CropyJisiun B. subtilis).

Haubonee mHTEepecHbIl mpumep NecTBUS aHTH-CUTMa (DAaKTOPOB MpEACTABISIET peryisilus mpolecca
OuoreHesa >KI'yTUKOB, XOpOIIO uW3yudeHHast y Salmonella typhimutium. CUHTE3 TO3THUX JKTYyTHKOBBIX T'€HOB
(KOmMpyROImHX (hIIATeIMH ¥ XeMOTAKCHYECKHEe (YHKIMH) 3aBUCHT OT albTePHATHBHOIO CHIMa (hakTopa G
Bo Bpemsi paHHMX CTajuii CHHTE3a XIyTHKOB G°° HAXOJUTCA B MHAKTHBHPOBAHHOM COCTOSHHMM 3a CUET
B3auMoOJieHCcTBUA ¢ aHTH-curMa (akropom FlgM. Kak Tonbko 6a3ambHOE TeNO W KPIOK OKa3bIBAIOTCS
coOpannbiMu, FIgM cekperupyercst depe3 KTyTHK, BBICBOOOXAs aKTUBHBIN o™, BoicBoGOXKICHHE G
IPUBOAUT K Hayaly TPAHCKPUIIMU MO3IHUX JKTYTUKOBBIX T€HOB, OJHUM U3 MPOJIYKTOB KOTOPBIX SIBIISETCS
¢GmaremmH - OenOK, W3 CyOBEIWHUI] KOTOPOro coOpaHa HHTh JKIYTHKA. A TOCKOJBKY CYyOBETUHHIIBI
(naresuIMHa SKCHOPTUPYIOTCS Yepe3 TOT ke KaHal, yTo u FIgM, co3naetcs npensitctBue A Beixona FlgM u3
KJIETKH, U3-3a YETO €r0 YPOBEHb BHYTPHU KJIETKU CHOBA BO3pPacTaeT.

Jlumepamypa:
1. D. Missiakas and S. Raina. The extracytoplasmic function sigma factors: role and regulation. Mol Microbiol
1998 28(6):1059-1066
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4. TennoBoOM WOK, honauHr n gerpagaunn 6enkos

TennoBoi MIOK SABIISETCA TOMEOCTATHYECKUM
OTBETOM KJIETKH Ha UHTyLIUPOBAHHOE
CTPECCOBBIMHU YCIIOBHSIMA U3MEHEHHE
KoH(popManuu OCJIKOB. 10T dbenomeH
CBOWCTBEHEH  BCEM  OpraHu3MaM, U  €ro
MOJIEKYJISIPHBIN MEXaHU3M PaKTUYECKH
UACHTUYEH Yy OakTepuii, apxeil W 3yKapuoT (HO
JeTalu paccMaTpuBaTh Mbl OyJeM Bce-Taku y E.
coli). llpu TOBBILIEHMH TEMIEpaTypbl KiIeTKa
HAUYMHACT CHHTE3UPOBATh T.H. OEJKH TEIJIOBOTO
IIOKa, K KOTOpPBIM IIPEXKAE BCErO0 OTHOCSTCA
Moutekysipable  maneponsl (DnaK, GroEL) u
AT®-3aBucumsie mpoteassl (Lon, ClpAP). Otu
OCNKM BBIMIOJHSIIOT JIBE OCHOBHBIC (YHKIHU -
obecrieunBaroT  GoNIUHT  (CBOpayMBaHHE B
HaTHBHYIO  KOH(OpMAanuio) ¥  Jerpajaluio
MOBpEXJCHHbIX OenkoB. HecMoTpss Ha mMosHYMO
MPOTHBOMOJOXKHOCTh  ATUX  ABYX  (DyHKIHMA
pe3yJIbTaT UX OCYIIECTBICHHS OIHH - JTUKBUIAIUSL
MOBPEXJCHHBIX (M MOTEHLIMAIbHO OINACHBIX JUIS
kieTkn) OenkoB. [{uTomnazMatudeckue MmpoTeasbl
[0 CBOEH CTPYKType HAOMHHAIOT MIANEPOHBI -

JpeBHHUE MaIIWHbBI st Gponaunara. M te, u apyrue
pacmo3HalOT 3KCIOHHUPOBAHHBIE THUIPO(HOOHBIE
YYaCTKH HETMPABIIEHO CBEPHYTBIX WA
JICHATYPUPOBAHHBIX OEJIKOB.

MonexynapHule wanepomwl

Lllaneponvi-uianeponunsl: pazHuya

Ot Oenku  00ecreyuBalOT PaBUIIbHBIN
(hoNIMHT CHHTE3UPYEMBIX OCTTKOB 3a CUET SHEPTHUH
rugponnza AT®. OHM OCOOEHHO BaXHBI Y
MPOKApHOT, Te (OIAMHT OOBIYHO HE SIBISETCS
KoTpaHchsuoHHbIM. [llamepoHbl MOryT Takxke
BEPHYTh B HOPMAJIBHYIO KOH()OPMAIIMIO MHOTHE
JeHaTypUpOBaHHbIe OeiKku (HAKaIIUBAIOLIHECs
MIPY MHOTHX CTPECccax, BKIIFOYAs TEIIOBOH IIIOK), a
TaK)Ke MPEAOTBPAIIAIOT arperamuio OJIUTOMEpPOB U
obecrieunBarOT ~ MX  pasfeneHue.  Hakowner,
1IanepoHbl YYacTBYIOT B CEKpELUH, MOAEPKUBAst
CEKpeTHpyeMbIe OCIIKH B Pa3BEPHYTOM COCTOSHHH.
[[Taneponst u3 cemeiictB Hsp70 u  Hsp60
(ab6peBuarypa u3 cioB heat shock protein + mom.
Macca) TOPHUCYTCTBYIOT B  IUTOIUIa3ME B
HamOonbpIKUX KomuuyecTBax. ['omomorom Hsp60 y
E.  coli ssnsercs GroEL, dopmupyromuit
rurantckuii komiuieke ¢ GroES, B 1eHTpanbHOI
MOJIOCTH KOTOPOTO IETMKOM MOYET MTOMECTUTHCS
oenok pasmepom 10 55 k/la (Puc. 4.1.).

GroES-GroEL KOMILJIEKC UMeEeT
CYIIECTBEHHOE CXOJICTBO C AYKApPHOTHYECKOM 26S

(a

J C

Puc. 4.1. llaneponun GroELS

Puc. 4.2. Padounii nuka maneponuHa GroE
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IIPOTEOCOMOM, OTBETCTBEHHOW 3a JAerpafaluio
MEYEHBIX YOMXUTHHOM OEJIKOB.

VY E. coli romonorom Hsp70 sBisiercst DnakK,
KOTOpbIII 00pa3yeT KOMIUIEKC € KOIIAIEpPOHOM
Dnal u 6enxom GrpE (Puc. 4.3).

E. coli Taxxke uMeeT JONOJIHUTENIbHBIE
maneponsl , Takue kak SecB, ClpB u IbpAB,
B3aUMOJICHCTBYIONINE C OeNKaMH, SBISIOIIMMUCS
IUIOXUMHU cyOcTpatamu i 1manepoHoB Hsp70 u
Hsp60 cemeiicTs.

Ilouemy OGenkam HydCHa NOMOWbL  Npu
gonounce?

[Tpu donaunre Genku MPOXOIAT yepe3 psil
MIPOMEKYTOUYHBIX KOH(pOpMAIMA, UMEIOIHUX Ooiee
BBICOKYIO HEPIHIO, YeM KOHEUYHasl KOH(opMaius
(Puc. 4.4). Tlostomy miss MHOTUX OEIKOB
CYILLECTBYIOT JIOKAJIBHBIC JHEPreTUYECKHE
MUHUMYMBI, B KOTOpPBIX YaCTU4YHO CBEPHYTHIN
Oeok MOXKeT 3anepkarbcsi Hamonro (Puc. 4.5).
benku, TpebOyrome mnomMouw B (OJIIMHTE,

OIIO3HAKOTCS arrmapaToM DnaK-DnaJ-GrpE,

MPEANOJIOKUTEIBHO — 4YE€pe3  Haxon4dluecs B

KOHTAaKTE€ C PacTBOPOM THUIAPOPOOHBIE YUYACTKH.

MomnekyaspHBII IIanepoH 3aTeM, T'HAPOIU3Ys

AT®, "neperacoBbiBaeT" KOH(OPMAIMIO MHOTHX

OCHOBaHUH, (aKTUUYECKH pa3BopauuBas OEIOK U Puc. 4.3. Padounii nuka manepona DnaK
MI03BOJISISI EMY CBEPHYTHCS 3aHOBO. Eciii HaTuBHas

KOH(opManuss HE JOCTUTACTCS TAaKUM IyTeM, Oellok mepexoauT B BeneHue ImanepoHuHa GroES-GroEL.
[lomocTe mIamepoOHMHA OHKPAaHUPYET OENOK OT KOHTAaKTa C pPacTBOPOM U JPYIHMU CyObeIWHHIIAMHU,
MIPEeIOTBPAILAs arperaluio U No3BoJIsAa OEJIKY CIIOKOMHO CBEPHYThCSI.

Cneyugpuunocmo waneponos.

1. B3auMOAEWCTBYIOT mpenmouyTuTenbHO ¢ ruapododbnsiMu  AK, xors SecB mnpemnounraer
MIOJIOKUTENBHO 3apsDKeHHbIe. HenpaBWIBHO CBEpHYThIE WIM JCHATYPUPOBAHHBIE OEJIKU OINO3HAIOTCS I10
rupooOHBIM yJacTKaM, B HOPME SKPAaHUPOBAHHBIM OT KOHTAKTa C PACTBOPOM JIMOO BHYTPH MOJICKYJIBI, THOO
MyTeM KOHTakKTa ¢ TuApodoOHOM 00acThiO Apyroro Oeiaka uiau ¢ MmemOpanoi. HegaBHo ObUTO TIOKa3aHo, 4TO
DnaK ono3naer runpo¢oOHBIH y4acTOK U3 4-5 OCHOBaHM, OAHUM M3 KOTOPBIX SBISETCSA JICHIMH; TaKOH
Y4acTOK J10JIKeH ObITh (prrankupoBaH ocHOBHbIMU AK. Takue ydacTku BeTpeyaroTcs B CPEAHEM yepe3 KakIble
36 AK, 00BIYHO B 3KpaHUPOBAHHBIX yYaCTKaX MOJEKYJIbI.

Lllaneponvt u npomeonus.

Posnp manepoHoB B mpoTeonuse Oblia MPOoJAEeMOHCTpHpOBaHa Npu u3ydyeHun MyTaHToB GroES-GroEL u
DnaK - okazanoch, 9T0 HEKOTOPBIC U3 HUX CTAOMIM3UPYIOT aHOMAJIbHBIC OSJIKHU. 3aTeM OBUIO 0O0HAPYKEHO, UTO
psa nuromnazmaruyeckux mnporeas - ClpAP, ClpXP, HsIVU - umeror oaHy cyObeIMHHIly ¢ aKTUBHBIM CalTOM
JUIsL TIpoTeonu3a, a BTopyr - ¢ ATd-3aBucrMoOi WIanepoHHOW aKTMBHOCTBIO. Kpome Toro, npyrue
nuTorazMarudyeckue mporeasbl, Hamp. HfIB (FtsH), xoTe u cocTosmme u3 OIHON MOMUMENTHAHON Lemnwu,
MPOSBIISAIOT IIANIEPOHHYI0 aKTUBHOCTH B ONPEIEIIEHHBIX YCIOBUAX. JTO CBUAETEILCTBYET O TOM, uTo AT®-
3aBMCHUMOCTbh LUTOILIA3MATUYECKUX IPOTEA3 MOXKET OTPAKATh HIANICPOHHYIO aKTUBHOCTB, E€HATYPHUPYIOLLYIO
cyOcTpat, 4To JeNlaeT ero JOCTYMHBIM s poTeasbl. (B nmpuHIMne HUKaKoW SHEPrUu JUIsi CaMoro MPOTEOIH3a
HE HY)KHO, T.K. pacIleIUIeHue NEeNTUIHON CBS3U - IK30TepMHUecKas peakuus.) Jpyras Bo3mMoxHas (QyHKIUSA
AT® - uaaykuuss KOH(OOPMAIIMOHHBIX W3MEHEHHH, BEAyIIMX K MYJIbTHMEPH3AllMd HEKOTOPBIX IPOTEas.
Hanpuwmep, B orcyrcrBue rugponmsza AT® mporeasa ClpAP He moxer copMupoBaTh CBOEH HOPMAaJIbHOMN
LHWINHAPUYECKOM CTPYKTYpBl, 0€3 4ero ee B3auMoielicTBUe ¢ CyOcTpaTaMu HEBO3MOXKHO.

[Hupokast cybcTtpaTHasi crneuu(PUUHOCTH IIANEPOHOB U, MPEANOIOKHUTEIBHO, MPOTea3 OTpPakaeT HX
CIOCOOHOCTh y3HaBaTb B HOpPME CIHpsTaHHble THAPO(OOHBIE 00JaCTH IUIOXO CBEPHYTHIX  MIIH
JICHaTypUpOBaHHbBIX OenkoB. Takas OOMIHOCTH yY3HABaHUS CO3JAET JAUJIEMMY: B3aUMOICHWCTBHUE C IIATICPOHAMHU
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BeJeT K peHarypanuu wik (oiguHry, a
B3aUMOJICCTBME C  @poTea3aMud  BEOeT K
nectpykuuu. CrieoBaTeabHO, KJIETKa KAaKUM-TO
o0pa3oM [OMKHA PEIIUTh, MO KaKoMy IyTH
HaNpPaBUTh KKABII MOBPEXKIECHHBIN OEIIOK.

Curnanel gy mporeonu3a  OOBIUHO
pacrionaralorcss  Ha  KapOOKCH-KOHIIE. Kax
MPaBUJIO, 3TO KOPOTKHE MOCIETOBATEIBHOCTH U3 5
WIM OKOJO TOrO HEMNOJSPHBIX OCHOBAHMU.
HckyccTBeHHOE n00aBieHrE TakuX "ApibIKOB" K
cTaOWIBbHBIM B HOpME OenmkaM JenaeT Uux
cyoctparamu ans  mpotea3d. HemaBHO — OBLT
oOHapy»XeH emie OauH "SpJiblk" Takoro poja.
Korma monexyna MPHK BHesamHo oOpwiBaeTcs
MOCPENN KOAMPYIOLIEH IOCIEN0BATEIbHOCTH B
pesyiapTare  JIerpajanuu Mo  TMpPOCTO B
pe3yjpTaTe  MOPEKICBPEMEHHOM  TEpPMHHALIMHU
TPaHCKpHUIILIMK, pubocoMa  OKa3bIBaeTcs B
coctosguuu ¢ 3aHATeIM nentunui-TPHK P-catitom
U CBOOOJIHBIM OT KOAOHA (M, COOTBETCTBEHHO,
amuHoaunmi1-TPHK)  A-caiitom  (akuentopHbIM
caiitoM). B  atux  ycnoBusx  HeOomblIas
crabunbHas PHK, ssrA, nelicTByer cHauana Kak
ananun-tTPHK, nobGaBnas ocrtatok amaHuHa K
MenTuay, a 3aTeM kak kopotkas MPHK, mobGaBmnsis
10 HemonsipHBIX AaMHMHOKHMCIOT, 33 KOJOHaMH
KOTOPBIX clieayeT cTom. B pesynbrate oOpasyercs
IENTH/, HECYLIHil HA CBOeM KapOOKcH-KoHIE 11 Puc. 4.4. Moaeab GoiuHra KOPOTKOro menTuaa
nonoaHuTeNbHBIX AK, HampaBisSIoMuUX MEeNTU Ha
nporeonus ( B MepuIlia3Me Mpu nomMoiuu Tsr, a B
nutornazme - HfIB unu ClpXP mporeas). B ciyuae xe AeHaTypupOBaHHBIX WM arperHpPOBAHHBIX OEIKOB, HE
UMEIoNUX crerupudeckoro "spibika', BOIPOC O TOM, KaK KJIETKa OMpeeiiieT UMX MAIbHEHIIYI0 cyanly,
OCTaeTCsl OTKPBITHIM.

ATD-3asucumvie npomeaswi

B OTJINYHE oT AYKapHoT, rae
MHOXKECTBEHHBIE =~ CHCTEMBl MEUEHHUS  OCNIKOB
YOMXUTHHOM HAIPaBIISIOT Pa3IMuHbIE CyOCTpaTh
K €IMHCTBEHHOM LMTOIUIA3MATHYECKOM IpOTEas3e
(26S mpotease), 3a pacrmo3HaBaHHE CyOCTpara y
MIPOKApPUOT OTBEYAIOT CAMH MPOTEA3bI, IOITOMY UX
B KJETKEe, KaK IPaBWJIO, HECKOJBKO (MOpsaKa
IIECTH). DHepro3aBUCHMbIE MpOTEa3bl
MPEJCTABISIOT COOOM, Kak MpaBWiIO, KpPYHHbIE
OJINTOMEpPHBbIE KOMIUIEKChl. st Bcex mpoTteas
39TOr0  Kjacca C  H3BECTHOM  CTPYKTypoOHu
MIPOTEA3HBIC CalThI pacrosararTcs BO
BHYTPEHHEH KaMepe OJIUIOMEpPA, BXOJ B KOTOPYIO
CIIMIIKOM MaJl g OOJBIIMHCTBA HATHUBHBIX
(cBepHyThIX) OenkoB. Iloctymnenue cyOcTpaTa
BHYTPh ~ TakKoOil  MOJIOCTH  OOECIeYrBaeTCs
peryiabTopHbiMU  ATda3HpiMU JOMEHaMU (WM
cyobenunuiamu). He yIuBHTEIBHO, YTO MMEHHO npouecce poauura
AT®a3nble CcyOBeAMHUIIBI OTBEYAIOT  3a
CcyOCTpaTHYIO CHEMUPUIHOCTh. AMHHOKHUCIOTHBIC MocienoBarenbHocTd ATda3HbIX CyOBEIUHUI] PA3HBIX

Puc. 4.5. U3meHneHue cBOOOIHOI JHEPIryU B
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MpoTea3 HMMEIOT CXOJICTBO, KOTOPOE MOXKET CBUJETENIbCTBOBAaTH O CXOJICTBE MEXaHU3MOB HUX JIEHCTBUS.
ITockonbKy pacro3HaBaHue CyOCTpaToOB ocyluecTBisercs perynaropHsiMu AT®azamu, cBoiicTBa cyOCcTpaTos,
MPUBOJALINE K MX JIerpajalliy, HE 3aBUCIT OT CBOWCTB, HEOOXOIUMBIX JUIsl pa3pe3aHus MENTHAHbBIX CBS3EH.
Kak Tonpko O€noK pacro3HaeTcss M CBS3bIBaeTCs peryisTopHbiM AT@da3sHbIM JOMEHOM, HAYMHAETCS
IoCJIeI0BaTeIbHAas Ierpajalis NOJIUIENTUIHON Lenu ¢ pa3pe3aMu yepes kaxasie 5-10 AK.

Y E.coli wusBectHol 4 AT®-3aBucuMble

MPOTEa3kI.

CIpAP ClpXP.

VY stux nporeaz ATda3Has U mnpoTeasHas
AKTHBHOCTh MIPUHA]ICKAT pa3HbIM
cyObeMHUIIaM, U HEYJUBUTEIBHO, YTO OTH
CyOBe TMHHIIBI CIIOCOOHBI IENCTBOBATH

camoctositensHO (Puc. 4.6). ClpA u ClpX moryt
neiicTBoBaTh Kak mmianepoHsl. I'ensr clpX u clpP
COCTaBJIAIOT ONEPOH, CIpA pacnookeH OTIENbHO
B MOHOLHUCTpOHHOM omepoHe. (OO6a omepoHa
HUMEIOT TUITMYHBIE IPOMOTOPBI TEMJIOBOTO LIOKA.

ClpYQ/HsIUV

HfIB(FtsH)

Zn u AT®-3aBucumas npoTeasa, Puc. 4.6. AT®-3aBucHMBIe IPOTEA3bI: MIATIEPOH U
y4acTBYIOIIAs B Jerpaganu NpoTea3a B OAHOH MOJIEKYJIe

[UTOIUIA3MAaTHYECKUX ¥ MEMOpaHHBIX OEJKOB,
Bkitouasg RpoH, SecY (uacth annapata cexpeuun). Enuncrsennas ATd-3aBucumast mpoTeasa, CyliecTBEHHas
st xu3HH E. coli. B onepone ¢ RpoH-3aBucCHMBIM IpOMOTOpPOM.

Lon.

Herpaaupyer Oenok N ¢ara A, uHrHOUTOP
KIeTouHoro  geineHuss  SulA,  MO3UTHUBHBIN
perynsaTop OHOCHHTE3a Kamcyiasl RcsA u np.
Kpome crenupuIecKux MUILIEHEH, Lon
JerpagupyeT OOJIBITMHCTBO aHOMAJIBHBIX OEJIKOB
E. coli. benok — romorerpamep, MMeEET CaNThHI
ces3biBaHusl ¢ AT® u JIHK, npuyem cBsi3piBaHUE
¢ JAHK crumynupyer nporeasHyl0 aKTHBHOCTb.
Tpanckpubupyercs ¢ mHpoMoTOpa  TEMJIOBOTO
noka. B Oenke MOXHO BBIICIUTH /IBa JOMEHa —
COOCTBEHHO TMpPOTEa3HbIi C KapOOKCHIBHOTO
KOHIIA C CEPUHOBBIM OCTaTKOM B aKTMBHOM CalTe
u CIIEYIOIIHI 3a HUM AT®da3HbIH.
OKCHEpUMEHTAIBHO ~ [TOKA3aHO, 4YTO OTH JBa
JIOMEHa MOTYT OBITh OJKCIIPECCHPOBAaHBI Kak
OTIENbHBIC  TOJUIECNTHIBL, CMECh  KOTOPBIX
(YHKIIMOHAIBHO ~ COOTBETCTBYET  MHTAKTHOM
npotease Lon.

Pecynsayusi cunmesa  benkos meniogozo
woka.

[IlartepoHbl U KJICTOYHBIE MPOTEa3bl BXOMIST
B COCTAB pEryjoHAa G> BMeCTE C JAPYTHMH
6enkamu teroBoro moka (Puc. 4.7). Kpome toro,

B COCTaB YK€ pPAacCMOTPEHHOTO HaMHU paHee
peryoHa ot BxomAT nepuiasmatudeckas  PHC. 4.7. Peryisinust TenioBoro moka y Escherichia

npoTeasa W IanepoH. B mocienHee Bpemst ObLIO coli
BBISICHEHO, YTO OTH [IBA PETYJIOHA B3aUMOCBSI3aHBI,

-22 -



T.K. Kommuiekc kopa PHK-nonumepassl ¢ c" AKTUBUPYET TPAHCKPUIILUIO I'eHa rpoH, KOIUPYIOLIEro o, npu
AKCTpeMalibHbIX Temmeparypax (Hamp, 50°C). MHorue mporeobakTepuu MUMEOT romojiorn RpoH, m y Hux
MEXaHU3MBl PETYJSIUN TEIUIOBOIO IIOKA SBIAIOTCS CXOKHMH, TOTAAa KaK TPaMIOJIOXKHUTEIbHbIE OaKTepuu
BBIpA0OTANN JIpyrue, Ipu4eM JOCTATOUYHO Pa3HOOOpa3HbIE, PETYJIATOPHBIE CTPATEIMU IJI1 KOHKPETHBIX I'€HOB
TEIUIOBOTO IIOKA.

V knerok E. coli, mepememtennsix ¢ 30° Ha 42°, ypOBEHb BHYTPHKIETOUHOTO G°> PE3KO (XOTA M
HEHAJI0Jr0) BO3pACTacT, YCWIMBAas TPAHCKPUIILUIO C TPOMOTOPOB TEIUIOBOrO IIoka.  Bo3pacrtanue
KOHICHTPALMH G SIBISETCS PE3yNbTATOM CTAOHIM3AIME OOBIYHO BEChMa HECTAOMIBHOTO G~ M AKTHBALHH
Tpancuauuu yxe cymectByomeil MPHK rpoH. ITockonbky ObicTpast aerpanarius 6% 3aBHCHT OT LIAIIEPOHHOIO
komruiekca DnaK-DnaJ-GrpE, crabunm3aiius mpoucXoauT U3-3a TOTO, YTO IIANEepOH 3arpy’kKaeTcsi OrPOMHBIM
KOJIMYECTBOM HH/IyIMPOBAHHBIX CTPECCOM HEMPABHIBHBIX OEKOB I €ro y)Ke He XBaTaeT /i 00paboTkn 62, B
¢dase amanranuu, cueayromei 3a $azoi uHayknuu, cuaTe3 HSP cHibkaeTcss HeraTUBHOM OOpaTHOM CBSI3bIO HA
HECKOJIbKUX YPOBHSX 3KCIIPECCUM (TPAHCIALUOHHAS perpeccus, 1eCTabMiIn3alus U, BO3MOXKHO, MHAKTUBALIUS
c°%). KommuecTso manepoHa DnaK-DnalJ B kieTke HEBEIUKO, IOITOMY OH SBJISIETCS. BECbMa 4yBCTBUTECIIbHBIM
CPEJICTBOM MOHHTOPHHIA CTPECCOB. B Jerpajanun > HamOONIIYIO POIh HIPACT, BEPOSTHO, CBSI3AHHAS C
MemOpanoit AT®d-3aBucumas mnpoteasa HfIB (FtsH). Heckonbko mnuromnazmatuuyeckux mporeasd (HsIVU,
CIpAP u Lon), B HOpMe OTBEYAIOLINX 32 JETPaallMi0 aHOMAaJIbHBIX OEJIKOB, TAK)KE CIIOCOOHBI JETpaupoBaTh
o2, Takum 00pa3oM BHYTPHUKJIETOUHBIE MPOTea3bl BMecTe ¢ manepoHoM DnaK-Dnal criocoOHBI perynmupoBaTth
TEIJIOBOM IIOK, KOHTPOJIUPYsI BHYTPUKJIETOUHYIO KOHIICHTPALIMIO aHOMaJIbHBIX OenkoB. lllanepoHsl, KOHEUHO,
HE JerpagupyroT o HernocpencTBeHHo. Berynas B accouuanuto ¢ PHK-nonumepasoi, o cTabunusupyercs u
CTaHOBHTCSI HEUYBCTBUTEIBHOU K IMPOTEONIN3Y. POJIb NIaniepoOHOB 3aKIII0YaeTCs B IPEAOTBPALICHUH CBA3BIBAHUS
6% ¢ PHK-nonmmepasoii, 4To Mo3BOJISET MPOTea3aM e IerpaainpoBarh.

VIHAYKIHS TPAHCISIHEH 6> IPOMCXOINT HE3aBHCHMO HE TOIBKO OT MIATIGPOHOB, HO M BOOGIIE OT KAKHX
OBl TO HU OBUIO peryisaTopHbIX OenkoB. 5' obmacte MPHK rpoH mmeeT yHUKaIbHYIO BTOPUYHYIO CTPYKTYDY,
3aKpBIBAIOIIYI0O PUOOCOMCBS3BIBAIONINN CalT. DTa CTPYyKTypa CTaOWiIbHA NMPH HOPMaJbHOW TeMmmepaType, HO
JEHaTypUpYyeT NpPHU €€ MOBBILIEHUH, YTO OCBOOOXAAaeT mocienoBaTenbHOCTh [llaiin-J{anrapHo u mo3BossieT
MHULUUPOBAThH TPAHCIILMIO.

Tpauckpumius rpoH MOXeT HHHIMUPOBATECS C YETHIPEX IPOMOTOPOB, OJMH U3 KOTOPHIX 3aBHCHT OT G,
u perynupyertcs 6enkom DnaA u komrmekcom cAMP-CRP. Korna knetku E. coli mogsepraroTcst BO31€HCTBHIO
OYCHb BBICOKHX TEMIIEPATyp, CHHTE3 MOYTH BceX OENKOB B KIETKE Mpekpamaercs. MckimoueHust cocTaBisoT
JIIIb HECKOIBKO OENKOB, BKIIOUAS WICHOB PErylioHa G (G° - OJMH M3 TAKHX OEiKOB). JpyrdMH WiIeHAMH
3TOTrO peryjoHa SBIISAIOTCS NepuruiazMaTuueckue mnporeaza DegP (HtrA) manepoH (menTUAMI-IIPOIMI LIHC-
TpaHc u3zomepasza) FkpA, KoTopbie cOCOOCTBYIOT COOTBETCTBEHHO AETpajaliuy U (DOJIIUHTY MOBPEXKACHHBIX
0enKkoB B mepuiazMe. Mbl yxke paccMaTpUBalId 3TOT PETYJIOH PaHblIe, I03TOMY Mapy CJIOB O €ro peryJisiuuu
IIPHU TIOBBIIICHHO# TemmepaType. Kak ye roBOPHIIOCK BEIIIIE, AKTUBHOCTh G KOHTPOJIHPYETCs Mapoii GelKoB,
RseA u RseB. benok nurorasmarnyeckoit MeMOpanbl RseA siBisieTcst aHTH-curMa (DakTOpOM U PeripeccupyeT
G" peryioH, CBS3BIBAsCh C G M MPEJOTBPAIAS €ro B3aMMOJCHCTBHE ¢ POMOTOpaMH. [lepUIiia3MaTHIecKii
6enox RseB B3ammopeiictByer ¢ RseA u crmocoGcTByeT WMHaKkTHBaUMH G . Korja ske B IepHILIa3Me
HaKaluIMBaIOTCA aHoMajbHble Oenku, RseB ¢ HuMH B3aummoneiictByer, ocBoOOxkmas RseA, uto Bemer K
0C/aBIICHHIO CBA3M TOCIENHETrO ¢ 6. KpoMe TOro, BasKHbIM Pe3y/IbTaTOM TOBBIMICHHS TEMIIEPATY bl ABIACTCS
W3MCHEHUE CBOWCTB MEMOpaHBI - OHa CTAHOBUTCS Ooyiee JaOWIBHOW (CTaHOBHUTCS 'KiKe'"), UTO TaKKe
CTIOCOBCTBYET M3MEHEHHIO KOH(pOpMAaIu RseA, 0c1abisiomneMy B3auMOIeHCTBIE C G .

Pecynayus mennosoeo woka y epamnonoicumenvhblx Oaxmepuii.

PerynstopHsle cTpateruu y 3THX OakTepuil CYyIIECTBEHHO OTIHMYAIOTCS OT TakoBbIX E. coli, xoTs
HEKOTOpPBIC MPHUHIUIBI OCTalOTCA. Y B. subtilis TeHbI TEMJIOBOrO MIOKAa MOTYT OBITH pa3/elieHbl MO KpahHen
Mepe Ha TpH KJiacca.

I'enst nepBoro knacca (perysnon CIRCE/HrcA) koaupyroT cuHTe3 ocHOBHBIX marniepoHoB DnaKJ-GrpE u
GroEL-GroES, n ux skcrpeccusi HEraTUBHO KOHTposiMpyeTcs penpeccopom HrcA, mepBbiM reHoM omepoHa
dnaK. JleficTBue 3TOro penpeccopa OCYILIECTBISIETCS Yepe3 CBSA3BIBAHUE C ONEPaTOpPOM - MHBEPTHPOBAHHBIM
noBTopoM CIRCE. KOHTposb 3TOro perynoHa OCyLIECTBIISIETCA NPU y4acTUU LIANIEPOHOB, HO, B OTJIMYHMH OT
KoHTponupyemol mianepoHoM DnaKJ-GrpE nerpagauun o y E. coli, 3nech perynsTOpHYIO (QYHKIHUIO
BoimoytHsIeT GroEL-GroES. Ortor manepon nHeoOxomum s Qonguara HrcA, a TuTpoBaHWe IamepoHa
00pa3yIOUIMMHUCS B CTPECCOBBIX YCIOBUSAX aHOMAJIbHBIMU O€JIKaMH MPUBOJAUT K CHIDKEHUIO akKTUBHOCTH HrcA
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U YCWJIEHHIO IKCIIPECCUU ONepOHOB groE u dnaK. Takum oO6pa3oM, y rpamnonoxutensHbix 0akrepuit GroE, a
He DnaK urpaer 0ocCHOBHYIO poJib B PETYJISIMH TEMIOBOTO II0KA.

Penpeccop HrcA u CIRCE-snemenTsl ObIkM 0OHApy>K€HBI HE TOJBKO y TPAaMIIOIOKHUTENBHBIX, HO U Y
anb(da-nporeoOakTepuil, IMaHOOAKTEPUIl, XJTaMUIUNH U CHUPOXET, OJHAKO UX POJIb B PEryJSIUU TEIJIOBOTO
LI0Ka BapbupyerT.

Ko Bropomy kimaccy otHocutcs 6ombinas rpymnmna (50-100) reHOB, MO3UTHBHO KOHTPOJIUPYEMBIX CHUTMa-
daxTopom obIIero crpecca G-, KOTOpbIe KPOME TeIUIa MHIYLHPYIOTCS elle H TOJOAHHEM 10 TIIOKO3e M
KHCIIOpOy. OTOT CUIMa-(hakTop peryjaupyercsl CIOKHBIM KacKaJoM OelOK-OEJIKOBBIX B3aUMOJECHCTBUI
(Brmrovas gochopunupoBanue).

K Tperpemy Kiaccy OTHOCSTCS BCe OCTAIbHBIC T€HBI, HE UMEIOIINE O0IIeH CHCTEMBI PETYJISIHH.

Jlumepamypa:
1. Susan Gottesman. Proteases and their targets in Escherichia coli. Annu. Rev. Genet. 1996. 30:465-506
2. Susan Gottesman. Regulation by proteolysis: developmental switches. Current Opinion in Microbiology
1999, 2:142-147

5. XonopooBon LLOK

MHorue O6akTepuM JIOCTAaTOYHO YacTo
MOJIBEPraloTCcsl  XOJIOJOBOMY  MIOKY, T.€.
BO3/ICHCTBUIO TEMIIEPATYPBI HIDKE
ONTUMAIBbHOU. DHTEPOOAKTEPHH, HAMPUMED,
CTAJIKMBAIOTCS C O3THUM CTpPECCOM  IpuU
SKCKpEUMH U3  OpraHu3Ma  JKHBOTHOTO,
IIO3TOMY ajanramus K XOJIOJOBOMY IIOKY,

Hcxonnoe cocrostnue: 30°C

Crumya: mok npu 10°C

obecneunBaroas yBEJINYEHUE

BBDKMBAEMOCTH 3THX OaKTEepHil B YCIIOBHSX Cencop: pu6ocomMbl
MOHW)KEHHOM TemmepaTypbl, MPEJCTaBIISET

SIBHOE CEJIEKTUBHOE MIPEUMYILECTBO. l

CoObliTHs, mpoucxondiue B OakTepuanbHON

KJIETKE TpU TOHWKEHUU TEMIIepaTyphl, B Curnan: MHrHOMpoOBaHUe TPAHCISIMH

KOpHC OTJIMYAKOTCA OT MNPOUCXOAANIUX IIPU
TETIJIOBOM IIIOKE, HO TAK)K€ BIMAIOT HA KIETKY
BE€ChbMa OTpULATCIIBHO. ITonmxenue
TEeMIIEpaTypbl HE OKa3bIBae€T CEpPhE3HOTO
BO3JICHCTBUS Ha KJIETOYHBIE OENKU (XOTS HX
CBOMCTBAa W MEHAIOTCS, JEHATypauuu, B
OTIIMYME  OT  TEIUIOBOTO  IIOKa,  He
npoucxoaut). lopa3no Oosee  cuUIbHBIE
M3MEHEHUs TIpeTepreBaeT MeMOpaHa KIeTKH -
ee  TBEpAOCTb  yBenWuuBaeTca  (OHa

Y
Peryasitop: CspA

Y
3KCHpeCCI/IH I'¢HOB X0J10J0BOT0 IIIOKA

Y

(axTieckn samepsaeT), YTO 3aTPArHBACT BCE  Cyyres CspA, CsdA, Rbf i 1p. Ge1KoB X0.1010B0T0 MOKa
cBsizaHHBIE ¢ MeMmOpaHoil ¢yHkiuu. Kierka

60pCTCH C OTUM IIYTEM CHHIKCHHA CTCIICHU

HACBIIIICHHOCTH MEMOpPaHHBIX JINIIAJIOB. Y

X0J1010BO# LIOK TaKKe BBI3pIBacT ATTeHyalus X0J1010Boro moka oejxkamu CspA u CspE
ctabunmu3anuio BTopuuHbX cTpykryp PHK u

JHK, 4TO BEJET K CHUKEHUIO

Y

3(¢(HEeKTUBHOCTH  MPOLECCOB  TPAHCIISIIHH,
Bo3Bpar B ncX01HOE COCTOSIHHME

Tpanckpununu 1 permmkannu JJHK. Knerka
MPEOJ0NICBAET  HETaTUBHBIE  IMOCIEICTBUS
XOJIOJIOBOI'O IIOKA MyTEM CHUHTE3a LEJIOro psiaa Puc. 5.1. MogeJsb peryjsinyu X0J1010BOr0 M0OKa
OCJIIKOB, TMOJYYMBIIMX Ha3BaHUE  OEJKOB
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xomooBoro moka (cold shock proteins, Csp).

Csp E. coli MOoXHO pa3nenuTh Ha JBa kiacca. K mepBoMy OTHOCATCS O€NKH, MPaKTHYECKH
OTCYTCTBYIOIIUE y THX Oaktepuii mpu 37°C 1 0YeHb CHJIBHO HHIYLIUPYEMbIE NPH OHWKEHUHU TEMIIEPATypHI,
KO BTOPOMY - O€JIKH, IPUCYTCTBYIOIIKE B KJIETKE U MPU ONTHUMAIIbHOIN TeMIepaType, HO HHAYLUPYEMBbIE, XOTS
U He cToJIb cuibHO (<10) mpu MOHMKEHHOMN Temmeparype.

K nepBomy kmaccy otHocsatcs 6enku CspA (ocHOBHOM Oenok xonomaoBoro moka), CspB, CspG, CsdA,
RbfA, NusA u PNP. CspA, CspB, CspG u Cspl, aeiictByror kak mamnepons! a1 PHK n JITHK, CsdA -
CBSI3aHHBIN ¢ pubocomamu Oernok, oOjamaroniuii "packpydyuBarmie" akTUBHOCTBIO MO oTHomeHHnto Kk PHK
(xenukaza), RbfA - pubocomcpszpiBatomuii pakrop, NusA ydacTByeT B TEPMHUHAIMM ¥ aHTHUTEPMHUHAIUIH
TpaHckpunuuu, a PNP - pubonyxieasa.

Ko BTrOopoMy kiaccy oTHOcsTCS pekomOuHaza RecA, ¢axtop ununmanuu tpancmsuuu [F-2, JIHK-
cBs3pIBaroruit 6enok mykieonna H-NS u cyosenununma JIHK rupassr GyrA.

Oxkono 10% Bcero 6enka, CHHTE3UPYEMOTO B KIIETKE HEMOCPEACTBEHHO MOCIIE TOHKEHUS TEMIIepaTyphl,
cocraBisier CspA, OCHOBHOW Oe€JIOK X0JIomoBOTO Mioka E. coli. Dta Oaktepusi mMeeT emie 8 OEIKOB,
romosiorndHbIx CspA - CspB - Cspl, HO He Bce U3 HUX MHIAYUUPYIOTCS XOJ0A0M. YeTKOo MmokazaHa WHIYKIIUS
s CspA, CspB, CspG u Cspl. HecMOoTpst Ha KOHCTUTYTUBHBIE IPOMOTOPBI, KCIIPECCUS 3TUX OEJIKOB YETKO
KOHTpolHpyeTcs. ['eHbl 3TuUX ueThlpex OETKOB HMEIOT HEOOBIYHO [UIMHHBIE BBICOKO KOHCEPBATHBHBIE
HeTpaHcaupyembie obiactu Ha cBoeM 5' konme (5' UTR). IlokazaHo, uTo 3Ta 00IacTh CyIIECTBEHHA IS
IKcTpeccun cSpA W CONEPXKUT TochHenoBaTenbHOCTh M3 11 ocHOBaHWii, Ha3piBaemylo "cold box". Ora
MOCIIEZIOBATEILHOCTD - MECTO TPAHCKPHUIILIMOHHOHN "May3bl", MPUBOAMAIIEH K aTTEHYallud TPAHCKPUIIIIUU CSPA.
[Ipuuem perynstTopHoii Monekysoil 3xech sBasercss cam CspA. PHK-nmommmepasa kakum-to o00pazom
MPEOJ0NICBAET TEPMHUHATOPHBINA CalT HEMOCPEICTBEHHO TMOCIEe TOHWKEHHUS TEeMIepaTypbl, 4TO BeIeT K
YCWIEHUIO TpaHcKpunuuu cspA. Oxazajaoch, 4TO aHTUTEPMUHATOPHOW Moiiekyiol sisercs cam CspA, a
takke CspE u CspC, mpuueM HamOojee CHIBHBIM aHTUTEPMHHATOPOM U3 3THX TpeXx OenkoB sBisercs CspE.
(AHTUTEpMHUHALIMS B JAaHHOM Cllydae NPOMCXOIAMT MPOCTO B pe3yJbTare AecTaOWIM3allMd BTOPHUUYHBIX
CTPYKTYp, B TOM YHCIIe W TepMHHATOPHBIX mmmmiek, Csp Oenkamu. Hukakoro B3zammoperictBus ¢ PHK-
nonuMepazoin u (wnmm) Nus Oenkamu He Habmomaercs.) C apyroil cTOpoHbl, HakaruuBaromuiicss CspA
CBs3BIBAETCSl co cBoeil coOctBenHor PHK, BbI3bIBas arreHyarnio, 4To BEAET K MOCIEAYIONIEMY CHIXKCHHIO
KOHIIeHTpauuu Oenka B (aze amantaumu. Kpome Toro, 5' UTR oOnacte oTBeyaeT 3a upe3BBIYANHYIO
HecrabuinbHOCTh MPHK csp4 mpu 37°, u sta xe obnacte Heobxoamma st crabmimszaiuu MPHK mpu
MOHIDKEHUHU Temreparypbl. Oduenb cunbHas crabunusanus MPHK cspA HemocpencTBeHHO mocie MOHMKEHUS
TEeMIIepaTypbl (BpeMsl TOJIYKU3HHM €€ yBenuuuBaercsa ¢ 12 cexkyHn no 20 MHHYT) SIBISETCS €Ie OJHUM
MEXaHU3MOM peryisiuu KoHmeHTparuu Oenka CspA. Takas crabunuzanus sBISETCS BPEMEHHOHW U
MpeKpalaeTcsi, Kak TOJIbKO KJIETKM aJalTHPYIOTCS K MOHMKEHHOW TemmepaType. (MeXaHU3M CTaOWiIu3anuu
HESICEH)

Oxcnpeccusi CspA perynupyercst Takxke Ha ypoBHe TpaHcisiuuu. [lomumo nocnenoBatenbHoctu Llaitn-
HNanrapuo, MPHK cspA umeer nmomosHUTENnbHYIO 00J1aCTh, KOMIUIEMEHTapHYH0 camomy koHiy 16S pPHK,
PaCTONOKEHHYIO HA PACCTOSHUM 14 H.II. MOCIe HHUIIMUPYIOIIETO KOJIOHA, TaK Ha3biBaeMbIi "downstream box"
(DB). Takas mocnenoBaTeIbHOCTD OblIa HACHTU(PUITUPOBaHA Takxke y cspB, cspG, csdA v rbfA. Oka3piBaercs,
mpu 15° pubocoMbl HE MOTYT HOPMajbHO MHHUIIMUPOBATH TpaHCIsuio. DB mocienoBaTenbHOCTh yCHIMBAET
VHULMALMIO TPAHCISIUM 3a CYeT MAONOoJHHUTENbHOro cBs3biBanus ¢ 16S pPHK. I'ensl, umeromue DB
MOCIIEZIOBATEILHOCTh, 00XOMATCS 03 OTMOJIHHUTENbHBIX PHOOCOMHBIX (PAKTOPOB, HEOOXOAMMBIX IS
MHUIHMAIUN TPAHCISALUY TIPH TIOHKEHHON TemnepaType. HeyauBUTENbHO, 9TO TAKUMH (PaKTOPAMHU SIBIISTIOTCS
RbfA n CsdA. Takum o0Opa3om, pubOCOMBI SBISIOTCS (PU3UOIOIMUECKUM CEHCOPOM XOJIOAOBOrO IIOKA - MPHU
MOHWKCHUU TEeMIIepaTypbl OHU CTAHOBSTCS HECHOCOOHBIMHM HHHMLIMUPOBATh TPAHCISIMIO BCEX KIETOUHBIX
MPHK, 3a uckmouennem MPHK OGenkoB xosnomoBoro mioka. OmHako mocie ¢a3bl aganTaldyd, B TEUEHUE
KOTOPOHM CHHTE3UPYIOTCS TOMONMHUTENbHBIE (hakTopsl nHUIMAUN RbfA u CsdA, pubocoMbl CHOBa CTaHOBATCS
B COCTOSIHMM TpaHcaupoBath Bce MPHK.

He Bce romomorm OGenka CspA HMHIYUHMPYIOTCS TpH TMOHMKEHHH Temieparypel. CspD cuibHO
WHAYIUPYETCS B CTAlMOHAPHOH (ha3e W MPH TOJOAAHUH MO TIFOKO3€, MPUYEM 3Ta MHIYKIHUS HE 3aBUCHT OT
RpoS. CspC u CspE oskcnpeccupyrorcss KOHCTUTYTUBHO nipu 37°. OueBHOHO, YTO 3TO CEMEHCTBO
TOMOJIOTMYHBIX T€HOB MTPOU30LLIO OT OOILIET0 NPEAIIECTBEHHNKA, OHAKO MOCIEAYIOIIasl aJanTalus npuBesa K
MPUCTIOCOOTICHHUIO YaCTU TOMOJIOTOB JIJISl BBITIOJIHEHUS CrieU(UIeCKIX (QYHKINH.
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N3 Bcex OenKOB XOJOMOBOTO IOKA TPETHYHAS CTPYKTypa H3BecTHa ToJbko st CspA. DToT Oenok
npeAcTaBiIsieT coboi [-00Y0HOK, COCTOSIMNA W3 5 aHTHUMApaJUICIbHBIX [(-cioeB. benok mmeer aBa caiita
ceaspiBanuss ¢ PHK. T'mapodunpHble B3auMonedcTBHA Mexay O€IKOM U HYKJIEMHOBOH KHCIIOTOM
OCYILECTBIISIIOTCS 4epe3 7 apOMaTUYECKUX aAMHUHOKHMCIIOTHBIX OCTaTKOB, PAacHOJIOKEHHBIX Ha IMOBEPXHOCTHU
MOJIGKYJbI Oenka. bBelok B 1eIOoM HMeeT HETaTUBHO 3apsSHKCHHYIO TOBEPXHOCTh C TIOJOXKUTEIBHO
3apsOKCHHBIMUA CalTaMU CBSI3bIBAHUS HYKJIEMHOBBIX KHCIOT. [locne cBsaspiBanust 6enka ¢ PHK mykneunnoBas
KHCIIOTa YK€ HEe CMOXET 00pa3oBaTh BTOPUYHYIO CTPYKTYPY H3-3a SJICKTPOCTATHUECKOTO OTTAIKUBAHHS C
MOBEPXHOCTHIO Oenka. Takast crpykrypa CSpA siBIsieTCs UACATBHOM JUIS €0 MANepOHHOW aKTUBHOCTH.

Jlumepamypa:
1. S. Phadtare, J. Alsina and M. Inouye. Cold-shock response and cold-shock proteins. Current Opinion in
Microbiology 1999, 2:175-180
2. W. Bae, B. Xia, M. Inouye and K. Severinov. Escherichia coli CspA-family RNA chaperones are
transcription antiterminators. PNAS 2000 97(14):7784-7789
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6. CeHCOpHbIe CUCTEMbI

Jnsa Gakrtepuil (kak, BIOpodeM, M Ui JHOOOro APyroro OpraHu3Ma) CIOCOOHOCTh KOOPJMHHPOBATH
9KCIIPECCHI0 TE€HOB C M3MEHEHHUSIMU YCIIOBUH OKpYXKaloUlel cpeapl JaeT CYIIECTBEHHOE CEJEKTHBHOE
IIPEUMYIIECTBO. AnanTtanus OakTepuil K HM3MEHSIOIIUMCS YCIOBHSIM CPEIbl KOHTPOJIMPYETCS OETKOBBIMHU
CHUCTeMaMH TIepellayd CHUTHajla. Takue CUCTEMBI COCTOST M3 OEJIKOBBIX MOJYJIEH-JIOMEHOB, COOpaHHBIX B
HECKOJIbKO MOJIEKYJ, KOJMYECTBO KOTOPBIX BapbHpPYET B 3aBHCUMOCTH OT BUIA OAaKTEpUU U KOHKPETHOIO
¢axTopa cpenbl. OCHOBHBIMU KOMITOHEHTAMH CEHCOPHBIX CHCTEM SIBJISIOTCS:

CEHCOpBI (TpaHCMEMOpaHHBIC WM IUTOIUIA3MAaTHUYECKUE), NETEKTHPYIOIIUE M3MEHEHHS OKPYIKAIOIIUX
YCIIOBUIA;

BHYTPHKJIETOYHBIE IOCPEIHUKHU, MOJyyarolue HH(POpMAIMI0O OT CEHCOPOB M Iepefarolue ee Ha
3¢ deKTopHI;

3¢ deKTOpBl - HEMOCPEACTBEHHBIE PEryyaTOphbl (PU3MOJOTHUECKOro OTBeTa (KaK MpPaBUJIO, HA YPOBHE
TPAHCKPHUIILIUN).

TpancmemOpaHHbIe pelenTopbl.

UTto 1 Kak JAEeTeKTUpyeTcs?

MexaHu3M IeTEKIIUN CUTHAJIAa HE COBCEM SICEH.

JleTekTupyeMblil CUTHAlI MOXET OBbITh KaK BHE-, TaK M BHYTPHKJIETOYHBIM. B HEKOTOpBIX Cilydasx
MO0Ka3aHo, YTO CUTHAN JETEKTHPYETCs MepurriazMarudeckuM jaomeHoMm. Tak, PhoQ - perymsrop skcrpeccuu
(akxTopoB BupysieHTHOCTH Y Salmonella typhimurium, - SBIsieTCS CEHCOPOM TUBAJICHTHBIX KATHOHOB, KOTOPHIE,
CBSI3bIBAsICb ~ HEMOCPEICTBEHHO C  MEPUIUIa3MAaTHYECKUM  JOMEHOM, CTaOWIM3MPYIOT  HEAKTUBHYIO
koH(popmanuto PhoQ.

CurHan MoxeT ObITb BHYTPUKJIETOUHBIM. Perjentop Aer, yyacTBYIOUIMH B PEryJsiLMM a’pOTAKCHCA,
JIETEKTUPYET BHYTPUKJIETOUHBIA 3amac sHepruu, cBs3biBascbk ¢ FAD. Fme oauH npumep — AETEKIUS
BHYTPHUKJIETOUHON KOHLIEHTPALIMH [NIyTAMUHA MIPHU PETYJIALUHU a30THOIO METaboIM3Ma.

B psnme cinyuaeB moka3aHO, YTO CEHCOpPOM sBIsieTCs TpaHcMeMOpaHHbI jgomeH. Tak, CpX-myTh
akTuBUpoBaH y MyTaHTOB E. coli, numeHHBIX ¢ochaTuamidTaHOIaMUHA - TakKAM 00pa3oM, IPOCTOoe
HapyIIeHue MeMOpPaHHON CTPYKTYpPBI IPUBOIUT K aKTHBALIMHU 3TOTO CUTHAJIBHOTO MyTH. Y 6enka EnvZ E. coli -
TMCTUAMHKHMHA3bI, YYaCTBYIOILEH B OCMOPEryJISILMY, NEPUILIa3MaTHUYECKUN JOMEH MOXET ObITh AEJIETUPOBAH
0e3 moTepu CEHCOPHOU PYHKITHH.

Mexanuszm nepeaaun curaaja.

MHorue OakTepHaidbHBIE pPEIeNnTOphl HMMEIOT INepuIuia3MaTHueckuii  momeH-nerektop (P) wm
LUTOIUIa3MaTU4ecKuil curHanbHeli  goMeH (C), 3askopeHHble B MeMOpaHe JABYMs O.-CIIMPAJbHBIMHU
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TpaHCMeMOpaHHBIMU cerMeHTaMU. JIMHEeHas CTPYKTypa Takux OEJIKOB MOXKET OBITh MpeacTaBieHa kak TM1—
P-TM2-L—C, rne L - uuronnazmMatuueckuil JMHKEP

CurHanpHBI JOMEH JHOO caM sBisieTcs TUCTHAWHKWHA30iM (EnvZ) nmbo ¢ THCTHIMHKUHA30U
B3aumozeiictyer (MCP penentopbl XeMOTaKcHCa).

MexaHu3M mnepefaud CHUTHajga C CEHCOPHOTO Ha CHUTHAJbHBIM JOMEH HesceH. Penentopsl OOBIYHO
SBIISIIOTCST MEMOpaHHBIMU Oenkamu, romonumepamu. [Ipennosnaranocsk, 4To KOH(GOPMALMOHHBIE M3MEHEHMS,
BO3HUKAIOIINE MPHU CBSI3bIBAaHUM CyOCTparta, MepeaaroTcsl 4yepe3 MeMOpaHy Ha LUTOIIA3MATUYECKUE TOMEHbI
peLenTopa, yTo BIMSIET HAa B3aUMOJICHCTBHE CUTHAIBHBIX JOMEHOB MEXy co00il. OgHaKo Jenernust OQHOro 13
JIByX CUTHQJIbHBIX IOMEHOB (PaBHO KaK U yJaJIeHUE BCEX TPAHCMEMOpPAHHBIX CETMEHTOB) y AUMEpPA HE JHUILIAET
€ro aKTUBHOCTH.

I_IByXKOMl'lOHeHTHI)Ie CUCTEMBbI

B xonme 80-x cioBO "ABYXKOMIOHEHTHBIE" OBIJIO HCIONB30BAHO JUIsi 00O3HAYEHHs HOBOTO Kiacca
PETyIIATOPHBIX CHCTEM, HaWICHHBIX y Oakrepuil. Ha ceromHsAIHUI JA€Hb ONMHMCAaHBI COTHU TaKUX CHUCTEM Y
OakTepuid, apxeld U HEKOTOPHIX DYKApUOT. J|ByXKOMIIOHEHTHBIE CHCTEMBI BBICTYHAIOT B KAY€CTBE OCHOBHOTO
MEXaHU3Ma COMNPSKEHUS! PEeaKIMu CO CTUMYJIOM, IO3BOJISIIOIIETO OpraHM3MaM pearupoBaTb Ha MHOTHE
W3MEHEHUSI YCIIOBUH OKpY’XKaloIled cpelbl. OTH CUTHAJIBHBIE CHUCTEMbI JIOCTATOYHO CIIOXKHBI U
XapaKTEePU3YIOTCS MOAYJILHONW OpraHU3alMel, XOpoIlo aJanTUPOBAHHON KO MHOTUM KJIETOUYHBIM CUTHAJIBHBIM
MyTSIM U UHTETPUPOBAHHOW C HUMH.

Ctumyn

Tunmunas -
JIBYXKOMIIOHEHTHAS cucTeMa K o K
COCTOUT M3 JBYX OelIKoB  — oM
FPICTI/II[I/IHOBOfI IMPOTCUHKWHA3bL | ABTo(ochopuiiupoBanue
(T'K), cojeprkareit T
KOHCEPBAaTUBHBIN KUHA3HBIN JOMEH >H ATP ADP >H-P
u perymaropa otBeta (PO),
coAepIKallero KOHCEpPBAaTUBHBIN
PETYISATOPHBIN JIOMEH. Docparaza  |(ATP) Kunaza

Brexknerounsie CHUI'HAJIbI

nerektupytorcs ['K, uro mpuBoaut Diletbocclmpmnposaﬂue ’0 -
K W3MEHEHHIO €€ AaKTUBHOCTH. Pz P PP pocpopmmponanne

3arem 'K mepemaer ¢ocdorpymmmy
Ha PO (peakuuro Katalim3upyer cam
PO). TIlepenoc dochara wa PO

OtBer

MIPUBOJIUT K aKTUBaLlUU
3¢ (deKTopHOTO  JIOMEHa  3TOTO
0eJKa, 9TO ¥ BBI3bIBAET B KOHEYHOM Puc. 6.1. Moaeab 1ByXKOMIIOHEHTHO PeryJasirOpHOil CUCTEMBbI
UTOTE cneunuyeckuii I'K- ructununkunasa, PO — perynstop orera, H — koHCepBaTUBHBIM
(U3NOIOrHUECKUIl OTBET. ructuaAnHOBbINA ocTaTok I'K, D — KOHCepBaTUBHBIN OCTaTOK
acnaparuHoBoi kuciotsl PO
B OCHOBE paboThI

JIBYXKOMITOHEHTHOW CHCTEMBI JIeKaT TPU Peaklny, Jaromue 18a GochopruaMpoBaHHBIX MPOIYKTa:

1. ABrodochopunuporanue ['K:

I'K-His + AT® €<- I'K-His~® + AJ1®
2. Ilepenoc docdara:

I'K-His~® + PO-Asp €-> I'K-His + PO-Asp~®
3. dedochopunupoBanue:

PO-ASPNCD +H,O &> PO-ASp + Py

-7 -



v-pocdatr u3 AT® crayana nepeHOCUTCS Ha OOKOBYIO II€TIb KOHCEPBATMBHOTO TMCTHIMHOBOTO OCTATKa
I'K (1). 3arem PO karamusupyer nepeHoc docdara oT GhochOorucTHINHA HA acHapTaTHBIA OCTaTOK CBOETO
perynstopHoro nomena (2). Hakonen, ¢ocdar nepenocutcs ot pocdoacmnaprara K Boje B peakIul THAPOIU3A
3).

Xotb 'K u moxoxwu mo cBoeit ocHOBHOU ¢yHkuuu (QocdopunupoBanue O0enkoB) Ha "kiaccuyeckue"
Ser/Thr/Tyr kxuHa3bl, XUMU3M peakIUU MPHHIHIHAIRHO oTimdaercs — ['K oOpasyer He docdordupHyro, a
dbochoamuauyro cBs3b. Peaknus ruaponusa dochoaMugHON CBS3U UMEET Topas3io Oolbllee OTPUIATEILHOE
3HayeHne AG 1o cpaBHEHHIO ¢ rUApoan3oM GochorpupHoii CBsI3M, MOITOMY paBHOBecue p-u (1) cABHHYTO B
ctopony HedochopunupoBannoro Oenka ['K. CnemoBaTenbHO, TOABKO oOuyeHb HeOombmmoi mpomeHt ['K
cyuiectByeT B (hocopunrpoBanHoM Buzae => He ¢pochopunmupoBanue 'K kak takoBoe, a nepeHoc ¢ocgara
SBJISICTCSI OCHOBHBIM B pabore sToro ¢epmenta. boratas sHeprueit cBszb N~P wmumeanbHO mOAXOAMT st
nepenayn pocdara. IMeHHO MOITOMY Takas K€ CBSI3b HCIOIb3yEeTCsS XOPOIIO 3HAKOMBIMU BaM (pepmeHTamu [
u Il ®TC, ocHOBHOU (yHKITMEH KOTOPBIX SIBISIETCS Takke He (pochopuampoBaHue KaK TaKOBOE, a Iepeaada
¢docdara "mo nenouke" B HaNpaBIEHUN €r0 KOHEYHOTO aKIenTopa — GpochopunupyeMoro caxapa.

B monekyne PO dochopunmpyercs ocratok acmaprarta. [IpearmonoxuTensHo, UMEHHO 3TOT OCTaTOK
ucrmone3yercs, T.K. (ochopuirpoBaHUEe €ro JIMHHONW AalMJIbHOM 1EeMU BBI3BIBACT MPOTSIKCHHBIE
KOH(pOpPMallMOHHbIE M3MeHeHHs B Mojekyie PO, HeoOxoaumble Mg u3MeHeHUs 3PPEKTOPHON aKTHBHOCTH.
Eme ogauM BaXHBIM CBOMCTBOM (hacdhoacmapTara sIBISETCS OBICTPBINA THAPOIH3 armidocdaTta Kak B KUCIOH,
Tak W B menoyHoi cpexe. K tomy xe, mHorme PO wumeror aBTodocdarasHyio akTUBHOCTh, ele Ooiee
YMEHBIIAIOIIYI0 BpeMsl oyku3Hu (ochoacnaprara.

Takum 00pa3oM, OCHOBHBIM pPe3yJIbTaTOM BBIOOpA AJst PochopriinpoBaHusl CEM(PUIECKIX OCTAaTKOB B
monekynax ['K u PO sBnsieTcst Bpicokass MOOMIIBHOCTD cUCTeMBL. [Ipu oTcyTcTBUM cTHMylla 00a KOMIIOHEHTa
Ooynyt aedochopunupoBanbl. JleTekius cTUMyJia TUCTUANHKUHA30M BBI30BET ee hocOopHInpOBaHUE U OYCHD
ObICTpyIO Tepenady ¢ochara MOIEKyJe peryssiTopa OTBETa, YTO MPHUBENET K ObBICTPOMY OTBETY OakTepuu Ha
W3MEHHUBIIMECS ycioBus. B cBowo ouepenb, Jerkocth AedochopunupoBanus molekynsl PO mpuBemer k
OBICTPOMY BO3BPAIICHUIO BCEHW PEryJSATOPHOW CHUCTEMBI, a BMECTEe C Hel W MeTabonu3ma OaKkTepHalbHOU
KJIETKH, B ucXomHoe (HehochOpHINPOBAaHHOE) COCTOSHHUE TMPH HCYE3HOBEHHHM CTHMYJIA, BBI3BABIIETO
nepBoHavanbHoe hocopunuponanue I'K.

Pacnpocmpanennocmos 08yxKomMnoneHmuwix cucmem

JIByXKOMITOHEHTHBIE CUTHAJIbHBIE CHUCTEMbI C ydacTueM (ochOpHINPYEMBIX OCTaTKOB THCTUAMHA U
acnapraTta HauboJiee yacTo BcTpevaroTcs y 6aktepuil. HecMoTpst Ha oOHapy)KeHHE TaKuX CUCTEM y dyKapHOT,
3/1eCh B CHTHANBHBIX IEMSIX JOMUHHUPYIOT CHUTHAJbHBIE KAacKaabl ¢ MepeHocoM Qocdara MexKAy ocTaTKaMu
cepuHa, TpeoHUHA U THpo3uHa. C apykoit croponsl, Ser/Thr/Tyr kuHA3BI y TPOKAPHOT TOXKE UMeroTcs. [loka
HET YJOBIETBOPUTEIBHOTO OOBSICHEHUS MPEANOUYTUTEIILHOMY MCIOIB30BAHUIO TOW HIIM MHON CHUCTEMBI y TIPO-
u sykapuoT. KonnyecTBo TeHOB, KOAUPYIOUINX OCNKH IBYXKOMIIOHEHTHBIX CHCTEM, 3HAUUTEIFHO BapbUPYET B
reHOMax pa3lu4HbIX opraHusmMoB — oT 0 y Mycoplasma genitalium 1o 2.5% renoma y Synechocystis sp. B
MOJTHOCTBHIO CUKBEHUPOBAaHHBIX reHOMax obiee konudectBo 'K u PO cnenyromee:

Mycoplasma genitalium — 0

Haemophilus influenzae — 9

Helicobacter pylori — 11

Thermotoga maritima -19

Escherichia coli — 62

Bacillus subtilis - 70

Synechocystis sp. — 80

Methanococcus jannaschii — 0

Methanobacterium thermoautotrophicum - 24

Caenorhabdis elegans — 0

Saccharomyces cerevisiae — 4 (omHa cuctema)

VY sykapuoT noka onucansl Juillb equHuyHbIe TpuMepsl ['K u PO, oHako y HEKOTOPBIX OPraHU3MOB MX

grcno Oonblie — Tak, y ciau3eBuka Dictyostelium discoideum umeercs kak muanmym 11 T'K. Kpome Toro,
9YKapHOTUYECKUE CUCTEMBl MMEIOT DPSAJ OTIMYMiA OT mpokapuotuueckux. [Ipexne Bcero, rubpumnbie 'K,
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conepxamnme u PO nomen, penku y npokapuot (5 u3z 30 'K y E. coli), Torma xak y sykapuoT Bce ONMCaHHBIC
I'K rubGpugnsle (¢ moka e€IMHCTBEHHBIM HCKIroueHueM). [Ipokapuormueckue PO sBisoTCs, Kak HpaBuio,
TPAaHCKPHUITIUOHHBIMU (PaKTOPAMH, TOT/Ia KaK TOJIBKO OJMH M3 OMHCAHHBIX IMOKa dyKapuoTHdecknx PO nmeer
JIHK-cBs3pIBaromuii JOMEH.

CTpyKTypa U PYHKIMHU FTHCTHIHHOBBIX NPOTEMHKMHA3

Y TUNWYHBIX JBYXKOMIIOHEHTHBIX cucTeM ceHcopHble 'K "cienar" 3a BHEMIHMMM CTUMYJIaMH U
nepeaaroT noiaydeHnyro uHpopmarmio PO mytem ero dochopunupoBanus. ['K, kak mpaBuiio, COIEpKUT B
OCHOBHBIX '"4JacTH" — XapaKTepH3YIOUIyIocs OOJBIIUM pazHOOOpa3ueM CEHCOPHYI0 U KOHCEPBATUBHYIO
KrHa3Hy1o. OOmIas aKTUBHOCTh KMHA3bl MOJIYJIUPYETCS CUTHAJIAMH, ETEKTHPYEMBIMU CEHCOPHBIM JOMEHOM.
I'K mpeteprnieBaer AT®-3aBucumoe aBTo(ochHOpUINpOBaHUE [0 WHBAPHAHTHOMY THUCTUAMHOBOMY OCTAaTKY,
pacrosiokeHHOMY B KHHa3HOM ke jomene. 'K — numep, npuduem B peaknuu aBTodocHopuiImpoBaHus OJUH
moHoMep 'K dochopunupyer KoHCepBaTHBHBIA TMCTUAMHOBBIM OCTATOK APYyroro. B oTinyMe OT THMMYHBIX
KMHA3HBIX KaCKaJoOB, B KOTOPHIX OJHA KMHA3a MMEET MHOXKECTBO MHIICHEH, B CIy4yae IBYXKOMITOHEHTHBIX
cucteM PO crexuomerpuuecku mnepeHocuT Gochar ¢ docho-I'K Ha KoHCepBaTUBHBIN ASp CBOETO
perynstopHoro gomeHa. K tomy ke mHorume 'K ummeror docdarasHyio akTUBHOCTH, MO3BOJSIOIIYI0 UM
nedochopmwmposate coir PO. Takme 'K wucmons3yroTcss mpu HEOOXOIUMOCTH OBICTPO "BBIKIIOYATH"
CUTHAJIBHYIO LIETIOYKY.

'K UCKITIOUUTENBHO pa3HOOOpPA3HBI, 1

6 6 CeHcopHbIii J0MeH Karanntuyeckuii JoMen
BCE 3TO pa3HooOpasue OBUIO CO3JaHO 3a
cyer npOPCTLIX KIz)M6HHaHI/Iﬁ CEHCOPHBIX, A (1] INHRHEHG—c
KaTaIMTHYECKUX u BCIIOMOTATEIbHBIX
nomenos (Puc. 6.2). MopynbHas CTpyKTypa N —D>—— - (] NPHF{G—c
3TUX OENKOB TO3BOJISET aJalTHPOBAThH
cBoiictBa kaxaon 'K k cnemmduaeckum N [} NHDHFHG— ¢
HYXJaM KOHKPETHOW CUTHAIIBHOW CUCTEMBI.  (a)
Paznmnunsle 'K umeror pasmep B mpeznenax i} .

HMpunumarommii ¢ dexTopHbIii TOMEH Kuacc

40-200 kDa. bomee kpymueie 'K moryr
COCTOSTh U3 5-6  CTpyKTypHO U (013 D57 Ki09 OmpR

(YHKIIMOHATBHO ~ PA3JIMYHBIX  JIOMEHOB.

D13 D57 K109 CesbiBanne JHK FixJ
Hecmotpss Ha Takoe paszHooOpasue I'K
MOTYT OBITH pa3lieleHbl Ha JBa OONBIIUX (G13  ps7 K109 NC
KJ1acca: KJIaCCUYeCKHe U THOpUIHBIE.
Haunbonee TpaJULUOHHbIE I'K, serpaaus P
Hanpumep, ocmocercop EnvZ w3 E. coli, (- Chey

JICUCTBYIOT KaK MEMOpaHHBIE PEIEeNTOPhl C
CCHCOPHBIM JIOMEHOM, DAacIOJOXEHBIM B
IEpUILIa3zMe. EnvZ AMEET IBE
TpaHCMEMOPAHHBIX  O-CIIMPAIH, KOTOpbIE
pa3fensatoT OeloK Ha NepuIIa3MaTHYecKHi
AMHHOKOHLIEBOM  CEHCOPHBIA JOMEH U
[UATOIUTA3MAaTUYECKU  KapOOKCHKOHIICBOM
kuHa3HbIM goMeH. Jpyrue 'K moryt umers
OoJpllie TpaHCMEMOpaHHBIX CErMEHTOB (10
4-8) unu He UMeTh UX BoBce (KuHa3bl xeMotakcuca CheA u azoTHoro perynona NtrB). B mocneanem ciyuae
'K sBASIOTCS IIUTOIUIA3MAaTHUECKUMH U JIETEKTUPYIOT BHYTPUKIIETOUHBIE H3MEHEHUS (HETIOCPEACTBEHHO JTNO0
B pe3yJbTaTe B3aMMOAEHCTBHS C IIUTOIIA3MAaTHUECKUMH PETYJIATOPHBIMU O€JIKaMH).

I'K, npunaanexamue kKo BTOpoMy kiaccy, rudpuanbix 'K, MMEIOT MHOXECTBEHHBIE TOHOPHBIE U
aKUeNnTopHble calThl Uil nepepaun ¢ocdara. Bmecto oxnoro axrta mepemaun ¢ochara rudpugnsie 'K
WCTIOJB3YIOT MHOTOCTYTIEHYAThIe CXeMbl "perpaHcisiuun” curaana ¢ocopummpoBanust. CIoKHOCTh 00IIeiH
CTpykTypbl THOpuaHbIX 'K mo3BONSET MMETh HECKOJIBKO "BXOMOB", a WMHOTJAA WU "BBIXOJOB" IJISI OJIHOTO
CUrHaJbHOrO myTH. TumuuneiM mpenctasureneM ruOpugHbsix ['K  sBusercs Oemok ArcB, perymsaTop
aKTUBHOCTH psZa T€HOB B aHa’pOOMO3HBIX YCHOBUAX. ArcB mmeer nBa N-KOHIEBBIX TpaHCMEMOpPaHHBIX
CErMEHTA, 32 KOTOPBIM CJIEAYIOT KUHA3HBIA IOMEH, 3aTEM JJOMEH, CXOJHBIN C peryasaTopHbiM y PO u, HakoHe3,

(b)

Puc. 6.2. /lomenHasi opranu3anusi THCTUAMHKNHA3 (a) U
peryasitropos orBeta (b).
CepbiMu oBaJlaMH 0003HAYE€HBI TPAHCMEMOpAHHBIE JIOMEHBI.
KOHCGpBaTI/IBHBIe Y4aCTKHU KaTaJIUTHUYCCKUX JOMCHOB
0003HauYeHbI OyKBaMH.
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BTOPOW THCTHUAMHCONEpXKAIui gomMeH, Ha3eiBaeMblii HPt-momen (ot His-containing phosphotransfer —
TUCTUIMHCOIEpKauil GochaTnepeHOoC i)

Kamanumuueckoe xunasznoe siopo.

YHUQHUUUPYIOUIMM CTPYKTYpHBIM cBOMCTBOM cemeiicTBa ['K sBisieTcst xapakTepHoe KHWHA3HOE SApO,
cocroamiee u3 JgomeHa auMepmzauun U ATO/AJID-cBasbiBatomero  (ocdorpanchepHoro  HUIH
KaTaJUTHYECKOTO JOMEHa.

Kunasnoe anpo nmeer pasmep ~350 AK u orBeuaer 3a cBa3biBaHne AT® U ocCylIecTBICHHE KUHA3HOU
peakmuu. KoHcepBaTUBHBIN OCTaTOK THCTHAWHA, SIBISIIONTUNACS CyOCTpaTOM KWHA3HOW PEAKIIMH, PacIioaraeTcs
B IOMEHE JUMEPU3ALINH.

HPt-0omenvi

y TIPOKapHOT BCTPEUAIOTCSA UCKIIOYUTENBHO B COCTaBE TMOPUIHBIX KMHA3, TOTAA KaK y dYKapuOT — Kak
OTHeNbHbIE OCNKU. DT JTOMEHBI UMEIOT pa3mep okoio 120 AK u copepkaT oCTaTOK TMCTHIWHA, CIIOCOOHBIN
ydacTBoBaTh B (pochoTpanchepHbix peakiusx. HPt-momMeHbl He WMeOT HU KuHaA3HOHM, HU (ocdarazHoit
AaKTUBHOCTH, TIO3TOMY OHHU MJI€ATbHO MHPUCIOCOOJIEHBI UII KOMMYHMKAIIMM MEXAY PazIu4YHbIMU OelKaMu.
HHTepecHo, 4To mpu BCeM pa3zHOOOpa3WM IMEPBHUYHBIX MocieaoBarenbHocTeli HPt-momeHoB mx tpernunas
CTPYKTypa OYE€Hb CXOXKa M HAIOMMHAeT TaKOBYIO JOMEHA [MMEpH3alUd KHHA3HOTO S7pa, BKIHOYAs
pacmnosoKeHue KOHCEPBAaTUBHOTO TMCTHAMHOBOTO OCTAaTKa.

Cencophbwiii 0omen

W3MeHeHnss B OKpyXaromiel cpeae JETeKTHUPYIOTCS HEMeCpeICTBEHHO (WM  OMOCPEIOBAaHHO)
aMUHOKOHIIEBBIM ceHCOpHBIM toMeHoM ['K. Mexay pazHooOpa3HbIMU MEMOPAHHBIMU CEHCOPHBIMU IOMEHAMH
MPaKTUYECKH TOJHOCTBIO OTCYTCTBYET CXOJCTBO Ha YPOBHE IEPBUYHOW IOCIEIOBATEIBHOCTH, YTO
MOAJEPKUBACT HJICI0 O CHEHU(UIHOCTH NETEKTUPYEMBbIX UMHU B3auMoJeHCTBU. B OonpIIMHCTBE CiydaeB
cnenu(pUIecKnid CTUMYJT U MEXaHHM3M €ro JCTEeKIWU OCTAIOTCS HEM3BECTHBIMH. MHGMOpMaIms o TpeXMepHO
CTPYKTYp€ 3THUX JOMEHOB HAUWHAET MOSABIATHCS TOJIBKO Ceifuac, MOATOMY Kak CUTHAI epesaeTcsl K KHHA3HOMY
A7y, IIOKa HE SICHO.

[IpruMepoM NIUTOIIIA3MATUYECKUX CEHCOPOB SBIAIOTCA PAS-mOMEHBI. OTH YHUBEpPCATIbHBIE MOAYJIH
"qyBCTBYIOT" M3MEHEHHSI OCBEIICHHOCTH, OKHCIHTEIbHO-BOCCTAHOBUTEIBHOTO MOTEHIMANA, KOHUEHTpaIuu
KHCIIOpO/la M HeOOJbIIMX JUraHgoB. Mmsi 1omMeHa MPOUCXOJUT OT TNeEpBbIX OYKB Ha3BaHHM Tpex
9YKapUOTUYECKUX OENKOB, B KOTOPHIX OH ObLI BrepBble 0OHapykeH. C JOMEHOM OOBIYHO CBSI3aHA OJHA M3
HECKOJIbKUX MPOCTETHUYECKUX TIpPYyII, KOTOpbIE KaK pa3 M ONPENENAIOT pPAClO3HABaHHWE Pa3HOOOPAa3HBIX
curHasioB. Takumu KodakTopamu MOryT ObITh, Hampumep, reM, ®AJ[, ®PMH u T.1. PAS-nomensl umeror
Hebombioi pasmep (~100 AK) u pacnonararorcst nepen (Ommke k N-KOHIly) KMHA3HBIM SAPOM, KaK MPaBuUIIo,
Moclie OJHOW WM HECKOJBKUX TMap TPaHCMEMOpPaHHBIX CerMEHTOB. TakuMm 00pa3oM, HUTOIIA3MaTUYECKUE
ceHcopsl ¢ PAS-nomMeHaMu Toe SBISAIOTCA MEeMOpaHHbIMH OenkaMu. OJHAKO MMEIOTCA U HE CBSI3aHHBIE C
MeMOpaHOH ITUTOIUIa3MaTHYECKUE CEHCOphI, Hampumep, NtrB, yuacTByrommii B perysisiud a30THOTO
MeTaboIu3Ma.

(bonee mMoAPOOHO O CHCOPHBIX JIOMEHAaX M MEXaHU3Me paboThl TpaHCMeMOpaHHBIX ceHcopHbIX 'K
IIOTOBOPUM B Pa3/IeIe O XEMOTAKCHUCE).

JlunxepHulii domen

VY tpancmeM6Opannbix 'K nepuriazmaTiueckuii CEHCOPHBIN TOMEH COSAMHSAETCS C IIUTOIIa3MaTHUYEeCKUM
KMHA3HBIM SIIPOM TIPU MIOMOIIH TPAaHCMEMOPAHHOM OL-CTIMPAU ¥ IIUTOIUIa3MAaTHUECKOTo JIMHKEpa. JIMHKepHbIe
JIOMEHBI COBEPIICHHO HEOOXOAMMBI JUIsi HOPMaNbHOrO (PyHKIHMOHUpOBaHUs ceHcopHbIX 'K, ogHako o0 ux
(GYHKIMAX M3BECTHO HeMHoro. Pazmep nunkepoB BapbupyeT B npenenax 40-180 AK. MHorue U3 HUX UMEIOT
XapakTepHbId  o-criipaibHb  coiled coil MOTHB, B  OOJBIIMHCTBE CIy4YaeB IPEIIIECTBYIOIINI
dbochopunupyeMoMy THUCTHAMHOBOMY OCTAaTKy KHHA3HOTO sifpa. J[Be HamOojee BepOSTHbIE (YHKIIHH
JUHKEPHBIX JOMEHOB — IpaBWJIbHOE pacrnojiokeHue MoHomepoB B aumepe 'K u mepemaua curnana or
CEHCOPHOM K KHHA3HOW YacTH Oerka.

CTpyKTypa U (PYHKIMHU PerysiTOPOB OTBETA
Axmuenocmu u cmpykmypa
VY OGonbmmHCcTBa NpokapuoT PO — KOHEYHOE 3BEHO CUTHAIBHOTO IIyTH, (YHKLIHOHHpPYIOLIEE Kak
3aBUCAIIMN OT pocopunupoBaHus "BeIKIIOYaTeNb" afanTUBHOrO otBeTa. PO Katanusupyer nepeHoc gocgata
or ¢ochoructunmaa 'K kK KOHCepBaTMBHOMY OCTaTKy acmaprara B CBOEM DETYJISTOPHOM JIOMEHE.
BbonpmmuacTBo PO Takke katanu3upyroT aBToAepochopuiinpoBaHHE, YTO OTPAHUYMBAET BpeMs MpeObIBaHUS
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Oenka B aKTUBUPOBAaHHOM cocTosiHuu. docopunupoBanue PO mnpuBoaUT K €ro KOH(POPMAIMOHHOMY
MU3MEHEHHUIO, 3aTParuBarolIeMy 3HAYMTEIbHYI0 4acTh NoBepXHOCTH PO. M3MeHeHHe MOBEPXHOCTH IO3BOJISET
MIPOUCXOJUTh HOBBIM BHYTPH- M MEXMOJEKYJISIPHbIM B3aUMOJEHUCTBUSAM, KOTOPbIE U BbI3bIBAIOT aJalTUBHBIN
orBeT. Takoil mnpuHuun padorsl PO gemaer BO3MOXKHBIM MHOIOOOpa3HbIE PETyJISATOPHBIE MEXAaHU3MBI,
ONITUMH3UPOBAHHBIC /ISl PA3MTUYHBIX 3()PEKTOPHBIX QYHKUINH B pa3IMYHBIX CUCTEMAX.

bonpmmHcTBO PO COCTOMT M3 IBYX NOMEHOB: KOHCEPBATUBHOTO AMHMHOKOHIIEBOTO PETYJATOPHOIO H
BapbHUPYIOLIETO KapOOKCUKOHLIEBOTO 3¢ ¢exropHoro. bonpmuucTBo PO sBASIOTCA TPaHCKPUMIIMOHHBIMU
tdaxTopamu ¢ JIHK-cBs3piBarommmu s dexropasimu qomeHamu (25 u3 32 PO y E. coli). JIHK-cBs3wiBaromme
JIOMEHBI MOT'YT OBITh pa3zieieHbl Ha Tpu Tpymisl, npeacraBiennsie OmpR, NarL u NtrC (cootBetcTBeHHO 14, 7
u 4 unena). He Bce PO umeror JIHK-cBsa3biBatomue nomensl. KapOokcukoHIeBble JOMEHBI HEKOTOphIX PO
ABIISIOTCS (PepMEHTaMH, KaK, Hanpumep, MeTunTpancdepasa CheB, yuactByromias B xemotakcuce. Hekotopsie
PO BooOmIe mummeHs! 3P PeKTopHOTO NoMeHa. [IpuMepoM Takoro OerKa SBISIETCS ONATh XKe OSIOK XeMOTaKCuca
CheY, xotopblii (hyHKIHMOHUpPYET MmyTeM B3aumojeictBus ¢ 3¢pdexkropHsiM Oenkom FliM, kommoHeHTOM
XKTYTUKOBOT'O MOTOpA.

Pezynsamopuwiti domen.

Haubonee xoHCcepBaTHBHAs YacTh OeNKa. COJACPKUT KIACTEP OCTATKOB acmapTara, KOTOpPbIE CBSI3BIBAIOT
Mg”" 1 hopMupyIOT aKTHBHBIIT caiiT ast epeHoca docdara

Dppexmopuwiii domeH

D¢ deKTopHBIM JOMEHAM CJIOKHO JaTh OOIIYyI0 XapaKTepUCTUKY TIO0 TPUYMHE WX OOJIBIIOTO
pa3HooOpasus. bonpmmHcTBO 3 dexTopHbix nomeHoB umeer JJHK-cBsi3piBaronyro akTUBHOCTh U JIEHCTBHET
MyTEM AaKTUBAalMM WIM PENpPEecCUU TPAHCKPUIIUHU CHEHUPUUECKUX T'€HOB. TeM He MeHee, y3HaBaeMble
nocnenosarenbHocty [IHK, pacnionoxenune caiToB CBS3BIBAHMS M MEXAHU3M TPAHCKPHUIILIMOHHOW peryJisuuu
CYIIECTBEHHO pasnuyarorcs, naxe y PO u3 oqHoro nojcemencraa.

OmpR, netanbHO 0XapakTepU30BaHHBIN MpeACTaBUTEIb CaMOro 0oJbIIoro nojacemeiicrsa PO, neiictByer
U KaK akKkTUBATOp, W Kak penpeccop, AU(QepeHInaIbHO perynupys skcnpeccuto reHoB ompC u ompkF,
KOJIMPYIOIIUX TOPUHBI BHEIIHEH MemOpanbl. Jlumepsl OmpR mocnemoBatensHo cBsizpiBatOTCs ¢ F u C
OoKcamH, MPeIIIeCTBYIOIMMHI TOPUHOBBIM T'€HaM. benku-npeacTaBuTeNn 3TOr0 CeMEHCTBa CBS3BIBAIOTCS C
JHK nocpenctBoM XapakTepHOro MOTHBA "KpbUIaTas COUpaib', COCTOSIIETO M3 PACHO3HAIOUIEH CIUpau,
B3auMoOJIeHCTBYIoLIeH ¢ OombInoit 6opo3akoit B IHK, u nByx neresb, Wi KpbUIBEB, 0 00€ CTOPOHBI CIIMPAJIH,
KOTOPBIE B3aUMOJICUCTBYIOT C MaJIOH OOPO3IKOM.

Bropoe noxacemeiiceo PO npezacrasiser Narl, — TpaHCKpUNLIIMOHHBIN (hakTOp, KOTOPBIH U aKTUBUPYET, U
pernpeccupyeT TeHbI, ydYacTByIOIIME B MeTabonm3Me HUTpuTa W HHUTparta. NarL cBs3bIBaeTcs co
MHOXxecTBeHHbIMU "NarL rentamepamu" — caiitamu cBsizbiBaHus — mytem tunuuHoro HTH motusa.

HaubGonee cnoxHOe Kak CTPYKTYpHO, Tak W (yHKUMOHanbHO mnojaceMelictBo PO mpexacraBieHo
PeryssTOpoM a30THOro MeradommsMa NtrC — SHXAaHCEPOM TPAHCKPHIIIMH, AKTHBUPYIOIAM COAEPKAIIMH G
xonopepment PHK-noaumepassl. DddextopHas obmactb OEIKOB 3TOT0 MOJCEMENWCTBA COCTOMT M3 JABYX
nomeHoB — AT®aznoro n JIHK-cBs3siBatomero HTH nmomena. CriocoOusie cBsizpiBathes ¢ JJTHK mumepsr NtrC
nocie (pochopruIpoBaHUs OIUTOMEPU3YIOTCS B OKTamepbl. Onmuromepusaius ctuMmyiupyer ruaponns ATO
YTO JA€T SHEPTHIO AJi1 00pa30BaHMs OTKPHITOrO KOMIUIEKCA U aKTUBALIUU TPAHCKPHUIILIUH.

AxkTuBanus pochopuimpoBaHueM.

bonwmoe pazHooOpasue >(DPEKTOpPHBIX JOMEHOB CTaBUT BOIMPOC O TOM, KaK KOHCEPBAaTHBHBIN
PEryJSATOPHBI JIOMEH MOXET W3MEHATh AaKTMBHOCTh TaKUX pPa3HOOOPa3HbIX APPEKTOPHBIX JTOMEHOB.
Perynsaropueie noMensl PO CymiecTBYIOT B BHJI€ HAXOMSIICHCA B COCTOSSHUM PAaBHOBECHSI CMECH aKTMBHOU U
HeakTHUBHOH (opMm. DochopuIupoBaHHE PEryIATOPHOTO JIOMEHA CABHIaeT pPaBHOBECHE B CTOPOHY aKTHUBHOMN
(opMBI, KOTOpasi IMEET CYIIECTBEHHO OTIMYHYIO MIOBEPXHOCTh. PazIiuHbIe MOJIEKYJISPHBIE TOBEPXHOCTH ABYX
dbopM MoryT cmocobcTBOBaTh crienupudeckuM Oenok-6enkoBeiM (uau  Oenok-/IHK) B3aummoneitictBusim.
[looaromy m1000W THN peryisiiuM, KOTOTPBIH MOXET OBITh OCYIIECTBJIEH 3a CYeT MEX- WU
BHYTPUMOJIEKYJISIPHBIX B3aUMOJICHCTBHI, MOKET UCIONIb30BaThCs cemeiictBoM PO.

CoOTBETCTBEHHO CYLIECTBYIOT pa3iudHble MeXaHu3Mbl aktuBauuu PO. Kaxaplii MexaHu3M OCHOBaH Ha
crienupuaecKkux PEryJISTOPHBIX B3aUMOJICHCTBIX MIPUCYIIIUX dbochopunpoBaHHOMY n(um)
HepocHOpUITUPOBAHHOMY PETYJISITOPHOMY JOMEHY. B HEKOTOpBIX ciyyasX aKTUBAIMs MPOUCXOJAUT 32 CUET
cHsATHS MHruOupoBanus. [Ipu 3ToM PO 00bIYHO MOKHO aKTUBUPOBAThH IIyTEM JEJICLIUN PETYIATOPHOTO JIOMEHA.
B npyrux ciayyasx GpochopuiupoBaHHbBII PEeryISTOPHBIA JOMEH UrpaeT akTUBHYIO posb. PochopunmrpoBanue
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MOXXET CHOCOOCTBOBaTh B3aMMOJEUCTBUIO C JpyrumMu OeiakamMu JuOO AM- WM ojauromepusanuu. Tak,
cBa3piBaHue OmpR ¢ cocegHMMU ONEpaTOPHBIMU yYacTKaMHM YCWJIMBAETCS MPU B3aUMOJCHCTBUHM €ro
CyOBEIMHHII MEXIy Cco00i, KOoTopoe ycuiuBaercs mpu QocopunmupoBannn; ¢ochopmmmpoBanue NtrC
CIOCOOCTBYET €ro OJUTOMEpH3allMi B DHXAHCEPHOH 00JIacTH, YTO aKTHBHPYET TpaHCKpumiuio. Hekoropsie
O€JIKM MCTOJIB3YI0T KOMOMHALIMIO 3TUX MEXaHU3MOB. DochopmiinpoBaHre OOBIYHO COOTBETCTBYET aKTHUBALIUH,
HO €CTh U UCKJIIOYECHHUS.

Hns aByx PO ¢ m3BecTHOM CTPYKTYpOil M3BECTEH TOYHBIM MEXaHHW3M WHTHOMpPOBaHUS IPPEKTOPHOTO
nomMeHa HePOoCHOPUITUPOBAHHBIM  PETYJSTOPHBIM  JOMEHOM. B HedhochoprInpoBaHHOM  COCTOSHUU
pEryJATOPHBI JOMEH »JKpaHHUPYeT AaKTUBHBIA CalT »(PQPEKTOPHOrO JOMEHa, He JdaBas IOCIEIHEMY
B3aUMOJICHICTBOBATh C CyOCTpaToM, KakoBbIM MokeT sBisThes JIHK (B cimydae TpaHckpunimnoHHOTO (hakTopa
NarL) nu6o 6enok (peuentop xemoTakcuca B ciydae metuidcrepasbl CheB, o koTopoit Mbl TOrOBOpUM YyTh
no3xe). Jist oboux OEIKOB aKTHBALWS MPOUCXOAUT 33 CYET B3aUMHOTO mnepemerneHust N- u C-KOHIEBBIX
JIOMEHOB B pe3yJbTaTe HHAYIMPOBaHHBIX PochopunupoBanrneM KOHGOPMAITMOHHBIX U3MEHEHUN.

HenaBHo ompeneneHHbie CTPYKTYPBI (OCHOPHITUPOBAHHBIX PETYJISATOPHBIX TOMEHOB HECKOIBKHX OCITKOB
MOATBEPKIAI0T, YTO (OCPOPUINPOBAHKE BBI3bIBACT MPOTSHKEHHbBIE CTPYKTYPHbBIE U3MEHEHHUSI, 3aTParuBalolue
MOJIEKYJIIPMYIO TIOBEPXHOCTh PEryJIATOpHOro AoMeHa. DochopuinpoBaHie HE U3MEHSET OOIIYI0 TPETUUHYIO
CTPYKTYPY ¥ HE BBI3BIBAET CYLIECTBEHHBIX U3MEHEHHI BO BTOPUYHOM CTPYKType. ENMHCTBEHHBIM pe3yJIbTaTOM
¢bochopunrpoBanus ABISAIOTCA HE3HAUUTENbHBIE (HAa Mapy aHICTPEM) MEepeMElICHHs 3JEMEHTOB BTOPUYHOM
CTPYKTYpBbI, KOTOpBIE, TEM HE MEHEE, OKa3bIBAIOT CYLIECTBEHHOE BJIUSHUE HA MOJIEKYJSIPHYIO ITOBEPXHOCTb,
W3MEHSS €€ TOMOJOTHUECKHUE U 3JIEKTPOCTATUUECKUE XapaKTEPUCTUKHU.

WNupymupoBannbie  ¢ochopurpoBanneM KOH(GOPMAIIMOHHBIE HM3MEHEHHUS 3aTparuBailoT  OOJBIIYIO
MOBEPXHOCTh PETYJISATOPHOTO JOMEHA, KOTOpas MOXKET OBITh UCIIOJIb30BaHA BO B3aHMMOJCHCTBHUIX CO MHOTUMU
muiieHsmu. W nedictButenbHo, MHOTHE PO B3aMMONEHCTBYIOT C HECKOJIbKMMHM Mojekyidamu — [K,
BcrioMorarenbsHbie (ocdaTazsl, 3PPEKTOpHbIE JOMEHBI, APYTHe PEryIATOPHBIE JOMEHBI B COCTaBE AUMEPOB H,
BO3MO>XHO, KOMIIOHEHTBI TPAHCKPUIILIMOHHOTO arrapara.

ApPXHMTEKTYpa peryJsiTOpHbIX CHCTeM

DJeraHTHOCTb JIByXKOMIIOHEHTBBIX CHCTEM 3aKIII0YAeTCsl B UX MOILyJIsipHOCTH. [IpocTeiimas curnaibHas
CUCTeMa MOXKeET cocTosATh U3 oaHoi nmapel ' K-PO. B Gonee clioxkHBIX ciydasx JOMEHBI, BXosmue B coctaB [ K
u PO, a taxxke HPt-momeHsl MOTYT KOMOMHHPOBATHCS, 00pa3ys YK€ CUTHAIBHYIO LENOYKY WIN JTAXKe CETh,
W3BECTHYIO MOJA HaszHaHHeM ¢ocdoTpaHchsimonHas cucreMa (cuctema mepefaun (ocdara). Kinaccuyeckue
JIBYXKOMITOHEHTHBIE CHCTEMBI JOMUHHUPYIOT y MPOKAPHOT, TOTAA KaK (poCHOTpaHCIAINOHHBIE CUCTEMBI Yarle
BCTPEYAIOTCS Yy DYKAPHOT (XOTS NMPOKAPHMOTHUECKUE MPUMEPBI TOXKE MUMEIOTCs). [lonoMHUTENbHAS CI0XKHOCTD
(bochoTpaHCIAMOHHBIX CHCTEM MO3BOJISIET BBECTH JIOTIOTHUTEIBHBIE CTAUH KOHTPOJISA a TAK)KE BO3MOXKHOCTD
B3aUMOJICHCTBHS MEX]y Pa3IMYHBIMU CUTHAJIBHBIMU Ty TSIMH.

BonbIIMHCTBO peryisTOPHBIX CUCTEM yCTpOeHHBI pocTo. TpancmemOpanHas cencopHas ['K mocpencrsom
OomHOW peaknuu mnepenayun  (docdara akTUBHpyeT IUTOIUIa3MaTudeckuid PO, KOTOpBIM  BBI3BIBAET
CCOTBETCTBYIOLUI AJaNTUBHBIA OTBET. THUIIMYHBIM NPUMEPOM TAKOM CUCTEMBI, UCIIOJIb3YIOLEH €AUHUYHbIN
nepenoc ¢ochara or His k Asp, sBisercs ocmoperyisaroppHas mapa EnvZ-OmpR, koHTposimpytomias
sKcIpeccHio mopuHoB BHemHe MmemOpanbl OmpF nu OmpC. EcTh 1 Bapuanmu Ha 3Ty TeMY, KOT'/la HECKOJIBKO
I'K moryt dhochopunmposars ogua PO wnu omxna 'K xorTponmmupyer Heckonbko PO, HO B 1r000M citydae aist
TaKUX MHPOCTBIX CHCTEM HMEET MECTO TOJBKO OJMH aKT mepenauun ¢ocdara B HampaBienuu His -> Asp.
Hampumep, B cucreme kouTposst xemorakcuca ogaa 'K CheA docdopmmpyer asa PO, CheB u CheY. Eme
Oosiee CI0XKHAsg CUTYyalUsl BCTPEYAETCS B CUCTEME KOHTPOJII HUTPAT/HUTPUT-PEArpyIONUX I€HOB, B KOTOPH
nse 'K, NarX u NarQ, xorrponupytot asa PO, NarL u NarP.

Docompanciayuonnvie cucmemyl

Eme Oonee yclnoXHEHHBIE BEpCHHM JABYXKOMIIOHEHTHBIX CHCTEM HCIHOJB3YIOT OoJiee OJHOr0 akTa
nepenaun ¢Gocdara. Takue curHaidbHBIE MYTH HA3BIBAIOT (HOCHOTPAHCISIIIMOHHBIMA CHCTEMaMH (CHUCTEMaMu
nepenaun (ocdara). B npocreiimem cinyyae GocoTpaHCIALMOHHAS CUCTEMa YJUIMHSAET LENOYKYy Nepeadu
¢docdara Ha nBa mara, Asp -> His u His -> Asp. Takum oOpazom, 6a3oBast pocoTpaHCIAIIMOHHAS CHCTEMA
HMeeT yike deTbipe HochOopUIMpOoBaHHBIX OEIKOBBIX MPOAYKTa U IATh peakiuil nepeHoca gocgara:

1. ABrodochopunuporanue ['K:
I'K-His; + AT® € - I'K-His;~® + AJ1®
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2. 1-ii mepenoc ¢ocdara:

I'K-His;~® + PO;-Asp €<= I'K-His; + PO-Asp,~®
3. 2-ii mepeHoc ¢ocdara:

PO-Asp,~® + HPt-His, €= PO-Asp, + HPt-His,~®
4. 3-i1 mepenoc ¢docdara:

HPt-His,~® + PO-Asp, <> HPt-His; + PO-Asp,~®
5. ledochopunuposanue:

PO-Aspy~® + H,O <> PO-Asp, + Py

B oroii cxeme B KkaudecTBe (POCHOPHIMPYEMBIX CYyOCTPAaTOB HCIIONB3YIOTCS JIOMEHBI, COJEpIKalue
KOHCEpBaTHBHbIE OCTATKM TMCTHJIMHA U acmapraTa. OTH JOMEHbI MOTYT CYIIECTBOBAaTh KaK HM30JIMPOBAHHbBIE
OeKM WK K€ OBITh COCMHEHHBIMU KOBAJIIEHTHO, KaK 3TO MMEET MECTO B CIy4ae Y)Ke OIMMCAHHBIX THOPHIHBIX
TMCTUAMHKHHA3.

Cucrema KoHTpoOJIS criopyisiiuu B. subtilis (koTopyro MBI emie paccMoTpuM 0oJiee ToIPOOHO MO3THEE)
spisiercst mpumepoM His-Asp-His-Asp mnenouku. B a1oit cucteme Heckonbko 'K MoryT ObITH qOHOpamu
¢docdara mns 6enxa SpoOF. C Asp 6enxa SpoOF docdar 3arem nepenocutcst na HPt 6enox SpoOB u, Hakonerr,
Ha ASp TpaHCKPUTIIIMOHHOTO (akTopa SpolA.

MHoxecTBeHHBIE (hochopurpyembie JOMEeHbI (HOCHOTPAHCIAIUOHHBIX CHCTEM CO3/1al0T BO3MOKHOCTh
albTEPHATUBHBIX MyTel nepenaun ¢ocdara. B rubpumnoit 'K ArcB mroboi u3 nmeronuxcs His-comepsxammx
JIOMEHOB (uMepu3aloHHbIi uin sxe HPt) moxer nmonyunts pocdar or ATD u nepenars ero PO ArcA. [Isa
Pa3IMYHBIX BapHaHTa UCTIOIB3YIOTCS B @3POOHBIX U aHAYPOOHBIX YCIOBHUSX.

Eme Oosiee crnoxHast opraHu3anys MOKET JIOCTUTAThCS 3a CUET MHTErpally Pa3IUYHbIX CUTHAJIBHBIX
[ENoYeK B CHTHaJNbHBIE ceTH. Y B. subtilis mnpakTuueckum Kaxaas JBYXKOMIIOHEHTHAs CHCTEMa
B3aMMOJICHCTBYET ¢ Kak MMHHMYM €Ile OJHOHM Iernodkoi mepenaun Qocdata. B kauecTBe mpumepa Takoil
MHTETPAallMd MOXXHO TPUBECTH B3aUMOJEHCTBHE TyTeH, KOHTPOJIMPYIOIIUMX YyTWiIH3auuioo ¢ocdaTa
(PhoR/PhoP), aspobHoro u anaspooHoro asixanus (ResE/ResD) u ciopymsiiuto (KinA-B/Spo0A). Jlpixanue u
yrunuzanus gocdara perynupyrorcst coBmecTHo — pocho-PhoP akruBupyer skcnpeccuto ResD u HaoGoporT.
OpnHako, Korja KJjeTKka BCTYIIAeT Ha MyTh CIOPYJIALUM, U AbIXaHUE, U yTUIM3alus gocdaTa pernpeccupyrorcs,
nockoybKy (ocdo-Spo0A HeratuBHO perynupyet pochopunupoBanusie ResD u PhoP.

PeryasitopHble MeXaHM3MBbI
EnvHCTBEHHON BUAMMON NPUYMHON, IO KOTOPOM PEryJsiTOPHBIE CUCTEMBI ABISAIOTCA IBYX- (M Oosee) —
KOMIIOHEHTHBIMHU SBJISIETCS caMa HEOOXOIMMOCTh KOHTPOJIS — JBYXCTYNEHUYAThIN (MM eme 0oJiee CIIOKHBIN)
CUTHAJIbHBIA MyTh MPOCTO HAMPOCTO CO3AAET T€ MECTA, B KOTOPHIX KJIETKA MOXET KOHTPOJUPOBATH MOTOK
nHpopMmanuu. PaznuuHble peryisTOpHbIE MEXaHU3Mbl HAKJIAaAbIBAIOTCA IOBEpX O0a30BBIX MyTed mNepenadu
¢docara, mo3BONAA ONTUMM3MPOBATH TNepenady ¢docdara A HYXKI KaKIOW KOHKPETHOH CHCTEMBI.
Pe3ynpratoM paboThl HEKOTOPBIX CHUCTEM SIBISETCS "KOIWYEeCTBEHHBIN" oTBeT — Tak EnvZ-OmpR cucrema
o0ecrieynBaeT pa3iW4Hbe YPOBHU OJKCIPECCHMHM T€HOB NOpPHHOB ompF wu ompC. Jlpyrue peryiasTopHbIe
CHCTEMBI, KaK, HallpuMep, CUCTeMa KOHTPOJIS CHOPYJISALMM y Oaluiul, AT KauyeCTBEHHBIH OTBET THUIA "BCe
WM Hudero". BHe 3aBUCMMOCTH OT THIIA 1aBaeMOro OTBETa J00as CUCTEMA MOXKET UMETh HECKOJIBKO YPOBHEH
pETyIISIuM, 3a4acTyl0 C Y4acTHEM JOTOJIHUTEIBHBIX OCITKOBBIX KOMIOHEHTOB. OCHOBHBIMU MHIICHIMH IS

TaKoW peryisnuu sBisitoTcst aktuBHocTH ['K u nedochopunuposanue PO.

Pezynayus akmuenocmu I'K.

I'K moryt umMerh JBe aKTHUBHOCTH, CIIOCOOHbBIE KOHTPOJHMPOBATH ypoBeHb (ochopunupoBanus PO:
aBToknHa3Hyl0 U PO-docharaznyro. He Bce 'K mmeror ¢docdaraznyro akTHBHOCTH — IJIsi HEKOTOPBIX
BO3MOXXHA TOJIBKO PEryJysiusi aBTOKMHA3HOM akTUBHOCTU. C Ipyroi CTOpOHBI, BO MHOIMX CHCTEMaX MMEHHO
(docdarazHas akTUBHOCTb IMOJBEPKEHA OCHOBHON PETYIISAINH.

VY tunuuseix TpancMeMOpaHHbIX 'K ceHCOpHBIE JOMEHBI HETOCPEACTBEHHO CBS3BIBAIOTCS C JIMTaHAaMHU
a0 JETeKTUPYIOT (U3WYECKHe CTHUMYJBl. B 0oilee CIOXKHBIX CHCTEMax JETeKIHs CHUTHAJIOB MOXKET
MPOUCXOJUTH Yepe3 B3aUMOJICHCTBUE C IPYTMMH OEIKOBBIMH KOMIOHEHTamMu. Hampumep, aBTOKMHa3Has
aktuBHOCTH [’ K xemorakcuca CheA, xotopast 00pa3yeT KOMIUIEKC ¢ XeMOPEIENTOpaMH 1 alalTepHBIM OEITKOM
CheW, wunrubupyercss nub0 aKTUBUPYETCS CHUTHAJaMH, IE€pelaBaeMbIMH OT XEMOPEUEnTopoB (MyTeMm
KOH(pOpMannOHHBIX m3MeHeHui). PO-dpocharaznas aktuBHOCTH muroruiazmMatiuaeckoit 'K NtrB perynupyercs
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IOIOJNHUTENLHEIM O€lIKoM P, 4Ybg CIOCOOHOCTH B3aMMOIeicTBOBaTh ¢ NtrB  3aBucur 0T €ro
YPUIUIUPOBAHHOCTH, KOTOpasi, B CBOIO Ouepelb, CBs3aHA C KOHIIEHTpalMeld BHYTPUKIETOYHOTO a30Ta.
AxtuBHOCTh ['K MOXET Takke peryjampoBaThCs AOMOJHHUTENbHBIMU JOoMeHaMmHu. Hampumep, ceHcop Typropa
KdpD conepxut nononHutensHbix AT®-cBs3bIBaomuii [oOMeH, U CBA3bIBaHHE (HO He Tuuapoiu3) ATO
HE00X0AUMO I POsiBIEHUS QochaTa3HONH aKTUBHOCTH.

Pezynayus oegpocgpopunuposanus PO

Kak MbI yxe obcyxnanu, mMHorme PO wumerorT aBrodocdaTasHylo aKTHBHOCTb, HEOOXOTUMYIO IS
MOOJEP)KAaHUST  HAAJEKAIIUX BPEMEHHBIX IapaMeTpPOB CHUCTeMbl (BpeMeHH cyiiecTBoBaHusi PO B
¢bochopunupoBannom cocrossaun). Ha nedochopunupoanue PO Taxke MoxeT BIuATH (QocdaTa3Has
aktuBHOCTb 'K, perynupyemast pa3nuyHbIMU MEXaHU3MaMHU.

B nedochopunupoannu HekoTophix PO yuacTByrOT BcmoMoratenbHbie Oenku. Cuctema Cropysiuu
Oammyur uMeeT Habop ctporo perymupyeMbix ¢docdaras (RapA, RapB, RapE), koropsie nedocdopmmpyror
SpoOF, u eme oaHy dQocdatasy, xoropas nedpochopuiupyer SpoOA. B cucreme xemorakcuca
BcriomoraTelbHbIH 0enok CheZ omuromepusyercs ¢ pocdo-CheY u ctumynupyer ero aedochoprimpoBanue.

®docdataspl PocdoacnmapraTa UMEIOT HACTOJIBKO BBICOKYIO CHEIU(UUHOCTH 1O OTHOIICHHUIO K OeIKaM-
cyOcTpaTaM, YTO BO3HUKAET BOIPOC — ACHCTBUTENILHO JIM OHU HEMOCPEACTBEHHO KAaTATU3UPYIOT THAPOIIN3 UITH
e MPOCTO CTUMYJIUPYIOT npucyiyio PO aBrodocdarasHyto akTHBHOCTb.

pyeue cnocodul pezynayuu

HekoTopye cucteMbl MOTYT UMETH IOMOJHUTENBHBIEC U 3a4acTYIO crielu(UYecKne MeXaHUu3Mbl KOHTPOJIS.
Hanpumep, moxeT perynupoBathcesi caMm neperoc ¢ocdara. Tak, y rubpuaHoit kunasel VirA u3 A. tumefaciens
KapOOKCHKOHIIEBOM AsSp-COEpKalUil TOMEH BIUSET HAa aBTOKMHA3HYI0 aKTUBHOCTb KMHA3HOIO siipa IyTEM
(hU3MUECKOTO B3aUMOACHCTBUS € caliTOM aBTO(GOCHOPHINPOBAHHUS.

JlonomHUTENbHAS BO3MOKHOCTD PETYJISIIMU CO3JaeTcs B TeX ciydasx, koraa ['K docdopummpyer Gonee
onnoro PO. B atux ciayuasx KOHKypeHLHs 3a ¢docdaT MOXKET BIUATH Ha AaKTUBALMIO PA3TMYHBIX BETBEH
CUTHAJIBHOTO ITyTH.

Hakonemn, eme omuH croco6 perymsinun PO — KOHTpOJb JKCIpeccuu ero reHa. MHorue wu3
JBYXKOMIIOHEHTHBIX CHUCTEM, PEryJIUpPYIOLUIMX TPAHCKPHUIILHUIO, IOJABEPKEHbl aBTOpEry/siiMM. B Takux
cucreMax Gocho-PO aeiicTByeT Kak akTUBATOP WX penpeccop onepoHa, koaupytomero 'K u PO.

Jlumepamypa:
1. A.M. Stock, V.L. Robinson and P.N. Goudreau. Two-component signal transduction. Annu. Rev. Biochem.
2000. 69:183-215

7. XemoTakcuc

7.1 YcTpoiicTBO M NPUHIMI 1efiCTBHUS IBUTaTEeJIbHOI0 annapara 0axkrepuii

JIBmwkeHnue OakTepuii MBI pacCMOTPUM Ha mpumepe E. coli xak Hambojee WM3ydyeHHOW OakTtepuu. JTa
OakTepHsl NepeABUraeTcs 3a CYET BPAIICHUS CBOHMX JXI'YTHKOB, KOTOpBIE NEHCTBYIOT, KaK BHHTHI KOpaOs.
Kaxmass Oakrepust MOXXET HMMETh IIECTh WM Oojee "BHUHTOB", pa3OpPOCAHHBIX MO TOBEPXHOCTH KIIETKH
cly4aiiHbIM 00pa3oM. XOTS KaKIbpld "BUHT" BpalllaeTcss HE3aBUCHUMO, HO IPH BpallleHUU MPOTHUB YaCOBOM
CTpPEJIKU HUTHU KT'YTUKOB COJMIKAIOTCA 3a CUET IMAPOJMHAMUYECKUX CUJI U 00pa3yloT My4YOK, BpaIlaloIIUiCs B
OJIHy CTOpOHY T03aJM KIETKU. BpalieHue  MPOTUB YacOBOM CTpeNKH MPHUBOIUT K Oolee-MeHee
MPSIMOJIMHEITHOMY TIOCTYTATEIbHOMY JBIDKEHHIO OaKTEpHH, TOT/Ia KaK BpalleHHE I10 YacOBOW CTpPEJIKe
3acTaBisieT OakTepuro KyBbIpkaThes Ha mecte (Puc. 7.1). B pesynpTaTe mpu mocieayromeM NepeKIioueHun
HAMpaBJICHUs] BPAIICHUs KTyTHUKa OaKTepus HAYHET IBUTATHCS B CIydyallHOM HallpaBJieHWU. B omHOpomHOMN
cpene 6akTepusi KyBbIpKaeTCs MPUMEPHO pa3 B CEKyHY.

Hutp xryTuka sBIsieTcs TOHKOM POBHOM TpyOKOH, CO3MaHHOW U3 YJIOXKEHHBIX CIHPAIBbHO MOJEKYJ
OJTHOTO €IMHCTBEHHOTO Oenka — (rareyuinHa. [{nuHa )KryTukoBOro (¢uiaaMeHTa BapbupyeT U MOXKET JOCTUTATh
10 pnmun Tena Gakrepun. HuTh XKryTuka mpukperisierca K 0a3albHOMY TeIy MpH MOMOIIM IOJIOTO TMOKOTOo
Kproka. Kprok mpuKperieH K OCH — IOJION MpsSMON TpyOKe, COCTAaBIISIFOIICH OCHOBY poropa krytuka. Ochk
OKpyXeHa TpeMsl KOJIbLIaMHd — NBOMHBIM MS KONBIIOM, HaXOIALIUMCS B IIUTOIUIa3MaTHUECKONH MeMOpaHe |
CJIETKa BBICTYMAIOIIMM U3 Hee, P KONbIIOM B Cll0€ MENTHIOTIIMKaHa W L KOJbIIOM B Hapy»XHOH MeMOpaHe.
Crneuunduyeckas I KOMIOHEHTOB kryTHKa cuctema cekperuu III Tuma, pacmomararomiasicss B 0azaabHOM
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Telle, TPAaHCIOPTUPYET depe3 MeMOpaHy O€lKH OcCH,
KpPIOKa U HUTU B IPABUJIBHOM MOCIIEIOBATEIBHOCTH U B
HYXHbIX KoyindecTBaX. CeKpeTHpyeMble KOMIIOHEHTHI
MOCTYMaloT K MecTy cOopku (Qopmupyromierocs
KIyTUKa  uyepe3  IOJIOCTh B €ro  LEHTpE.
[Ipennonaraercs, 4TO OENK1-KOMITOHEHTHI
CEKpPETOPHOI'0 ammapaTa paclojaraiorcs B OCHOBHOM
Ha [HTOIIa3MaTHYecko ctopoHe MS koimbma (Puc.
7.2.).

Bpamenue KIyTHKA oOecrnieunBaeTcs
MOJIEKYJISIPHBIM MOTOPOM, CIIPOCOOHBIM MEpPEKI0YaTh
HanpaBienue Bpamenuss (Puc. 7.3.). Hctounukom
SHEPTUH JUTSL paboThI MOTOpa CITYKUT
TpaHCMEMOpPAaHHBII MPOTOHHBIM TIpagueHT. MOTOpHO-
MEPEKITIOYATEIbHbII KOMILJIEKC KpenuTcs Ha
[UTOIIa3MAaTUIECKOM cTOpoHe MS KojbIla U 00pasyer
KOJIOKOJIO00pa3HyIO0 CTPYKTypy, H3BecTHylo Kkak C-
KOJBI0. DTOT KOMIUIeKC conepkuT Tpu Oenka (FIiG,
FliM wu FliN), yuyacTBytomme B TCHEpalUH
BpallaTeIbHOrO MOHEHTA u MEPEKIIIOUECHUN
HampaBiieHuss BpamieHus. CuMTaercs, 4YTO ITOT
KOMIUIEKC Bpamiaercs BMecTe ¢ MS KOJIbLIOM, OCbIO,
KpIOKOM U HUThIO. Crarop MoOTOpa cleiaH M3 JABYX
OenKoB, OKpYXKaroLINX MS KOJIBILIO.
KapOOKCHKOHIIEBOI OMEH OJHOIO W3 3THX OEJKOB,
MotB, 3akperieH B KIE€TOYHOM CTEHKE, a YEThIpe
rupodoOHBIX cnupand MotA B3auMOIEHCTBYIOT ¢
aMUHOKOHIIEBOM MEMOpaHHOUW O-CIIUpasibio, 00pa3yo
MPOBOASIINAN MIPOTOHBI KaHal yepes
HuTOIIa3MaTu4eckyto MemOpany. Ilpeamonaraercs,
YTO 10 BOCBbMH HE3aBUCUMBIX KOMIUIEKCOB Mot OeiakoB
B3aUMOJEHCTBYIOT C MOTOPHO-IEPEKIIOUATEIbHBIM
KOMIUIEKCOM, TE€Hepypys BpalleHHE B OTBET Ha
HepeMelleHne IIPOTOHOB BHYTpb KIIETKH.
BzaumopeiictBue MeXay PpOTOPOM H  CTaTOPOM
obecrnieunBaeTcs psAIOM Pa3HOMMEHHO 3apshKeHHbIX AK
octatkoB B Oenkax FliG (potop) u MotA (cTatop)

Pecynayus cunmesa sczymuxosozo annapama

bonee 40 reHoB, KOAMpYIOIMUX  OCJKH,
HE0OXO0TUMBIE JUTSt OnocuHTe3a KT'YTHUKOB,
OpraHM30BaHbl B HECKOJBKO ONEpPOHOB. EcTecTBEHHO,
YTO 3KCIPECCUUS TAKOTO KOJIUYECTBA F€HOB HAXOIUTCS
IIOJ1 CTPOrMM KOHTpojeM. KOHTposb B TaHHOM ciyuae
OpraHu3oBaH ueapxuuecku. Ha Bepmmne uepapxuun
Haxoautcs fThDC onepoH, KOAUPYIONUii 1Ba Oenka, u3
KOTOpBIX cOOMpaeTcs reTepoTeTpaMEepHbIil aKTUBALIUU
TPAHCKPUIILUU T'€HOB BTOporo "ypoBHA". MHorue
JI00aNbHBIC PETYISATOPHI, TakKue, Hanpumep, kak BAK,
DnaA, cBszanHblii ¢ HykineounoMm Oemok H-NS,
BIMAIOT Ha YPOBEHb 3Kcmpeccuu omnepoHa fIhDC w,
CJIEIOBATEIIBHO, Ha oOpa3oBaHHe KTYTHKOB.
Tpanckpuniuss T'€HOB  IEPBBIX JBYX  YpPOBHEH
obecnieunBaercs PHK-monmmepaszoii ¢ OCHOBHBIM
curma-gpakropoM (RpoD). IIponykramu reHOB BTOPOTro

Puc. 7.1. Ipukenne E. coli

KOJIMa4YoK

N

HUTB XKI'yTUKa

COCIUHECHNE Z

KpIOK
LEHTPaJIbHBIHA KaHa

“““ %, BM

R ﬁ"g’?. TOALIUIIHUK %
N~ nr
MotB '! nepHImasMa
6a3anp- - LA _l WA I ] CTepiKeHb
HOE TeJo | iig‘ | co
W\U M
MotA <o
LUTOILIA3MA
nepe- MOTOp
KImio- FIiN — S s il
yaresb FliM / \i/

Puc. 7.2. CTtpoeHne 6aKkTepHaIbHOIO KIYTHKA
BM -Bremnsis membpana [II" — mentuporivkan
[IM — nuroruiazmaTudeckast memopana L, P, S, M,
C — xonblia 6a3aMbHOTO TENA KIyTUKA (BUIUMBIC B
AJIEKTPOHHOM MUKPOCKOIIE)
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YPOBHS  SIBJIISIFOTCST  OCJKH,

KpIOK

BXOJISAIIINE B COCTaB
0a3aJbHOrO Tejla JKIYyTHKA W L P xomvra traaver
KPIOKa, a TaK)Ke PETyJISTOPHBIC crepers \
o6enxku FlgM wu FliA. FLA
KOZUpyeT abTePHATHBHBIN
28 F MS konb1o
curma-pakrop G- WM G,
HEOOXOJUMBIN JIJIS1 SKCIPECCHH Brew MemOpara \
T'€HOB TPETHETO, U MOCICTHETO,

NCNTUAOTIMKAH
ypoBHs , a FIgM sBnsercs

AHTHU-CUI'Ma (I)aKTOPOM, HHMTOMIa3M. MeMOpaHa
WHTHOWPYIOIAM  aKTHBHOCTH
FliA. Korma cekpeTropHbIit MotA/B cratop
4 + +
anmapatr  (0azampHOE — TeENO @ HrwmNa
@ C KoIbII0

KTYTUKA) U KPIOK COOMparoTcs,

FIgM  skcmoptupyercs w3 CeKpeTOpHBIH anmapar
KIeTKH W ocBoOokmaeT FliA,

KOTOPBIA ~ HAKOHELl  MOXET 45 nm
aKTUBUPOBATh IO3[JHUE T'EHbI

KTyTHKA.

7.2 Uto TaKoe ®\

XeMOTAKCHUC M KaK OH Hrum Na
peain30BaH y OakTepuii? [
XeMoTakcuc - s
CIOCOOHOCTh Oakrepuit
JBUTATbCS 10 HAIPABICHUIO K
aTTpaKTaHTaM (3agactyro
MUTATEIbHBIM BEIIECTBAM) U OT Jlsa ORI e
pENeNIeHTOB (Hammpumep,
TOKCUHOB). B KauecTBe
aTTPAKTaHTOB BBICTYIIAIOT Puc. 7.3. PaGora MmoTopa Kryrtuka
MIpaKTUYECKH BCE caxapa u
AMUHOKHCIIOTBI, B KAYECTBE PEIMEJUICHTOB - KUPHbBIE KUCIOTHI, CIIUPTHI U IPYTUE MOTEHIIMAIHLHO BPEIOHOCHBIE
BeniecTBa. YyBCTBUTENBHOCT OAKTEPHIA BIEUATIISICT - OHH JIETKO ACTEKTUPYIOT U3MEHEHHE KOHLIEHTPAIIMH Ha
0.1% mnpu MUKPOMOJIAPHBIX KOHUEHTPALMAX BELIECTB, a JHAala30H JETEKTUPYEMbIX KOHLEHTpaluul
MEPEKPHIBAET IIATh IMOPSAKOB. ATTpPaKTaHTbl U PENEIJIEHTHl JETEKTUPYIOTCA 3a CYET HEMOCPEICTBEHHOTO
B3aMMOJICHCTBUS CO CHEU(PUUYECKUMH XEMOPELENTOpaMH, a HE 3a CYEeT KaKUX-TUOO BHYTPUKIETOYHBIX
3¢ (}HEeKTOB NEeTEeKTUPYEeMOro BeliecTBa. MeMOpaHHBIE PEIEnTOPbl TPYNIHUPYIOTCS B KIACTEPhI, KaK MPaBHIO
pacrlojio’)KeHHbIE Ha IMOJIIOCaX KJIETKH, OJHAKO 3TO HE MOXEeT IOMOYb OaKTepuu YJIOBUTH pa3HUILY
KOHIIEHTPALUH MEX]y MOJI0CAMU, MOCKOJIbKY OHa OyAeT CIHMIIKOM MaJeHbKOW M3-3a Majoro pazMepa caMmoit
KJIeTkd. Bmecto 3TOro 0akrepuu OpUEHTHPYIOTCS B XUMUYECKUX TPaJME€HTaX IMyTEM HU3MEpPEHUs BPEMEHHBIX
W3MEHEHUU KOHIICHTpaIil nmpu aBuxkeHHH. OOBIYHO CKOPOCTh ABMKEHUS dliepuxun coctapiseT 10-20 cBoux
JUIMH B ceKkyHay. CpaBHUBas TEKYIIYIO 3arpy>K€HHOCTb XEMOPELENTOPOB CHEeUU(UUYECKUMHU JIMTaHJaMHU C
TaKOBOW HECKOJBKO CEKYHJI Ha3ala, KIeTka (aKTUYEeCKH MOXET "M3MEpUTh"' pa3HHIy KOHIICHTpaIUui
OIPEACIEHHOTO0 BELIECTBA HA PACCTOSIHMM, BO MHOIO pa3 MPEBBILAIOLIEM JUIMHY caMmod KieTku. Takoe
W3MEpEHUE KOHLEHTPALlUM JIMTaHAa BO BpPEMEHU BO3MOXHO 3a CUET aJalTUBHOTO METHUIMPOBAHUS
XEMOPELENTOPOB, KOTOPOE 3aBUCUT OT 3arpy’K€HHOCTH MX JIMTaHJaMHu. 3aJepKKa BO BPEMEHHM MEXIY
CBSI3BIBAHMEM JIMTAHJAa W METHJIMPOBAHHEM pPELENTOpa MPEACTABISET cO00M CBOCOOpPA3HYIO0 MOJICKYISIPHYIO
"MmaMATh", KOTOpas U MO3BOJISIET U3MEPATh U3MEHEHNE KOHIIEHTpauuii nuranga. Eciau BeiOpaHHOE HampaBieHHe
JBUKEHHSI COOTBETCTBYET YBEIMUEHUIO KOHIIEHTPALMKM aTTPAKTaHTa (CHUYKEHUIO KOHLIEHTPAIMK PENeIeHTa),
BpeMsl 10 CIIEAYIOIIEro KyBbIpKaHHsS yBenuumBaeTcs. K coxkaleHuio, u3-3a CBOETO Majioro pasMepa KieTka
MIOCTOSIHHO cOMBaeTcst ¢ "BEpHOro" NyTH OpPOYHOBCKMM JBM)KEHMEM U IOITOMY IPOCTO HE MOMKET
MPOJOJKUTEIBLHO JIBUTAThCS MPsAMO. Takol MEXaHW3M MOATOMY TOJBKO B OOIIEM 00ecreyrBaeT IBHXKEHUE
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aTTPaKTaHT

repeopueHTalnus

(a) 6e3 ctumyna (b) CO CTHMYJIOM

Puc. 7.4. [IBu:kenue E.coli 1o rpaiieHTy aTTPAKTAHTA 32 CYET KOHTPOJIS MPOA0JKMUTEIbHOCTH
BpallleHHUs )KTYTHKOB B OJHOM HAINIPABJICHUHU

0aKkTepuM IO TPaJUEHTy KOHIEHTPALUU B HYKHOM HANpaBJICHWUU, HO Ul OakTepuil SBISIETCS JOCTATOYHO
s dextuBHBIM (Puc. 7.4).

MexaHu3M, OCHOBAHHBIH Ha TMEPEKIIOUEHUM HANpPaBICHUsS BpAIEHUS JKTYTUKOB, NPHUBOIAIMN K
MPSIMOJIMHEIHOMY JIBIKEHHIO, KOTOPOE Yepe3 BapbUPYIOIINE MPOMEKYTKH BPEMEHU CMEHSETCS KYBBIPKaHUEM
Ha MecCTe, He SBJISeTCs eAUHCTBEHHBIM. Y Rhodobacter sphaeroides BpallleHUE €IMHCTBEHHOTO KIyTHKa
CMEHSETCS €ro MOJHON OCTaHOBKOMW, a y Rhizobium meliloti BpaleHue KryTuka HUKOT/Ia HE IpeKpalaeTcs —
U3MEHSIeTCA TOJBKO €ero ckopocTb. Ho BO Bcex 3THX ciywasx pe3yibTaT pabOThl CEHCOPHOM CHUCTEMBbI
XEMOTaKCHCa OJMH M TOT K€ — €CIH OakTepusi ABIDKETCS B "HYKHOM'" HampaBJICHUH, MPOJOKUTEILHOCTh
TaKOT'O JIBM)KEHUS YBEIMUUBACTCS.

CeHCOpHBII MEXaHU3M XeMOTaKcuca 6oJiee CI0XeH, YeM PacCMOTPEHHbIE HAMU paHee. DTO 00BICHAETCS
MPEeXIe BCETO NBYMsS NMPUYMHAMHU. BO-TIEpBBIX, IMOCKOJIBKY OpPOYHOBCKOE IBIKEHHE MOXET OYEHb OBICTPO
U3MEHUTh OPUEHTALMI0 OaKTepUaJbHOW KJIETKH, KJIETKU JOJKHBI 00padaThIBaTh XEMOTAKCHUECKUE CUTHAIbI
OuYeHb OBICTPO, U, AEUCTBUTEIBHO, OT CTUMYJIA JI0 NEPEKIIIOUEHUS "MOTOPOB" Y KIIETKH MPOXOoaAUT He Oosee 0.2
CeKYH[Ibl. BO-BTOpBIX, JUIsl MPaBUIIBHOTO CPaBHEHUS MPOCTPAHCTBEHHBIX T'PAJUEHTOB KJIETKaM HEOO0XOAUMO
TaKO€ YCTPOWCTBO CEHCOPHOIO0 MEXaHM3Ma, KOTOpoe "racuiio" Obl CEHCOPHYIO CTUMYJISIUIO B CTaTUYECKHUX
YCIOBHSX, T.€. B OTCYTCTBUM TIpaJHMEHTa KOHIEHTpalMu, Kak Obl MHOIO KakOro-To aTTpakTaHTa WU
pernesuieHTa HU IPUCYTCTBOBAJIO ObI B Cpefe.

7.3 beqikoBBIi anmapar XxeMOTaKCHCa

Tpu xiacca GeNKOB y4acTBYIOT B XEMOTAKCHUCE: TPAHCMEMOpPaHHBbIE PELENTOPbI, IIUTOINIA3MAaTHUECKUE
CUTHAJIbHBIE OETIKU U (DepMEHTHI 1Al TUBHOIO METUIMPOBAHUS.

Peyenmopul xemomaxkcuca

MHorue 6akTepun IeTeKTUPYIOT XEMOTAKCUYECKHE CTUMYJIbI IIPU MOMOIIM PELENTOPOB, U3BECTHBIX KaK
MeTmIupyemble O0enkn xemoTakcuca (methyl-accepting chemotaxis proteins, MCPs). Dt Genku sIBISIOTCS
MeMOpaHHBIMHM CEHCOPaMH, B IPUHIIUIIE aHAJOTMYHBIMU 110 CBOEH CTpYKType EnvZ, ¢ TeM TOJIBKO OTINYHEM,
YTO IUTOIJIA3MATUYECKHI CUTHAIBHBIM JOMEH HE SBJSETCS aBTOKMHA30M. DYHKIUIO aBTOKWHA3bl BBHITIOJIHACT
npyroit 6emok - CheA, a curHanbable qoMeHbI MCP obecnieunBaroT B3ammoneiictue ¢ CheA. Eme omno
OTJMYHE OT THUIHUYHOTO CEHcopa - 1O 00€ CTOpPOHBI CHUTHAJIBHOTO JIOMEHA pAacIONaraloTCsl CalThl
METHJIMPOBAHUS, HEOOXOMMMBIE i amanTanuu perentopoB. MCP Oenku coctosT u3 ok. 550 ak, W SBIL.
mumepamu. Xoporro u3zydensl 4 MCP u3 E. coli, pearupyromue Ha cepun (Tsr), acmaprar u manbtosy (Tar),
pubo3y, rmoko3y u ranakrody (Trg) m munentunst (Tap). Y canpmonemn Het Tap, HO €cTh CEHCOp IMTpaTa
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Tcp. Cepun, acmapTtaT ¥ IUTPAT CBS3BIBAIOTCS
HEMNOCPEACTBEHHO C pelenTopamu, TOraa Kak
caxapa M JMIENTHIbl CHAayajla CBA3BIBAOTCA C

Maltose
Binding

Aspartate
Protein ®

COOTBETCTBYIOIIIUMHU NEPUILIIa3MaTUIECKUMU
OenKamMu, a y)Ke 3T KOMIUIEKCHI B3aMMOJACHCTBYIOT [~ = B
Sensory
¢ peuenrtopamu. Kpome Ttoro, MCP pearupyror Ha o T
U3MEHEHUs TemIeparypsl U pH, a Takke ABISIOTCA —r Membrane
’ L Aspartate ; Signaling
penenTopamu JUisl pa3In4HbIX PEICITICHTOB. - Racaiiad Periplasm Domain
Kiaccuueckuii penentop cocTouT u3 .
o o rans-
e AMHHOKOHIIEBOI TpaHCMEMOpaHHOH CIIUpaIH, Merbrane
on
® TEPUIUIA3MAaTHIECKOTO COOCTBEHHO CEHCOPHOTO o |
JIOMEHA, CJI0)KEHHOT O u3 YETBIPEX - -
_ Linker
O—CIUPAIBHBIX YYaCTKOB, e
® BTOpOU TpaHCMEMOpPAaHHOW CIHpaIIn |
e 0OJBLIOrO MUTOIUIA3MAaTHYECKOTO CHUTHAJIBHOTO B .
Cytoplasmic
M aJalTallMOHHOIO JOMCHA. Domain
(Aer — ceHCOp a’pOTaKCHCa: THUIUYHBIA JUIs Me‘“gfé!gg
MCP uuroriazMaTiuecKuii TOMEH, HO COBEPIICHHO
Jpyrasi CeHcopHas 4YacTb, coaepxkamas FAD wu |
noxosxast Ha NifL) -
[[uTonnazMaTH4ecKue  JAOMEHBl  CEHCOPOB g
ignalin
coJiepkatr 4 UM 5 OCTaTKOB IIyTaMara, JOCTYIIHBIX Doy
JUISL METUJIMPOBAHMUSL.
CheW

Kax enexnemounvlii cmumyn mpauncaupyemcs -
60 GHYMPUKIEMOYHbIL CUSHANL?

JIBe Mmoaenu

[IpyuHIMT HOXKHULL

Casi3pIBaHM€ JTUTAaHJA TUCTAIBHBIMU KOHIIAMU
CBSI3aHHBIX C MeMOpaHOW chupajged  MoXer
WHIYLUPOBATh 3HAYUTEIIbHOE nepeMenieHue
TPaHCMEMOPAHHBIX CETMEHTOB (IPUHIUI HOXKHUIY).
B HecBsfizZaHHOM ¢  JMTaHIOM  COCTOSTHUU
CyObEOUHMIIBI ~ PELEnToOpa  MPEeAroNOKUTEIHHO
B3aMMOJICHCTBYIOT MEXIY COOOM TOJIBKO B 00J1aCTH
MIepBOTO TpaHcMeMOpaHHOTO CErMEHTA.
CeasplBaHME C JIMTaHIOM BEI3BIBAaET cOmmkenwe A Unstimulated B. Ligand-bound
CEHCOPHBIX MEPUILIa3MATHYECKUX CYObEeIUHUII, YTO
MepelaeTCsl  CUTHAJIBHBIM  CyOBEOMHHMLIIAM U
obecrieunBaeT UX B3aUMOJICUCTBUE MEXKIYy COOOH, a
B TakoM BHUAE OHM  yXE€ HE  MOILYT
B3auMoeiicTBoBaTh ¢ CheA M CTUMYyJIHMpPOBATH €Tro
aBTOKMHA3HYI0 AKTHUBHOCTb. MeTtunupoBanue
co3/aer CTepUYECKUE MPETSITCTBUS JUISE
B3aMMOJCHCTBHSI CHTHAIBHBIX JIOMEHOB MEXKIY
co0oif, 4TO CHOBa MO3BOJIIET UM CTUMYJIHUPOBATH
aBTOKHMHA3HYI0 aKTUBHOCTb CheA.

[IpuHnun nucroxa:
Cefiuac Bce Oompiie W Ooimie  JaHHBIX
HAKallJIMBaeTCsl B TMOJIb3y JpPYroro MeXaHHU3Ma,
OCHOBAaHHOTO Ha CKOJIBKEHUU TPaHCMEMOpPaHHBIX
cermenToB (TM) npyr otHocuTenbpHO npyra. CaMeblid Puc. 7.6. Moaens TpancMeMOpaHHOM nepeayn
aMUHOKOHLEBOH TM1 3akpelieH B MeMOpaHe CHUTHAJIA OT CEHCOPHOI'0 K CUTHAJILHOMY JI0MeHY
KECTKO, TOTJa KaK BTOPOM OoJiee MOABMKEH, U MPHU peuenropa
CBSABLIBAHMM JIMTaHAa CKOJB3UT '"BHHU3", T.e. B

CheA
Histidine Kinase

Puc. 7.5. Penenrop xemorakcuca Tar

Periplasm

Cytoplasm

Signalling State A Signalling State B

- 38 -



CTOPOHY IHMTOIUIA3MbI, YTO M BBI3BIBACT KOH()OPMANMOHHOE M3MEHEHHUE ITUTOINIA3MAaTHICCKOTO CUTHAILHOTO
JIOMEHa, HMHAKTUBUpYIOIIee ero. Bapwamuss Ha 3Ty TeMy — ydyacTHe IBYX aMQHUIIATUYECKUX CIHpaJIeh
JMHKEPHOTO JIOMEHa B M3MeHeHUH KoH(opmarmu (Puc. 7.6).

Llumonnasmamuueckue cueHanvbHbie 6eIKU U pe2yIamopHbll MEXAHUIM XEMOMAKCUCA

B3aumopeiictBue Mexay penenTopamMu U IMEpeKiIovareseM KIyTHKa OCYIIECTBISETCS YEThIPbMs
6enkamu (Puc. 7.7):

¢ CheA-TK

¢ CheY - PO

¢ CheW - "amanTop" Mexuay peuentopom u CheA

¢ CheZ - 6enok, ciocobctBytromuit nedochopunupoBanuio CheY~O

[Tapa OGenkoB CheA-CheY mnpexacrasiser
co0OH  JBYXKOMIOHEHTHYIO  PEryJsATOPHYIO
CUCTEMY, KOTOpasi HECKOJbKO OTJIMYaeTcsi OT
PacCMOTPEHHBIX paHee "kiaccuyeckux” @ 0 /e TpchnopT‘?
npuMmepoB. Hanbonee cyliecTBEHHBIM OTIHYUEM ﬂ)
spisercs 1o, uro CheY He sBmsercs @
TPAHCKPUITIIHOHHBIM dakTopom u, *

COOTBETCTBEHHO, Yy Hero otcytctByer JIHK- §'

ces3piBaromuit joMeH. 'K CheA dynkmmonupyer

B BUJE JAMMEpa, C KOTOPHIM CBSI3BIBAIOTCS JBa w | w
MoHomepa CheW, 1 yke 3TOT KOMIUIEKC BCTyTaeT

B acCOLMAIMI0O C JUMEpPHBIM peuentopom. B Al A
COCTaBe TaKOro0  KOMIUIEKCa  aBTOKHHA3HAs

aKTUBHOCTh PE3KO BO3PACTAET, 4YTO YCHUIIUBAET N
nepeHoc docdara or CheA~D k CheY. CheY~D P Y Y
CBSI3BIBACTCS c FliM MOTOPHO- \,_/4
MEePEeKITI0YaTEIHbHOI0 KOMILIEKca 0a3albHOTO Tena,
YTO MPHUBOJUT K BPAICHHUIO KTyTHKA TI0 YaCOBOM
ctpenke. CheZ mnpenoTBpamiaeTr HaKOIJICHUE
CheY~O, CTHUMYJIAPYS aBTo(ocharaznyro
aktuBHOCTH CheY.

IIpu OTCYTCTBUH aTTpaKkTaHTa
koHueHTpanusi CheY~® mnonmepkuBaercss Ha C-xombuio BHYTpEHHSA MeMOpana
YPOBHE, CIOCOOCTBYIOIIEM BpPALICHHUIO JKI'YyTHKA MOTOp g D —— -
IPEUMYILIECTBEHHO [0 4YacOBOH CTpenke M,
CJIEZIOBATENIbHO, OTCYTCTBUIO  YIOPSJOYEHHOTO BHEIHsS MeMGpana
NBWOKEHUST OakTepuu. CBs3bIBaHME aTTPAaKTaHTa C Kprox
pelenTopoM  HMHAYIUPYET  KOH(OpPMAIMOHHOE
U3MEHEHHE, KOTOpoe MepeaaeTcs 4eTe3 MeMOpany
U TOJaBIsIeT aBTOKMHA3HYIO aKTHBHOCTH CheA.

Konnenrpamuss CheY~® mnamaer, W KIyTHKH

Oaktepuu  Oojee  MPOJODKHTEIBHOE  BpeMs

BpalaloTCs MPOTUB 4acoBOW crpenku. IlosTtomy

KJIETKH OYyIyT JOJBIIE BUTATHCS MPSIMOIUHEHHO, Puc. 7.7. MosekyJasipHbIi MEeXaHU3M XeMOTAKCHCA
€ClIi OHM MOMaJalT B cpeay ¢ Oosiee BBHICOKOM

KOHIIEHTpauue  arrpaktanta. OpgHako 3TOT

MEXaHH3M He OOBACHAET, KaK KJIETKAa MOXET pearupoBaTh Ha TOCTOSIHHO BO3PACTAIONIYI0 KOHIICHTPAIIHIO
aTTpaKTaHTa. DTOW LENH CIYKUT CEHCOpHas aJanTalys.

BuemHuii curaan

A,aanTauym

HUTDH

Memunazvl xemomaxcuca u ceHCOpHaa adanmayus.

AnanTanus CEHCOPHOTO ammapara JOCTHraeTcsl MyTeM OOpaTUMOro METHIIMPOBAaHUS DPELENTOpPOB, B
KOTOPOM y4acTBYyIOT nBa Oenmka — wmetwirpaHcdepaza CheR u mermmacrepaza CheB. MertunupoBanue
PELENTOPOB  OKa3bIBaeT JEHCTBHE, TPOTHBOIIOJIIOKHOE CBS3BIBAHMIO aTTpakTaHTa. VHTepecHO, dTO
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METUJIMPOBAHUE CTUMYJIHPYETCS CBA3BIBAHUEM aTTPAKTAHTA C PELIENTOPOM U B KOHEYHOM MTOI'€ HEUTpaJIu3yeT

3¢ ¢eKT cBs3bIBaHUS aTTpakTaHTa. OJHAKO MEXAY CBS3bIBAHUEM aTTPAKTAaHTA U METWJIMPOBAHUEM peELENTopa

MIPOXOJUT HEKOTOPOE BpPEMs, B TEUEHUE KOTOPOTO OaKTEpUM IBHXKYTCS MPSIMOIMHEWHO, YTO U COCTaBISET

OCHOBY MOJIEKYJIIPHOM MaMATH MaIlIMHbl XEMOTAKCHCA.

CheR - merunTpancgepasa, MeTHIMpPYIOLIas OCTATKH INIyTaMaTa B IMTOIIa3MaTHYeckux gomenax MCP
C MOCTOSTHHOM CKOPOCTBIO, IEPEHOCS METHII-TPYIILY C S-aJeHO3MIMETHOHUHA.

CheB sBnserca mumensto s neperoca ¢ochara ¢ CheA~D, u CheB~D sBnsercss MeTHIdCTEPa30H,
neMmetrunupyromieid MCP.

B orcyrctBue crumyna merunupoBanue MCP, ocymectBiasiemoe CheR, xommeHcupyercst ynaieHuem
METHIBHBIX Tpymn (ocopumupoBanabiM CheB, uro mognepxkuBaer mermimpoanue MCP Ha yposHe 0.5-1
METHJIbHAsI TPYyTIa Ha CyObeANHULLY PeLenTopa.

Korma arTtpakTaHT CBSI3BIBa€TCSI C PEUENTOPOM W HMHTHOMpYyeT akTHBHOCTH CheA, KOHIEHTpaus
CheB~® manaet, xots u 6onee MemieHHO, yeM KoHueHTpamus CheY~®, mockonsky CheB~® He sBisieTcs
cyocrpatom misi CheZ. IloBpllieHue CTENeHH METHJIMPOBAHUS BOCCTAaHABIMBAECT CIIOCOOHOCTH peIenTopa
ctumynupoBatb CheA. Opnako, paxe mocie Toro kak OazanpHbie ypoBHH CheY~® u CheB~®
BOCCTAHABJIMBAIOTCS, CBA3AHHBIA C AaTTPAKTAaHTOM pELENTOp OCTaeTCs METUIMPOBAHHBIM, ITOCKOJBKY
METHJIMPOBAHHBINA pelenTop — Oojee IoXou cyocTpar 1 meTunacrepassl CheB~O.

Takum 00pazom, C y4yeTOM METHIMPOBAHUS NPHUHLIUN PaOOTHl MOJIEKYJISIPHOW MAaIIMHBI XEMOTaKCuca
BBIMJISIIUT CIIEYIOIINUM 00pa3oM.

e B orcyTcTBHE aTTpakTaHTa XEMOPELENTOP HAXOIUTCS B aKTUBUPOBAHHOM COCTOSIHUU M €r0 CUTHAJIBHBIN
JIOMEH aKTHUBUpPYET KHHa3HYI akTuBHOCTH CheA, uto Bemer k (ochopunupoBanuio CheY, a docdo-
CheY, B3amMONEHCTBYS C MEpEKIIoYaTeIeM MOTOpa, BHI3BIBACT BpAIllEHUE JKTYTHKA MO YaCOBOHM KIIETKE,
YTO BBI3bIBAET KyBBIPKaHHE OaKTEpUH HA MECTE.

e Cps3bIBaHME aTTPAaKTAaHTa WHAKTHUBHPYET pELENTOP, U €ro CUTHAIBHBIM JOMEH YXe HE MOXeT
CTUMYJHpPOBATh KWHaA3HYIO akTUBHOCTH CheA, konmentpanus ¢ocdo-CheY Opictpo mamaer (dro
crumynupyetcst Oenkom CheZ), HampaBieHUE BpAIIEHUS JKTYTUKAa MEHSETCS M OakTepusi JIBHXKETCs
MIPSAAMOJIMHEMHO.

e [IpsaMonuHeiiHOe ABMXKEHHE, OJHAKO, MOXKET NMPEKPAaTUThCA MO ABYM IpuuuHaM. Ecin GakTepus Hauana
JBUTaThCs B HEOIAronpUsATHOM HalPaBJISHUH, PELIEITOp OCBOOOKIaeTCsl, HAUMHaeTcs (pochopuupoBaHme
CheY, u Oaktepust cHOBa KyBbIpKaeTcss Ha mecrte. Kpome Toro, xorma kuHaza CheA "BwIkimroueHa',
onHoBpeMeHHO ¢ nedochopunupoBannem CheY~®D npoucxomut aedochopunupoanue CheB~®d, xots u
c MeHbIIel ckopocThio (mockoibky CheB~® ne sBnsercst cybctpatom mns CheZ), 4ro mpUBOAMT K
MOBBIIIEHUIO CTENICHU METHJIMPOBaHMS PELIENITOPA U BOCCTAHOBJIEHUIO €r0 CUIHAJIbHON aKTUBHOCTH.

[Mockonbky u CheY, u CheB sBrstorcs CBOOOAHBIMU ITMTOIUIA3MATHUYECKUMH OCIIKAMH, CTETICHb WX
¢dochopunupoBanuss OyneT 3aBUCETb OT CTENEHM METHIMPOBAHUS PELENTOPOB M HUX 3arpyKEHHOCTH
AUra’zamMu. 9To AejaeT BO3MOKHBIM BMECTO OTBeTa "BCE MJIM HUYEro' IUIABHO PEryJIMpOBaTh MOABHIKHOCTh
OaxkTepuil B MIMPOKOM MANa30He KOHLIEHTPALUNA aTTPAKTAHTOB U PENEIJIEHTOB.

MeTtunpoBaHue penenTopoB OOECleYMBAeT MNPOCTEHIIYI0 MOJIEKYJIAPHYIO MaMATh, MO3BOJISIOILYIO
OaKkTeprH KOHTPOJIMPOBATh '"MPABUIBHOCTH' HANpABICHUS IBIKEHUS. YPOBEHb METHIHPOBAHHUSA OyJIET
BBICOKUM, €CJIM KOHILIEHTpAIUs aTTpakTaHTa OblIa BBICOKOM HEKOTOpoe BpeMs Hazaj. Koraa kieTka JBMkeTcs,
OHa "CpaBHMBAeT"' CHUIOMOMEHTHYIO KOHLEHTPALMIO aTTPAaKTaHTa (ONpPEIESIEMYI0 IO CTENEHU 3aHATOCTH
pELEeNnTOpOB) C KOHLEHTpalMel B HEJaBHEM IPOHUIOM (Kak 3a(MKCUPOBAHO CTENEHbIO METUIMPOBAHUS
peuentopoB). Ecnm okpykaromue yCIOBHS 3HAYUTENBHO YIYUIIMIUCh HIM YXYIIIMINCh, AKTUBHOCTh
ructuauHkuHa3pl CheA Oyner COOTBETCTBEHHO CHM)KEHA WIIM IOBBIINIEHA, W3MEHSS IPOJOIKUTENBHOCTh
MPSIMOJIMHEHHOTO IBUKEHUSI COOTBETCTBYIOIIUM 00pa3oM.

Jlumepamypa:
1. M.D. Manson, J.P. Armitage, J.A. Hoch, R.M. Macnab. Bacterial locomotion and signal transduction. J.
Bacteriol 1998. 180:1009-1022
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8. YTununsauua asora

bakrepun MOryT HCIOJIB30BaTh MHOXKECTBO a30TCOAEPXKAIIMX COCJUHEHUNM B KayeCTBE HMCTOYHUKA
KJIETOYHOTO a30Ta - OT MPOCTEHUIIUX HEOPraHMYECKUX (a30T, HUTPAT) JI0 CIOXKHBIX COEAMHEHUN BKIIOYAs
AMUHOKHCIIOTBI U HYKJICO3UBI.

AMMUaK sBiseTcss Hanbosee MPeanOYTUTEIbHBIM UCTOYHUKOM a30Ta MPAKTHYECKU IS BCeX OaKTEepHid.
OnHako OakTepusM dyalle NPUXOAUTCS YTHIM3UPOBATh albTEPHATUBHBIC MCTOYHUKHU a30Ta, AJIS 4YEro OHU
CHUHTE3UPYIOT MHOXECTBO O€JIKOB, HEOOXOAMMBIX Uil TPAHCIOPTa BHYTPh KJIETKH M TOCIEAYIOLIETO
MeTaboau3Ma a30TcoAepKauX coequHeHuil. CuHTe3, a B HEKOTOPBIX ClIydasiX M aKTMBHOCTb, ITHX OEJIKOB
CTPOTO KOHTPOJHMPYIOTCA B COOTBETCTBHH C JIOCTYITHOCTBIO CyOCTPATOB.

[IpakTryeckn y Bcex OakTepwii TiyTamaT M TIIyTAMHH CIyXaT Kak OCHOBHBIE IOHOPBHI a30Ta B
OMOCHHTETHUYECKUX PeaKIMiX. 3a 00pa3oBaHHE 3TUX aMUHOKUCIOT MPAKTUYECKU y BCEX OAKTEpHil OTBEYarOT
nBa pepmenrta. [lepBbli, MITyTaMHUH CHHTETa3a, MPOAYIUPYET TITyTaMUH U3 TIIyTaMaTa i aMMHaKa:

NH; + rnyramar + ATP —> rinyramun + ADP + P,

TOrJa Kak BTOpPOH, INyTamMaT CHHTETa3a, MEPEHOCUT aMUHOTPYIIy C INIyTaMHHAa Ha 2-KETOINyTapaT C
0o0pa3oBaHUEM JBYX MOJIEKYJI [NIyTaMaTa:

riyTamMuH + 2-kerornytapatr + NADPH —> 2 ryramar + NADP'.

CyMMapHbIM pe3ysbTaTOM 3THX JIBYX pPEaKIUil sBIsSETCS NPOAYKLMsS IiyTamara W3 aMMHuaka u 2-
KeToriyTapaTa. TH peaklMy KaTaIn3UpYIOTCs AByMs (pepMEHTaMu:

I'ayramuncuntera3a (GInA). JlonekamepHblid hepMeHT, COCTOAMMNA U3 12 MICHTUYHBIX CyOBEIMHUI
pasmepom 55 k/la. CyObequHuIbl OpraHU30BaHbl B JBa IIECTUWIEHHBIX KOJbIIA, JIEXKAIIUX APYr Ha Apyre u
CIEP)KUBAEMBIX THAPO(GOOHBIMU B3aUMOJCHCTBUSAMU M BOJOPOAHBIMU CBSI3IMU. AKTHBHOCTH (hepMeHTa
perynupyercs myTeM aJeHWIMPOBAaHUSA (KOTOPOE MHAKTHBHUPYET (pepMeHT). ANEHWINPOBAHUE NMPOUCXOIUT B
OTBET HA yBEJIUYECHUE BHYTPUKICTOUHOM KOHIICHTPALMU AMMOHHMS - YEM BBIIIE €r0 KOHIICHTPAIUs, TeM OoJblIe
cyobenuuaunl GInA  HWHAKTUBHPOBAHO. OTOT TPOIECC KaTam3upyercs aneHuwnuiaTpancdepazoit (GInE),
OCHOBHOH (yHKIIMEH KOTOPOH SIBISETCS NMPEOAOJICHUE MOCIEICTBHMA "aMMOHUIHOTO MIOKa", MPOUCXOASIIETO
IpHU TIONaJaHuKM OaKkTepuii M3 OeIHOW a30TOM cpelsl B Ooraryro. B 3TuX yClIOBHSX BBICOKAas aKTUBHOCTh
[JyTAMUHCHHTETa3bl MPUBOJUT K IEPEBOJY HPAKTUYECKM BCEro IiyTaMaTa B TJIyTaMHH, JIMIIAs KIETKY
HEOOXOMMOW aMHHOKHUCIIOTHL. AjeHwnmmiTpaHcdepasa, OBICTPO HWHAKTHBHPYS TIYTaMHUHCHHTETA3y TIpU
MOBBIIIEHUH BHYTPUKJIETOUHOW KOHIIEHTPALMU AMMOHHS, IPEAOTBPALIAET 3TO SBJICHHE.

I'nyramarcuHaTrerasa -
reTepoanmMep, CyOBbeTMHUIIBT ADP
KOTOPOTO KOAMPYIOTCS reHamu gltBD. H<— NtrB > H-P
Cunres [Ty TAMATCHHTETa3bl @
HAaXOOUTCAd TMoJ  KoHTposieM  Lrp
(leucine-responsive regulatory PI-UMP UT/UR

protein), 4TO TMPUBOIUT K PEMPECCHHU
cuHTe3a pepMeHTa B 6oraTtoii cpeze MHoro aoTa

buoxumunueckue " P

TeHETUYECKUE MEXaHU3Mbl KOHTPOJS
YTUIIM3AIHUU a30Ta Haubosee N3ydeHbl

y MpeacTaBUuTENEH ceMeiicTa -
Enterobacteriaceae. Y atux Oaktepuit N— pérymﬂa NTR
CUCTeMa peryjasiuuu  MeTtabonuzma

azora  (Puc. 8.1)  komupyercs

YETBIPbMSI T€HAMH: Puc. 8.1. Peryasinust a30THOr0 MeTado1u3Ma dejikamMu
ginD, KOAUPYIOIINM NtrB u NtrC

ypuguitpancdepasy/ ey puaniasy

(UTase/UR),
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gInB, KOMUPYIOMIMM Mallblii PETYISTOPHBIA 6enok Py,
ntrB, KOQUPYOIUM THCTUAVHKUHA3Y, U
ntrC, KOAUPYIOIIHUM PETYJISITOP OTBETA - TPAHCKPUIILIMOHHBIN 3HXaHCEP.

Benok NtrB (nponykt reHa g/nl) sABHNsSeTCd TUNMYHOW CEHCOP-KMHA30M, OJIHAKO, OyIyduu
LUTOIUIa3MaTUYECKUM, HE UMEET MeMOpaHHOro sikops. l{uTorna3smMaTudyeckuM CUTHAIOM, JAETEKTUPYEMbIM
NtrB, sBnsercs Oenmok Py, KOTOpBIi B YypUAWIMPOBaHHOW (OpPME CHTHAIM3UPYET O HENOCTaTKe, a B
HeMo U (GUIIMPOBAHHOH (opMe - 00 H30BITKE a30Ta.

[Tpu mexBatke azota NtrB karanusupyer dochopunupoBanue H, CIEICTBEHHO, aKTUBAIMIO PETyJIsATOpa
otrBeta NtrC. N-koHueBoii fomen NtrB siBisieTcst cencopoM, B3auMoaecTBy oM ¢ 6enkom Py, a C-xoH1ieBon
JOMeH 00aJaeT aBTOKMHA3HOW aKTHBHOCTBIO, (pocopunupys aMUHOKUCIOTHBIN octaTok His-139. Kpome
toro, NtrB obnamaer enie u ¢ocdarazHoit akTHBHOCTBIO U MOXKeT nedochoprmupoBars NtrC, 94TO 3aBHCHT OT
npucyTcTBUs HeMouduuupoanHoro Pp. MMmeHHo ¢ocdartazHas, a He KHMHA3HAs aKTUBHOCTh IOJIBEp)KEHA
peryJsiiuy B JaHHOM CiIy4ae — MOBBIIIEHNE BHYTPUKIECTOYHOW KOHIIEHTPALMU ITyTaMUHA BEAET K YCHIICHUIO
(docdaraznoit aktuBHOCTH NtrB.

NtrC (nponyxt rena ginG) - numepssiid (kak 1 NtrB) Oenok ¢ maccoil cyobenuannpl 55 k/la. IToT
6EII0K ABIIACTCS THITHYHBIM IPHMEPOM G -3aBUCHMBIX AKTHBATOPOB H HMEET TPH YETKO BHIPAKCHHBIX TOMEHA.
N-KOHIIEBOM JOMEH SBISETCS "NPUEMHHKOM', W HUMEHHO 3/IeCh pAacIUIOKEH OCTaTOK acrapTrara,
dbochopunupyemslit pu B3aumoseicTBuu ¢ NtrB (Asp-54). Tonsko dochopunupoBannas nmo Asp-54 popma
Oenka criocoOHa akTHBHpOBaTh TpaHckpumuio. Pocopunupoanne NtrC cTUMyIupyeT B3aUMOICHCTBHUE C
JHK, HO He HEeNmoCcpeACTBEHHO CBS3bIBaHUE, a OJuroMepusanuio auMepoB NtrC Ha aKTHUBAaTOPHBIX
T0C/IeI0BaTENbHOCTAX. LleHTpanbhblii qoMeH NtrC THIIMYEH IS G -3aBUCAIIMX AKTHBATOPHBIX OCNKOB,
MMEHHO 3TOT JOMEH B3aUMOJICHCTBYET C GN-conepxcameﬁ PHK-nonumepazoit (Ec™). Tomen conepxut ATD-
cBs3bIBAtOMUN calT u oOnamaet ATda3zHoil aKTHBHOCTHIO, HEOOXOIUMON MJisT (POPMUPOBAHUST OTKPBITOTO
xomiekca ¢ Ec'. Dta ATda3Has aKTHBHOCTb CTHMYJIHpYyeTcs cBs3biBanueM ¢ JJHK u pocdopummuposaniem
o Asp-54. CeassiBanue NtrC ¢ JIHK obecnieunBaetcst C-KOHIEBBIM TIOMEHOM, KOTOPBIN COJEPIKUT TUITUYHBIN
MOTHB " CIIUPaIb-MOBOPOT-CIUPaNb" (TaKyl0 CTPYKTYPY MBI YK€ paccCMaTpUBaIM Ha MpuUMepe penpeccopa ara
A). Otor MoTUB mo3BoJsieT NtrC CBA3BIBaTbCA C aKTUBATOPHBIMU IIOCJIEOBATEIBHOCTAMHU - SHXaHCEpaMH,
OOBIYHO PacHOJIOKEHHBIMH Ha paccTossHuM okojio 100 H.M. mepen MpOMOTOPHBIMU MOCIIEA0BATENbHOCTMHU, C
KOTOPHIMH CBsi3biBaeTcsi Eo'. MyHKIMeEH SHXaHCepa SBISETCS CIIOCOOCTBOBAHME ONMIOMEPH3AIHH IUMEPOB
NtrC, HeoOXoauMOH [UIsl akTUBAMK TpaHCKpunuuu. NtrC MOXKeT Takke BBICTYNATh U B POJIU pempeccopa,
€CJIM CAMTBI €ro CBS3bIBAHUS IEPEKPBIBAIOTCS C IPOMOTOPOM.

VY kumeuHslx OakTepuil monBepkeHbl peryisauuu yepe3 NtrC mHorue reHsl - glnA ntrBC; TeHsl,
KoJupyromnie TpaHcnopT riaytamuHa (ginHPQ), aprununa (argT) w rtuctuguna (hisJOMP);, reHbl,
HE00XOUMBIE AJISl ACCUMIIALUM HUTpuTa W HUTpata (nasFEDCBA); perynsaTopHble TeHbl (PUKCALUU a30Ta
nifLA 'y K. pneumoniae v nac y K. aerogenes.

Ypuauarpancgepasa (GInD). Otor Genok oTBedaeT Kak 3a NpUCOEIUHEHUE ypuauHMoHOochaTa K Py
(GInB), Ttak u 3a ero orcoenuHeHne. Konmm4ecTBO BHYTPHUKIETOYHOTO a30Ta OTPAKACTCS HA COOTHOIICHUH
KOHIIEHTpAlM{ TIyTaMHHA U 2-KETOriIyTapara (BBICOKOE MpU M30BITKE M HU3KOE MPU HEAOCTATKE a30Ta), YTO
BJIMSIET HA aKTUBHOCTh ypUAWITpaHchepassl. AKTUBHOCTB 3TOTO (hepMEHTa CTUMYJIHPYETCs 2-KETOTIIyTapaToM
u AT® u unrubupyercs riyramuHoMm. CremoBarenbHO, cTeneHb ypuawiupoBanus Py (GInB) 3aBucur ot
COOTHOIIEHUS KOHIIEHTpALUH IyTaMUHa U 2-KeTOrIyTapara.

Py; (GInB). TpumepHnsrii 6eok, criocoOHbIN cBsi3biBaTh AT®, 2-keTormyTapaT u riryramar. CBsi3bIBaHUE
Py ¢ NtrB crumynupyer ¢ocdaraznyio aktuBHocTh NtrB mo otHomenuto x NtrC. J[nst Takoil cTUMYISALUU
NtrB Heobxonumo cBs3ath AT® u  2-ketoriytapar Jnbo riytamar. B yciioBusix a3oTHOro rojgonaHust 2-
KEeTOTNyTapaT MHIyIHpYeT KoH(opMalroHHOe u3MeHeHue Py, cmocoOcTByrolee ero ypuaninpoBaHuio. B
YCIIOBHSX K€ M30BITKA a30Ta ypUIMITpaHC(epasza CBAZBIBACT TNIyTAMUH, YTO OJIOKUPYET YPUIMIUPOBAHHE U,
Hao00poT, cocoOCTBYeT AeypuamnnpoBanuto Pr. YpununupoBanHas gopma P HecriocoOHa CBSI3BIBATHCS C
NtrB. HeypuaumupoBanHas ¢opMa B3auMOJICHCTBYET He TOJIBKO ¢ NtrB, HO W ¢ agcHmIMITpaHCHEpa3oi,
CTUMYJIUPYS €€ aKTUBHOCTb, YTO MHTUOMPYET Iy TAMUHCUHTETA3Y.

NtrC B mepByto ouepenb akTuBupyeT RpoN-3aBucuMblii pomoTop ornepoHa glnALG (reHbl KOTOpPOTo
KOAMPYIOT JIBa PETYJIATOPHBIX O€lika M TIIyTAMUHCHHTETa3y). YBEIMYCHHME CHHTE3a PETYJATOPHBIX OENKOB
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MPUBOJIUT K YBEIMYEHHIO BHYTPUKJIETOYHOM KoHUeHTpauuu NtrC-P, urto aktuBupyer mHorue RpoN-

3aBUCUMBIE TeHbl. OHUM U3 TaKUX I'€HOB SBISIETCS nac, HEOOXOAUMBIN Ul aKTUBALMM TPAHCKPHIILIUU psla
0-

TEHOB a30THOTO METOOOIH3MA, UMEIOIINX G 3aBHCHMbIE IPOMOTOPEL.
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9. KucnopopgHbin cTpecc n pefoKc KOHTPOnb.

MeTabor3M KIIETOK CYIIECTBEHHO Pa3IMuaeTCs B adpOOHBIX M aHa’dpPOOHBIX YCIOBUAX. B a’poOHBIX
YCIOBHSAX KIJIETKa MOXET MOJIYYHTh ropa3fo OoJbIlle SHEPTHH, HO 3TO HE JAaeTcs el OecriaTHO — KHCIOPO[
OKHCJIIET HE TOJIbKO UCTOYHUKU SHEPTUU, HO U MHOTHE KU3HEHHO Ba)KHbIE KIETOYHbIE KOMIIOHEHTHI. [loaTomMy
B a’pOOHBIX YCINOBHSX B KJeTke mnpu momomu peryiasitopoB OxyR u SoxR wunaynupyrorcs Oenxw,
3alMIIAIOIINE €€ OT KHUCIOpOoJa, TaKHe KaK CylnepoKcHaMcMyTa3za M Karana3za. C Ipyroil CTOpPOHBI, KJIETKa
BBIHYKJICHa CYIIECTBEHHO I€pecTpanBaTh CBOM MeTa0OIU3M €ClM OHa TomajgaeT B OenHbIe HHEpPruei
aHad’pOOHBIC YCIOBHS — TEIMEeph OHA YXKE HE MOXKET cebe TMOo3BOMUTh MHorue 'pockomm". Takas
MeTaboIruecKasl IMepecTpoilka KOHTPOJIUPYETCS PEryJISITOPHBIMU OelKaMU — THUCTHUAMHOBON CEHCOpHOM
KnHa30il ArcB u perynsropom Tpanckpunuuu FNR. Dtu nBa 6enka KOHTpPOIMPYIOT Takue pa3zHooOpasHble
MPOLIECCHI, KaK JIpIXaHUEe U (HOTOCHUHTE3, YTHIN3ALUS YIJIEpoJia U a30Ta. DTU JBa PETyJsITOpa pearupyroT Ha
pa3Hble KOHIIEHTpAlUU KHUCIOpO/a, MO3BOJISISI TOYHO MOACTPAauBaTh KOHTPOJIb PA3IIMYHBIX T'€HOB K YCIOBUSAM
MOJIHOTO WJIM YaCTUYHOT'O aHA3TOOH03a.

AKTHBHbBIE PAIMKAJIbI: HX MOBPeXKIAI0IIee elicCTBHEe U MEXaHU3M MHAKTHBAIIUH

KucnoponHsiif ctpecc BbI3BaH JIEHCTBHEM AKTHUBHBIX KHUCIOPOAHBIX WHTEPMEIUATOB, TAKUX KaK aHUOH
cynepokcuaa (O,¢-), mepekuch Bomopoaa H,O, u ruapokcun-paaukan HOe, koTopbie criocOOHBI TOBPEXKIATH
OenkH, HyKJIEMHOBBIE KUCIOTHI U KieTouHble MeMOpanbl (Puc.9.1). Kpome Toro, nmoBpexxaaroniee AeiicTBue Ha
KIJIETOYHBIE CTPYKTYPhI HIMEIOT TIPOU3BOIHBIE ITHX
AaKTUBHBIX COEJUHEHHM THUIOXJIOpHAs KHCJIOTa
(HOCl) u akTuBHBIE a30THBIE HHTEPMEAHATHI -
azoTucteii  okcua  (NOe).  NEepOKCHHUTPUT
(HOONO) wu wHurpozotuonsl (RSNO). s

[PEIOTBPAILCHHS HOBPEIKICHUIA KJIETKa PQ
BBIHYK/IEHA MOCTOSHHO CHUHTE3MPOBAThH

5] 2+
(GepMeHTHI, MHAKTUBUPYIOIIHE aKTHBHBIE 2 Acn[4Fe-45]

+.
pamMKagbl W YCTPAHSIONIME BBI3BAHHBIE HMH < H02 +:G, v
Fe2t

TMOBPCKACHUS. Hy0 Acn[3Fe-4S] 1+

Ipuyuna okuciumenvHo2o cmpecca.

OKUCTUTENbHBIN cTpecc SIBJISICTCSI
HEN30EKHBIM MMOOOYHBIM TPOJYKTOM a’pOOHOI0
CTUJIA  XU3HHU, NOCKOIbKY Oz- u H,0,

(bopmupyroTCs Ka)K 1IN pas, Korga

MOJIEKYJISIPHBIN KHUCIIOPOA XMMHMYECKU OKHCISET Puc.9.1. IloBpexkeHne MaKpoOMOJIEKY.1 KIETKH
MEPEHOCYMKH 31EKTPOHOB. OCOOEHHO aKTUBHBI B aKTHBHBIMH (popMamMu KucJI0poaa

9TOM OTHOILIECHUHU BOCCTAHOBJICHHBIE

¢naBonpoTenHbl. Y SKCNOHEHUManbHO pactymmx Oakrepuit E. coli O,- u HO, oOpasyrorcs mnpu
ABTOOKHUCJICHUU KOMIIOHEHTOB JbixartenbHol nenu. ®naBun NADH perunporenasst Il siBisieTcss OCHOBHBIM
MECTOM IepeHOoca 3JIEKTPOHOB K Kucinopoay. dymaparpenykrasa - TepMUHAIbHAA OKCHA3a, MHIyLHUpyeMas
IIpU aHa’POOHOM POCTE, - OUYCHb AKTUBHO B3aUMOJICHCTBYET C KHUCIOPOIOM U, BOZMOKHO, SIBIISICTCSI OCHOBHOM
IIPUYMHON cTpecca, BO3ZHMKAIOIIEro IPU IEepexoAe OT aHa’poOHBIX K a’poOHBIM ycioBusAM. Pactymue B
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a’poOHBIX ycioBUsX E. coli mpou3BOAAT JOCTATOYHO CYNEPOKCHIAMCMYTA3bl, YTOOBI TOIJEPKUBATH
KoHIeHTpammio Oye- Ha ypoHe mopsiaka 107" M. DTo 0K0JI0 OTOBHHBI TOi KOHIEHTPALHMH, KOTOPAs MOTJIA
OBl YMEHBUINTh AKTHBHOCTH JKU3HEHHO BAXKHBIX (PepMEHTOB M MHrHOMpoBaTh pocT. Konnenrpamus H,O, Ha
MOPSAIOK MeHbIlle uHrHOupyomeid. Takum o00pa3oM, 3alIUTHBIE CHCTEMBI OaKTepUANbHON KIIETKU
MOJIICP)KUBAIOT KOHLEHTPAIMIO aKTUBHBIX MPOM3BOIHBIX KHCIOPOJa HA YPOBHE, JIMIIb cjerka 0ojiee HU3KOM,
YeM TOKCHYHBIH. DTO aKTUBHO UCIOJIB3YETCS PACTEHUSIMH, )KUBOTHBIMH, @ HHOTJA U APYTUMHU OaKTEPUSIMH JIJIs
3alIMThl OT CBOMX OaKTepUAIbHBIX KOHKYPEHTOB (WM maToreHoB). Hampumep, ¢Garommrthl >XUBOTHBIX
ucnonb3ytor NADPH oxcumazy, NOe cuHTazy U MHUEIONEPOKCHUIA3y Uil TOro, 4ToObl OoMOapaupoBaTh
3axBaueHHbIe OakTepun Oze-, NO+, HOCI u ux npoussoausivu H,O,, HOONO u RSNO

Mexanuzmvl OKUCTUMENTLHBIX NOBPENCOCHUL KTIeKU.

Hanbonee 4yBCTBUTENBHBIMH K OKHUCIWUTEIBHBIM TOBPEKIACHHUSAM SIBISIOTCS Pa3jIUYHbIC JETHUIAPATA3HI,
WCIIONB3YIOIINE JKene30-cepHble knactepbl [4Fe-4S] nans cBs3piBaHuMsl W JOerUapUpOBaHHs CyOCTpaToB.
OkuclieHHe TakuX JAeTUapaTa3d CyINEepOKCHUI-MOHOM BbI3BIBACT paspyuieHue Fe-S kmactepoB u morepro
akTuBHOCTH. Kpome TOro, moOGOYHBIM NTPOIYKTOM TAKOTO OKHCJICHHUS SIBISIOTCS MHOTOYHCIICHHBIC HOHBI
JkKelesa, BRICBOOOXKIaeMbIe B IMUTOILIA3MY, T1e oHU coBMecTHO ¢ H,O, katanusupyroT okucnenue JJHK.

H,0; > dexTuBHO OKUCISAET THOMBI, TOATOMY MOBPEXKIAET MHOXKECTBO JETHUAPOreHa3, MCIOIB3YIOIINX
OCTaTKM LMCTEMHAa B KaTajauTuueckom ueHtpe. Kpome Ttoro, B3ammopeiicteue H,O, ¢ monamu Fe’' aaeT
cunpHedmMi  okuciurens HOe (Tuapokcwit), CrmocOOHBIM B3aMMOJICHCTBOBATh IMPAKTHYECKH CO BCEMU
o6roMoliekynami, B epByto ouepens ¢ JJHK, ¢ uem u cBs3ana B nmepByro ouepens JieTanbHOCTh AerictBus HyOs.

(meticTBUE aKTUBHBIX (HOPM a30Ta)

3ammuTa oT OKHCJIMTEIBLHOI0 cTpecca.

JUist 321U THI OT OKUCIUTENBHOTO CTpecca KIeTKa MCIIONb3YeT HEJbli PsiJl aHTHOKCUAAHTHBIX (PepMEHTOB
U CHCTEM pemnapanuu, OOJbIIMHCTBO KOTOPBIE SKCIPECCUPYETCs HA HU3KOM 0a3ajibHOM YPOBHE B HOPMaJIbHBIX
ycnoBusax. IIpu Bo3meHCTBHM CyNEpoKCHAa M MEPEKUCH BOAOPOAA SKCIPECCHS MHOTMX AaHTHOKCHUIAAHTHBIX
OCJIKOB MHAYIUPYETCS, YTO 3aBUCUT B OCHOBHOM OT JICCTBUS ABYX peryssaTopoB - SOXRS u OxyR.

SoxRS pezynon

SoxRS B oTBeT Ha cymepokcuz peryJmpyer »JKcmpeccutro He wMeHee 10 OenkoB, BKIIOYas
cynepokcuaaucmytasy (SodA), yuactyromryto B penapauuu JJHK suaonykieaszy IV (Nfo) u pesuctenTHble K
cynepokcuay u3odopmer pymapazel (FumC) u akonutasel (AcnA). AkoHWTa3a KOHBEPTHPYET IUTPAT B
u3onuTpar B 1ukie Kpebca. 910 MOHOMEp ¢ OJJHUM KeJle30-CEPHBIM IIEHTPOM, KOTOPBIA MOXKET HAXOAUTHCS B
KaTanuTuuecku akTuBHOU [4Fe-4S| u HeakTUBHOM (Hampumep, U3-3a OKUCIUTENLHOTO moBpexaeHus) [3Fe-4S]
dbopme. Kpome Toro, SoxRS obecrieunBaer yBennueHne KOHIIGHTPAIIUU TIIFOK030-6-pocdaT AeruaporeHasbl
(Zwf), uTo ycunuMBaeT BOCCTaHOBUTENIBHYIO CHITY KJIETKH, U YBEJTMUEHHE KOJIMUYECTBA perpeccopa MeTadoIr3mMa
xene3a Fur, 4To cHMXaeT MorjoleHune xemnes3a 1, CIeI0BaTeIbHO, CHUYKAET BBIPAOOTKY THApPOKCHIIA.

Wnpykuus perynoHa npoucxoauT B iBa stana. CHavyana peoKc-ceHCOpHBI 0enok SoxR non BiausHueM
CYNEPOKCUI-NOHA UHIAYLUPYET TPAHCKPUIIIUIO sOXS, a 3aTeM yke S0XS HemoCpeICTBEHHO aKTHBHPYET I'eHbI-
MUIICHH, CBS3bIBASICH C UX MPOMOTOPHBIMU oOnacTssMu. KoHCTUTYTHBHO aKcmpeccupyembiit 6enok SoxR (Puc.
9.2) - mumep, Kaxmas W3 CyOBEIUHHI] KOTOPOTO COACPXKHUT MO OAHOMY cTabuimbHOMYy [2Fe-2S] mentpy.
Okucnenne BoccTaHOBIeHHON (opmbl [2Fe-2S]" B dopmy [2Fe-2S]* npuBoIuT K akTuBanuu SoxR. Kakas
MOJIEKYJIa BBI3BIBAET OKHUCIICHHE
SoxR, moka HescHO. Bo3MokHO,
9TO JEJIaeT caM CyIEPOKCHI-HOH.

Tonbko okwucIeHHass ¢opMma
SoxR MOXKET aKTUBHPOBATH
TPAHCKPUIILHUIO  SOXS,  OJHAKO
BoccTaHOBNeHHass SoxR  ¢opma
obmanmaer ToW ke ah(HUHHOCTHIO K SoxR SoxR

JHK. CnemoBaTenbHO, OKHCICHHE
PEryiIsaTopa  JOKHO — KAKHM-TO Puc.9.2. AkTuBanus Tpanckpunuum 6eaxkom SoxR

PHK-nomumepasza PHK-nonumepaza

OKHCIICHHE

—
BOCCTAHOBICHHC

oOpazom U3MEHSATh ero
B3alMOJICHICTBHE c JHK.
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HNutepecHbIM sBisieTcst TO, Tie SOXR cBsI3bIBaeTCs ¢ peryiasTopHO 00iacThio — Mexay catamu —10 u —35
MPOMOTOpa, YTO OYEHb HEOOBIYHO JI aKTUBaTOpa TpaHCKpUNimu. Kpome TOro, paccrosHue MexIy STUMHU
caliTaMH CIHMIIKOM OOJBIIOE JUIsi aKTUBHOTO TipomMoTopa — 19 H.m. Ckopee Bcero, mpoMOTOpHAst 001acTh S0xS
OJIHOBpEeMEHHO oka3zbiBaerca 3aHsTo PHK-nmommmepasoir u SoxR, pacnonoxeHHbIMH MO pa3HblE CTOPOHBI
JHK, a oxucnenue SoxR kakuM-To o6pazom nomoraer PHK-nonanmepase o6pa3oBaTh OTKPBITHIN KOMILIEKC Ha
HECTaHJaPTHOM IIPOMOTOPE.

I'enbl soxS u sOXR pacmojOXKeHbl PsIoM APYr C APYroM, TPAaHCKPUOMPYIOTCS B IMPOTHBOIOJIOXKHBIE
CTOPOHBI, IPUYEM HUX IIPOMOTOPHBIE 00JIACTH NMEPEKPHIBAIOTCS.

OxyR pezynon

Hpyroii TpanckpunimonHsiil pakrop, OxyR, B orBer Ha H,O, akTuBHpyeT cuHTe3 mpumepHo 30 GenkoB
(ueTko moka3aH KOHTpoub yepe3 OxyR Tonmpko anst 9 U3 HHUX), B TOM 4YMCIe KaTalasbl (TUAPONepOKCUaassl I,
KatG), nByx cyOwpenmnun amkuiruapornepokcua peaykrassl (AhpCF), royrapenokcuna (GrxA), riayTaTHOH
peaykrassl (GorA), Mn-cynepokcugarcmyTasbl U Fur-penpeccopa. Perynupyembie OxyR Hecneuuduueckuit
JHK-ces3piBatonuii 6emok Dps (DNA-binding protein from starved cells) u perymsaropaas PHK OxyS
3aIIMIIAIOT OT MyTareHe3a. AKTUBUPYETCSl TaK)KE CUHTE3 psifia T€HOB TEIUIOBOTO IIOKA M PEryJsITOpa CUHTE3a
KaIlCyJIbHBIX ITOJIMCAXapUIO0B.

I'en oxyR xomupyer nHeOombmon 34 kDa Oemok, mpumamiexamuii K cemedcTBbl LysR-momoOGHBIX
perynsatopoB. Kak u OONBIIMHCTBO PETYIATOPOB 3TOro cemeirictBa, OXyR HeraruBHO KOHTPOJHMPYET CBOM
COOCTBEHHBIM CHHTE3, TpuueM Kkak B TpucytctBuu HO,, Tak m B ee oTcyTcTBHHM. Takas perymsius
MOAJEPKMBAET KOJIMYECTBO Oeika Ha MOCTOSHHOM ypoBHe. OxyR Takke akTHBUpPYET TPaHCKPHUIILIHIO
COCEIHETr0, TPAHCKPUOHMPYEMOro B TPOTHUBOIIOJIIOKHOM HAINPABICHUH, TE€Ha OX)S, MPOAYKTOM KOTOPOTO
sBIgeTCs Hebobias HeTpancaupyemas PHK, Biausitoniast Ha sKcrpeccuio 1eoro psifa reHoB.

Terpamep OxyR cymiecTByeT B AByX opMax - OKUCICHHON U BOCCTAHOBJICHHOM, HO TOJIBKO OKHCIICHHAS
(¢bopMa aKTUBHUPYET TPAHCKPUIIIHUIO, CBS3bIBASCh C KApOOKCHKOHIIEBHIM JOMEHOM o-cyOneaununnsl PHK-
nonumepassl (Puc. 9.3). H,O, HenmocpencteenHo okuciser OxyR, mpuBoast k 00pa3oBaHUIO JAUCYIbPUIHON
CBS3M MEXIy JABYMsI IIMCTCHMHOBBIMH OCTaTKaMu OJHON cyOwemmamibl OxyR. OOpa3oBanme 3TOi
TUCYIh(UIHONW CBSI3M BBI3bIBAaCT KOH(GOPMAIMOHHOE HM3MEHEHHE, KOTopoe BiMseT Ha cBs3biBanue c¢ JIHK.
Boccranosnenue (u, crnegoBarenbHo, uHakTuBauug) OxyR ocymectBisercs riyTapeqoKCMHOM 1
(THon: uCyNnbPUI OKCHUAOPEIYKTa30i, MCHONB3YIONIEH BOCCTaHOBIEHHBIM TiayTatTnoH U NADH B kadectBe
BOCCTaHOBUTENEH), a HOCKOJ‘II)Ky
[JIYyTapeOKCUH, TakXke  Kak M o
[JIyTaTHOHPEIyKTa3a, HaXOAATCs MOJ
koHTposieM OxyR, momydaercs, 4To

OxyR cam axkTHUBUpPYET 3KCIPECCHUIO
(epMEeHTOB, HEOOXOMMMBIX ISl €ro Puc.9.3. AktuBanust tpanckpunuun oeaxom OxyR

BOCCTAaHOBJICHUA, T.C. HHAKTHUBAIlUU. .

ApanTanusi K aHa3poduo3sy.

Ocnosuble peryinsaTopsl - FNR (fumarate and nitrate reduction) u ArcA (aerobic respiratory control)

O06a Genka SBISAIOTCS TPAHCKPUIIIIMOHHBIMH (DAKTOpaMH, aKTUBHPYIOIIUMHUCS B aHAPOOHBIX YCIOBUAX U
MHAKTUBUPYIOLIUXCS MIPU B3aUMOACHCTBUU C KHUCIOpoaoM. FNR nerekTupyer Kuciaopoa HErnocpeICTBEHHO
yepe3 peoKC-4yBCTBUTENbHBIA Fe-S kiactep, BXOIMUIMNA B €ro CTPYKTYpy, TOTJa Kak aKTUBHOCTh ArcA
3aBUCHUT OT €ro (pochopunupoBaHus, KOHTPOIUPYEMOro MeMOpaHHOW TUCTHAMHKNHA30i ArcB. B oTnuuune ot
FNR ArcB He nerextupyer comepaHue KHCIOPOJia HETMOCPEACTBEHHO, a pearupyeT Ha 00Ilee COCTOsSHUE
KIeTKA. B cBs3u ¢ 3TUM [Ba peryisaTopa pearupyoT Ha pa3idyHble KOHIEHTPAlMU KHUCIOpoAa U
KOHTPOJMPYIOT Pa3HbIe, HO YaCTHYHO MEPEKPHIBAIONINECS HAOOPHI T€HOB. DTO MO3BOJISIET OaKTepUH OBICTPO U
3¢ (HeKTUBHO MPUCTIOCAOIUBATHCS K NIMPOKOMY JAHAMAa30HY KOHIICHTPAIMI KUCIOPOAa.

FNR xax cencop xucnopooa

FNR — roGanpHbBINi peryisaTop, KOHTpoaupyomuii sxcrpeccuto 6osee 120 reros y E. coli. benok 6wu1
UACHTH(DHUIIMPOBAH MyTEM HM3OJSIIUN MYTaHTOB, HECIIOCOOHBIX BOCCTaHABIUBATh HHUTpAT U ¢ymapar. [Tozxke
OBLJIO TTOKa3aHO, YTO OEJIOK OTBEYAET 3a MHIYKIIUIO B aHAAPOOHBIX YCIOBUAX Takux ¢epmMeHTOB nukia Kpedca
KaK CYyKIIMHAT JIeruaporeHasa, pymapasa, M30UUTPAT ACTUAPOTECHA3A, YUACTBYIOMIUX B MIPOU3BOJICTBE YHEPTUU
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MyTeM OKHCIUTEIBHOTO (ocoprmmmpoBanus. FNR Takxke akTHUBHPYET dKCIPECCHIO (EPMEHTOB aHa3pOOHOTO
JbIXaHUs, KOTOPBbIE HMCIHOJIb3YIOT aJbTEPHATUBHBIE KOHEUYHBIE AKIENTOPhI 3JIEKTPOHOB, Takue kak DMSO,
¢dbymapar winu HUTpar. [IoMHIMO aKTHBAIMK SKCIPECCHN HEOOXOTUMBIX B aHadpPOOHBIX ycioBsix OenkoB FNR
TaKXKE pemnpeccupyeT Takue a’poOHble pecnupaTopHble (QepMeHThl Kak muToxpomokcumaza u NADH
JETUpOreHasa.

NHTepecHo TO, 4TO N0 aMHMHOKHUCIOTHOM mnocienoBarenbHocTd FNR moxoxx Ha BAK. Mexanusm
aKTHBAIMM TPAHCKPUIIUN 00EUMHU OETKaMU TOXKE OJMHAKOB - 00a aKTUBHPYIOT TPAHCKPUIIIHIO, KOHTAKTHPY S
¢ oa-cyopenuanneii PHK-mommmepasel. EnuHCTBEHHBIM — cymecTBeHHBIM —oTiamuueM FNR - sBrsercs
JIOTIOTHUTENBHBIA y4aCTOK HAa aMUHO-KOHIIE ATOro Oenka, Hecyluil ¢eppeaoKCMHOOOpa3HBbIA KiacTep H3
yeThIpex MUCTenHOBBIX 0CTaTKOB (Cys-X3-Cys-X2-Cys-X5-Cys), 4To MPUBEIIO K MPEANOI0KEHHUIO O ACTEKIIUN
KHMCJIOPOJIa ITPH MOMOIIH 5KEJIE30-CEPHBIX KJIACTEPOB.

IIpu B3auMoOnENHCTBUM € KUCIOPOAOM IBa [4Fe-4S]* knactepa aumepa FNR ObicTpo (3a mapy MHUHYT)
MPEBPAIAIOTCS B JABa [2Fe-2S]* KJIaCTepa, MIPUUYEM KEJIE30 OCTAETCS CBA3AHHBIM C OKUCIeHHBIM FNR, ckopee
Bcero B Buje cynbduna (Puc. 9.4). Ecin ki1eTky GBICTPO BepHYTH B aHaspoOHbIe yeroBus, [2Fe-2S]* nentpsi
OBICTPO BO3BpAIIAIOTCA B MCXOIHOE [4Fe-4S]*" cocrosiane. Opnako Goiee MPOJIOJDKUTENIbHAS WHKYOAIus B
MPUCYTCTBUU KHCIOPOJAa BEAET yKe K HeoOpaTUMOMY pa3pyLICHHIO HEHTPOB [2Fe-2ST*", maBas amoGenoxk,
TOJTHOCTBIO JIMIICHHBIN jkene3a. FNR akTuBeH Kak TpaHCKPUIIIIUOHHBIN (HaKTOp TOIBKO B (hopMe TOMOAUMEDA,

L o0Opa3oBaHus KOTOpOTO
HE00X0IUMO MIPUCYTCTBUE
MHTaKTHBIX [4F e—4S]2+ KJIACTEPOB.
[IpeoOpaszoBanue KyOudeckou

crpykTypsl [4Fe-4S]*" B mmockyro
[2Fe-2ST** MpU OKUCJICHHH Oelika B
a’pOOHBIX  yCIOBHAX OKA3bIBAETCS

OKHCIICH EE

e ——
BOCCTAHOBJIEHHE s

JOCTAaTOYHBIM JUIS BHECECHUS
CYILIECTBEHHBIX KOH(OPMAaLMOHHBIX
U3MEHEHUH, BBI3BIBADIIUX

wiccommammo  aivepa  FNR  mHa Puc.9.4. Penpeccusi rpanckpunuun 6eaxom FNR

MOHOMEpBI, 4YTO MpPeaOTBpAIIacT
cBs3piBanue Oenka ¢ JIHK.

[[Inpoxuii Truana3oH KOHIIEHTPAUA KUCIOPOIa JETEKTUPYETCs KieTkaMmu E. coli.

AHa’poOHOE NbIXaHUE Yy 3TOH OakTepuu MPOUCXOAWT B IUANa3oHEe KOHIEHTpalui kuciopoxa 1-5 pM
(mpy HAJIWYUM COOTBETCTBYIOLIUX AaKIIENITOPOB AJIEKTPOHOB), MpU 0Oojee HU3KOM KOHLIEHTpAalMUU OaKTepus
nepexiIodaeTcs Ha Opoxkenue. VIMEHHO B 3TOM quamna3oHe KOHIEHTpanuili u mpoucxonut nepexon FNR u3
HEAKTUBHOH B aKTHUBHYIO OpMY.

ArcB

pearupyer Ha H3MEHEHHS KOHIICHTPAIIUU KUCIOPO/Ia Ha TPaHUIle MUKPOAHAIPOOHOM 1 aHaIPOOHOM 30HBI
(5-10 uM). DOtor OGenok cKOpee BCEro pearupyeT Ha U3MEHEHHUS JJICKTPOHTPAHCIOPTHOM IEMu
(TpaHCMEMOpaHHOTO TPOTOHHOTO TMOTEHIMANa WM JKE€ CTEeNEeHH OKHUCICHHUS KaKOro-TO TEPEeHOCUHKa
JJIEKTPOHOB). BTOpBEIM CHTHaIOM, Ha KOTOPBI MOXET pearupoBaTh ArcB, sBIsSeTCS KOHIICHTpAIUSI
aHa’pOOHBIX METabOIHUTOB.

ArcB paboraer B nmape ¢ PO ArcA (Puc.
9.5). Ha ceromnsmHMiA 1eHb peEryiaoH ArcA
HacuuThiBaeT Oojsee 30 TEHOB, KOIMPYIOIIMX
tdbepments nukima Kpebca (¢maBonporenHOBBIC
JNETUIPOTeHa3bl, LUTOXPOMOKCUAA3bl H  T.1.),
[NIMOKCUJIATHOTO LIYHTAa M JETPajalil KUPHBIX
KHCTOT. Perynsmus B OCHOBHOM 3aKJIIOUaeTcsi B
penpeccuu mpu aHa’poOHo3e cuHTe3a PepMEHTOB
a’poOHOrO  JAbIXaHHA, XOTA  ArcA  Takxke

AKTUBUPYCT HECKOJIBKO I'€HOB B
MHKPOaHadPOOHBIX yCTOBHSIX. Puc.9.5. /IByXKOMIOHEHTHAs perajsiTopHas
ArcB uMeer CyLIECTBEHHOE CXOJACTBO C crcrema ArcA/ArcB

KOMITIOHCHTaMH CCHCOPHBIX CHCTCM. B ero cocras
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BXOJIAAT: KJIACCUYECKHI TMCTUIMHKUHA3HBIN IOMEH, HEHTPAJIbHbIA JTOMEH, CXOJHBIN C PETYJISITOPHBIM JOMEHOM
PO, u nebonbmoii HPt nomen Ha kapbokcu-konie. ®ochar mMoxer mepemaBaThesi Ha ArcA ¢ Jaro0oro us
(dhochopmITMpPUBaHHBIX THCTUAMHOBEIX OCTaTKOB B cocTtaBe ArcB — m u3 aBTokmHasHoro, u u3 HPt momena.
[IprueM uMerOTCS TaHHBIE, YTO JJIS PEAKIMK Ha aHa3POOHBIE META0OIUTHI IOCTATOYHO TOJIBKO ABTOKMHA3HOTO
JIOMEHA, TOT/ia KakK JIs "ornpeAesieHus" COCTOSIHUS AJIEKTPOHTpaHCIOPTHOM 1enu BaxkeH HPt nomen.

Absporakcuc

®naBonpoTenH AerA SBISETCS MEMOPAaHHBIM PELENTOPOM, OTBEUYAMOIIMM 3a a’pOTaKkCHC. AMHUHO-
KOHIIEBOM JOMEH 3TOro Oelka TMOXO0X Ha PEIOKC-CEHCOPBl (UKcaluu a3ora y Azotobacter, a xapOOKCH-
KOHIIEBOM - Ha CHUTHAJbHBIM JOMeH Oenka Tsr - cepuHOBOro perentopa xemorakcuca. s obecrnieueHus
a’poTakcuca HeoOxoaumo B3aumoneictBue AerA Tonbko ¢ CheY, CheA u CheW, takum oOpazom, AerA -
TUTIAYHBIN CEHCOP XEeMOTAKCHUCA, ACTEKTUPYIOIINI KOHIICHTPAIIMIO KUCIOPOIa.

B 3ammTe oT aKTHBHOTO KHUCIIOpPOJA YYAaCTBYIOT TaKXKe €IIe HECKOJIbKO OENKOB, HE KOHTPOIHPYEMBIX
SoxRS u OxyR.

B3anMocBs3b MEXIY OKHCIUTEIBHBIM CTPECCOM U IPYTUMH PETYISATOPHBIMHU CUCTEMaMHU.

Eme HeckoJpbkO  TPAaHCKPHUILMOHHBIX  PETYJIATOPOB  Y4YacTBYIOT B KOHTPOJIE  JKCIPECCUU
AHTUOKCHJIAHTHBIX TeHoB. Hampumep, RpoS wunHmynmpyercs, korja KIETKH TMOABEPIraloTCs Pa3InYHbIM
cTpeccaM, BK/IIOYas TroJOJaHHe, OCMOTHYECKMH IIOK, KUCIOTHBIM IIOK M cranuoHapHyio (aszy. Kuerkw,
aKTHBHO JKCIpeccupymonme RpoS, ycToiunBel K LeaoMy psily CTPECCOBBIX BO3JEHCTBUMN, BKIIOYAsi BBICOKHE
KOHIICHTPALMHU MIEPEKHUCH BOIOpoia. RpoS KOHTpOIMpPyeT IKCIPECCHIO TENIOT0 PsiZia aHTUOKCHIAHTHBIX TeHOB,
BKItouas katE, xthA n sodC. Unensl OxyR- perynona katG, gorA n dps Takxke NOJBEPKEHbI PETYIILMU Yepes3
RpoS.

Amnaspobusie peryastopsl FNR n ArcAB Taxoke MOIyJIUpPYIOT 3KCHPECCHIO T€HOB sodA, sodC, acnA n
fumC. Kpome Toro, asa romojora 6enka SoxS, MarA u Rob, perymupyioT skcrpeccuro MpakTHUYECKH BCEX
reHoB peryjioHa SoxRS. Hakoner, skcnpeccusi OAHOTO TPaHCKPUIIIMOHHOTO (hakTopa, Fur, koHTpOonmpyercs
kak SoxRS, Ttak u OxyR.

Jlumepamypa:
1. G. Storz, J.A. Imlay. Oxidative stress. Current Opinion in Microbiology 1999, 2:188—-194
2. C.E. Bauer, S. Elsen, T.H. Bird. Mechanisms for redox control of gene expression. Annu. Rev. Microbiol.
1999. 53:495-523
[Tonpo6uas uHpopmanus 06 ocHOBHBIX perynaropax — SoxRS, FNR, OxyR, ArcB u apyrux
3. G. Sawers. The aerobic/anaerobic interface. Current Opinion in Microbiology 1999, 2:181-187
AKIIEHT Ha aJIlalTallkIo K aHA3POOHBIM U MUKpOa’poOHbIM ycioBusiM. Pois FNR u ArcB.

10. [leneHne 6akTepmnanbHON KNETKU U ero perynauus

10.1. Annapar aenenus kjieTrku Escherichia coli

Obpa3zosanue KiemouHol nepecopooxu (cenmovl) KAMAauu3upyemcs psaoom HCUSHEHHO BANCHLIX OeNK08,
KOmopule nymem camocOopKu o006pasyiom Koabyegylo CMpyKmypy (cenmocoma uau Ousucoma) 6 mecme
0yoyweeo oenenus. Coopka 3moi cCmpyKmypbl HPOUCX00UM NOCIE008AMENbHO U UHUyuupyemcs obeaxom FtsZ —
CMPYKMYPHBIM U PYHKYUOHATLHBIM AHATI020M IYKAPUOMULECKUX MYOVIUHOS.

Baoicnoim  momenmom  OeneHusi s61semcsi 8bl00p NPASUNbHOU Nno3uyuu O COOPKU  CEenmocombl
Hueubumop knemounoeo oenenuss MinCD 6nokupyem coopxy cenmocomel, a opyeou benok, MinE, obpazyem
KONbYO 6 cepedune KiemKu, Komopoe 3aujuwjaem o6yoyuwutl catim oelieHus om 0etucmsaus UHeuoumopa.

Henenue mecHo KOOPOUHUPOBAHO C OpYeUMU KIEMOYHbIMU NPOYECCAMU, Npedtcoe 6Ce20 C penauxkayuen
XPOMOCOMbBL, OOHAKO MEXAHU3MbI, YNPAGIAwue Maxkou KoopouHayueu, Ucciedosamsbl HeOOCmamouHo. B
nocieoHee 8pemsi MHO20 BHUMAHUSL YOeNAemcst 08YM CREYUAIbHIM CILYHASIM KIeMOYHO20 OeNleHUs], C83AHHbIM C
oughghepenyuayueii Kiemox, - NOJNAPHOMY OeleHur npu cnopoobpasoganuu (y B. subtilis) u Oenenuio y
Caulobacter crescentus (komopoe éce20a npugooum K 00pa308aHu0 08yxX Mop@onocuiecku paiudarouuxcs
knemok). YV C. crescentus noxazano cywecmeoganue 6enxa (CtrA), xKommponupyoweso Kax peniuxkayuro
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XpOMOCOMbL, MAK U MPAHCKPUNYUIO KTIOUe8020 2eHa OeneHus, FisZ, u, maxum obpazom, obecneuusaioujezo
HeoOX00UMY10 KOOPOUHAYUIO O8YX NPOYECCOS.

Ecmu cMmoTpeTh Ha OakTepHIO ITOA MHUKPOCKOIIOM, JIETKO CHeNaTh HaOdrofeHue, 4To OakTepuanbHas
KU3Hb SABIISIETCS MO CYILECTBY MOCTOSIHHBIM IPOLIECCOM POCTa, KOTOPBIM B HEKOTOPBII MOMEHT IPHUBOJAUT K
JeNEeHUIO KJIeTKH. UTOObI AENUThCS YCHEIIHO, OakTepusl JOJDKHA YIBOMTH CBOIO MaccCy, IYIIHMIMPOBATH
XpOMOCOMY M MOCTPOUTH OCOOYIO CTPYKTYPY, Pa3lelifioNlylo JBe JOUEPHHUX KIIETKU - CENTy. XOTS IJIaBHBIN
Iporecc JeJCHUs, LUTOKUHE3, MOXXET IMPOUCXOAUTH Oojiee-MeHee OJUHAKOBO y BCEX OaKTepHid, neTanu
NIeJIEHUs] B 1I€JIOM W3MEHSIIOTCSl 3HAUUTENBHO B 3aBUCUMOCTU OT (OpPMBI OAKTEpUH M COCTaBa €€ KJIETOYHOM
crenkd. OOBEKT 3TOrO HccaenoBanusi, Escherichia coli, sBnseTcs rpaMOTpULaTeIbHON OakTepuei, KoTopas
MHTEHCUBHO U3y4aJlaCh F'€HETUYECKH U OMOXMMHUYECKU M SBISETCS, BEPOSITHO, OPraHU3MOM, O KOTOPOM MBI
3HaeM OoJIbIlle, YeM O JIF0OOM JAPYroM mpeAcTaBuTene kuBoro mupa 3emnu. Gopma 3Toii 6akTepuu onpeaeneHa
KECTKUM CJIOEM [MENTUAOITIMKAHA WM MYpPEUHA, pACIOJIOKEHHOIO MEXAY BHEIIHEH U BHYTpEHHEH
KJIETOYHBIMH MeMOpaHamu. llenmTumornaukan - orpoMHas MoJieKyna, oOpa3syiomias MOAOOHYIO MEUIKy, HO
JIOCTATOYHO JKECTKYIO CTPYKTYpPY, KOTOpas B COYETAHUU C BBICOKUM BHYTPEHHHUM OCMOTHYECKHM JIaBJICHUEM
NEICTBYET Kak AK30CKENeT, OMPEeeNIIomUi TOCTOSIHHYI0 (OpMY KJIETKHM U €€ MEXaHHMYECKYI0 MPOYHOCTh B
pa3zHOO0Opa3uy OKPYKAIOLIMX CPell C PA3IMYHON OCMOJIIPHOCTHIO. IlenTuaornukan - yHUKaJIbHBIA MOIHUMED,
COCTABJICHHBIA M3 LIENEN TJIMKaHa, NOMEPEYHO CUIMTBIX KOPOTKMMH MNENTHUAHBIMH MOCTHKMU. [IpucyrcTBue
TaKOW JKECTKOW CTPYKTYpPbI HAKJIabIBAET OTIEYATOK HA BCIO (PU3MOJIOTHIO ITOM OakTepuH, U, B YACTHOCTH, Ha
MpouEecC ACNCHUS, KOTOPbIA M ABISETCS MPEAMETOM 3TOTH AMccepTauuu. MypermHOBBIM CAKKYJIOC IOJKEH
OBITh AyONMUPOBAH KaXKIbIM KJIETOYHBIN IUKI, MPUYEM TaKUM CIIOCOOOM, KOTOPBINA TapaHTUPYET MOCTOSHHYIO
LETTOCTHOCTh A3TOM CTPYKTYpPBI, SBISIONICHCS aOCONMIOTHO HEOOXOAUMOUN Il mojiepkanus (GopmMbl U
KU3HECMIOCOOHOCTH KJIETKH. JTa 1edb JOCTUTAeTCd NpU TIOMOINM CIIOKHOTO KOMIUIeKca OeJKoB,
BKJIIOYAIOILIETO0 MYPEHMHCUHTETa3bl, JUTUYECKHE (PEpMEHTHI M MHOXECTBO OEJKOB, CIEUU(PUUECKUX IS
NICNICHUsI, HO HE CBS3aHHBIX HEMOCPEACTBEHHO C METaboNIM3MOM MypeuHa. OKCIpeccus 3STUX OeIKoB
MO/IBEPKEHA CIIOKHOM CHCTEME PETYJSIMM, YIPAaBISAIOLIENH NPUCYTCTBUEM HYXXHBIX KOJIMYECTB HYKHBIX
0eKOB B HYXHBIX MECTaXx W B HYXHO€ BpeMsl W KOOpAMHALMEH KIETOYHOTO JEJeHMsI C peIuIMKalfei
XPOMOCOMBI U KJIETOYHBIM POCTOM.

10.1.1. Cmpykmypa mypeuna.

['mukaHoOBbIE LIEMM MypeHHA CIOKEHbl M3 MOBTOPSIONIMXCS CYyOBEIUHHI], COCTOAIIUX W3 JBYX
amuHOcaxapoB, N-anerunriatoko3amuHa (GIcNAc) u N-anetrmimypamoBoit KuciioTel (MurNAC), cBsSI3aHHBIX [3-
1,4 rnmuko3uansiMu cBsizaMu (Puc. 10.1). [InunHa 3TUX 1eneil 3HaYUTeNIbHO BapbUPYET CO CPETHUM YHCIIOM 29
IUcaxapuIHbIX cyObenuHull. llemu TrimkaHa MEPeKPECTHO CIIUTHI KOPOTKUMHU MENTHUAHBIMH MOCTaMHU.
[Mentanentun L-Ala-D-Glu-DAP-D-Ala-D-Ala (DAP - meso-nuaMuHONIIMENTWHOBAS KUCIIOTA) IPUCOSANHEH K
naktaTHOM rpynine MurNAc yepe3 aMHAHYHO CBs3b ¢ octaTkoM L-ananuHa. [lpucyTcTBHUE HBYOCHOBHOM
kuciotsl (DAP B E. coli) HeoOxonumo i HopMUpPOBaHUS MEPEKPECTHHIX CIIMBOK MEX]y COCETHUMH LIETISIMU
rukaHa. Kpocc-cimmBka OCYIIECTBISCTCS TPAHCHENTHIA30M, KOTOpas OTUIEIUISET KOHIEBOM D-anaHuH u
o0Opa3yeT MEeNnTUAHYI0 CBA3b MEXOY ocTalmuMmcs D-amanuHoM U cBoOOaHON ammHO rpymmoii DAP u3
MEHTANENTH a, CBSI3aHHOTO C JIPYrod Ienblo rrkaHa. @opMupoBaHue MENTUIHOIO MOCTa BCE €II€ OCTABISAET
CBOOOJHYI0O aMUHO TpYIIy B OJHOM u3 ocTaTkoB DAP, uTo gemaeT BO3MOXHBIM MPUCOCTUHEHHE
JOTIOJIHUTENBHON IIeNM TIJVIMKaHa. Takue CBsI3U, COCAMHAIONIEE TpPU LENM TIJIMKaHa, OOHapyXMBAarOTCS
npuOIM3UTENBHO B 5 % ciydaeB . B 3pernoM menTuaoraukaHe OAuH WM 00a ocTarommxcs D-agaHWHOBBIX
OCTaTKa yNaJsioTCs M3 MENTUIHBIX MOCTHUKOB KapOokcumnenTuaazamu. [lenTuaHbie [enu pacrojararTcs Mo
CIIUpaJIM BOKPYT TJMKAHOBBIX IeNed Mmoja yriamu npubnusutenbHo B 90° apyr k apyry . Ecim mypeun
OJTHOCJIOEH, KaK B E.coli, menTuaHble MOCTHI MOTJIH ObI IO3TOMY COEIUHSTH KaXKAblii BTOpoit octatok MurNAc
B COCEITHUX IIEMAX TJIMKaHa. PeanbHas CTETEeHb MOMEPEYHBIX CITUBOK OJIM3Ka K OKUIAEMOM 10 KpaitHel Mepe B
HEKOTOPBIX YCIOBUAX. Takoe cTpoeHHE MOJIEKYJIbl MPUBOJUT K CO3JAHUIO MPOYHOM KOBAJEHTHO CBSI3aHHOU
CETYATOW CTPYKTYpbI, (PAaKTUYCCKH OJHOW OTPOMHON MOJICKYJIbI, B KOTOPYIO 3aKJIFOUYCHA OOJIbIIas 4acTh
OakTepuanbHON KIETKH. Takas CTpyKTypa MO3BOJSET MyPEUHOBOMY CAKKYJIIOCY MPOTHBOCTOSITH BHYTPEHHEMY
JaBJIEHUIO B HECKOJBbKO aTMochep. M nMeHHO KOMOMHAlMs BBICOKOTO BHYTPEHHEIO JABJIEHHS C KECTKUM
MYypPEHHOBBIM "MemoK" ompenenser ¢pukcupoBaHHyo (Gopmy OakTepuanbHON KieTku. O4eBHIHO, YTO Takas
CTPYKTypa obecrieunBaeT 6aKTepru MHOTO MPEUMYIIECTB, HO TaKXKe CO3aeT U HECKOJBKO MpobiieM, Hanboee
BaYKHOM M3 KOTOPOTO SIBISIETCS] POCT JKECTKOTO CAKKYyJIIOCa - OH JIOJDKEH PACTU U ACTUTHCS TaKUM CIOCco00M,
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Puc.10.1. CTpykTypa nentuaorjiukana

YTOObI 1LIEJIOCTHOCTh BCEH CTPYKTYphl 3K30CKeJeTa, HPOTHBOCTOAIIEH BHYTPEHHEMY OCMOTHYECKOMY
JIABJICHUIO, HUKOTJ]a HE HAPYIIaJIach.

10.1.2. Mooenu snoneayuu u 0eneHuss MypeuHo8020 CakKyiocd.

JpyruM BO3MOKHBIM ITyTEM BCTaBKM HOBOT'O MaTepuaia B CAKKYJIOC Obula Obl cTpaTerus "MpucoeIuHs;H,
a 3aTeM paspbiBail', Hcroab3yemas T'pPaMIOJOXKHUTEIbHBIMU OaKTEepUsMHU, TJ€ HOBBIE CIIOM MypeuHa
N00aBIISIOTCS B HEHAIPSHKEHHOM COCTOSIHMM HIKE BHEITHUX CJIOEB, HECYIIMX MEXaHUYECKOe HalpspKeHUe. ITH
HOBBIE LIENIM BBOASATCS B J€HCTBHE MEUIEHHO, 10 MEpe Aerpajalluy BHEIIHUX ClI0eB ruaposazaMmu. [lonoOHas
¢dopma pocta cakkyiroca npenioxeHna g E. coli B npyroit Mojenu. 3ta MOJeNb MOCTYJIUPYET, YTO HOBBIH
MaTepHall 10JKEH ObITh MPUCOEAMHEH K CYIIECTBYIOLIEMY CJIOI0 MypEHHA MPEXIE, YeM JII0ObIe KOBAJIEHTHBIE
CBSI3U MOTYT OBITh paciiervieHbl. ['umnore3a o0bsCHAET poJib TPUMEPHBIX MONEPEUHBIX CIIMBOK U (DAKTUYECKH
roJlaraeTcsl Ha UX CyLIECTBOBaHME. TpHUMEpHbIE CUIMBKHU, KaK MOJararoT, SBJISIOTCS calTaMH MPUCOECTUHEHUS
HOBOro jo0Oapisemoro Mmarepuana. Camblii MaJeHbKMH Takoil calT - OJMHOYHAs LENb IJIMKaHa, HO
MUHUMAaJbHasl CTPYKTypa HOBOTO MYpEHHa, J100aBIEHHOTO K A3TOMY CalTy, JOJKHA IO CTPYKTYPHBIM
IPUYMHAM COCTOATh M3 Tpex 1ened. UToObl OOBSACHUTH 3KCIEPUMEHTANBHO HaOII0aeMyl0 BCTaBKY
OJIMHUYHBIX IEeNeil TIJIMKaHa, TMOCTYJUpyeTCcs CyIllecTBOBaHUE 'mpaliMepHOW" 1enu, CHUHTE3UPyeMoOit
MOHOQYHKIIMOHAJIBHOM  TpaHCIriIMKo3miaazol. Hukakoe 1oka3arenbcTBO A CYLIECTBOBAaHMSI  TAaKHMX
"mpaliMepHBIX" Lenell He JO0CTYmHO, HO (EepMEeHT, CHOCOOHBIH K CO3JAaHMIO TaKUX Lemeid,
MOHOQYHKIIMOHANIbHAS TJIMKO3UATpaHcdepasa, u3BecTeH. IIpenamonaraercs, 4ro TpUIUIET ILeNed TINIMKaHA
(dopmupyeTcsl MyTeM CHHTe3a JABYX HOBBIX LEMeH, COMPSHKEHHOTO ¢ MX OJHOBPEMEHHBIM «IPHUIIMBAHUEMY» K
MpaMepHON 1enu. ITOT TPUILIET 3aTeM MPUCOSAUHAETCS K CBOOOTHBIM aMuHO TpymnmaM DAP u3 mentuaHbix
MOCTHKOB € 00€UX CTOPOH LIENU-MHILIEHHU B CYLIECTBYIOIIEM MypeuHe. Llenb-MulieHs 3aTeM ynansercs, 1 Tpu
HOBBIX IIETIH BBIABUTAIOTCA B IJIOCKOCTh MypenHa BHYTpeHHUM JaBiaeHueM (Puc. 10.2).

MunopHass MoaudUKaIMs cocTaBa MYJbTH(QEPMEHTHOTO KOMIUIEKCa Mora Obl ObITH JOCTaTOYHA JJIs
obecrieueHUsI CHHTE3a MyperHa B T€UeHHE KieTouHoro neneHus - PBP3 ucnonb3oBancs 61 BMecto PBP2 u,
BO3MOXHO, MOHO()YHKIIMOHAJIbHAS TPAHCTJIMKO3MIa3a Oblia Obl Jo6aBieHa. B aToM ciyyae TpumieTsl MypenHa
MOIIM Obl CHMHTE3MPOBATHCS 3a OJUH WIar, TaK Kak, BOIMPEKH TOMY, YTO HAOJIIOJAEeTCs MPHU SJIOHTALUH, TPU
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Puc.10.2. DiaoHranuga nenTUAOrJINKAHA

JICIICHUH HECKOJIbKO HOBBIX II€TIe MyperHa BCTaBIsAIOTCA psaaoM. HeOomnbimast 3azepika yAaleHUs cTapoi
IIeny Beia Obl K MHBAarMHAIIMKM MYPEHHA B Pe3yJIbTaTe JOOABIICHUS CIICAYIONIET0 TPUILIETa MypEerHa 10 TOTO,
Kak cTapas 1enb nejae NpeAb Ay UM TPUIUIETOM OyAeT yaaneHa.

10.1.3. I'envl k1emouno2o Oenenusl.

Omnpeznenenue cneuu(UYECKOro TreHa KIETOYHOIO JAEJeHHS MOXKET ObITh HECKOJIBKO 3aTpyAHEHO.
Knerounoe nenenue, KOHEYHO, HE BO3MOXKHO 0€3 MHOTUX U3 T€HOB, OMMMCAHHBIX BBIIIE, U MYTAIlUH B MHOTHX U3
UX JI€TalbHbI, HO TEPMHUH "T€H KJIETOUYHOTO JAeIeHHs" 00BIYHO UCIIOIB3YETCsl, KOT/1a MyTalisl HEOCPEICTBEHHO
BeJeT K BUAMMOMY JAe(eKTy B JeleHuu 0e3 APYruX HemocpeACTBEHHBIX 3(P(PEKTOB Ha KIETOYHBIH PpOCT,
dhopmupoBanue KiaeTouHol crenku, peruukanuio JIHK umu cerperanuto. OObI4HO, OJI0K J€TICHUS HE TPUBOIUT
K HEMEJUIEHHOMY MPEKpAIEHUIO POCTA, U KJIETKU MPOAOIDKAIOT yIUTMHATHCS HEKOTOPOE BpeMs. DTO MPUBOIUT
K (opMUPOBAaHHIO UIMHHBIX (HIAMEHTOB, IO3TOMY OOJBIIMHCTBO >KU3HEHHO BAXKHBIX T'€HOB KIIETOYHOTO
neneHuss uMeroT abopesuatypy fis (filamentous temperature sensitive). Ecnu roBoputh 0 reHe, KOTOPBIi
SBIISICTCS a0CONIOTHO HEOOXOAMMBIM JUIS JCTICHHUS KaKIOH
0aKkTepuH, TO €AUMHCTBEHHBIN I'eH U3 U3BECTHBIX B HACTOsALIEE
BpeMsI COOTBETCTBYET 3TOMY ONPEACICHHIO - fisZ (naxe 3TOT
F€H BEPOSITHO OTCYTCTBYET B II0 KpalHEW Mepe OJIHOU
O0akTepuM - HENaBHO CHUKBEHHPOBaHHBIM TeHoMm Chlamydia
trachomatis He ©MeeT y3HaBaemMoro romoJora ftsZ). Ho fisZ B
OJIMHOYKY OKa3bIBae€TCs JOCTATOYHBIM JUISL JICJIEHUS TOJBKO
caMbIX TPOCTBIX OakTepuii, Hampumep M. genitalium,

KHUBYILIMX B UJ€aJIbHON OOraToil muTaTeabHBIMHU BEIIECTBAMU
OKpYy’Kalollel cpele Tpu TOCTOSIHHOW TeMmmepaType H
MOCTOSITHHOM OCMOTHYECKOM JaBJIEHHUM U CIIE0BaTEIbHO HE
Hy’XJaromuxcsd (M HE HMEIOIUX) MYPEHMHOBOM KIIETOYHOM
CTeHKU. Jlpyrue O6akTepuu NOJDKHBI MMETh JONOJHUTENIbHbIC
CTPYKTYpBI, 4TOOBl ~BBDKMBATH B CBOMX MECTOOOUTAHUSX. Puc.10.3. Moaexy.IsipHasi MaIIHHA

Opna W3 3TUX JAOMOJIHUTENBHBIX CTPYKTYp - MYPEHMHOBAs OMOCHHTE32 MenTHAOTTHKAHA
KJIETOYHAs! CTEHKA, TUMUYHAS JII OTPOMHOTO OOJBIITMHCTBA
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Eubacteria. TlpucyTcTBUE KJIETOYHOW CTEHKHM HEMEIJICHHO CO3/IaeT CEephe3HBbIC MPOOJIEMBI TIPU ACICHHH.
XKectkoit M HaxonsIIeNCss MOJA MOCTOSHHBIM OCMOTHMYECKHMM JIaBJICHHEM M3HYTPU MYPEHHOBON KIIETOYHOM
CTCHKE TpeOyeTcss Habop OCITKOB TSl MPABUIILHOTO Pa3/IeIICHHUS MTOTI0IaM TIPH JSJICHUU KIIETKU 0€3 HapyIICHHS
LEJIOCTHOCTU CTPYKTYpBl, M 3TH O€JIKU JOJDKHBI JCWCTBYET KOOPAMHUPOBAHHO C JPYIMMH Oellkamu,
HEOOXOAUMBIMU IS IEJICHUS KaK TAKOBOTO.

JiSZ - TeH KIETOYHOro JIeJIeH!Us, KOTOPOMY YJelsieTcss Hauboupliiee BHUMaHKE B MOCTIEIHEE BpeMsl, 110CIIe
OoOHapy’>KeHHUsl TOTO, YTO €ro MPOAYKT OOpa3yeT KOJbLO HAa BHYTPEHHEW CTOpPOHE IUTOIUIa3MaTHYECKOM
MeMOpaHbI B IIEHTPE KIETKH. ['€H fisZ, pacrioIOKEHHBIN B KJIacTepe mra Ha 2.5 MUHYTE XPOMOCOMHOM KapThl,
KOAMPYET Hanbosee MHOTOYHUCICHHBIH OEJIOK KJIETOYHOTO JIEJIEHUS, KOTOPBIH MPUCYTCTBYET B KOJMYECTBE OT
5,000 mo 20,000 xomwmii Ha kieTKy. FtsZ Oemok pa3menseT HEKOTOPOe CXOJCTBO IOCIICIOBATCIIEHOCTH C
JYKaApUOTHYECKHUMH TyOyJIHMHAMM,YTO cornacyercss ¢ ero cnaboit ['Tdasznoii akTuBHOCTHIO. HemaBHee
olnpesesieHue KpUCTAUIMYECKUX CTPYKTYp FtsZ u TyOynuHa moATBEpAMIIO, YTO TPEXMEPHBIE CTPYKTYPbI 3TUX
0€JIKOB OYEHb MOX0XH HECMOTpPSI Ha HU3KUI YPOBEHb CXO/JCTBA EPBUYHOM MOCIIE0BATEIbHOCTH. N-KOHIIEBbIE
['TO-cBs3bIBaIONIME JAOMEHBI THX OEIKOB SIBISIOTCS (DaKTUYECKH WACHTHYHBIMH, W C-KOHIIEBBIE JTOMEHBI
TaKXK€ OUYEHb CXOXH, XOTS TOMOJIOTUS TIEPBUYHBIX THoOcienoBaTesbHOCTe C-KOHLEBBIX JOMEHOB He
nerektupyercs. DPyHKUMOHAIbHOE CXOICTBO FtsZ ¢ TyOyiauMHAMu TOATBEPKIACTCA €ro CIOCOOHOCTBIO
cobupaTbCsl in Vitro B TPOTOQWIAMEHTHI W MHHHU-KOJbIA, KOTOpbIE OJM3KO HANOMHHAIOT CTPYKTYpBI,
(dopmupbieMble TyOyJIMHOM. YUUTBIBAs AUAMETP ITHX NPOTOPHIAMEHTOB U IUAMETP KIETKH, KOIn4ecTBO FtsZ
B KJIETKE JIOCTAaTOYHO, YTOOBI 00pa3oBaTh MpOTOPUIAMEHT, OKpyKatomuid kietky 20 pa3. CnocooHocTh FtsZ
MOJIMMEPHU30BATHCS (IMMEPU30BaThCs), ObliIa HEAABHO IEMOHCTPUPOBAHA in Vivo.

B Hacrosiiiee Bpemsi CUNTaeTCsl, YTO COKPAILEHUE KOJIbIa, 00pa30BaHHOI0 MoJjeKyiaMu FtsZ, mpuBoauT k
NPOABWKEHUIO MOJEKYJISIPHBIX MAIlWH, CHHTE3UPYIOUIMX KIETOYHYIO IE€PEeropoiky B MeECTe JeJEHHs.
@opMHpOBaHUE ATOTO KOJIbIA SIBISETCS CaMbIM PAaHHUM BHIWMBIM TIPHU3HAKOM JICJICHUS U MOXKET OBITH
00Hapy’KeHO OYEHb PaHO B KJIETOUYHOM IIUKIJIE. bblIo Takxke Mmoka3aHo, uTo Kosbla FtsZ MoryT o6pa3oBbIBaThCS
B fisA, ftsQ u fis] MmyTaHTaX, TaK ke, Kak U B fisW u fisK mramMmax, TakuM 00pa3oM yKasbIBasi, 4TO MPOTYKTHI
TUX TE€HOB HE TpeOyloTcs AN COOPKHM KOJBLIEBOM CTPYKTYphl M CKOpee JAEHCTBYIOT IO3KEe B Ipolecce
nenenust. FtsZ moxer Taxke 00pa30BbIBaTH M HEKOJIBLIEBBIE CTPYKTYPBI, HAPUMEP AYTH B rodAy,; MyTaHTE U
CUpaJii B IITaMMe fisZ26. DT CTPYKTYpbl MOTYT COKpAIIaTbCs M TaKUM 00pa3oM ompeneisaTs (Gopmy
OTKJIOHSIIOLIEHCS CenThl. DTO TaKKe KOCBEHHO Iperoiaraer, yTo cOopka koibla FtsZ HaunnaeTcs Ha "caiite
HyKJeanuu" Ha BHyTpeHHeH MeMOpaHe (BO3MOKHO, JPYyroM OejKe KJIETOYHOIro JAENEHHs), OT KOTOpPOro
HauMHaeTCcs ero JByHalpaBiIeHHas moaumepu3sanus. Jpyroil moaxos, OCHOBaHHBIA Ha HAaOJIIOJEHUH THOPUIOB
FtsZ-GFP in vivo, Takxe noATBEpXKAAaeT MPHUCYTCTBUE Z-KOJEl B JKUBBIX KJIETKax; Oojiee TOro, Korjaa
rUOpUIHBIN OEJOK CBEpXIPOAYyLUpYeTcs, HalOIroAalTes cnupaibHble cTpyKTyphl. FtsZ-GFP takxke unHorna
o0OpasyeT IBOWHBIE KOJIbIIA B KJIETOYHOM IieHTpe. Jleneuust 67 HekoHcepBaTUBHBIX C-KOHIIEBBIX OCTaTKOB FtsZ
B THOpUIHOM Oerke mpeAoTBpamaeT GopMUpOBaHUE Z-KOJIbIIa, HO HE OCTAHABIMBACT MOJUMEPHU3AIINH, OoJiee
TOTO, TOJMMEpPHI, (OPMUPYIOLIHECS C ATUM JCICHMOHHBIM BapUaHTOM (CHOUpPAIM W TOJICThIE JIMCTHI),
OKa3bIBAIOTCS TOPa3/io 060JIee YCTOWYMBBIMU U UMEIOT 00Jiee APKYIO (IIF0OPECIICHITHIO.

I'omonoru FtsZ Ovimu Haiinensl B pasHooOpasHbix Eubacteria n Archaea, BKIto4ast BC€ OpraHU3MBI, JJIs
KOTOPBIX TMOJHBIC TEHOMHBIC TIOCIICIOBATEIFHOCTH yke omnpeaenieHbl (kpome C. trachomatis); 3TOT OENIOK ObLI
HailzieH naxe B BbICIIEM pacTeHuu, Arabidopsis thaliana, rie OH KOAUPYETCs SACPHBIM I'€HOM, HO OYEBUIHO
TpeOyeTcst 11l IeJIeHHsI XJI0POILJIacTOB.

CBoiicTBa Z-K0JbI1a, INIABHBIM 00pa3oM ero opMupoBaHHE paHO B KJIETOYHOM IHKJIE, MECTOMOIOKEHUE
B CepelMHE KIETKU Ha OyAylleM cailTe JesieHus, U ero BUAUMOE COKpAIleHHE B TEUEHME Ipoliecca AeNeHus,
o0ecrneynBaroT MPUBJIEKATEIBHOE OCHOBAHUE I MPENNOJI0XKEeHUH, 4To Koablo FtsZ moxer ObITH caiiTom
cOopkH Ui ApYruX OENKOB, BOBJICUCHHBIX B JICJICHUE, a TAKXKE JBIDKYIIEH CUJIOW WM, 1O KpaifHel mepe, ee
COCTABJISIONIEH, HAIIPaBJIAIONIeH 00pa3oBaHue CeNThl. J[JIs BRIMOTHEHHUS ATUX JBYX MPEANoaracMbiX QyHKITUN
FtsZ nomxeH B3auMOAEUCTBOBATH 110 KpaHEN Mepe ¢ HEKOTOPBIMU U3 MPEJIOKEHHBIX YYaCTHUKOB KOMILIEKCA
neneHus. HekoTopoe n0ka3aTesbCTBO ISl TAKOTO B3aUMOJICHCTBHSA MOSIBUIIOCh HEJJABHO U 00CYKAAETCs MO3Ke
B 3TOU IJIaBe.

I'en fisA, pacrionoxxeHHblii nepen fisZ, xomupyer 46 kDa 0enok, mpUCYTCTBYIOIIMI B KOJINYECTBE
npubnusutenbHo 150 Mmonekyn Ha knetky. IlpaBunbHoe otHomienue FtsA k FtsZ (1:100) sBnsiercs
HEOOXOUMBIM ISl ycnemHoro aenenus. Lluromnazmatrueckas gopma FtsA moxer dochopunmpoBaThes U B
¢dochopnnpoBaHHOM  COCTOSHUHM  sBIseTCST  cHOCOOHOW K  cBs3biBaHuto AT®, Torma Kkak B
Hedochopunmpyemorr ¢opMe OENOK CBS3BIBACTCS C KICTOYHOH MeMmOpaHOW. bBenok - wieH 001bIIoro
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cemeiictBa AT®-cBs3pIBatOIIUX OE€NIKOB, KOTOPbIE BKJIIOYAIOT aKTUHBI M Oenku Temnosoro 1moka (HSP70), u
ObUIO TMPENIONIOKEHO, YTO OEOK MMEeT TPEXMEPHYIO CTPYKTYpYy, TUIHUYHYIO Ul MpPEICTaBUTENEH 3TOro
cemeiicTBa . OHAKO MyTallMU [0 OCHOBAHUSAM, KOTOPBIE, KaK MPEAIoiaraeTcs, sIBISIOTCS HEOOXOAUMBIMU IS
¢yakumun ATda3bl, Tak ke, Kak U Mo (GochopuiiupyeMbIM OCTaTKaM, HE HM3MEHSET CIIOCOOHOCTh Oenka
KOMIUIEMEHTHPOBAaTh HM3BECTHBIE TEMIIEPATypOUyBCTBUTEIbHbIE MyTanuu fisA. HenaBHo ObU1o MoKa3zaHO ¢
WCIIONb30BaHUEeM HUMMYyHOdIyopeciieHTHOM Mukpockonmuu u  GFP  rubGpupoB, uro FtsA craemyer
HENocpeACTBEHHO 3a FtsZ Bo BpeMs eneHMs - KOJIbLO BU3YAIU3UPYETCS B CEPEIUHE KIETKHU, HEMHOT'O 1103%Ke
yeM Koubllo FtsZ, u 3Tu CTpYKTypbl BeayT ceOsi TOYHO TEM K€ CaMbIM CIIOCOOOM B pa3jIM4YHBIX MYTaHTaXx,
KOTOpBbIE MMEIOT HEKoJsbLieBble FtsZ cTpykTypel (cnupanu unu ayru). FtsA, BepoATHO, BKIOYaeTcs B
(OpMHPYIOIIYIOCS CTPYKTYPY CENTHl HEMEJICHHO TIOCIIEe TOT0, Kak 00pa3yercs Koibio FtsZ. DTo yTBepxkieHune
OCHOBaHO Ha (pakTe, 4To Kojbla FtsZ moryT oOpa3oBbiBaTh B MyTaHTax FfsA, HO He Haobopot . Eme oxHo
JI0Ka3aTeIbCTBO B TMOJB3Yy ITOTO - TO, 4TO THOpUAHBIN Oenok FtsA-GFP, o0prdHO JTOKANM3YIOMMNCS B LIEHTPE
KJIETOK, 00pa3yeT crupajibHble CTPYKTYphI (Takue xe, kak u'y FtsZ-GFP rubpunos), koraa koHuentpauus FtsZ
yBenuueHa. Takxke, yactb ruOpunHoro Oenka FtsA-GFP okasbiBanach accolMMpoBaHHONW ¢ MeMOpaHOil, 4To
MOATBEPKIACT CYIIECTBOBAHUE JBYX cyOmomymsiuii FtsA, ToKaaTn30BaHHBIX B IIUTOILIA3ME WA KJIETOYHOU
MeMOpaHe COTJIACHO COCTOSIHUIO UX (hochoprunrpoBaHus.

ftsQ naxomutcs nepen reHom fisA. Ero mpomykt - 31 kDa 6enok nmuroriazMaTudeckod MeMOpaHBI C
€IMHCTBEHHOM N-KOHLIEBOI TpaHcMeMOpaHHON o-cnupanbio. bombmias uacTe Oenka pacrojiokeHa B
nepuriazme . FtsQ Genok, mo oreHkam, mpucyTcTByeT B konuuectBe oT 50 mo 100 xonwmii Ha kiaeTKy. MyTaHTBhI
3TOrO TeHa AT (QuiaMeHThl 0e3 MPU3HAKOB COKPALCHUH, HO COKpAIlleHHsI CTAHOBSATCS BUJIHBI, €CJIH BBECTH
BTOPYIO MYTalMi0 B TeHe rodA, 4YTO CBUICTEIBCTBYET B TONb3y jedcTBUs FtsQ mocne FtsZ.
[uTomnazMaTuueckuii 1 TpaHCMeMOpaHHBI JoMeH FtsQ He sSBIAIOTCS creruUuIecKUMH sl ero QyHKINHA U
MOTYT OBITh 3aMEHEHBI MEMOPAHHBIM SIKOPEM OT Jpyroro Oenka. [lepuniazMaTHuecKuil TOMEH - eTMHCTBEHHAs
qacTe Oenka, TpeOyromasca Uil CEeNTalbHOM JIOKaIM3allMd M JOCTATOYHAs A KOMIUIEMEHTauuu fisQl,
myTtanTa. I[lpaBunbHas nokanuzanus FtsQ 3aBucuT oT muromazMatuueckux OenkoB FtsZ u FtsA, Ho He OT
nepumiazmarndeckux FtsL wmiam Ftsl. Oto cBunmerenbctByer B mosb3y Toro, uro FtsQ nelictByer Ha
MIPOMEKYTOUYHOM CcTaznu 00pa30BaHMs CENThl U BEPOSITHO B3aUMOJEHCTBYET C MEPUILIa3MAaTHUECKUM OeJIKoM,
omiuHbIM OT FtsL u Ftsl, nst nocTrmxkeHnst npaBUiIbHON JTOKAJIU3ALUKA BO BPEMS JICJICHHUS.

ftsW pacnionoxer Mexay murD v murG B TEHHOM Kjiactepe mra. MyTaHTH fisW pumameHTHpPYIOT 6€3
BUJUMBIX COKpaIlleHUH Jaxke Korjaa oObequHEeHbl co chepuuecKUMH MYyTalUSAMHU, YTO MPENOUIaracT paHHIOK
pOJIb B KJIETOYHOM JelieHuH. Bricokas ruapodoOHOCTh U romomorusi ¢ RodA mpeamonaraior JIOKaau3auio
Oeyka BO BHYTpeHHeEW meMOpaHe. beuto mpemioxkeno, uro Oemok FtsW B3aumoneiictBoByer ¢ PBP3, Ho Her
HUKAKOTO TPSMOTO JTOKa3aTeIbCTBA ITOTO B3auMoJeiCcTBUs. PaHHUI ONOK aeneHus B MyTaHTax fisW mMoxer
ObITh O0ycnoBiieH cTabunu3anueid konbua FtsZ, MOCKONbKY KOJBIO OTCYTCTBYeT y 50 % ¢QuimameHTOB B
ITaMMe, MOJHOCTHIO NuiieHHOM FtsW, 1 yncno komner ymMeHblieHo y octaBmmxcs 50 %.

ftsN reH, pacrionokeHHbI Ha 88.5 munyTte, konupyer 36 kDa Genok ¢ TpaHCMeMOpaHHBIM CETMEHTOM
0K0J10 N-KOHIIa, KOPOTKMM N-KOHIIEBBIM IIUTOILIA3MATHYECKUM M OOJIBIIMM TEPHUIIIa3MaTHIECKIM JIOMEHAMHU.
benox mpucyTcTByeT B konudecTBe MpuOIM3uTenbHO 50 Monekyn Ha kieTky. Lluromnnasmaruyeckuit nomeH
OenKa OKa3bIBaeTCs a0CONIIOTHO HEOOS3aTeNbHBIM, M TPAHCMEMOPAHHBIM CErMEHT MOXKET ObITh 3aMEHEH
TpaHcMeMOpaHHBIM AoMeHOM MalG unu maxe oTpe3aeMoil CUTHAIBHOM TOCeoBaTeNbHOCThIO Oenka MalE,
W3 YETOo CIIEYEeT, YTO TOJBKO MEepPUIIa3MaTHIeCcKas 9acTh Oelika onpenessieT ero cnenupuieckyro GyHkiui. C
JIpyroi CTOpPOHBI, MepeMelnleHre Oeiaka B MepUIuia3My aOCOJMIOTHO HEOOXOAMMO [UIsi €ro HOPMAallbHOTO
¢dbyHkmornpoBaHus. ['eH ObLT TepBOHAYAIEHO U30JMPOBAH KaK MYJIbTHKOMHUHEIN cyripeccop fisA 12 myrtanuw,
a 3aTeM ObLIa TIOKa3aHa ero CIIOCOOHOCTD CYTIpecCupoBaTh fisI23 v fisQ1 mytanum, nBe myTtauuu fisW wu fisK44
. Tax xak uctomieHue kietoyHoro 3amaca FtsN BenmeT k ¢dunameHTanuu (AJUHHBIE HECETMEHTHPOBAaHHbBIC
(UITaAMEHTBI), OH CUHMTACTCS JKM3HCHHO HEOOXOJMMBIM OEJIKOM KIIETOYHOTO JEJICHUsS. MyTaHTHBIA (EHOTHII,
KOJMUYECTBO OelKa M €ro MECTOMOJIOXKEHHE Bellr K mpenioxenuto, uto FtsN dynkmmonupyer Bmecte ¢ FtsQ,
FtsI u FtsL B 'cTexmoMeTpruieckoM KOMIUIEKce' Ha caiiTe (OpMUPOBAHUS CENTHI.

ftsL (mraR) Haxonutcs OJIM3KO K caMOMy Hadally TeHHOro kiacrepa mra. Ero npoaykr - 13.6 kDa Genox
[UTOIIA3MAaTHIECKOW MEMOpPaHbI ¢ OJTHUM MPOHU3BIBAIONINM MEeMOpaHy JOMEHOM H OOJbIIel 4acThio Oenka,
pacnofioxkeHHoU B nepuruiazme. benok npucyrctByer B konrdecTBe oT 30 10 40 Konuid Ha KJIETKY, U MyTarus
BEJIET K MPOIYKIMH HECETMEHTHPOBAHHBIX (PrIaMeHTOB. BEeoK COAep UT JIEHIIMHOBYIO 3aCTEXKY, KOTOpas
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MOXET OBITh JKM3HEHHO Ba)KHA JUIsi €ro (DYHKIMH, BO3MOXKHO YMpaBisisi ero auMmepusamnueit. FtsL -
MeMOpaHHbIM OelOK ¢ MaJeHbKMMHU ILUTOIUIa3MAaTHYECKUMHU U TPAaHCMEMOpPAaHHBIMU JOMEHaMHM U OOJIBIIUM
MEpUIIa3MAaTUYECKUM IOMEHOM. B OT/iiMune OT HEKOTOPBIX IPYruX OENKOB IEJICHUS, U LIUTOIIa3MaTUYECKHE,
U TPOHU3BIBAIOIIME MEMOpaHy JOMEHbl OKa3bIBAINCh CHEHU(PUUHBIMU U IKU3HEHHO BaXXHBIMM IS
MPaBUIBHOTO (YHKIMOHMPOBaHUS 3Toro Oenka. HenmaBHsis paboTa mpoaeMOHCTpUpOBasa, YTO, MOAOOHO
HECKOJIbKUM JpYTuM OelkaMm KJIeTOYHOro aeieHus, FtsL oOpaszyeT KojbLieBHYIO CTPYKTYpY B LIEHTPE KIIETKU
JIOBOJIBHO TIO3/THO B IpOIECCe JIENIEHUs. DTa JoKanu3aus 3aBUcuT oT pyHkuuu FtsZ, FtsA u FtsQ, Ho He Ftsl.
C npyroii ctoponsl, nokanmm3anus FtsQ, FtsA u FtsZ ne tpedyer FtsL.

ZipA reH Obl1 0OHapy’KeH HEJaBHO MPH MOMOUIM Mpoueaypsl ap(uHHOrO OJIOTTHHTA, B TEUEHUE MTOMCKA
6enkoB, creruduuHo B3auMoneicTByrommx ¢ FtsZ. ['eH okazancs *KU3HEHHO BaKHBIM. Ero mHcepipoHHas
WHAKTUBALlU B MPUCYTCTBUHM KOMIUIEMEHTUPYIOLIEH TEPMOUYYBCTBUTEIbHON IIa3MUAbl JaeT JUIMHHbBIE
HECerMEHTHPOBaHHbIE (PUIAMEHTHl MPU HENEPMUCCUBHON Temmeparype. MIHTepecHO, 4TO CBEPXIKCIIPECCHUs
ZipA Taxke OJOKMpoOBaja KJIETOYHOE JEJIEHHE, HO ATOT OJIOK MOXKET ObIThb MOJHOCTHIO MPEOJOJIEH IyTEM
yBenUUeHUs: KonuuectBa FtsZ, 4yTo Takke CBUACTEILCTBYET B IOJIb3Y BO3MOKHOCTH B3aUMOJEHCTBUS MEXIY
>TuMu JByMs Oenkamu. Kpome Toro, rubpuabl ZipA::GFP nokanu3oBanuck B KOJNBLEBHOW CTPYKType B
cepenuHe KiIeTok B 91 % ciywaeB, mHOrAa Oyay4Yd BHAMMBIMH JaXK€ B OYCHb MOJOJBIX KJIETKaX. IJTO
HarloMuHaeT nosefeHue FtsZ xonen, onucaHHbIX. ZIpA - ONOK ¢ MpeacKa3aHHBIM MOJIEKYJISIpHBIM BecoM 36
kDa, xoropeiii Mmurpupyer kak 50 kDa na remsix SDS-PAGE. Cambiii N-koHerr 0enka mpeanookuTeIbHO
JOKaJIu3yeTcss BO BHYTpPEHHEH MemOpaHe, a ocTajbHas 4acTb - B IMTomIa3Me. HememieHHo mocne
MPOHU3BIBAIONIETO MeMOpaHy JOMEHa eCThb W Oorartas MPOJWHOM W TIIyTaMHUHOM objacthpasmepom 103
ocTaTKa, KOTOpas MOXET 00pa3oBBIBaTh KECTKUH JIMHKEp MEXAy MeMOpaHHBIM skopeM M C-KOHLIEBBIM
JIOMEHOM Oelika. JTa CTPYyKTypa, TaK e, KaK U MECTOIOJIOKEHNEe OeJKa, /IeJaeT ero XOpOoIIuM KaHIu1aToM Ha
POJb CBSI3KH Mexay MeMmOpaHOW M KoJblloM FtsZ. Bo3MOXXHOCTH MpPSIMOTO B3aUMOJAEWUCTBUSA MeEXIy ZipA u
FtsZ monnep:kana mpUCYTCTBUEM MOTHBOB B IOCIJIEIOBATENLHOCTH ZipA, MOAOOHBIX JOMEHAM CBS3BIBAHUS C
MHUKPOTPYOOYKaMHM HECKOJIBKMX JYKapUOTHYECKHX O€IKOB, M JAeMOHCTpauuu craOwimsauuu FtsZ-
npoTo(uIIaMeHToB in vitro npu nomouu ZipA. Hale u de Boer nepBoHauanbHO MpeiiokKuial BO3MOXKHYIO pPOJTb
ZipA kak ueHTpa Hykjeanuu cOopku Kojbla FtsZ (4To cooTBETCTBYET €ro npucyTcTBUIO B Konndectse 1-10 %
FtsZ). Oto npeanonoxxeHue, 01HAKO, MOKET ObITh M HEBEPHO, TaK Kak OoJiee MO3H:A paboTa 1nokasania, 4ro Z-
KOJIbLIa TI0 TIPEXHEMY OOpa3yloTCsi B OTCYTCTBUH ZipA, XOTS KOJIMYECTBO C(HOPMUPOBAHHBIX KOJIEL M
yMmeHbliarcs. CpeauHHas Jokaau3anus camoro ZipA okassiBanach FtsZ-, Ho He FtsA- win Ftsl 3aBucumotii . U,
B CBOIO OUe€peb, CENTalIbHAS JIOKamu3amus FtsA He 3aBucena ot ZipA.

ftsI naxoguTcs B TOM e caMOM Kjactepe, 4to U fisQAZ, u KOgupyeT CrenupuIecKyro IS CETThI
cuHrerazy mypeuHa, PBP3 . benok, kak ouenuBaroT, npucytctByeT B 50-100 xomusax B kietky . PBP3 -
TpaHCMEMOpPAaHHBI OE€NOK C KAaTaTUTHYEeCKHMM JOMEHOM, pACIOJIOKEHHBIM B TepuriazMe. MyTaHThI
(bUIaMEeHTHUPYIOT C COKpAalICHUSMH, BHUAMNMBIMH TOJBKO IOCJIE BBeIEHUs cdepudeckor myTtaruu. PBP3 -
cnenuduueckas Ui AeNeHUs TpaHcmentuaasa. beuio BbICKazaHO mpenmnonoxkeHue, 4ro PBP3 Tpebyercs
KaKON-TO JOTIOJHUTENBHBIA OENOK, YTOOBI MPOSBHUTH TPAHCTVIMKO3WJIA3HYIO aKTUBHOCTH, 1mojooHo PBP2 u
RodA 6enkam. FtsW Obut mpeanioskeH s 3Tol (PyHKIIMM Ha OCHOBE CXOJACTBA MOCJIEI0BATEIBHOCTH MEXIY
FtsW u RodA; noka3aTenbcTBO 715 3TOr0 B3aUMOAEUCTBUS, OIHAKO, OTCYTCTBYET.

benox nokanmusyeTcs K cenTe Ha MOCIHEAHMX CTaAMSIX JEJICHHUS; 4acTh OeNka Takke HaOiromaercs Ha
KJIETOYHBIX Moitocax. Jlias mpaBUIbHOM cenTanbHOM JIOKanu3aluu Oesika TpeOyeTcs ero coOCTBEHHBIN
TpaHcMeMOpaHHBIN 1oMeH, a Takxke FtsZ, FtsA, FtsQ, u FtsL.

I'en ftsK pacnonoxxkern Ha 20 MuHyTe XpoMocombl mocie SOS-uHaynubensHoro mpomoropa (dinH) n
KOAMPYET LUTOIUIa3MAaTHYECKU MEMOpaHHBIN OENIOK ¢ MpesicKa3aHHbIM pazMepoM mpudnusurensio 147 kDa.
benok BbICOKO romosyiornueH HeckoiabkuM OenkaMm SpolllE rpammonoxutenbupix Oaktepuid. B B. subtilis 3ToT
0eJIOK OTBETCTBEUACT 3a MPABWIBHOE pacHpeiesieHHe OJHOM M3 CECTPHHCKHX XPOMOCOM B CIOPOBBIiA
KOMITAPTMEHT, a TaKK€ MOKET OBITH BOBJIEUEH B 3aBepuieHHe centbl. Kpome toro, C-koHIEBas 4acTh Oenka
MMEET CYIIECTBEHHYIO T'OMOJIOTHIO CO MHOXECTBOM Tra OenkoB miuasMup Streptomyces W KOHBIOTaTUBHOTO
tpancnozoHa Tn916. FtsK, mogo6uo SpolllE, nmeer ruapodobHyo N-KOHIEBYIO 00JIACTh ¢ HECKOJIBKUMHU
MOTEHIMATLHBIMU ~ TPAaHCMEMOPAaHHBIMA ~ CETMEHTAMH M OOJIBIIMM  IMUTOIUIa3MAaTHYECKUM  JOMEHOM,
COZIepKAIM HYKJICOTHICBS3BIBAIONINNA MOTHB. Belok Jiokann30BaH B EHTpPE KIETKH BO BPEMS KIETOYHOTO
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JeJICHUs, a TIpy TToMonTu ruopuaa N-koHIeBoro MmemopanHoro ngomeHa FtsK ¢ 6enmkom GFP Owiio mokasaHo,
4yTO TONbKO N-KkoHIEBbie 15 % OGenka TpeOyroTcs Iuisi MpaBUIBHOM Jokanu3anuu. Ta ke camas N-KoHIeBas
94acTh JIOCTATOYHA JJISi KOMIUIEMEHTauuu fisK44 mytanuu. V3onmmpoBaHHasi NEepBOM TepMOUYYBCTBUTEIIbHAS
MyTanus fisK44 nokanu3yercst B 3TOH 4acTu OelKa B OJTHOM M3 Ol-CIIUPATIbHBIX TPAHCMEMOpPAaHHBIX CETMEHTOB,
U 9TO MYTallMOHHOE M3MEHEHHE (PaKTUYECKH MPEIOTBpaIlacT MPaBUIBHYIO JIOKamu3anuioo Oenka. DeHoTun
IBOWHOTO MyTaHTa fisK rodA cBUOETENHCTBYET B TOJB3Yy TOTO, YTO OEJIOK JACHCTBYET MO3AHO B ACICHHU. DTO
noaaepkano BeiOopom Bpemenu jokanuzanuu FtsK - FtsK-GFP rubpua nokanusyercs Ha caiiTe aencHUsS
TOJILKO TOTJa, KOTJa YK€ €CTh BHIUMOE cokpamieHue. C Apyroil CTOPOHBI, TaHHBIE KMMYHOQITYOpPECIICHITUN
yKa3bIBaloT Ha T0, FtsK nokanu3yercs k cenrte paHo, YTO MOAEPKUBACTCS ITaIKUM (PEHOTUTIOM (PUITAMEHTOB,
00pa3zyeMbIX HYJIEBBIM MyTaHTOM.

HenaBuue mannble npemnaraiorT, 4to C-KOHIIEBasg YacTh Oelika, KOTOpas HMMEET CaMylO0 BBICOKYIO
romonioruto ¢ SpolllE u apyrumu Genkamu ¢ "JIHK-mobunu3zyromeit" ¢yHkiuei, neiictBuTensHo Tpedyercs
st HopMmasibHOTO pasneneHus JJHK mexay cecTpuHCKMME KieTKamMHu B TedeHHE AesieHHus. UToObI mojaBecTu
uror, N-koHuesas yacth FtsK BeposiTHO UrpaeT HEKOTOPYIO POJIb IIPH 3aBEPILICHUH CEMThI, B TO Bpems Kak C-
KOHIIEBOM JToMeH HeoOxoauM, 4ToObl mepemectuth JIHK, koTopast Morma Okl ObITH MOMMaHa 3aKpbIBAIOIIEHCS
CENTOM, B MPaBWJIbHBI KOMIIAPTMEHT.

10.1.4. Ceepecayus HyK1€0U008.

OueBuAHO, KJIE€TKAa JODKHA KOMMPOBATH CBOIO XPOMOCOMY B TE€UEHHME Ka)KIOrO KIETOYHOTO IMKIA U
rapaHTUPOBaTh, YTO IOJIYYEHHbIE KONUHU OKAXXYyTCS B pa3MYHbIX Ao4YepHUX Kierkax. [loaTtomy nenenue
JOJDKHO OBITh TaK MM MHAa4Ye CKOOPAMHUPOBAHO C PEIUIMKALKMEH XpOMOCOMBI M Cerperauueil HykjIeouao0B.
ITockonbky ckopocts permkanuun JHK 1npu naHHOM TemmepaType MOCTOSIHHA, KIETKH JIOCTUTalOT
HEOO0XOAMMOro 4Huclla MOJHBIX XPOMOCOM K BPEMEHHU JEJCHHs uYepe3 KOHTPOJIb MHUIMALUU PEIUIMKALUU -
MHTEPBAJIbI MEXKIY COOBITHSAMU MHUIMALMN PaBHBI HHTEPBAJIAM MEXIy ACICHHEM. DTO NPUBOIUT K TOMY, YTO
OBICTPO PACTYIIHUE KJIETKH UMEIOT MHOKECTBEHHBIE XPOMOCOMBI.

Paznenenne cecTpUHCKUX HYKJICOUI0B, OUYEBHUIHO, SABISETCA HEOOXOAMMOM MPEANOCHUIKON A ACTCHUS,
U TO0XO0Xe€, 4TO MPOCTPAHCTBO, CBOJOAHOE OT HYKJIEOHMJIOB, MOKET ONPEAENATh PAclOIOKEHUE CENnThl (M, B
CBOIO 04epe/ib, GOpMUPOBAHHE CENThl HHTUOMPYETCsl B 00JaCTAX, Il HyKJIeoua NpUCYTCTByeT). B HacTosmee
BpeMsl HET IMOJHOIO COIVIacHs MO TOBOAY MEXaHHU3MOB, OCYILECTBISIONIMX pa3/ieleHHe HYKJIEOHI0B, HO
HEJaBHO OBLIO MPOAEMOHCTPUPOBAHO, UTO E. coli (Takke Kak Apyrue OakTepuu) UMeeT aKTUBHBIM MOJI0OHbIN
MUTOTHYECKOMY ammapaT cerperauuu . K cokaneHuio, He M3BECTHO, Kakue OEJIKM BOBJIEUEHBI B OBICTPYIO
Cerperalyio TOYEK Hayala peryIiMKaluh XpoMmocoM. JIBa BO3MOXKHBIX KaHAMJIaTa Ha 3Ty poib - FtsK wu
MPOAYKTHI muk TEHOB.

mukB MyTaHTBI UMEIOT clieTKa (PUIAMEHTUPYIOMHMK (EHOTHI U CYIIECTBECHHBIA MPOIECHT OE3BAICPHBIX
KJIETOK. ¥ MyTaHTa XOpPOIIO BBIPAXKEHO HEPETyJIsipHOE paszeiieHre HykieouoB. MukB - camblii KpymHBIA U3
OXapaKTepU30BaHHBIX MPOKAPUOTHUECKUX OeikoB. OH pa3fernser HEKOTOPOe CXOACTBO C 3YKapHOTHUECKUMHU
MHO3MHAaMU M HMMEET JIOMEHHYIO CTPYKTYpY, HAIlOMHHAIOUIYI0 00 SYKapHOTHYECKUX MOTOPHBIX Oenkax
KMHE3MHE U MHO3MHE, YTO COBMECTUMO C €r0 MPEII0KEHHOW (PYHKIMEeH MOTOPHOro OelKa, epeMelarouecs
HYKJIEOMJIBl. DTa BO3MOKHOCThH IOAJIEPKUBAETCS HEIABHEH NeMOHCTpaluel crenn(puyeckoro CBsI3bIBAHUS
MukB ¢ mukporpyOoukamu. B 1HOM omnepoHe ¢ mukB pacnonoxeHsl 1Ba Apyrux reHa, mukE v mukF. VIx
MHAKTHBALIMA TaKKe BeET K Ae(heKTy B pa3eieHUN HYKJICOU OB U MPOIYKIMU O€3bIIePHBIX KJIETOK.

Ounmmennsiii MukB Oenok mmeer Hu3kyio AT®aznyio u ['TdDazHyro akTuBHOCTH. N-KOHIIEBOH JOMEH
MukB cBs3eiBaeTcs ¢ Boicokoi addunHOCTBIO ¢ FtsZ. FtsZ moxer ctumynupoBate AT®aznyro u ['Tdaznyro
aktuBHOCTH MukB. DTH cBoiicTBa coBMecTUMBI ¢ mpezanonaraeMoil pynkuueii MukB kak moTopHoro 6enka,
ucrnonp3ytomero FtsZ kak omopy mis TeHepanuu Cuiibl BHYTpU KiIeTok E. coli. Tlockonmbky kombiio FtsZ
cobupaercs pano, MukB mor Obl MCTIOIB30BaTh 3TO Kak "Mapkep', 4TOOBl OTOJIBUHYTH HYKJICOUIBI OT CaiTa,
rae Oyzaer chopmupoBaHa Oyayuias centa. B cOOTBETCTBUU ¢ 3TMM IIPOAEMOHCTPUPOBAIM JBYHAIIPABICHHOE
NepEeMEIlIEHUE PEeryjsaTopa HWHHMLMALMKM peluMkauuu  SeqA. OTO MepeMelleHHe MPOUCXOAWIO0 Tocie
(dbopmupoBanus Z-koibla u TpedoBaio mpucytctus MukB.

[IponyxT rena ftsK siBnsierca ApyruM KaHAWJATOM Ha Y4YacTHE B pa3felIeHUu XpoMocoMbl. [lepBuuHnas
crpykrypa FtsK umeer cunbHoe cxoactBo c OenkoM SpolllE B. subtilis m mHOoxectBom Tra Oenxos
KOHBIOTATUBHBIX IJIa3MHI  Streptomyces, Ui KOTOpeIX yuactue B mnepememiennn JIHK — Obuto
npoaeMoHcTpupoBaHo. [lepBoHauanbHas fisK44 MyTtanys HE BIWsIa Ha CETPETAIMI0 XPOMOCOM, HO, KOTa
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akcrpeccusi C-KOHIIEBOTO JJOMEHA OblIa YMEHBIIICHA, IePEKT cerperanuu ObUT IEHCTBUTEIILHO OOHAPYKEH.

10.1.5. Qugpghepenyuayus caiimos oenenus. cucmema min.

@OyHKIMS TEHOB B JIOKYce minB oJHa MpeloTBPaTUTh (POPMUPOBAHUE CENTHI B HEMPABUIBHOM MECTE.
Jlokyc coctouT u3 tpex reHoB, minC, minD u minE. benku MinC nu MinD neiictBytoT BMecTe, 00pasys
Hecreun(puueckuii ”HruOUTOop OPMHUPOBAHUS CENTHI, OIOKUPYIOIINNA KJIETOYHOE JeJIEHUE Ha BCEX JOCTYITHBIX
cartax. bemok MinE npenoTBpaimaer aAeicTBHE 3TOTO WHTHOMTOpAa Ha BHYTPEHHHX CalTax, TeM HE MEHee
paspemias eMy JIeHCTBOBaTh Ha KIIETOUHBIX Mmoyrocax. XoTs MinC 0OBIYHO HYKIAeTCs B aKTHUBAIUU OCIIKOM
MinD, 4ro0Bl (YHKIMOHMPOBATH AOKHBIM OOpa30M, OH MOJXKET TaKXe JCHCTBOBaTh BMECTE C IPYTUM
unaruoutopom aenenusi, DicB. B mytanTtax minB (numenasix MinC wim MinD) centa moxer GpopmupoBaThCs
WIA BHYTPU KIIETKM WIH Ha €€ TOJII0CaX, HO 0OIIee KOJMYECTBO CEMNT TO K€ CamMoe, YTO B HOPMAIIbHBIX
knetkax. Kaxpoe momspHoe aeneHue motpediserT "kBaHT" "MOTeHIMana JeieHHus" U OJHO IIEHTPaIbHOE
JIeJIEHNE yTpayuBaeTcs, TaKuM 00pazoM Jenasd KIeTKy JUIMHHee. CleqyeT TakKe 3aMEeTHTh, YTO BpeMs 10
CJIEYIOIIETO JeJCHHsI 00paTHO MPONOPIIMOHATIBHO JUTMHE KJIETKH, HO Ia)K€ B CAMBIX JJIMHHBIX KIETKaX TOJIBKO
0JIHa CenTa MOXET (POPMUPOBATHCSI OAHOBPEMEHHO.

Mecrononoxkenue MinD Bo BHyTpeHHel MemOpaHe OBUIO ONpEneeHO HMMYHOXJICKTPOHHOM
MUKpockonuei. bruto Taxke nokazano, uro MinD nmeet aktuBHOCcT AT®a3wl in vitro.

brino mokazano, 4to, HECMOTps Ha cBoM MasieHbKui pazmep (88 AK), 6emox MinE umeeT Tpu oTAeIbHBIX
JIOMEHa ¢ pa3nuyHbiMU pyHKIMsIMEH. ManeHbpkuii N-KOHIIEBOI TOMEH HEOOXOAUM, YTOOBI TPOTUBOICHCTBOBATh
aKTUBHOCTH MHTUOUTOpa neneHus MinCD, nieHTpanbHas 001acTh MOKET OBITh BOBJICUCHA B TUMEPU3AIUIO WITH
onuroMepusaiuio, a Oompiras C-KOHIEBas 4YacTh OIpeAeseT TOMOJOTHYECKYI0 CHEHU(GUYHOCTh (PYHKIIHH
MinE, no3Bosiiss eMy AeHCTBOBaTh TOJBKO Ha BHYTPEHHUX caliTax AeseHus. HemaBHo Obulo moOKa3aHO, 4TO
MinE o0pa3yeT KONbILEBHYIO CTPYKTYpYy OKOJO CEpPEeIHWHBI MOJOJIBIX KIeTOK. DOpMHpPOBAHUE 3TOTO KOJIbIA
tpeboBano MinD, Ho Obu1o He3aBucumo oT MinC u FtsZ. Takum o6pasom, B Hacrosimee BpeMs MinE
BBITJISIUT Kak OENOK, EPBBIM MOSBISIONINICS Ha (POPMHUPYIOIIEMCS caiiTe NeNeHus, YTO, BOZMOXKHO, SIBISIETCS
HE0OXOIUMBIM ISl TPaBUIILHOM JIOKaIu3auuu Kosbla FtsZ, xoTs He 11s ero popmupoBaHus.

[loka eme B TOYHOCTH HE H3BECTHO, Kak paboTtatoT Min Oenku. [lombiTka TOKa3aTh MpsiMOE
B3aMMOJICHCTBUE ITUX TpeX OENKOB ¢ WX Hamboyiee BEpOSTHOW MUIIECHBIO, FtsZ, oka3anach HEyJauHOU; XOTS
3TOT MOAXOJ, MCTONb3YIOMINNA JPOXKKEBYIO JBYXTHOPUAHYIO CHCTEMY, JIETKO IMOKa3bIBae€T B3aUMOJICHCTBUE
MeXIy 4ieHaMH cucTemMbl Min u To, uTo MinE ymenbmaet B3aunmoeiicteue mexay MinC u MinD. Tlpupona
TOTOJIOTMYECKOr0 CUTHaJa, y3HaBaeMoro 6enkoM MinE, Takxke HeU3BeCTHA.

10.1.6. Coopra u nopsook oeticmeus 6e1K08 KIemoyHo20 OelleHUsl Ha catime OeneHUs.

BakTepuanbHOE KIETOYHOE JISTICHHE, XOTS U KaXKETCS IIPOCTHIM Ha TICPBBIN B3IJISI, SABISETCS (PAKTHICCKU
BEChMa CIIO)KHBIM MPOIIECCOM, B KOTOPOM NMPUHUMAET ydacTue MHOTO O0enkoB. OueBHUIHO, UTO EHCTBUE ITUX
OCJIKOB JOJKHO OBITh CKOOPAMHUPOBAHO TAK WJIM WHAYE, U CaMbIW JIETKUW IMyTh, KOTOPBIM TaKasi KOOPAUHAIUS
Morna Obl OBITh JOCTUTHYTA - 4Yepe3 (OpMUPOBAHHWE MAKPOMOJEKYJSIPHOTO KOMILUIEKCA Ha CalTe JeJICHUS.
[Ipeanonaraercsi, 4yTo 3Ta, BCE €II€ B 3HAYUTEIBHOW CTENEHU THUIIOTETHUYECKas, CTPYKTypa, Ha3BaHHas
JTUBHCOMOM WJIM CENTaTOpOM, COOMpaeTcs Ha caiTe JelieHHus B caMOoM ero Hadvaie. [Iporecc, BeposiTHO,
HAYMHAETCS Ha CaiiTe HyKJealnu, IJIe UHUIMUpyeTcs: coopka Z-komibia. [Ipeamomnaraercs, yto apyrue Oenku
JIETICHUS BKIIFOYAIOTCSI B COCTaB JUBHUCOMBI 1Ociie GOpMHPOBaHUS Z-KOJIbIIA.

XOTs TEHETHYECKOE JO0Ka3aTelIbCTBO B TOJb3y BO3MOXKHOCTH B3aWMOJCHCTBUS MEXIY T'e€HaAMU
KJIETOYHOTO JICJICHUS CYIIECTBOBAJIO B T€UEHHWE HEKOTOPOTO BPEMEHH, TOJIBKO MpsiMasi JEMOHCTpAIHs OeIOK-
0EJIKOBOr0 B3aMMOIECHCTBHS MOIJIA JOKA3bIBaTh, YTO 3TO B3aMMOACHCTBHE AECHCTBUTEILHO UMEET MECTO. DTHU
JaHHBIC HAaYaJld HAKAIUTMBATHCS HEIABHO. zipA TeH ObUT (DakTHUeCKH OOHApYKCH Yepe3 MPsSIMOE CBSI3BIBAHUE
ero npoaykra ¢ FtsZ. Cneunduueckoe cBsi3piBaHHE OYHUIIEHHOTO N-KOoHIEeBoro gomeHa MukB c¢ FtsZ Owuio
HeJlaBHO mpoaeMoHcTpupoBano. KocseHHoe gokazarenscTBo aiisi FtsA-FtsZ B3aumonenicTBrst oOecrieunBaeTCst
WCCIEOBAaHUSIMU JIOKaNu3anuu retreposiorundHoro FtsA B E. coli. FtsA Genok w3 Rhizobium meliloti wnn
Agrobacterium tumefaciens ObUT CIIOCOOCH JOKAJIM30BATHCS MPABUIIBHO B KiIeTKax E. coli, Tonbko eciau FtsZ
OCJIOK OT TOTO K€ CaMOoro OpraHu3Ma Takke oOecreuuBaics. B3aumoneiictBue mexnay FtsZ um FtsA Taxke
Ha0JII01aJ710Ch TIPH MCTIOJIB30BAHUH JPOMOIKEBON ABYXTHOPHUIHOM crcTeMbl . Takke, KOCBEHHOE JOKa3aTebCTBO
cymiecTByeT st Bo3MokHOTO B3aummozeictsus FtsW ¢ PBP3 u PBP3 u PBP1B. B3aumoneiictBue mexmay
BbICOKOMOIIEKYJIsIpHbIM PBP u nutnyeckumu dpepmMeHTaMu yxe Ob110 00CYKIEHO BBIIIIE.

HenmaBHee — w3ydeHue — JIOKQW3alUyd  OCJIKOB  KJIETOYHOTO  JCIICHUS C  HUCIOJIh30BAaHUEM
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nMmyHopayopecuennnn U rudbpunoB ¢ GFP obGecneunno wH(OpMaiuio OTHOCUTENHHO JIOKAIU3allMh B
cepeIuHe KIETKH HEKOTOPBIX OENKOB, UTO SIBJISIETCS MPEANOCHUIKOM IS MX y4acTHs B nuBHcoMe. Jlokanuzanus
B caifTe jeneHns ObUTa CHavaa rokasana st FtsZ ¢ ucronbp30BaHueM OKPAIIMBAHUS UMMYHO30JI0TOM, a 3aTeM
MOATBEPKIeHA MMMYHO(IyOpPECIICHTHON MUKpPOCKONMUEW U in vivo ¢ ucmonb3oBaHuem rubpumoB ¢ GFP.
Heckonbko apyrux OENKOB JENIeHUs TaKKe JIOKATH30BAIUCh B cenTe - FtsA, FtsQ, ZipA , FtsW.

HenaBuue skcrieprMeHTHI ¢ JoKalu3anuei OeIKOB JEeNEeHUs B HECKOJIBKUX fis MyTaHTaxX JaloT KII0Y K
MOPSAJKY UX MPUBJICUEHUS B AUBUCOMY U, BO3MOXHO, K IIOCJIEA0BAaTEIbHOCTH UX ACHCTBHS BO BpEMS JEIICHUS.
Pacnonoxxenne FtsA B cepeawHe KIETKH 3aBUCHT OT MPEANISCTBYIOMETO (OPMHPOBaHUS Z-KOJIbIa
[Mepememenue FtsQ k cenre Tpedyer FtsZ u FtsA, no nHe FtsL u Ftsl. Cenranpnas nokamuzanus Ftsl
oka3bIBaeTcs 3aBucsuiei ot npucyrcrBus FtsZ u FtsA, tak xke, kak FtsL u FtsQ. B To >xe Bpemsi, cOopka kosen
FtsZ cnerka napyuiena, ecnu mHaktuBupoBaH PBP3, a cokpamenue konbua He mpoucxoaut. FtsN Takke
o0OpasyeT KoJiblia B IICHTPE KJIETKHU, HO TpeOyeT He Toibko FtsZ, Ho Takke u FtsA, FtsQ u Ftsl ans npaBunbHo
Jokanu3anud. XoTs (GEeHOTUIl epBOHAYaIbHOTO fisK MyTaHTa U pe3yabTaThl, nonydennsie ¢ GFP rubpunamu
Mperoiaraiy mo3anee Bpems aerctust ais FtsK, nmmyHOQIyopecieHTHOE MedeHue MOoKa3alo, YTo OeloK
JIOKAJIM30BaJICSl K CENTE JOBOJILHO paHo; TobKO FtsZ u FtsA, Ho He FtsQ wmm Ftsl TpeOyroTcs a1 mpaBriIbHOM
JIOKaJIN3aLUN.

[TonBoas UTOT, MOXHO CKa3aTh, YTO JOCTYIHBIE JaHHbIE MpeasararT CIETYIOMHUNA MOpSI0OK COOpPKU B
"muBucomy" Heckonbkux OenkoB neneHus: FtsZ-FtsA-FtsQ-FtsL-Ftsl. FtsN MoxkeT ObITh BKJIIOUEH B CENTY
nocine Ftsl, Ho MmynbpTHKONIUITHAS cynpeccust MyTaluid B reHax, kogupyromux FtsA, FtsQ, FtsI u FtsK, moxer
yKa3bIBaTh Oosiee paHHIOK poib ams O6enka. FtsK Bxmrodaercs B centy mocine FtsA, HO He U3BECTHO, 3aBUCST U
Oosee mo3HUE OENKH OT ero Jokanu3auuu. ZipA u FtsA nokanmusyrorcs k cente mocie FtsZ u He TpeOyroT
MPUCYTCTBUS IPYyT Apyra Ui 3Tou jokanuzanuu. FtsW Moxer nerictBoBarh npexae FtsZ, mo kpaliHell mepe
9TO TpedyeTcs s crabmmzanuu Z-konsia (Puc. 10.4).

Ftsl - pepmenT, abcomoTHO TpeOyeMblid Al CHHTE3a MypPEHHA CENThI, - SBISETCS OAHUM U3 TMOCIEIHUX
0enKOB, BKIIOUAEMbIX B AuBHCOMY. C Ipyroil CTOPOHBI, COKpalleHne Z-koibia Tpedyer aktuBHoctu Ftsl. O1o
YKa3bpIBaeT, 4YTO Liejlasg CTPYKTypa IUBHCOMBI,

BO3MOYKHO, TOJDKHA OBITH COOpaHa Mpexae, yem
HAYHETCSl CUHTE3 CENThI U €€ cokpaineHue. Ftsl
MOXET Takxke o0ecreynBaTh CBSA3b MEXKIY
MEPUIIIa3MaTUIECKUM

NENTUIOTIMKAHCUHTE3UPYIOIIUM  KOMILIEKCOM
(0OCYKICHHBIM BBINIE) U OCITKaMU KJICTOYHOTO
neneHus. X0t npsaMoe B3auMmozencteue Ftsl ¢
JTOOBIM JIPYTHM O€JIKOM KJIETOYHOTO JCJICHUS
He OBUI0O  JEMOHCTPUPOBAHO, KOCBEHHBIE

JOKa3zaTeabCTBa TaKuXx B3auMOdeiCcTBUHI
CBHUJICTEJILCTBYIOT B TOJB3Y TOro, 4yro Ftsl -
4acTh JTUBHUCOMBI. [Tockonbky

HenocpencTBeHHoe cBsizbiBanue Ftsl ¢ npyrumu
MYpPEUHOBBIMH CHHTETAa3aMU M JUTHYECKHUMHU
dbepMeHTaMu OBUIO OOHAPYXKEHO, STH OCNKH
TaK)Ke JOJDKHBI BXOJIUTH B COCTaB JUBUCOMBI.

Baxnas npoGiiema BO3HHMKAeT H3-3a TOTO,
YTO MHOTHE W3 OEJKOB KIETOYHOTO JeNICHHS
INPUCYTCTBYIOT B  KOJIMYECTBAX, HAMHOIO
MeHbIINX, yeM FtsZ. Hanpumep, cooTHOIIEHNE
FtsA x FtsZ oGpruno cocrabmser 1:100. FtsQ,
FtsL (?) u FtsN (?) BeposiTHO NpUCYTCTBYIOT B
eIllc MEHBIIMX KoaudecTBax, deM FtsZ. Bbrrio
MIPEII0KEHO, YTO "MUHOPHBIE" OElIKH 00pa3yroT
KOMILIEKCHI ApYT C ApyroMm, "mopcGopku”, Puc.10.4. Coopka annapara nenenusi Escherichia coli
KOTOpBblE NPHUCOEAMHEHBl K Z-KOJIbLly, HO
PacmojoKeHbl JajeKo Apyr OT JApyra B Hadaje
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COKpAIllEHHs], CIBUTasiCh OJIMXKE APYr K JPYry TOJBKO B Ipolecce cokpaiieHus. He m3BecTHo, kakas cuia
SIBJIIETCS OTBETCTBEHHOM 32 COKpAIIeHHEe KOJbIla U IPOrpecc AeTIEHUsI.

KoHneunast cramus JeeHns MOJDKHA OTIMYAThCS OT COKPAIIEHUS, TOTOMY YTO JMBHUCOMA JIOJDKHA OBITH
JEMOHTHUPOBAHA, U JI0YEPHUE KIETKHU JOJDKHBI PA3IEIUThCS, YTO MOXKET (MU HEeT) TpeOOBaTh TOMOTHUTEIBHBIX
OENKOB JJIsl pacIICTICHUS MENTHIHBIX CBS3€H, KOTOPHIE BEPOSITHO CKPEIUISIOT IBE KJICTKH. AIIbTEPHATUBHO,
ATOT MIAr MOT OBITH BBITIOJIHEH "HOPMAJIBHBIMU'" JINTHYECKUMHU (hepPMEHTaMH.

10.1.7. Peeynsayus kiemouno2o OeieHusl.

HauOosnee BaxHBIH BOIPOC O PErysiiUU KJIETOUYHOTO JIEJIEHUS — O MPaBUIIBHOM BBIOOpE BpeMEHU COOpKHU
U TOYHOM Pa3MELICHUU CENThI, - BCE €ILIE OCTAETCS B 3HAUUTEIbHOM cremeHu Oe3 orBera. EcTh, OnHaKO,
HEKOTOpass MHPOpMAIMs OTHOCUTEIBHO IPYTUX ACIEKTOB PETYJLIIUU JENEHHS - PeryJsiusl TPaHCKPUIINU
HECKOJIbKUX T'€HOB JIeJIEHUS, y4acTUe OCJIKOBBIX PEryJATOPOB HAa YPOBHE TPAHCKPUIIMM MM HPSAMBIX O€IOK-
OEJIKOBBIX B3aMMOJCHCTBUI U ClIEUaNIbHBIN clTydail peryysnuu AeneHus Bo BpeMsa SOS oTBeTa.

Tpanckpunyuonnas pe2ynsiyusi.

BoaBIMHCTBO TEHOB KJIIETOYHOTO JICJICHUS PACIIOJIOKEHBI B O0IBIIIOM TeHHOM KjacTepe dcw (division and
cell wall) unmu mra na 2 munyte xpomocomsl E. coli (Puc. 10.5). Heckonbko mur reHOB, BOBIICYCHHBIX B CHHTE3
MENTHIOTIINKAaHA, TAaK)KE PACIOJIOKEHBI B 3TOM KiacTepe. TpaHCKPHITIIMOHHBIE TEPMHUHATOPHI HE OBLTH
HaWJCHBI B MIpeieyax 3TOro OOJBIIOro Kiactepa u3 16 TeHOB, YTO BEJO K MPEIIOJIOKEHUIO, 9TO BECh KiIacTep
COCTABJISICT OJIUH OTEpOH. [ eHbI B KilacTepe OOBIYHO Pa3JIeNIeHbl TOJIFKO HECKOJIBKUMHU TTapaMH OCHOBaHUIA, a B
HEKOTOPBIX CIy4asX Ja)xe MepeKPBIBAIOTCS, YTO MPEIIOoIaracT BO3MOKHOCTh TPAHCISIIIMOHHOTO COMPSKECHUSI.
[TockombKy CTpPYKTypa oOIepoHa OOBIYHO MOAPA3yMEBaeT KAaKyIO-TO KOOPJWHAIMIO TCHHOW peryJIsiu,
MPOBOJIMIIUCH HMCCICIOBAHUS PETYJSIUK TPAHCKPHUIIIIUKA TEHOB B ATOW 0OO0JIACTH. BOJIBIIMHCTBO TEHOB B
KJIACTEpe WMEET HECKOJBKO TMPOMOTOPOB, B PA3IMYHONW CTENICHH OTBETCTBEHHBIX 32 WX TPAHCKPHUIIIUIO U
WHOT/Ia pearupyoNMX Ha pa3InyHbIe CTUMYJIbI OKPYIKAIOIICH CPEeIbl.

Puc.10.5. dew (mra) oniepoH reHoB KJI€TOYHOIO JieJIeHUs1 U OHMOCHMHTe3a nentuaoraukana Escherichia
coli
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CuIBbHBII TPOMOTOP PACIIOIOKEH B CaMOM Hadaie Kiactepa dcw. DTOT MPOMOTOp mra HEOOXOAUM st
MOJIHOM SKCIPECCHH TEPBBIX NIEBATH TEHOB, N0 fisW. WHakTuBanusg 3TOro MPOMOTOpa HE JeTallbHA, €CIU
MepBhIC JIEBATh TEHOB KJIACTepa BBEJCHBI B KIIETKY i1 trans, 9TO yKa3bIBaeT Ha MPUCYTCTBUE JOTIOTHUTEIBHBIX
MIPOMOTOPOB, CIIOCOOHBIX K TPAHCKPUIIIIMU HUKENIek)aux reHoB. OKa3bIBaeTcs, OJHAKO, YTO TPaHCKPHUIIIUS
BCEX HIKEJIeKAIIUX TeHOB, BKIIIOUAs fisZ, yMEHbILIEHA, €CJIU 3TOT (mra) IPOMOTOP WHAKTUBHUPOBAH.

XOTsl IPOMOTOpP Mmra, BEpOSITHO, BaXKEH JJI1 HOPMAJIbHON TPaHCKPUIILIMK BCEX T'€HOB B KiacTepe dcw,
JIOTIOJTHUTENBHBIE TIPOMOTOPHI B Mpeeiax KiacTepa TakKe BaKHbI M ObLTH (PAKTUYECKH OXapaKTEpHU30BaHBI
nepBeIMU. M3-3a 0UeBHUIHONM 3HAUMMOCTH fisZ B KJIETOUYHOM JEIIEHUU PETYJSIMS €ro TPaHCKPUIILKU Oblia
u3ydeHa HauboJjiee SKCTEHCHBHO. ['eHy mpenmecTByeT HaOOp MPOMOTOPOB PA3JIMYHON CHUJIBI U THUIIOB, YTO,
BEPOSITHO, OTPa)kaeT MOTPEOHOCTh HACTPOMKH SKCIPECCHU T'eHa B PAa3IWYHBIX ycloBHAX. [lepBoHadaibHO
OCHOBHAsl pOJIb B TPAHCKPHUMIMHU fisZ Oblaa MPHUIHCAHA €r0 JIBYM MPOKCHUMAIBHBIM IMpoMoTopaMm. OmaHako
no3xe OBUIO MOKa3aHO, YTO HamOojee CHIIBHBIN M3 ATHX "MPOMOTOPOB" Ha cCaMOM Jelie SIBISIETCS CanToOM
npoueccunra ans PHKaser E. Korma sT1o Obi10 IpUHATO BO BHUMAaHHE, OKa3aloCh, YTO MOYTH IOJIOBHHA
TPAaHCKPHIITOB f#s7Z MPOUCXOIMIIA OT ABYX MPOMOTOPOB B mpenaenax ddlB. OgHako 1mo3xe ObUIO MOKa3aHo, YTO
emie 0oyiee CUIIbHBIN MPOMOTOP PACIIOJIOKEH BBIIIE M JIBE TPETH TPAHCKPUIITOB HAUMHAIOTCA Tiepen ddIB. Oto
KOppenupyeT ¢ Oojiee paHHUM HaAOMIOJIEHUEM, 4TO Ooiiee 4eM 6 T.H.I. mepex fisZ TpeOyroTcs Ui ero
HOPMaJIbHOM SKCITPECCHH.

Perynsiuus skcnpeccu fisZ ¢ ero npoKCUMaJIbHBIX IPOMOTOPOB OKa3bIBAETCS BAXKHOW IS HA/IJIEIKAIIIETO
(dbyuknuonnpoBanus anmnapara aenenus (Puc. 10.6). BeraBka ynpaBnisemMoro fac mpoMoTopa HEMOCPEICTBEHHO
nepen fisZ Bema K 3aMETHBIM HW3MEHEHUSM HOPMAIbHOTO IIMKJIA JENEHUs, XOTS KIETKH OCTalUuCh
KHU3HECTIOCOOHBIMH. JTO MOKET YKa3bIBaTh HA TO, YTO HOPMAJIBHBINA MTPOMOTOP fisZ Tak WM MHAYE PETYIUPYET
TPAHCKPUIILMIO T€HAa B TEUEHHE KIETOYHOTO IUKJAa (pe3yJbTaT 3TOH PEryJsiMM MOXKET MaKCUMU3HPOBATh
YUCJIO KU3HECTIOCOOHBIX KIETOK Ha EIUHUILy MAacChl). DTa BO3MOXKHOCTH TMOJJIECPKUBACTCA KoJieOaHUEM
KOJMYECTBA TPAHCKpPHUNTA fisZ B CUHXPOHU3HPOBAHHBIX KIeTKax. Takxke HaOMI0Aanoch HW3MEHEHHUS B
KOJIMYECTBE TPAHCKPUIITA fiSZ, HO TPUIUCHIBAIA WX BPEMEHHOMY HHTHOMPOBAHUIO TPAHCKPUIIIUU TOCIE
peIUIMKAIMK  3TOM XPOMOCOMHOHM oOjactu. TpaHCKpUNIWs, HayWHAOMmasCcsS Tepen fis4, Tokaszana
MEPUOIMYHOCTD M COCTABJIsIA CYIIECTBEHHYIO MPOIOPIIMIO TPAHCKPHIITOB, 3aXBaTbiBatouX FtsZ, B To Bpems
KaK MPOKCUMAJIbHBIN MPOMOTOP fisZ TPAaHCKPUOUPOBAJICS KOHCTUTYTUBHO B TE€YEHHE BCETO KJIETOYHOTO IIMKIIA.

XoTa 3TU COOOLICHHS O KOJEONIONMXCS YPOBHSAX TPAHCKPHUNTA B TEYCHHE KIETOYHOTO ITUKIIA
00ECTIeYNBAIOT BO3MOXHYIO CBSI3b MEXIY PETryJsIHell TeHHOW SKCIPECCHM W HMHUIUHALNEH KIETOYHOTO
JICJICHUs], HEU3BECTHO, KaK YPOBHH TPAHCKPUIITA yHPABISAIOTCA, T.€. Kakue OEJIKM U MPOMOTOPHI SIBISIOTCS
OTBETCTBEHHBIMHU 3a 3TH Kojiebanusi. C Apyroil CTOPOHBI, PETYJISAIUS TPAHCKPHUIIINH, HAYMHAIOMICHUCS C ABYX
MIPOMOTOPOB, PACTIONOKEHHBIX B Npeaenax ddlB, 6puta n3ydyeHa 6onee moapoOHO.

sdiA ten (suppressor of division inhibition) ObIT M30JMPOBAH MO €r0 CHOCOOHOCTH CYHPECCHPOBATH
NeiicTBIEe HECKOJIbKUX MHTHOUTOPOB JeieHus. byyun cBepX3KCIpecCUpOBaHbIM, €0 MPOIYyKT WHAYLHUPOBAI
(bopMHUpOBaHNE MUHU-KJIETOK U MO3BOJISUT MYTAHTY fisZ84 NenuThCsi MpU HETIEPMUCCUBHON TeMmepaType. OTH
3¢ dexTh HabIIOATNCh U3-3a TOTO0, YTO 0eoK SdiA aKTUBHPOBAT TPAHCKPHUIIIUIO C OJHOTO W3 MTPOMOTOPOB B
ddIB mepen fisQAZ w envA TeHaMmu.
3HaueHne STOM aKTHBAllMM HE SCHO, o
MIOCKOJIbKY T€H HE SIBIISIETCS KU3HEHHO
HeoOxoauMbIM. OmHAKO Te€H MOXKET
UrpaTh pOJb B CTalMOHAapHOW (ase,
MOTOMY 4YTO OEJOK MMeeT OOUIMPHYIO
TOMOJIOTHIO C OOJBIIUM CEMEHCTBOM
LuxR-mmogoOHBIX  TpaHCKPUIIIMOHHBIX
aKTUBAaTOPOB "quorum sensing"
ceMmelicTBa. Bce M3BECTHBIE aKTUBATOPHI
3TOro0 ceMmeicTBa paboTaloT B Mape C

S

JIPYyTUM TEHOM (TOMOJIOTHYHBIM [uxl), stfZp
ybeil (YHKIMEW SBISIETCS TMPOTYKITHS
MaJeHbKOU cBOOOJIHO

Puc.10.6. Peryasinust 3kcnpeccuu NpPOKCUMAJIbHBIX

mapdynmpytomert  Monekynsl,  N- npomotopos fisZ y Escherichia coli

alWI-TOMOCEpUHIIAKTOHA, C  alWi-
LENbI0, JJIMHA KOTOPOM BapbUpyeT y
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pa3nuuHbIX BUAOB. IlOCKONBKY 3Ta MoOJIEKyJa HaKalJIMBAaeTCs INPU YBEIMYEHUHU IUJIOTHOCTbH KJIIETOK B
NOMYJIALUY, [uxR-noT0OHBIN T€H aKTUBUPYET TPAHCKPHUIILUIO COOTBETCTBYIOLIETo peryioHa. MHrepecHo, 4to
E. coli sBHO HE mMeeT ToMoJiora [ux/, 9TO MOAHMMAET BONPOC: YTO ACHCTBYeT Kak akTuBaTop SdiA? [[Be
IIPOTUBOPEUYMBBIX PabOThl paccMaTpuBaiM 3Ty mnpoOinemy. He Oblo HalileHO HMKAaKoro JJ0Ka3aTelbCTBa
sbdexTa mpeanosgaraeMoro aBTOMHAYKTOpa Ha peryisinuio SdiA-3aBucumoro mpomotopa (fisOp2).
®dakTuuecku, oHn HaOmomanu Hebomboe (30-35%) yMmMeHbIIeHHE TPAHCKPHUMIMHU C 3TOrO MPOMOTOpA B
TeUeHHUe pocTa B "KyJIbTUBUPOBAHHOK" cpelie, B KOTOPOH MpeABapUTEIHHO BEIPAIMBAINCE KIETKU E.coli. DTOT
3¢ dekT ObUT MEHbIIE, YeM CHUKEHHE TPAHCKPUIIIUHU C TOTo ke camoro mpomortopa (40-60%) B pe3ynbraTe
WHCEPIMOHHON WHAKTHBAIMU reHa sdid. Bompeku 3ToMy cooOIeHHI0, Mo3qHee ObIJIO MPOJEeMOHCTPHUPOBAHO
HE TOJBKO YBEJIHUYEHHE TPAHCKPUIIUH C fisOp2 MpOMOTOpa B CTAIMOHAPHOH (haze, HO TAKKE W aKTHUBAITUIO
3TOr0 MPOMOTOpPA aBTOMHAYKTOpamu V. fischeri u V. harveyi, Tak ke, Kak "KyJIbTHBUPOBAaHHOK" cpeqoi. D10
CBUJETEIBCTBYET B IOJB3Y TOr0, UTO SdiA NEUCTBUTENBHO AEHCTBYET MOAOOHO ApyruM /[uxR-moJoOHBIM
peryistTopam, XOTsl HATUBHAsI MOJIEKYJIa aBTOMHAYKTOpa B E.coli ocTaeTcs HEM3BECTHOM.

rpoS TeH, KOIupyomuid curma-(hakTop CcTranuoHapHOW (as3bl, TaKKe BOBICYEH B PETYISALHUIO
TpaHckpunuuu fisQAZ renoB. B wactHoctu fisQpl, onuH M3 HECKOIBKUX MPOMOTOPOB, OTBETCTBEHHBIX 32
TpaHCKpunuuio fisQAZ reHoB, HO HUKaKOW Apyroi MpoMoTop B ddlB-ftsZ obnactu, 3aBucut ot RpoS.

StfZ - ManeHbKUIl T€H, TPAaHCKPUOUPYIOIIHMICS C aHTUCMBICIOBOM 1ienu B 5' obnactu fisZ. [IpucyTcTBue
MIPOMOTOPHON AKTUBHOCTH M (YHKIMOHAJBHOTO TEpMUHATOpa B 3TOW o00jacTh OBUIO TMOKa3aHo, a
MHTUOMpPOBAaHUE KIIETOYHOIO JIEJIEHUS TpPH MOBBINIEHHBIX TeMIeparypax, korga 3ta obusacts JIHK
IIPUCYTCTBYET B MHOKECTBEHHBIX KOIMMAX, BEJO K IMPEUIOKEHUIO, YTO OHA JIEHCTBYeT KaK aHTHUCMBICIOBAs
PHK, Gokupyrorias TpaHcisnuio fisZ mogo0Ho peIuKToBOMY (haroBomy reny dicF.

Ilocmmpanckpunyuonuas pe2ynayus.

XOTs MHOTrue, €ciii He BCe, FeHbl B KJAcTepe mra TPAHCIUPYIOTCS ¢ noauuucTpoHHblx MPHK,
oTHocuTeNnbHas 3P PeKTUBHOCTD TpaHcAuuu pa3nuuabix ORF uzMensiercs 3HauuTeNbHO. DTO HEYAMBHUTEIBHO,
MIOCKOJIBKY MPOAYKTHI PA3JIMYHBIX F€HOB KJIETOYHOI'O JIEJICHUS MPUCYTCTBYIOT B KJIETKE B BECbMa pPa3IMYHBIX
KonudectBax. FtsZ sBnsercs, BeposTHO, Hanbosee pacnpoctpaneHHbIM (10 20,000 Moniekyn B KJIeTKy), a FtsQ
- OJNHMM W3 HauWMeHee pacnpocTpaHeHHBIX. Heckompbko ORF B 3T0#l 00macTh HE HMEIOT XOPOIIHMX
pUOOCOMCBSI3BIBAIOIINX CAWTOB M, KPOME TOT0, HECKOJIBKO I€HOB MMEIOT OTIM4HbIe OT ATG CTapT-KOIOHHBI.
DT0 moapazyMeBasio, 4TO TpaHcusaius pa3nudaHblx ORF B 3ToM o0nacTu MODKHA JIEMOHCTPUPOBATH
CYILIECTBEHHBIE pa3nuuusi B 3pHEKTUBHOCTH, U ITO ACHCTBUTEIHLHO UMEET MECTO.

Jlpyroii Ba)KHBIM acCHEKT MOCTTPAHCKPUIIIMOHHOTO KOHTPOJS KJIETOYHOrO JENIEHUs - MHTHMOMpOBaHUE
nenenus: B TeueHue SOS otsera. [loBpexaenue JIHK B E.coli uHAyIHMpPYET SKCIPECCUIO0 HECKOIBKUX T€HOB,
KOTOpPBIE MCTIOJHSIOT ABE (DYHKIMH, BaKHBIC JJIS1 BEDKUBAaHUS KIETKH. HekoTophie M3 HHIYIUPYEMBIX OEITKOB
BoBJIeUeHbI B BoccTaHoBieHue JJHK, HO ¢yHKuMa npyrux 3akmrouyaercs B TOM, 4TOOBI 3a/epKaTh KJIETOYHOE
nenenue, noka /IHK ne BoccranoBnena. SOS-UHIyIIMPOBAaHBINA OJIOK JIETICHUS SBISIETCS PE3YIbTaTOM JACHCTBUS
oenka SulA.

[Iponykr rena sulA (sfid) OnmoxupyeT neneHUe, MpeaoTBpamas cOOpKy Z-kojbla. Mcmomb3oBaHue
JPOOKEBOM IBYXTHOPHIHOM cHCTEMBI MoKa3ao npsimoe B3aumoseiictsue SulA ¢ FtsZ. beuto Takxke mokasaso,
gto SulA mpenorBpamiaer nmosmmMepusaiuto FtsZ in vitro. Ilockonbky cOopka konbia FtsZ - kiod K meiaoMmy
TpoLeccy AeneHus, MHIyKius SulA nmomHocThio Onokupyet aenenue. Kak Tonpko SOS MHAYKIMS 3aKOHUEHA,
SulA GwicTpo nerpaaupyercs nmporeazoi Lon, u geneHue BO300OHOBIISIETCS.

FtsK takke BoBneueH B SOS orBer. OgHa H3 MpeAsOKEHHBIX (GYHKIUN 3TOro Oeika JOJDKHA
rapaHTUpOBaTh, UYTO XPOMOCOMBI He '"3amemisitoTcs" 3akpbIBarolleiicss cenrtoil. MHakTuBanus TOJIBKO
nuroriazMarnueckord yactu FtsK mo3BosiseT mpoaosnkaThes OEIEHUIO KIETKH, HO MHAayuupyeT SOS oTBer,
BO3MOXKHO U3-3a nocueayouero nospexaenus JHK.

10.2. Peryasinus kiaerouHoro nuukia y Caulobacter crescentus.
bakrepusi Caulobacter crescentus WHTEpecHa B IJIaHE M3YYCHMsI KJIETOYHOTO LHUKJIA MOTOMY, YTO, IO

KpaifHell Mepe Ha MepBBIN B3I, KIETOYHBIN MK 3TOM OakTepuu Hanbosee OIM30K K DYKapUOTHUYECKOMY:
UMEIoTCs 4eTKO BeIpakeHHbIE G1, S m G2 mepuoss! ( y MPOKapUOT CIOXKHO TIOKa ToBOpuTh 0 M (ase); Oomee
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TOro, B pe3yibTare JelieHUs o0pa3yroTcs

Replication

HCPABHOLICHHBIC KJICTKU (T.C. Ha6monaeTc;1 Chromosome segregation
HekoTopast jauddepeHupoBka) — oaHa U3 Motile Sessile Asymgéstlr?él Flagellun
JIOYEPHUX KJIETOK MMEET JKI'YTHK M armapat Re‘g{}i‘;}?gff,ﬁ‘gc , Replication Predivisional
XeMOTaKcHuca, a Jpyras HENOABUXKHA U Swarmer Stalked oo
ocTaeTcs TIPUKPENIEeHHOH K cybcTpaTy cell cell
(Puc. 10.7).

B moaBwkKHON KJIETKE peruIMKalus ':>
JHK wu [gemenue KICTKH ITOJHOCTBIO
3a0JI0KUPOBAHbI (T.€. MMEET MECTO YETKO
BeIpaxxeHHass G1 (asza KIeToyHOro IUKIIA,
KOTOpOii He Habmogaercs y  OBICTPO Stalk
PacTyIIux SHTEPOOAKTEPHIA). Yepes Cell cycle LGl | S ILG2 |
HEKOTOpOE BpeMs OakTepusi yTpadyuBacT Flageum! SLH(
CBOM €IMHCTBEHHBIA MOJIPHBIA KITYTHK (@ Development cjection  biogenesis | Flagellar biogenesis |
BMECTE C HUM M armapaT XeMOTaKCHca) U Ha
OTOM JKe TOIIOCe KICTKH (opMupyer Puc.10.7. Knerounsiii uuka Caulobacter crescentus

cTeOeneK, KOTOPhIM TPUKPEIUIieTCS K

cyocrpary.  Takoe  mopdomoruueckoe

W3MEHEeHHEe coBmaaaeT ¢ wuHuNuManuend permnukanuu JIHK (mauanom S ¢dassl). Bo Bpemsi 3Toit azbl
MpPUKpEIUICHHas K CcyOcTpary KIeTka YIIUHSeTCS W (OPMHPYET HOBBIM JKI'YTHK Ha TIONIOCE KIIETKH,
MPOTUBONONIOKHOM cTebenbKy. [lo 3aBepmienun perumkamuu JTHK xpoMocoMbl mepeMenaroTess K moiarcam
(dpaza G2), 3a yem ciemyer AeNeHUE KICTKH. TakuM o00pa3oMm, B KaXIOM IMKJIC JCICHHUS JBa THIA
Mopdororudecku u GU3NOIOTHIECKH PA3TUYHBIX TUIA KJIETOK CMEHSIOT APYT Apyra: MOJABUKHASL HECTIOCOOHAs
NENUTHCS KJIETKA M HETOJBIDKHAsS (TMPUKPEIUICHHAsI) CIIOCOOHAss K pocTy U AeneHuto. O4eBHIHO, YTO Takas
YyeTKasi CMEHa IOBEJCHMs KJIETOK JOJKHA CTPOrO0 KOHTPOJIMPOBATHCA, U HEKOTOpas HHQpopManus o0 3ToM
KOHTpPOJIE UMEETCS.

LleHTpaTbHBIM PETYISATOPOM KJIETOUYHOTO ITUKIIA siBisieTcs Oenok CtrA, nmpuHaiexKamui K yKe X0poIIo
HaM 3HAKOMOMY KJIacCy PETYJISITOPOB OTBETa. ITOT OEJIOK KOHTPOJIUPYET CHHTE3 KT'yTHKOB, METUIUPOBAHUE
JHK u ee perunkanuto, nenenue kinetku (Puc. 10.8).

Kontpons pemmkauun JIHK ocymectBigercs mnyrteM ee wmeTunupoBaHus. CtrA  akTUBUpYET
TpaHCKpHUIIKIO TeHa ccrM, kogupytomiero JJHK-mernnrpancdepasy, ku3HeHHO HeoOxoaumyro s pocta C.
crescentus. TpaHCKPUMIMS 3TOTO TE€HAa MPOUCXOIUT HUCKIIOUYUTENbHO B ¢aze (G2 KIETOYHOTO MHUKIA, a
nockosibky 0enok CcrM oudeHb OBICTPO Jerpaiupyercst mnporea3od Lon, TO M NPUCYTCTBYET B 3HAYMMBIX
KOJMYECTBAaX OH TOJBKO B IEPHOJ CBOEro akTUBHOIO cuHTe3a, T. €. B (aze G2. B pesynbTare BHOBB
PEIUTMIUPOBAHHBIE XPOMOCOMBI HAXOJATCA B TMOJYMETUIMPOBAHHOM COCTOSIHUM 3HAYMTENIbHYIO YacTb
KJIETOYHOTO T1MKIa ((paKTHUeCKH BCHO S

¢a3zy). A TOCKONbKY JUIS HHUIUALNN (5 ﬁ> %Vb%

permmkanmun  JIHK  gomxna  ObITh B Div .=:>-.4>.
MOJIHOCTPIO METWJIMPOBAHHOM COCTOSIHUM,
i HK v C 2 =>|0w)
HOBBIA payHI pEIUIMKAIuU y C
crescentus, B otianune oT E. coli, He MOXKeET m / CtrA~P

trA
Ha4dyaTbCl, IIOKa HEC 3aBCPIIUTCHA @ I ﬁ ©

TPEbITY LIHH.
CtrA taxke obecrieunBacT BpeMEHHOM %? %

KOHTPOJIb 3a dKCIpeccuelt FeHoB V. Vo IS - V i

KJIeTOUyHOro JeneHus. C OIHON CTOPOHBI, Cori

CtrA pemnpeccupyeT TpaHCKPHUIIIUIO fisZ B

MOJBWKHBIX KJETKaXx, a C Jpyrod -—

aKTUBUPYET TpaHCKpuniuio fisOA onepona Puc.10.8. OcHOBHBIE peryaTOpbl KJICTOYHOI0 UKJIA

B KJIETKaX IepeJ]l caMbIM JieneHueM. Takum Caulobacter crescentus

obpazom CtrA obecrnieunBaeT
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MOCJIeIOBATEIbHYIO0 TPAHCKPUIIIIMIO CHauana fisZ, a 3ateM fisQA. Takas mociaeaoBaTebHOCTh IKCIPECCUU
COOTBETCTBYET MpPEIOoJiaraeMoMy TMOPSAKY COOPKH MAIIUHBI KJIETOYHOTO JIEJeHHs (IUBUCOMBI) B ILIEHTpPE
JIETISAIIENUCS KIIETKHU.

Ho wnaubonee BakHBIM, MOXalyil, B IUIaHE KOHTPOJS KIETOYHOTO IIMKIA, SBISIETCS HEraTUBHAS
perymsimust npu nomomu  CtrA  cuiapbHOro mpomMotopa Peoi, pacrolioKeHHOTO BHYTPH TOYKH Hadala
perukanuu XxpoMocombl (Coril). AKTHBHOCTh 3TOTO MPOMOTOpa aOCONIOTHO HEOOXOauMa I WHUIIUAINH
perumukanuu JJHK. Munumanensiii Cori conepxut 5 CtrA-6okcoB (caiiToB cBsizbiBaHus CtrA), 1Ba U3 KOTOPBIX
MEePEKPBIBAIOTCS C 007aCThI0 Pcori. KakuM-To o6pazom CtrA OnokupyeT TpaHCKPHUMIUIO ¢ MPoMoTopa Pcoi, a
3HAYUT, U PEIUTUKALUI0 XPOMOCOMBI, BO BCEX KIIETKaX 3a MCKIFOUEHUEM TOJBKO YTO COPOCHBIIUX JKTYTHK U
3aKpeMUBIIUXCS Ha cyOcTpare (T.e. pempeccusi He cpabaThiBaeT Kak pa3 B TeX KIETKaX, B KOTOPBIX U
HaunHaercsa perukanus JJHK).

B03MOXXHOCTh MCIOJIB30BaTh BCETO OAMH PETYJSTOPHBIN OEJOK JJISi PETrYJSLUU COBEPIICHHO Pa3HbBIX
GyHKIMH HA TOPOTSDKEHWHM  KIETOYHOTO I[MKIA JOCTUTAeTCs 3a CYeT CTPOroro BpPEMEHHOTO H
MIPOCTPAHCTBEHHOTO KOHTPOJS akTUBHOCTH CtrA. Kak m OOJNBIMUHCTBO JAPYTUX PErysisaTopoB oTBeTa, CtrA
aKTUBEH TOJIbKO B (pochopuanpoBaHHOM COCTOSIHUU. HO B TaKOM COCTOSIHMM 3TOT O€JIOK MPUCYTCTBYET TOIBKO
B TIOJIBIDKHBIX KJIETKaX M HEMOCPEACTBEHHO mepen nenenneM (B G2 daze). DTo HOCTHraeTcs myTeM YaCTHIHO
MEePEeKPHIBAIOIIUXCSA MEXaHU3MOB, KOHTponupyromux CtrA Ha ypoBHE OJKCIPECCHH, CTAOWIBHOCTH U

¢bochopunrpoBanus.
Tpauckpunys ctr4 TPOUCXOAUT TOJIBKO Mepell ACICHHEM, IT0CIe HHUIHAIMH PEIUTUKAIUH XPOMOCOMBI.
TpaHCKpUMIKS MPOMCXOOUT C JABYX MNPOMOTOPOB — ciaboro Pj;, aKkTHBHOrO TOIBKO B PaHHHX

"MpeMBU3MOHHBIX" KJIETKaX M CuibHOro P,, BKitouatomierocst mozxe. CtrA perynaupyer oba mpomoTtopa,
MpUYeM TEPBBIA pENpeccCHpyeT, a BTOPOM aKkTUBHpYyeT. TakuM oOpa3oMm, MO Mepe HAKOIICHUSI
dbochopmmmpoBanroro CtrA B paHHEW NpeauBU3MOHHOW KieTke P; orkmowaercs, a P, , Haobopor,
aKTUBUPYETCS, YTO AAaeT BHICOKYIO KOHIeHTpanuio CtrA k koHIy S ¢a3sl. Takoi mpocToit aBTOpETryIsaTOPHBIMA
MEXaHU3M CO37]aeT OCHOBY Ul OOecledeHusl HYKHbIX KoHUeHTpamuii CtrA B cooTBeTcTByIomiee Bpems. OT
MOCJIEIOBATEIHOTO HW3MEHEHMsI KOHLeHTpauuid CtrA 3aBHCHT, B CBOKO O4YEpEelb, IOCIEAOBATEIBHOCTh
HKCHPECCHH KOHTPOJIMPYEMBIX 3THM PErysiTopoM reHoB. Tak, apdunnocts CtrA K KI'yTHKOBOMY IPOMOTOPY
fliQ B 20 pa3 BeImIe, 4eM K TpoMoTopy ccrM, modtomy fliQ, Tak ke Kak W Apyrue 3aBucsamue ot CtrA
KTYTUKOBBIE TPOMOTOPBI, TPAHCKPUOMPYETCS B paHHEW NPEIWBU3MOHHON KieTKe, a ccrM aKTHBHPYETCS
3HAYUTENLHO TI03XKeE, Koraa KoHleHTpamus CtrA Bo3pacraer.

s Toro, 4yToOBl "mEepe3anyCcTUTh TaiiMep' B HOBOM KJIETOUYHOM IIHMKJIE, JOCTATOYHO MPOCTO BOBPEMS
yaamuth CtrA w3 kxnetku. M Takoe ynaneHue AeHCTBUTENBbHO uMeeT MecTo — CtrA MpOTEOTUTHYECKU
Jerpagupyercsi B MO3JHEH MPEAUBU3MOHHOM KIETKE M BO BpEMS NPHUKPEIUVICHUS MOJBM)KHOW KIETKH K
cyocrpary. Ynanenue aktuBHOro CtrA 10 TOro, Kak KieTKa BCTYHNHT B S-(azy, BaXHO HE TOJBKO JUIS
aproperyysinuu CtrA, HO W Uil akKTUBAMU TTpomMoTopa Pcoi M mHMIManuu perummkanuu. Jlerpamamus CtrA
npoucxonut noj aevicteueM AT®d-3aBucumoii npoteassl ClpXP. Ilpuuem, B oiinune ot E. coli, ”HAKTUBAUS
atoil mporeassl y Caulobacter sBnsieTcs neTanbHOM — KIeTKa OKasbiBaeTcs "apectoBanHoi" B (aze Gl
KJIeTouHOTOo nukiia. OaHaKo KakuM 00pa3oM "BKIrOYaeTcs" U "BBIKIIOYAETCA" MPOTEOIH3 — IOKa HESICHO.

AxTtuBHOCTh CtrA perynupyercs cpasy 4Yepe3 HeCKoJbko myTer dochoprimmpoBanus. Kak m3BecTHO,
peryisaTopsl OTBeTa (K YHUCIY KaKOBBIX MpuHamIexuT U CtrA) aktuBupyroTcs myteM QochopunupoBaHus
CEHCOpPHBIMU THUCTUAMHKMHA3aMU B OTBET Ha CHUTHajbl BHEIIHEH cpeabl. BHOBb cuHTe3upoBaHHbIN CtrA
HeMeJUIeHHO ¢ochopunupyercsi, ¥ Kak MUHUMYM Tpu ructuauakuHassl (Div], DivL u CckA) moryt
y4acTBOBaTh B ATOM Iporiecce. K coxxaneHuto, curHaibl, Ha KOTOpPbIE pearupyroT 3THU KUHa3bl, HEM3BECTHBHI.
OpHako M3BECTHO, 4TO ABe M3 3TuX kuHa3, Div] u CckA, mokanu3yroTcs B pa3NUYHBIX YacTAX KIETKH, UTO
CBHUJICTEIILCTBYET B IOJIb3Y Y4acThsi MPOCTPAHCTBEHHOH uHpopMmaiuu B KoHTposne aktuBamuu CtrA. Tak,
CckA, Tunuynas MmemOpaHHasi CEHCOpHasi KMHAa3a, pacipe/elieHa paBHOMEPHO Ha MPOTSHKEHUHU OOJIbIIeH YacTH
KJIETOYHOro nukiaa. OqHako B paHHed npeanBU3nOHHON kineTke CckA KOHIIGHTpHUPYETCs Ha IMOJIOCE KIIETKH,
MIPOTUBOIOJIOKHOM CTeOEIbKY M OCTaeTcs TaMm A0 MoMeHTa jeneHus. [lonspHas nokanuzanus aOCONIOTHO
HeoOXoauMa Juis  TposBiIeHHS KuHa3HOM akTuBHOCTH CckA u  ¢ochopunmupoBanus CtrA. Divl
KOHIIEHTPUPYETCS HA MPOTUBOIOJIOKHOM (CTEOSITBKOBOM) TOJIFOCE BO BpeMs repexoaa ot G1 x S daze. Takum
o0pa3oM, OYEBUAHO, YTO aKTHUBHOCTh CtrA KOHTpoJIMpyeTcs, MO KpalHEell Mepe YacTUYHO, Pa3IHnYHOU
MPUPOION TPOTHUBOIMOIOKHBIX MOTOCOB KIETKU. Kaxnaplii BHOBb COPMHUPOBAHHBIA INPH JAEICHUH IOIIOC
KJIETKU CHayvaja "KI'yTUKOBBIH'", a 3aTeM ctaHoBHUTCA ""cTeOenpkoBeIM". [lomroca gpakTuuecku "Mapkupyrorcsa" B
MpoLecce pa3BUTHS PAa3IMYHBIMU KMHA3aMH, OT aKTUBHOCTHU KOTOPBIX, B CBOIO OUY€pEllb, 3aBUCUT aKTHUBHOCTh
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Current Opinion in Genetics & Development 1998, 8:386-391 (less detail but better text overall)

3. J. Lutkenhaus. The regulation of bacterial cell division: a time and place for it. Current Opinion in
Microbiology 1998, 1:210-215

4.J. A. Hoch. Initiation of bacterial development. Current Opinion in Microbiology 1998, 1:170-174

11. Cnopynsauus y Bacillus subtilis.

Iponiece cnopyssituu y B. subtilis TPOXOAUT YEPe3 CEPUI0 YETKO BBIPAXKCHHBIX MOP(OIOrHYSCKUX
CTaAuil, U €ro pe3yJbTaTOM SBJIIETCS IPEBpPALICHUE PACTYLIEH KIETKH B ABYXKAaMEPHBIM CIIOPAHTHH, B
KoTopoM u (opmupyercs cropa. M3BectHo Oosee 125 reHoB, y4acTBYIOHMIMX B 3TOM mporecce. Mx
TPAHCKPUIILKS KOHTPOJIUPYETCS BO BpeMEHM U mpocTpaHcTBe 4eThipbMsa JIHK-cBs3piBaromummMu Oenkamu u
MATHIO CUrMa (pakTopaMu, a CHTHAJ IS 3aIlyCKa BCEro Mpolecca MoCTymaeT OT CCHCOPHBIX CHCTEM U MyTeM
neperoca (hochaTHON TPYIIBI MO CIOXKHOW (POchHOTPAHCISAIIMOHHON CETH OKAa3bIBACTCS HA OJHOM KITFOUEBOM
peryJsiTope OTBeTa, KOTOPBIN M 3aIyCKaeT KaCKaJIHYI0 AKCIPECCHIO IPOMO3IKOTO amapara ClopyJIsiiuu.

Mopdgonozus cnopyrnayuu

[TocnenoBarenbHbIe MOP(OIIOTHYECKHUE CTATUH CIIOPYJISIINH MTOKa3aHbl Ha pucyHke 11.1.

Hauano cnopynsauuu o6HapykuBaeTcs o (POpMUPOBAHMIO T. H. aKCHAJILHOTO (PUIIaMEHTa, B KOTOPOM 1B
XPOMOCOMBI TIOCJIE MTOCIEAHETO payHJa PEIUIMKALUN BBITATMBAIOTCS BJIOJIb AJIMHHONW OCH KJIETKH. 3aTEM BO3JIE
OJIHOTO M3 MOJIIOCOB KJIETKU (OPMHUPYETCS MEPEropojka (Cenra), 4To pasJeisieT pa3BUBAIOIIUNICS CIIOPAHTHM
Ha JBa KOMIApTMEHTAa, MAaTEpUHCKYIO KJIEeTKy (Oonbiunii) um mpecrnopy. Kaxnaelii M3 3TMX KOMIOApTMEHTOB
MoJIy4aeT 1O KONMM XpoMocoMbl. Ha mnocnenyrommx cragusx CHOPYJSIIUM Ipecropa 0OBOJIaKUBAETCS
MaTepUHCKON KJIETKOM M B KOHIIE KOHILIOB OKa3bIBA€TCS MOJHOCTHIO BHYTPH €€ (B CBSI3M C YEM U HA3bIBAETCS
SHO0CTIOPO).

Ha MOCJEAYIOIIUX CTaguAX
mpecopa  co3peBaeT B pe3yJbTaTe P IS [P
CJIO’KHBIX OMOCHHTETHYECKUX U — [V llor
MOP(OTEHHBIX MPOLECCOB, MPOTEKAIOIINX ML W 1
B o0oux kKommapTMeHTax. Yepe3 6-8 : f
4acoB CO3pEBaHME 3aKaHUYMBAETCs, M : :
3penasi  crmopa OCBOOOXKIACTCS IMYTEM |l ~n 5 o 4 o
au3uca MaTEepUHCKOMN KJIETKH.
[TocnenoBarenbHOCTh  MOP(HOIOTHYECKUX f
COOBITMHM  pa3gensercs Ha  CTajuH,
KOTOpble  0003HAYalOTCs  PUMCKUMH
nudpamu 0-VII. Ctagust 0 cooTBETCTBYET
KJIETKaM, €II€ HEe CTaBIIMM Ha IyTh

I [0 (\ﬁl

cnopyyisinuu, craaud | - HavyaBmMM =
CHOPYIIALHIO u c(hopMHPOBABILIUM 5 /
akcuanbHbll ¢Quinament, craguu 11 u III ——|—,—.\
COOTBETCTBYIOT CIIOPAHTHSIM Ha CTagusX UL " (@%DA

[0} . T |
MOJIAPHOTO JIENIEHUs W OOBOJIAKMBAHUS .
IIPECTIOPBl MAaTEPUHCKOM KJIETKOM U T.I.
[oxoxasi cXeMa HCIIONB3YeTCs IS Puc.11.1. Craguu cnopyasiuum Bacillus subtilis

0003HaUYeHWsI TE€HOB W  OIEPOHOB,
HEOOXOAUMBIX sl cropyisinud. Tak,
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MyTaluu B reHax spol u spolll octanaBnuparoT cnopyisauuto Ha ctaausx 0 u Il coorBercTBeHHO. JlaTHHCKHE
OyKBBI pa3IU4aroT T'eHbl OJHON CTAUM MEXIy co0oi (Hamp., spo0A u spo0B). B onepoHax JONOJHUTENIbHbIE
JATUHCKHE OYKBBI HUCIOJIB3YIOTCA JUIsI TOTO, YTOOBI pa3jiuvaTh YJICHOB OIMEPOHOB MEXKIy co0oi (Hamp.,
spollAA, spollAB u spollAC).

Kak npunumaemcs pewenue o Havane cnopynayuu?

bakTtepun OCTaTOYHO CIOKHO IPHUHATH PEIICHUE O HAyajle CIOPYJIALUH, IOCKOJIBKY 3TOT IPOLECC,
OyIyuu 3aIlylIeHHBIM, YK€ HeoOpaTHM. A TIOCKOJBKY 3TO pPEIIeHHEe KOPEHHBIM 00pa30oM MEHSET MEeTa0oInu3M
KJICTKH, OIIMOKAa MOKET MMETh JUIsl Hee MedalbHble MociaeAcTBUA. 110aTOMy Ui MPUHATHS 3TOrO pEIIeHUs
OakTepHst JOJDKHA TNPOAHAIM3MPOBATH MHOXKECTBO CHUTHAJIOB OT BHEIIHEH Cpeabl OT BHYTPUKIETOYHBIX
MeTa0OJMIECKUX CHUCTEM, OT KJIETOYHOTrO IUKiIa. CUTHAIBI MOTYT MPOUCXOIUTh OT HEXBATKH MHUTATEIBHBIX
BellecTB, miuoTHocTH mnomynsuuu, cuute3a JIHK, mospexaenmii JIHK, nmkna Kpebca. Bce 3Tu curnansl
UHTETPUPYIOTCS HAa ypPOBHE OJHOTO peryistopHoro 6enka (Spo0A). Curnansl nepenatorcs Ha SpoOA B Buae
ero QocdopunupoBanus yepe3 1enb nepeHocynkoB (ocdara. Spo0A mpuHAUIEKHUT K KIacCy pEryssTopoB
OTBETa U3 CEMEICTBA ABYXKOMIIOHEHTHBIX PETYJIATOPHBIX CUCTEM, KOTOPBIE BaM YK€ XOpOIIOo 3HaKoMbl. W Toii
nHpoOpMalKU, KTOTPOH BbI yke oOlajgaere, HaBEpPHOE, JOCTAaTOYHO, YTPOOBI CAENaTh BBIBOJ O TOM, YTO B
JAHHOM ClTydae CJI0XKHO OyJeT OOOHTHCH MPOCTON JBYKOMIIOHEHTHOM CHUCTeMOM. M nelcTBUTENbHO, OCHOBY
PEryJIATOPHOM CUCTEMBI CHOPYJISIIMU COCTaBISIET CIIOXHAsl pa3BeTBICHHAas (pocoTpaHCISILMOHHAs ceTh. B
Ka4yecTBE MCTOYHMKA CHUTHAJAa MOTYT BBICTYNATh HECKOJBKO CEHCOPHBIX OCNKOB (TMCTHIMHKUHA3), CUTHAI OT
KoTopbIX ((ocdar) mocTymaeTr Ha KIIOUEBOW PETYIATOP Yepe3 HECKOJIBKO IMEePEHOCUYMKOB. Takas CiIoXHas
CHUCTEMA CO3/1a€T MHOT'O TOYEK, B KOTOPBIX MOKHO OCYIIECTBIATh KOHTPOJIb IIEPENAYN CUTHAJIA, YTO IO3BOJISAET
TECHO KOOPIAMHHPOBaTbH MHOTME KJIETOYHble cOObITHA. [loaToMy npakTHuecku Kaxkaas CTaiusl Iepenayvu
curHaa no ¢pochoTpaHCIAUOHHON CETH B TOH MM MHOM CTENEHU MOABEPIKEHA PEryJIsILUu.

@ocdar B curHaibHYIO (OchHOTPaHCIAIMOHHYIO CHCTEMY IIOCTyIaeT OT JBYX CEHCOPHBIX KHHa3,
uurorazMarudeckoir KinA u memOpannoit KinB, a B kauectBe momydareneit atoro gocdara BeICTynaroT 1Ba
PO. Ilepssiit u3 HUX, SpoOF HemocpeacTBeHHHO (ochopurpyercss KWHa3aMH, TorAa Kak (ocdar Ha BTOpOi
PO, SpoOA, momamaer ot SpoOF uyepe3 mnepenocunk SpoOB. SpoOA~®D sBigeTcs TpaHCKPUMNIIMOHHBIM
(akTOpOM M BBICTYMAET B POJM perpeccopa JU00 aKTUBATOPa MO OTHOIICHUIO K T€M I'eHaM, YbH (DYHKIIUH
ABIIAIOTCA KPUTUYECKUMHU TIPH NEPEKIIOYCHAN KIIETKH ¢ BETETaTUBHOIO POCTa Ha cropyJrannio. OUH U3 TaKUX
TeHOB KoAMpyeT penpeccop AbrB, KOTopelii mpemoTBpaliaeT 3KCHPECCHIO psa TeHOB, HEOOXOIUMBIX MPHU
NepeKIoueHnn Ha crnopyssnuto. Hakorienne SpoOA~® B kieTke cHUkaeT ypoBeHb AbrB u axtuBupyer
panHue reHbl cnopyisinuu. Kpome toro, SpoOA~@ sBIsSeTCS HENOCPEACTBEHHBIM aKTUBAaTOPOM TI'€HOB U
OTIepOHOB, TakuX Kak spollA u spollG, kogupyromux curma (pakTopsl G' U G, OTBETCTBEHHBIC 32 JIOKAJIBHY IO
IKCIIPECCHUIO TCHOB
CHOpYJIALUN
COOTBETCTBEHHO B
IIpeCTIope U MaTEPUHCKOMN
KJIETKE.

IlepBblii YPOBEHb

Pep3: RapA (A )
P P \ ADP

inactive inA~ inacti
KOHTPOJISI ( ) }(mA P (inactive)
Export
OCYIIECTBIISIETCS, /_\
€CTECTBEHHO, Ha YPOBHE P'Jrs""OF}_Sp"OF”P SpoOF
I R e

kuHa3. K coxanenwuro, PhrA  RapA T RapB
3¢ EKTOPHBIE MOJIEKYIbI, ComA Spo0B SpoOB-P
aKTUBUPYIOIINE 3TH SpoOE
KUHA3bI, MoKa HE
U3BECTHBI, OJTHAKO OIMHCAH Pi + Spo0A <——Spo0A~P Spo0A
UHTHOUTOP KMHAa3HOU B

. Transcription activation
akTuBHOCTH Oenka KinA. and repression
AKTHBHOCTH 3TOTO Soorcta

. orulation
WHTHOHTOPA, Kipl, P
KOHTPOJMPYETCSl  aHTH-
unaruoutopom KipA, reH Puc.11.1. KonTpoub nuHULUANMHU ciopyasasunu y Bacillus subtilis

KOTOpOTO HAaXOJHUTCS B
onHoM omnepone c¢ kipl.
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DTOT OINEpOH pearupyer Ha JOCTYHMHOCTHh TIIFOKO3BI W (PUKCHPOBAHHOTO a30Ta, YTO IO3BOJISIET 3aITyCKaTh
MIPOLIECC CIIOPYJIISIUU MPHU TOJIOJAHUH 110 3TUM KOMIIOHEHTaM MTUTaHHUSL.

Crnenyromuii  ypoBEeHb KOHTPOJISI OCYIIECTBISIIOT acnaptmi-pocdar ¢ocdaraspl, KOTOpbIE YAAISIOT
¢dochar ¢ momekyn PO dochorpancnsaumonHoit nenu. IlepBoit Obuta oOHapyxkeHa ¢ocdaraza SpoOE,
neiicTByromas HerocpeacTBeHHO Ha Spo0A~®D. K coxaneHuio, 10 CHX MOp OY€Hb Majio MHPOPMALIUU O TOM,
KaK peryJMpyeTcsi akKTUBHOCTh uiau cuHTe3 camoii SpoOE. Heckompko Oombmie m3BecTHO O (ocdarazax,
JecTByIOIMX Ha Oojiee paHHUX dTamax curHanbHoro mytu. docdarazsr RapA u RapB neiictByior Ha
SpoOF~®. A mockonbky Bce peakuuu 1o myTd OT SpoOF~® x Spo0A~D sBustorcs oOpaTUMBIMH,
nedochopuuposanne SpoOF Benet k ObicTpomy aedochopunupoBanuto u SpoOA.

RapA u RapB perynupyrorcs Ha ypoBHE TPaHCKPHUMIMH (PU3MOJIOTUYECKUMH IMPOIECCAaMHU, KOTOPHIC
COCTaBISIIOT IbTEPHATHBY CHOPYIALMU. RapA HaxoguTcs TMOJ KOHTPOJEM CUTHAJIBHON CHCTEMBI
ComP/ComA, OTBETCTBEHHOW 3a WHIYKIHUIO COCTOSHUAS KOMIIETEHTHOCTH K morjiomieHnio JHK
(pusnonornueckoe COCTOSHUE, HECOBMECTHMMOE cO cropyisinueit). A RapB uHaynupyercs ycloBUsIMH,
CHOCOOCTBYIOLIMMHU BEr€TaTUBHOMY POCTY KJIETKM, YTO TMO3BOJSET NMPU HHULIMALMK JACICHUS WU JAPYTUX
KJIETOYHBIX MPOLIECCOB, HECOBMECTUMBIX CO CIIOPYJISIMEH, MPeIoTBpalliaTh 3TO MEpeKIoueHne MeTabonn3ma
nyTeM crenupuieckoro nepochopunpoBaHus 0JHOTO KOMIIOHEHTa (POchOTPaHCIAIIMOHHOH LIeTH.

Eme omHa cTyneHb KOHTPOJIS — PETYIISIUs peryaaTopoB Spo0A (KOTOPBIN TOXKE SBISETCS PETYJISITOPOM).
31ech OTHUM U3 PETYISATOPOB SBISIETCS CHCTEMa KOHTPOJIS IUIOTHOCTH OaKTepHabHON MOIYJISLIUH, 3aBUCALIAs
OT menTUAHOro (epoMOHa — MPOayKTa reHa phrA. I'eH 3TOT HaxoIWuTCsS B OJHOM omepoHe ¢ RapA, a ero
MPOIYKTOM siBIIsieTcsl HeOombIon (Bcero u3 44 AK) 6enok. Ha amuHO-kOHIIE Oenka pacrmojaraercs TUIIHYHAs
CUTHAJIbHAs IOCJIEIOBATEIbHOCTh, U OENOK NEHCTBUTENBLHO CEKPETHPYETCS U3 KIETKU M0 SeCA-3aBUCUMOMY
nyTH. [locie oTpe3anusi curHalbHOTO MenTuaa ot Oenka ocraercs Bcero 19 AK. Okazanock, 4To 3TOT MENTHU],
a TOYHee, TOJBKO TATh KapOokcu-koHIEeBbIX AK, mHrHOupyer ¢ocdaraznyro akruBHocTh RapA. s storo
MHTHOWPOBaHUA HEOOXOAMMa aKTHUBHAs CHCTEMa TPAHCIOPTAa OJUTOMENTHAOB B KIETKYy Opp, KOMIIOHEHTHI
KOTOpO# U oTpe3atoT HeoOxomumble 5 AK ¢ kapOokcu-konna 19AK nentuaa u TpaHCIOPTUPYIOT UX B KIIETKY.
Takass n0ocTaToO4HO TPOMO3JKas CUCTEMa MOJKET BBINOJHATH HECKOJIBKO (YHKIMI. Bo-mepBbIX, CUHTES,
cekperust 1 peumnopt PhrA mentuga TpeGyer BpeMeHH, MOITOMY 3Ta CHUCTEMA 33/I€P’KUBACT CIOPYJIAIHIO,
KOIJla Bce ISl Hee YK€ roToBo. Bo-BTOpBIX, BCA 3Ta CHUCTEMa OYEHb HAMIOMUHAET CHOCO0 MEKKIETOYHBIX
KOMMYHUKAIIUI TpU MMOMOIIM HU3KOMOJIEKYJIPHBIX MOJEKyI-(pepoMonoB. [ToaTomy erie oaHO BO3MOMXKHOM
¢byskmmerr PhrA MokeT OBITH NETEKIHs IUIOTHOCTH OaKTepHaTbHOW MOMYJISIMH, BO BCSIKOM Ciydae, INpH
BBICOKOH TUIOTHOCTH 3aJepKKa OyJeT SIBHO MEHBIIIE.

Ponv akmusamopos mpanckpunyuu Ha pasHelx cmaousx cnopyiayuu
byyun AKTUBUPOBAHHBIM IIyTEM

F

o
dhochopunupoBanus, SpoOA HHIYIUPYET @)

TPAaHCKPHUIIIMIO KaK MHHUMYM CEMH  T€HOB, (ADP)

YIPaBIAOIMX BCTyIUIGCHHEM OAaKTepUHM Ha IIyTh IABec” IIAB-lIAA

CHOpPYJIALIMU U IIPEBPALICHUEM BETE€TATUBHON KIIETKU (ATP) IAA
B JIBYXKOMIIATPMEHTHBIM cropanruii. SpoOA~P
aKTUBUPYET  TPAHCKPHIILHUIO,  CBS3BIBAACH  C
MIPOMOTOPaMH COOTBETCTBYIOIINX I'€HOB M OIEPOHOB,
koHTakThpysd ¢ PHK-nmonumepasoi, umeromen B IAA-P
CBOEM COCTAaBE OCHOBHOH cHrMa (aKkTop G Him '
AIbTePHATHBHBIN o' o' obecrnieunBaeT (b)
TPAHCKPMIILMIO HEU3BECTHOIO IOKa TreHa (WiH
T€HOB), KOHTPOJMPYIOLIETro NOJSPHOE JACTICHUE. L |
[locne pa3geneHus KIETKM HAa JBE YacTH B 11ABecF l of
KaOXJI0M U3  00pa3oBaBIIMXCS  KOMIIAPTMEHTOB ]
MPOHUCXOUT aKTHBALH KOMITapTMEHT- ITAA-P —| [TABeIIAA
crenuduueckoro curma-hakTopa - G' B Hpecrope u IE L4
" B MaTepMHCKOH KIeTKe. G CHHTE3HMpyeTcs
3aJ0Jr0 10 MOJIAPHOIO [EJIeHUs, U TO, YTO €ro
aKTUBHOCTb IMPOSBISIETCS TOJBKO B IPECIIOPOBOM Puc.11.2. AkTuBanus 6¥ B npecnope

KOMIIAPTMEHTE,  ONpENEISIeTCS  peryjisinMed  Ha

ofF
1IAB I1E
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YPOBHE aKTUBHOCTH Oenka. OTa peryJsmus

ocymiectBisiercss Tpemst  Oenkamu, SpollE, || a
SpollAB u SpollAA. Kak u o', stu Genku = | peoF
CHUHTE3UPYIOTCS B MCXOJHOM KIIETKE eIlle A0 €€ sponGa[l] of
nosispHoro aeneHus. SpollAB sBnsercs aHTu- o
curMa (paKTOpOM, KOTOpbIi CBSI3BIBACTCA C G 1
UHTUOMPYET TPAHCKPUILMIO C €ro Yy4acTHEM.

SpollAA - anTH-aHTH curma (akTop, KOTOPBIH
MIPOTHBOJICUCTBYET abdexty SpollAB, ||b
CBA3BIBA’ACH C KOMIUIEKCOM SpoIIAB'csF 5 BofA pro-oK
BBI3BIBAS OCBOOOJXK/ICHHE AKTHBHOTO G' . SpollAB SpoIVFB| | « )_
ABJIACTCA TAKXKe KHHA30H, (ochopuampyromiei SPOLYEA- = a
SpollAA, mnpenoTBpamias €ro CBsA3bIBAHHE C
co0oil. Takum oOpa3om, 10 00pa30BaHUsS CEMNTHI
G HaxoauTcsa B koMiuiekce ¢ SpollAB, To ecth
SBJIAETCS WHAKTUBUPOBAaHHBIM, a SpollAA
dbochopwmpoBaH W TOITOMY HE  MOXKET
ocBo6oxuTs G . ITocme 0OpasoBaHHMs MEPEropoiKM B JCHCTBHE BCTymaeT emie omuH depment, SpollE,
spisroIuiics  gocdarazoi, cnemuduueckn  naedochopmwmpyromeir  SpollAA~P.  SpollE  sBisercs
WHTETPAIbHBIM MEMOpaHHBIM OEJNKOM, JOKATU30BAaHHBIM B IEPETOPOAKE MEXIY ABYMS KOMIIAPTMEHTaMHU.
benok nmpuOIM3UTENHLHO OAMHAKOBO SKCIIOHUPYETCS B 00€ CTOPOHBI OT MEPEropojKH, B CBSI3U C YeM MOXKHO
oxunarb, 4ro nedochopmwmpoBanue SpollAA~P Oynmer uarm C OAMHAKOBOM CKOPOCTBIO B 00OMX
KomrnapTMeHTax. Ho mockonbKy o00BeM mpecropel B 5-7 pa3 MeHblIe 00beMa MaTEpUHCKON KIIETKH,
KOoHIIeHTpanus aedochopunupoanHoro SpollAA B nmpecrope Oy1eT B HECKOJIBKO pa3 BHIIIE, CIEIOBATEILHO, B
3TOM KOMIApTMEHTe G' OyeT akTHBHpOBaH panbire (Puc. 11.2).

Bckope T0CiIe aKTHBALMHE G' B MPECHIOPOBOM KOMITAPTMEHTE IPOMCXOANT AKTHBALMS APYTOrO CHIMa-
daxTopa, ¢ , HO Temeph yxe B MarepuHCKoil kieTke (Puc. 11.3a). Tak %e, Kak U G', G° HPHCYTCTBYeT B
000MX KOMIApTMEHTaX CIOpaHrus. OJTOT cuUrMa-pakTop HEOOBIYEeH TeM, 4YTO CHUHTe3upyercs B (opme
HEAKTHBHOTO TIPE/IIIECTBEHHIKA, IIpe-G' . CHHTE3 IIpe-G'~ HAYMHACTCA 10 TOIAPHOTO ACICHHS Ty TeM MHIyKIHH

Puc.11.3. AktuBanus ¢* u c* B MAaTEePUHCKOI KJIeTKe

TPaHCKPUIIIUU orepoHa spollG yke 3HAaKOMBIM BaM aKTHBATOPOM [O'A oH SpoOA]
tpanckpumnuu SpoO0A~P. CobcTBeHHO npe-GE KOJIUPYETCsl BTOPBIM / l \
reHoM orepoHa, spollGB, a nepBolil reH, spollGA , HeobxoauM is
IIPOLIECCHHTA TIPe-G' B 3peibiii 6etok. IIPOayKT elme OIHOro reHa, polar-division
spollR, HeoOXxoauMm Il TPOIECCHHTA npe-GE, U TPaHCKPUIILHUSA motree: SpollE A
3TOr0 TeHa 3aBUCHT OT G' . TakuM 0Opa3oM, MOSBICHHE G B \ G‘F
MaTEpUHCKOW  KJIETKE NPUBSI3aHO K OTACJIEHUIO IPECHOpPHI . R/
T1EPEropOKOif, OCKONbKY TPAHCKPHIIINS 3aBHCHMBIX OT G' T'CHOB ‘GP‘-S'PO‘
MOPOUCXOAUT TOJNBKO B MPECIOpoBOM KommapTMeHrte. (SpollR | gp0!
JOKEH AaKTHBHPOBATH G M B Mpecmope, HO 34eCh G 110 oE
HEU3BECTHOI MPUYHHE OYEHb OBICTPO AETPaIUPYET.) Spo;

Yo ke KOHTPOJHPYIOT 1Ba HOBBIX cHrMa-(akropa? B c" 714
pEryJIon BXOZIAT TE€HBI, paspymIaOmIie IEITHIOTIIMKAH CEITHI, \gG
OTIENSIONIC Tpecrnopy OT MAaTepUHCKON KIETKH, a TeHBI, —
KOHTPOJIMpPYEMbIe G', OTBEYAIOT 3a OOBONAKHBAHME MPECIIOPHI .S?ONB Q
MaTepUHCKOM KieTko. K MOMEHTYy OKOHYaHUsA MOTJIOIMICHUS Spow?

o o Y
Ipecrnopbl MaTEpUHCKOM KJICTKOM B IpECcIope Ha4YMHACTCA O'K/
TPAHCKPUIILUSI HOBOTO TeHa, spolllG, KOOUPYIOIIEro elie OJUH
curma-akrop, c°. Dror curma-(akTop akKTUBHPYET TPAHCKPUIIIUIO Q

MO3HUX T€HOB MIPECIIOPHI, HEOOXOAUMBIX UIS 3aBEpPILICHUS Mpoliecca
cnopyisiuuu. [IpoMOTOp, € KOTOPOro CUMUTHIBAETCA oY, omosnaercs
PAHHHUM TIPECTIOPOBBIM CHIMa-(aKTOpPOM G', HO IS €ro aKTHBALMK
HEOOXOIMM HEM3BECTHEIH MOKa (DAaKTOp, TPAHCKPHOMPYEMbIi ¢ G
MIPOMOTOPA MAaTEPUHCKOU KJIETKHU.

Puc.11.4. IlocaexoBaresibHAS
AKTHBALMS CUTMA-(PaKTOPOB NP
CHOPYJIALUHA

- 65 -




(SpoVT u camble o3HIE IPECTIOPOBHIE TE€HBI)

IKCIpeccHs MO3AHUX TEHOB B MATEPHHCKOM KIETKE HAXOXUTCS MO KOHTPOJIeM curma-(akropa ' (Puc.
11.3b). Kak u panHmii curma-(pakTop MATEPUHCKOH KIETKH, G, G CHHTE3MpYEeTCS B BHJC HEAKTHBHOIO
NpEe/IIECTBEHHIKA Mpe-G', KOTOpBIf IpeBpamaeTcsi B AaKTUBHYIO (OPMY MOCHE MPOTEOTHTHUCCKOTO
OTHICIUIEHUS aMUHO-KOHIIEBON mocnenoBaTenbHocTu M3 20 AK ocratkoB. [IpoTeonutuyeckoe paciieryieHue
pe-G" OCYIIECTBIISAECTCS OJHMM M3 WICHOB G peryioHa, SpolVFA, Ui aKTHBALMH KOTOPOTO HEOOGXOIMM
NPOAYKT TeHa spol VB, TpaHCKpHOUPYEeMOro C c¢ IIPOMOTOPA B IIPECIIOPOBOM KOMIIAPTMEHTE.

Okcrpeccusi ByX CHUTMa-(akTOpoB B MAaTEpUHCKOM KIJIETKE 3aIlyCKaeT IOCIeI0BaTEeIbHYO LElb
PEryJIATOPHBIX COOBITHH, BEIyLIyl0 K TIIOOYEpEeTHONW aKTUBAIMM M WMHAKTUBAIMM KOMILJIEKCA TI'EHOB,

pe3ynbTaToM paboThl KOTOPOTO SIBIISIETCSI CHHTE3 CIIOPOBBIX TTOKPOBOB, KOPTEKCA M BHEITHEH 00OJIOYKH CTIOPHI
(Puc 11.4).

1. R. Losick

2. M. Perego. Kinase-phosphatase competition regulates Bacillus subtilis development. Trends in
Microbiology. 1998. 6:366-370

Xopomuii 0030p HAYaIBHBIX CTAJAWK PETYJAIHH CIOPYJAIHH C YIIOPOM Ha poiib (HochOoTpaHCISIMOHHON
CUCTCMBI.

12. MeXKneTo4YyHble KOMMYyHUKaLMKu. Quorum sensing

Jabwr mpeycrneTh, OakTepuu OJDKHBI OBITH TPHUCIIOCOOJIGHBI K BBDKMBAHUIO M CYIIECTBOBAHHWIO B
CJIOKHBIX MHUKPOOHBIX cooOInecTBax. B3auMonelcTBHsS MeXIy MHUKpPOOPraHM3MaMU B TaKHX COOOIIECTBax,
paBHO Kak M MEXAY I[aTOTeHHBIMM MMKPOOpPraHM3MaMH M HUX XO035€BaMU 3aBHUCIT OT JKCIPECCUU
cnenn(UIecKuX TeHOB, YYaCTBYIOIIUX B 3THX B3auMojieiicTBusax. He ynuBuTensHo, 4To OakTepun BeIpaboTaIu
MEXaHU3MBbl JETEKIMH KOHKYPEHTOB U PACTUTENbHBIX JMOO >KUBOTHBIX XO35I€B U CHCTEMbI "OBICTPOTO
pearupoBanus" Ha OJOOHBIE KOHTAKThl. BO MHOTHX ClTydasix SKCIpeccus OMpeIeIeHHOro Habopa reHoB Oy et
3aBHCETh OT JOCTM)KCHHUS OaKTepHaTbHOW TMOMyJISIUEH ONpeieleHHOW TuoTHOCTH. Hampumep, mytem
3aJIepPKKH dKCIpeccun (akTOPOB BUPYJIEHTHOCTHU JI0 TE€X MOp, MOKa HE OyAeT TOCTUTHYTa BBICOKAs MIIOTHOCTh
TMIOITYJISIAY, TATOTCHBI PACTEHUI MOTYT N30€eTaTh 3aIlIUTHON PEaKIi CBOMX XO35EB.

Y OKUBOTHBIX M pACTEHHH NpPOHHUKAIOUINE Yepe3 MeMOpaHy CHUTHAJIbHbIE MOJEKYNbI, TaKHe Kak
CTepOUIHbIE M OpacCHMHOCTEPOUIHBIE TOPMOHBI, METHIDKACMUHAT M Jp., SBISIOTCS XOPOILO H3yYCHHBIMH
perynaropamu pa3BuTus, quddepeHnuani KJIeToK 1 MeTadom3Ma B 11ejoM. B mocnennue roasl y OakTepuii
TOXE OBbUIM OOHApy)XEHbl CHTHAJIBHBIE MOJEKYJbl TaKOro poJa - AalWIMpPOBAHHBIE MPOU3BOTHBIC
romocepuniaktona (AI'CJI), yuacTByromue B MEXKIECTOYHOW KOMMYHHUKAIMU. bakTepuu HCTHONIB3YIOT 3TH
MOJIEKYJIBI TIPEXJE BCEro S TOrO, YTOOBI CIEAWUTH 3a IJIOTHOCTHIO CBOEH MOMyJALUU. DTOT (heHOMEH
noytyuus HazaHue "Quorum sensing" (4yBcTBO kBopyMma). Kaxkaas kieTka B HOIMyJIALMY MPOLYLUPYET HU3KUI
0a3anpHBIN ypoBeHb cBOOOHO muddyHaupyromero AI'CJI 3a cueT akTMBHOCTH cnenuduyeckoro ¢pepMmeHTa,
AT'CJI cunTetasbl, kak npaBuio, yieHa LuxI-cemeiicTBa 6enkoB. C Bo3pacTaHUeM TJIOTHOCTH OaKTepHATIbHON
nonynsiun  KoHneHtparus AI'CJI Taxxke Bo3pactaer. [lpu g0CcTaTOYHO BBICOKOM TMJIOTHOCTH, T.€. IO
JNOCTHKEHUM KBOpyMa, HakoruieHHbld AI'CJI B3anMoaeWcTBYyeT ¢ peLenTOpHbIM OEKOM, OOBIYHO C YIEHOM
LuxR-cemeiicTBa O€TKOB-pETYISATOPOB TPAHCKPHUIIIIMK, KOTOPBbIE HM3MEHSAIOT ypoBeHb skcmpeccuu AI'CJI-
3aBUCUMBIX T€HOB. Y pa3nuuHbIX Oaktepuil mpuniun aerctBust AI'CJI-3aBUCHMOI perymsiuu coxpaHsercs,
XOTsI HA0Op peryJMpyeMbIX T'€HOB MOXET OBITh cOBepIeHHO pa3HbIM. [lepmoit (B 1970 r.) Obuia omucaHa
AT'CJI-cencopHas cuctema MOpckoii bakrepuu Vibrio fisheri, rae "dyBcTBO KBOpyMa'" PETYIHPYET SKCIIPECCHIO
reHoB OwmomomuHecteHnu (lux). Y npyrux OakTepuid TOT K€ MEXaHHU3M PETYIUPYET SKCIPECCHI0 T'€HOB
BUPYJEHTHOCTH (Pseudomonas aeruginosa, Erwinia carotovora), KoHbiorannonHoro mnepeHoca T-JIHK
(Agrobacterium tumefaciens), MOOBUXHOCTL (Serratia liquefaciens), TPOAYKIHIO aHTHOMOTHKOB (Erwinia
carotovora) u np (Puc. 12.1).

Korma Oakrepum Vibrio fisheri KONOHHM3WPYIOT CICIHATBHBIC OPraHBl HEKOTOPHIX BHIOB PBIO H
KaJlbMapoB, OHM HAYMHAIOT CBETUTHCS B pe3yJbTaTe aKTUBALMU [ux-ONEpoHa, KOJUPYIOLIEro (epMmMeHT -
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Puc.12.1 ABTOMHAYKTOPHI IPAMOTPULIATEIbLHBIX OaKTepuil

mrorrdepasy, HEMOCPEICTBEHHO IPOW3BOASAIINN CBEYCHHE, M psAA (PEPMEHTOB,  ONPEACISIOMNX CHHTE3
cyOctpara mist mourdepasbl - anupaTHUECKOro anbIeruia, YHEPTHsl OKHCIECHUSI KOTOPOTo U pacxoayeTcs Ha
ceeuenue. IIpoaykr rena [lux! womupyer cunte3 AI'CJI, B nmanHom ciyudae N-(3-okcorexcanown)-L-
TOMOCEpPUHJIAKTOHA. JTO BEHIECTBO CHOCOOHO cBOOOAHO AuGGYyHAUPOBATH BO BHEIIHIOID Cpeay uepes
OaxTepuanbHble MeMOpaHbl. Bo Bpemsi mepuoga HeCUMOMOTUYECKOHN ku3HM Vibrio fisheri B MOpCKOW BoOE
AT'CJI B pesynbrare Takod mud@y3un HE HaKaAIUIMBACTCS B KJIETKE W OakTepusi HE TPATHT SHEPTUI0 Ha
ceyerne. C Ipyroil CTOpOHBI, MPH OBICTPOM pOCTE B OOraToil cpele CBETOBBIX OPraHOB XO3SIMHA, TC
IJIOTHOCTh KJIETOK OaKTepUid TOCTUTAET 10" Ha Muumiatp, AI'CJI HakanmBaeTcs B OaKTeprUaabHbBIX KJIETKaX,
MPUBOAS K MHAYKIUH JIOIU(Epa3HOTo OIepoHa.

Camoit mo cebe akkymymsinuu AI'CJI B KkieTke HEAOCTAaTOYHO [IJIi AKTUBAIIUH DKCIPECCHUU
morudepasHbix reHoB. Eme oauH reH, /uxR, KOOMpyeT TPaHCKPUILIMOHHBIA aKTUBATOp, KOTOPBIH
B3aumozeiicteyer ¢ AI'CJI. Dtor Oenmok MMeeT aBa YETKO BBIPAKEHHBIX JoMeHa. KapOokcu-KOHIEBOH
comepxkxut HTH motuB, orBeuaromuii 3a cBs3piBanue Oenka ¢ JJHK B cnemuduuecknx CUMMETPUYHBIX
y4acTKax, Ha3blBaeMbIX /ux-00kcaMu. ITu KopoTkue (20 H.11.) MOCcaIe10BaTeIbHOCTH ObTH UACHTU()ULINPOBAHBI
B TPOMOTOPHBIX 00JacTIX MHOrux TreHoB, peryiaupyembix AI'CJI. AmmHo-koHIeBod nomeH LuxR
B3aumozeiicteyer ¢ AI'CJL. Ilpenmomnaraercsa, uto B orcyrctBue AI'CJI C-xonnesoit JIHK-cBs3piBaromuii
JIOMEH 3KpaHupyeTcs N-KOHIIEBBIM JJOMEHOM, uTo npenoTBpaiaet cBaspiBanue ¢ JJHK. CesaspiBanne AI'CJI N-
KOHIIEBBIM JIOMEHOM BBI3bIBAa€T KOH(OPMALMOHHOE HM3MEHEHHE, IMO3BOJISAIONIEE aMHHO-KOHIIEBOMY JIOMEHY
LuxR cBs3atbes ¢ lux-00kcaMu 1 aKTUBUPOBATH TPAHCKPHUIILIHIO.

Wntepecno, uro He Bce LuxR-mogoOHbIe OeKu SBISAIOTCS aKTUBaTopaMu TpaHcKpumnuuu. benku EsaR u
ExpR, npoayuupyemMsle pacTUTENBbHBIMUH INatoreHamu Pantoea stewartii u Erwinia carotovora, ABISIFOTCS
penpeccopamu. s stux 6enkoB cBs3biBanue AI'CJI cHmkaer ux adpdunHOCTH K [/ux-O0okcam. Torma kak
O0ompmHCTBO LuxXR-mOJOOHBIX aKTHBAaTOPOB CBS3BIBACTCA C [ux-OOKCaMH, TEPEKpHIBAIOIIUMUCT € -35
obnacteio mpoMoTopa, EsaR cBs3eiBaercs B obmactu -10, 4TO, €cTeCTBEHHO, MPEJOTBPATHUT HHHUIIMALIUIO
TPAHCKPUIILUY.

Cunmes AI'CJL

AT'CJI umeroT o01IyI0 CTPYKTYpY aln(paTHUECKON IETIOYKH PAa3TUYHON JITUHBI, TPUCOCTUHEHHON Yepe3
aMUJHYIO CBSI3b K JJAKTOHU3UPOBAHHOMY OCTaTKy TOMOCEPHHA.
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Puc.12.2. Cute3 AI'CJI u MexaHu3M ero aeiicTBuA

LuxI karanu3upyeT cCBs3pIBaHHE S-afeHO3WIMEeTHOHHMHA (SAM) C KUPHOKUCIOTHOM IIETIOYKOM,
CUHTE3UPOBAHHOW TIpW ydacTuu anui-anui nepenocsmiero 6emka (ACP). IMocmenyromas 3a oOpa3oBaHHEM
aMUJHON CBSI3U JIAKTOHW3ALMA S-aJCHO3UIMETHOHHWHA TMPUBOAUT K 0Opa30BaHUIO KOJbIA, OCBOOOXKICHUIO
AT'CJI u oOpazoBanuio moOOYHOTO MPOAYKTA - S-MeTunTroanenozuna (MTA).

Peeynayus  cunmesa  ax3oghepmenmos y
Erwinia

DUTONATOreHHbIE OakTepuun Erwinia
carotovora TPOLYLUUPYIOT JTOBOJIBHO IIMPOKUN
CIIEKTp TUAPOITUTHYECKUX (bepMeHTOB,
JErpaupyoNINX KIETOYHbIe CTEHKU pacTeHuid. K
TakuM  (epMEeHTaM  OTHOCSTCS  IEKTaTJIHAa3bl,
LEJUTI0a3bl, MOJUTaJaKTYpOHa3bl M IMPOTEA3BI.
Pa3Butue »TOrO0 maroreHa B pacTEHUSX BEIET K
WHAYKIUH 3TUX (PEepMEHTOB, pe3ylbTaTOM 4Yero
SIBJISIETCSL  Mallepalysi PacTUTEIbHBIX TKaHEH |
pa3BUTHE CHUMITOMOB MATKOW rHUiU. [Ipomykius
BHEKJIETOUHBIX (DEPMEHTOB 3aBUCHT OT HAKOTUICHUS
N-3-okcorekcaHomi-L-roMocepyH JakTOHa, CHHTE3
KOTOPOro JAeTepMUHHpyeTCss romojoramu Luxl,
KOTOpBIE y pa3HbIX IITAMMOB Ha3biBatoTCs Expl,
Carl u Hsll. Psagom c reHoMm expl HaxoauTcs expR -
romosior /[uxR. MyTaHTbl 10 TeHy exp/ UMEIOT
CHMKEHHYIO, a M0 TeHY expR - MOBBILIEHHYIO

MIPOTYKITUIO IK30()EPMEHTOB.
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Puc.12.3. Peryasinusi cuHTe3a (paKTOpPOB
BUpYJeHTHOCTH Erwinia nocpeacreom AI'CJI
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Kpome Toro, Hekoropwle mrTammbl Erwinia carotovora TpPOAYyLHMPYIOT [3-TaKTaMHble AaHTHOMOTHUKHU
IIUPOKOTO CIEKTpa JeWcTBHs - KapOameHeMbl. CuHTE3 KapOalleHeMOB KOOPJAMHHPOBAH C JKCIpEccuei
9K30(E€PMEHTOB M MOXET CIIY>KUTh I UHTMOUPOBaHMS APYTHX OaKTepuil MpU KOHKYPEHLUH 32 MUTATEeIbHbIE
BEIIIECTBA, BHICBOOOXKJAIOLIMECS TMPU Malepaly pacTUTENbHBIX TkaHei. CuHTe3 KapOameHeMoB
KoHTponupyeTtcs napoii 6enkoB CarR u Carl, roMonOru9YHbBIX, HO HE HASHTHYHBIX TTO cBOMM QyHKIUsAM ExpR u
Expl. CarR u ExpR He B3aumosamensiembl, Ho AI'CJI, npoxymupyemsiii Carl, unentuuen takosomy Expl.
[Ipoayxkius sx30hepMeHTOB y Erwinia KOHTPOIUPYETCS JOMOJHUTENBHO €Ille HECKOJIbKUMHU PETyISTOPHBIMU
CUCTEMaMH.

Ponv AI'CJI-cucnanos 6 sxonoeuu 6axmepuanvhvix nonyaayuu. Kpocc-cuenanvl (u umeubuposanue
aHmubuomuKkamu,).

PaccMoTpeHHBIN HAMU TOJBKO YTO CHOCOO KOMMYHHUKAIUN MEX]y OaKTepUalIbHBIMU KJIETKAaMH 32 CUET
CEKPETUPYEMBIX HEOOIBIINX MOJIEKYI-()ePOMOHOB JOCTATOYHO IIMPOKO PACIPOCTPAHEH B MPUPOJE, HO JAJEKO
HE BCErJa MOJIEKYJISIPHBIE MEXaHU3MBbl, JICKAIME B €ro OCHOBE, AHAJIOTMYHBl TOJIBKO YTO ONHMCAHHBIM.
Hanpumep, rpammnonoxurensabie Oaktepuu BMecto AI'CJI MCHONB3yIOT KOPOTKHE MENTHABI B KauecTBE
¢bepoMoHOB. byayun nenTuaaMu, 3TH MOJIEKYJIbBI HE MOTYT CBOOOJHO MPOHUKAThH Yepe3 MEMOpPaHbI U MO3TOMY
aKTUBHO CEKPETUPYIOTCS U3 OaKTepHalbHOM KJIETKH, MCMOIb3ys MeMOpaHHbIe TpaHcmopTepbl ABC-kmacca.
[lenTuaHble CUTHAJBI, €CTECTBEHHO, HE MOTYT TAaKXXE NMPOHUKHYTh M BHYTPb KJIETKU-MHILEHHU, a IOCEMY
pacmo3HalOTCsl CHApYKU TUMUYHON CEHCOp-KMHA30M, mepenaromeii curHan (B Buige ¢Gocorpymnis)
BHYTPUKIIETOUHBIM peryJisitopaM. Takum o0pa3oM peryaupyrorcs KOMIETEHTHOCTh U criopyisiumst y Bacillus
subtilis, BupyneHTHOCTb y Staphylococcus aureus, Kowblorauus y Enterococcus faecalis n npoayKuus
MukponuHa y Lactobacillus sake.

Jlumepamypa:
1. C. Fuqua, M.R. Parsek and E.P. Greenberg. Regulation of gene expression by cell-to-cell
communication: acyl-homoserine lactone quorum sensing. Annu. Rev. Genet. 2001. 35:439-68

13. Cekpeuusn 6enkoB

Oxkomno 20% Bcex 0enKoB, MPOIYIHPYEMBIX OAKTEPUSIMU, TIOKATH30BAHBI BHE IIUTOILIA3MBI.

Cekpenst OCIIKOB 3a Mpeelibl IHUTOTUIA3MBI SBISETCS BaKHEWUIIEH CIOCOOHOCTHIO BHUPYJICHTHBIX
OakTepuil, MOCKOJIbKY OOJBIIMHCTBO CTAIUi Mpolecca HHPEKIUU TMPEICTaBIsIeT COO0H Ty WU HMHYIO Qopmy
B3aMMOJICHCTBUS C BHEIIHEH CPENOi, U MHOTHE OCIIKOBBIC MPOIYKTHI JOJDKHBI JTUOO pacrojiaratbcs Ha
BHEIITHEW MTOBEPXHOCTH OaKTEpHUM JTHMOO CEKPETHUPOBATHCS BO BHEITHIOW cpeay. Kpome Toro, cekpenus 0eiaKoB
MMEeT BaKHeHIee 3HaueHue s OMOTEXHOJIOTHUHU, TMOCKOIBKY OYHMCTKA OCNKOB W3 KYJIbTYPAJIbHOU CpeIbl
MPOCTOTO COCTaBa 3HAYUTEIBHO TMPOINE, YeM W3 KJICTOUHBIX JIM3aTOB, SBJISIOMIUXCS CIIOXHOW CMEChIO
OOJBIIOTO YHCIIa PAa3IMYHBIX BEHIECTB. B CBS3M C TakUM 3HAYEHHEM CEKPEIHMH STOT IMPOIECC WHTEHCUBHO
n3yuvaercsa. OIHUM W3 HENPEABUIACHHBIX PE3YyJbTATOB TAKOTO M3YUYCHHS CTAJIO OOHApyKEHHE HECKOJIbKHX
MyTe SKcrmopTa OeNKOoB. AHAIM3 POACTBEHHBIX CBA3CH MEXIy OelKaMu, BXOASIIMMHU B COCTaB Pa3IMYHBIX
CUCTEM CEKpCIMH Yy pa3HbIX OPTaHW3MOB ITO3BOJIII PAa30WTh ITH CHCTEMbl HAa HECKOJIBKO TPYII, BHYTPH
KOTOpPBIX MEXaHH3M CEKpelUU HUICHTHYEH WIH O4YeHb cXoxk. Celdac BBIOENSIOT NSATh OCHOBHBIX THIIA
CEKpEINH, KOTOPBIE MBI TI0 04epeau U pazdoepeM. IHTEpeCcHO, 9TO KOMIIOHEHTHI CEKPEIIMH TPEX W3 TISATH TUIIOB
CEKPETOPHBIX CHUCTEM HMEIOT 3HAYUTEIBbHOE CXOACTBO C OElKamH, yYacTBYIONIMMH B COOpKE >KI'YTUKOB H
BOPCHHOK (TIWJIEH).

K coxanenuro, mHOTJ]a B JIUTEPATypE MO CEKPEIMU HE OYCHb YETKO HCIIOJIB3YIOTCS TEPMHUHBI, B CBSI3H C
4YeM He BCErJla MOHSITHO, O KaKOM THIIE TPAHCIOPTa uepe3 MeMOpaHbl HaeT pedb. [loaTomy 31ech MBI OyaemM
TOJTK30BAThCS CIACAYIOMIMMHU TepMHUHAMHU i1 AuddepeHInanuy OCHOBHBIX CEKPETOPHBIX IMyTEH MO MECTY
Ha3HAYEHUS TPAHCTIOPTUPYEMOTO OelKa:
® Ccexpeyus — TPaHCIIOPT OeNKa B OKPYXKAIOUIYIO cpeny. B ciydae rpaMoTpuIiaTebHBIX OaKTepUi JIJIsl STOTO

0eJIKy HEOOXO0IMMO TIPEOI0JIETh IB€ MEMOpaHbI — IUTOIUIA3MAaTUYECKYIO M BHEITHIOKO.
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® O9Kcnopm - BbIBelleHHE Oelka 3a MpeleNbl IUTOINIa3Mbl. TEpMUH HUCIONb3YETCsl HCKIIOYUTEIBHO IS
rpaMOTpHLIATENIFHBIX OakTepuii. Pe3ynpTaToM sKcropTa SBISETCS TPAHCHIOPT Oellka B IepUILIa3MaTHIECKOe
IIPOCTPAHCTBO.

® mpaHciokayus — JOCTaBKa Oelika MaTOTeHHBIMH OAaKTEpUsIMH B JYKapUOTHYECKYIO KJIETKY XO3siMHa. B
cllydae TIpaMOTpULIATENIbHBIX OakTepuil ATOT THUII TpaHCIOpTa TpPeOyeT NPEOAOTEHUSI YXKE Tpex
MeMOpaHHBIX 0apbepPOB — JIBYX OAKTEPHATIBHBIX U OJHOTO 3yKapUOTHYECKOTO.

BaxxHoit mpobnemoii cekpelnu sBIsSeTCs HallpaBlIeHUE CEKPETUPYEMOro OeKka K MECTY €ro Ha3HaYeHHsI.

CekpetupyeMble OEITKM MOTYT OKa3bIBaThCS B PA3IMUYHBIX MECTaX:

e OBITh MOJHOCTBIO BCTPOSCHHBIMH B IUTOIIA3MATHYECKYI0O MeMOpaHy (MHTErpalbHbIe MEMOpaHHbBIE OENKH,
KaKOBBIMU SIBJIICTCS OOJIBIIMHCTBO MEMOPAHHBIX TPAHCIIOPTEPOB);

e ObITh '"3aAKOPEHHBIMH" B LUTOIUIA3MATUYECKOH MeMOpaHe TMpH IOMOIIM TPaHCMEMOPaHHOTO
rupooOHOr0 cerMeHTa (NMpakTUYecKH Bcerga N-KOHIEBOrO), K 3TOMY KIJIAcCy TNPHUHAICKHUT
OOJIBLIMHCTBO NEPUITIa3MaTUYECKUX OEIKOB;

®  TIOJHOCTHIO HaXOAUTHCS B IEPUILIA3ME;

e  OBITH MTOJIHOCTHIO BCTPOCHHBIMHU BO BHEIIIHIOIO MeMOpaHy (OPHHBI);

® 3afKOpUBATHCS BO BHEUIHEH MeMOpaHe Tak, YTO OCHOBHas Macca Oelka pacronaraercsi Ju00 CHapyXu
(vamie Bcero) 100 B MEPUILIA3MATHUECKOM IIPOCTPAHCTBE;

e BO BHEHmHEW cpele (COOCTBEHHO CEKpeTHpyeMble O€NKH, K KOTOPBIM NPUHAIICKUT OOJBIIMHCTBO
THJIPOJINTUYECKUX (DEPMEHTOB MTATOI'€HOB);

® ACCOLMHMPOBAHHBIMH C MEMOpaHOW SYKapHOTHYECKOH KJIETKM (HEKOTOphle KOMIIOHEHTHI ammapara
cekpenuu III Tuna)

e BHYTPH JPYrol KJIETKH, KaK IPaBUJIO 3yKapuoThyeckoi (OonpmmHCTBO cyOcTparoB cexkperuu III u IV
THIIOB)

W Bo Bcex 3THX ciydasx MECTO KOHEYHOM IUCIIOKaluu OelKa ONpeAesnsieTcsi ero aMUHOKHCIOTHOM
MIOCJIEIOBATEIBHOCTBIO  —  CEKPETOPHBIE  CHUCTEMBI  PACIO3HAIOT  OIpPEAEICHHbIE  KOHCEPBATHBHBIE
MOCJIEI0BATEIBLHOCTH (MOTHBBI) U HAIPABIISIIOT CEKPETUPYEMBIil OEJI0K B COOTBETCTBHH C 3allMCAHHOMN B 3THUX
MoTuBax uHpopmanueid. THIUYHBIM IPUMEPOM TOTO, KaK CIO0KHO OBIBAET KIJIETKE ONpPEEeTUTh HAa3HAUCHUE
OenKa, SBIIETCS TPAHCIIOPT Yepe3 BHYTPEHHIOI MEMOpaHy HHTErpaJIbHBIX MEMOPaHHBIX OCIKOB M CyOCTpaToB
Sec-cucremsl (4actu anmapara cexkpenu I Tumna).

Jns 00omx KiaccoB OEIKOB CHTHAJIIOM HX JIOKAIW3ALWHU SBISIOTCS JJOBOJIBHO TPOTSKEHHBIC YYaCTKU
ruapodoOHbIx amuHOKUCHOT (mopsaka 20 AK ocrarkoB). Takume ydacTku, TpHHUMAs O-CIIHPATLHYIO
KOH(OPMaIIHIO, CIIOCOOHBI JIETKO BCTPAMBAThCS B JUMHUIHBIA OUCIION (IIOCKOJIBKY HAa Hapy>KHOW MOBEPXHOCTHU
TaKOH CIUpalid pacroiaraloTcsl UCKIIOYUTENbHO THAPoPOoOHbIe OOKOBBIE TPYNIUPOBKY, a JJIMHA CIUPATIU KaK
pa3 COOTBETCTBYET TONIIMHE IunuaHoro Oucnos). Cyapba Oenka OymeT 3aBUCETh OT TOTO, C KaKUM U3
CEKpPETOPHbIX LIalepoHOB — OenkoM SecB (0 KOTOpOM MBI IOTOBOPUM 4YyTh TMO3XKE) WIH
PUOOHYKJIEOMPOTEUAHBIM KoMIUIeKcoM SRP — mpoB3anMoaeiicTByeT cekpeTupyemblii 6eoK.

bakrepuanpHas "wactuia, pacmo3Hamias curHaimel' (signal recognition particle, SRP) sBusercs
YOPOIICHHBIM aHAJIOTOM 3YKapHOTUYECKOW YaCTHUIBI C TAKUM K€ Ha3BaHHEM. B KileTkax MJIEKOMUTAIOIIUX BCE
CEKpeTUpyeMble OEJKH HAIMPaBISAIOTCS B 3HIOIIA3MATUYECKUN PETUKYIYM IPU MOMOIIM OJHOTO MEeXaHH3Ma,
OCHOBOM KoToporo u sBisieTcsi SRP. Dykapuornueckas SRP — kpynHbIli puOOHYKICOPOTEUTHBIN KOMIUICKC,
cocroaumii u3 6 nonunentuaoB U Monekyinsl PHK mmunoit 300 pubonyneorumoB. Cuauana 54 kDa
cyobenuuuna SPR (SRP54) y3naer cnemuduueckne ruapodoOHbIE CHUTHAIBI Cpa3y MOCIE TOro, Kak OHHU
BBIXOJIT C TpaHCIAHpYOmEeil pubocoMbl. TakuMHM CUTHalIaMu SBISIIOTCS JHOO N-KOHIIEBBIE OTpe3acMble
CHUTHAJIBHBIC TIOCJIEOBATEIILHOCTH JTMOO TepBbIii TpaHcMeMOpaHHbIid cermeHT. Kak Tonbko SPR cBshkercs c
CUTHAJIOM JIOKalIHM3aluy, KomIuiekc pudocoma-MPHK-nomunentun Murpupyer K 3HIOIUIA3MATHYECKOMY
peTuKyiymy, rae B3aumojeiictBue mexay SPR u rerepomumepom penentopa SPR (SR) karamusupyer
BBICBOOOKOEHHE CHUHTE3UPYIOLIETOCs MOJUIENTHAA U3 KOMIUIEKCA U €r0 MHCEPIUIO B TPAHCIOKAI[MOHHBIH
KaHaJ.

VY npokapHOT MHTErpajbHble MEMOpaHHBIE M MPOYUE CEKpEeTUpyeMble OENKH IABMXKYTCS K BHYTpPEHHEH
MeMOpaHe 1Mo pa3IuyHbIM MyTsaM. HTerpanbHbie MeMOpaHHbIe O€IKH HAIPaBISIOTCS K BHYTPEHHEH MeMOpaHe
npu nomonu 6akTepuasibHoro Bapuanta SPR. V Gakrepuii SRP coctouT Bcero m3 aByxX KOMIIOHEHTOB: Oejka
Ffh - romonora SPR54 u 6onee xopotkoii (okono 100 nykneotunoB) PHK (4.5S PHK), a SR (peuentop SRP)
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COCTOUT TOJBKO M3 TOMoOJora o-cyObenuHuIbpl sykapuoruueckoro SR - OGenka FtsY. Hecmorps Ha
CYIIECTBEHHBIC CTPYKTYpHBIC OTIWYHsS, OWOXMMHUYECKHE CBOHCTBa OakrepuanbHoii SRP cxomuber ¢
sykapuoTuueckuM ananorom. Kak wu y »sykapuor, SRP w3 E. coli KOTpaHCISIIMOHHO paclO3HAET
TpaHCMEMOpPaHHbBIE CErMEHTHI KaK CEKpeTOpHble MapKephl. C Apyroil CTOPOHBI, MHOTHE CEKPETHPYEMbIE OEIKU
HAIpPAaBJIAIOTCS K aNIapary CEKpelMy MOJIEKYJIIpHBIMU IIaniepoHaMy, TakuMu kak DnaK wunu (vame) SecB.

[lepBas cramus peakiuu TpeOyeT NMPHUCYTCTBUS CIEUU(GUYHBIX JUISI CEKPEIWH IIarnepoHoB - SecB u
PUOOHYKJICOTHIHOTO KOMIUIEKCa Ha3zblBaeMoro signal recognition particle (SRP), koropsiit coctout u3 6enka
Fth u 4.5S PHK.

SecB u SRP y3HaroT kaxaplii cBO0 yacTh cekperupyembix OenkoB. Dynkius SRP naumbonee
CYILLIECTBEHHA IpPHU SKCIOPTE MHTETPabHBIX MeMOpaHHbIX OenkoB. CaMble MOCIEIHHUE SKCIIEPUMEHTAIIbHBIC
JaHHbIE CBUAETEILCTBYIOT B IOJb3y TOTO, YTO JUIsI TPAHCIOPTA WHTErpalbHBIX MEMOpPAaHHBIX O€lKOB (HE
MMEIOIUX MPOTSHKEHHBIX LATOIUIA3MATUYECKUX WM MEPUILUIa3MaTHUECKUX IETENb) JOCTaTOYHO ToJbKO SRP
(BMecte ¢ ee perientopoMm SR), a HU oiMH U3 Sec OETKOB HE HYKEH.

Breibop SRP wimm SecA/SecB mytu mpoucxonuT "Ha BbIXoje" CHHTE3UPYIOIICHCS OETKOBOW LENmH M3
pubocomsl. baktepuansuas SRP cenektuBHO pacmo3HaeT OeIKU BHYTPEHHEH MeMOpaHbI 10 UX MPOTSHKCHHBIM
TpaHCMEMOpaHHBIM cerMeHTaM. A cxoaHoe B3ammojeiicteue SRP ¢ menee ruapodoOHbIMU U Oonee
KOPOTKMMH CHUTHAJIBHBIMU MOCIEA0BATEIBHOCTAMU CEKPETUPYEMBIX OEJIKOB, BO3MOXHO, IMPEAOTBpAILAETCs
ACCOLIMMPOBAHHBIM C pHOOCOMaMHU MIATIEPOHOM TPUITEPHBIM (HDAaKTOPOM, KOTOPBIA CHUJIIBHO CBSI3BIBACTCS C
LUTOIJIA3MAaTUYECKUMH U CEKPETUPYEMbIMU O€lIkaMHM, HO HE B3aUMOJEHUCTBYET C OeJKaMu BHYTpPEHHEH
MeMOpanbl. CeKpeTOpHblEe NIANEepPOHbI YCIENTHO paclo3HAlT 0oyiee KOPOTKHE U MeHee TUuapodoOHbIE
TpaHCMeMOpaHHBIE CETMEHTHI CUTHAJIBHBIX MENTUAOB M HAIPABISIIOT COJACPKAIIUM UX OEOK K CEKPEeTOPHOMY
anmapary.

OcHoBHas mpobiema, pemaemasi BCEMH CEKPETOPHBIMH CHCTEMaMU — OOECIIEYUTh MPOXOXKACHUE depe3
ruaApodoOHYI0 MeMOpaHy UIMHHOW TMOJMICNTHIHONW IIEMH, COJep)Kallled 3HA4YUTeIbHbIE TUAPO(UIbHBIC
Y4acTKM, M1 K TOMY K€ B HAaTHBHOM COCTOSIHUH CBEPTYTOH B I'POMO3AKYIO CTPYKTypy. MmMeHHO mosTomy,
HECMOTpPS Ha TO, YTO TPAHCHOPT UIET MO IPaJUEHTY KOHILIEHTPAlMH, BCE CEKPETOPHBIE CUCTEMBI PACXOIYIOT
sHepruto AT® — Ha pemenne KoHPOpPMAMOHHBIX MpobaeM. B pemeHun koHGOPMAIIMOHHBIX MPOOIEM TaKKe
y4acTBYET OCOOBIN KilacC OEIKOB — CEKpeTopHbIe manepoHsl. OT yke u3BeTHhIX BaMm manepoHoB GroE/DnaK
CEKPETOPHBIE OTIMYAIOTCS YYaCTHEM HCKIIOYUTENIBHO B MPOILIECCE CEKpPelud, M UX (yHKIHUEH SBIseTCS
3amepxkKa  (oNgUMHra  CeKpeTHPYEeMBIX OeNKOB. BOJBIIMHCTBO  CEKPETHPYEMBIX OCIKOB  SIBIISIOTCS
IJIOOYJISIPHBIMH U B TOJIHOCTHIO CBEPHYTOM BHJIE€ OHU IPOCTO HE B COCTOSHUU IPEOJOJIETh MeMOpaHy.
CekpeTopHbIe HIaNepOHBl, KaK MPaBHIIO, CBA3BIBAIOTCS C MpEIHA3HAUCHHBIM JJISI CEKPELUUH OEJIKOM Cpasy xKe
Mocjie ero cxoja ¢ puOOCOMBI U HE [AlOT €My MPHUHATh OKOHYaTeNbHYI KoH(popmaiuio. CeKpeTopHbIi
manepoH (pakTUdecku AOCTaBIsET OENoK ¢ pUOOCOMBI K CEKpeTOpHOMY ammapary. Kpome Ttoro, ams
"pazBopaunBanus" (meHaTypanuu) Oelika, KOTopas MOHamoowmiack Obl, HE Oyab CEKPETOPHBIX IIANIEPOHOB,
Heo0XoIuMa YHEPrHsl, U CEKPETOPHBIE IIANEPOHbI e SKOHOMST. HakoHell, B HEKOTOPBIX CIydasx CEKPEeTOPHbIE
[IATIEPOHBI OMPEACIISIIOT CHEIU(UIHOCTh CEKPETOPHOTO anmapara. Tak, B ciyyae cuctembl cekpeunu III tuma
MHOTHE €€ CyOCTpaThl OMO3HAIOTCS HE caMH Mo cede, a o IIanepoHy, ¢ KOTOPhIM OHU CBsi3aHbl. OUeBUIHO, YTO
B TaKOM Ciy4ae IIanepoHbl IOJDKHBI 00JaJaTh BBICOKOW CHenn(UYHOCTBI0. M IeHCTBUTENBHO, IS
CEKpETOPHBIX IIanepoHoB ammaparta cekpernuu Il Tuma cyOctpaTtom siBiseTcs oauH, peke nBa Oenka. U B
cllydae JpyTruX CEKpETOPHBIX LIANepOHOB MM B IIEJIOM XapaKTepHa 0ojblias U30MpaTeIbHOCTh 10 OTHOLICHHIO
K cyOcTpaty 1o cpaBHeHHUIo ¢ maneponamu HSP60/HSP70.

HHTepecHO 3aMETUTh, YTO DYKApUOTHI HE UMEIOT CEKPETOPHBIX LIANIEPOHOB 10 TOW MPOCTOW IPUYMHE,
YTO CeKpelus Oelka y HUX CONpsbKeHa C TPaHCISIIMEeW — CHUHTe3upyemasi OelkoBas Lielb cpa3y, HE yCIeB
NPUHATH CBOIO HATHMBHYIO KOH(OPMALMIO, MOMAJaeT B CEKPETOpHBIM KaHai. IIpokapuoTel HE MOTYT
BOCIIOJIb30BaThCSl TAKUM MEXAHU3MOM, MOCKOJIBKY Y HMX PUOOCOMBI MPUCYTCTBYIOT B OTPOMHOM HU30BITKE I10
OTHOIICHHI0O K MEMOpaHHBIM TpaHCIOKa3aM (y JYKapHOT Takoro M30bITKAa HET H3-3a Tropa3fo OoIbIIei
MOBEPXHOCTU HHAOIUIA3MAaTHUYECKOI0 PETHKYJyMa) U CONPSIKEHUE CEKpPEeLMM C TpaHCIsALued IpuBesno Obl K
CYILIECTBEHHOMY CHI)KEHHIO CKOPOCTH CHUHTEe3a Oerka.

CexkpeTopHbIi annmapar nepBoro TUma.
benku, cexkperupyembie MO MEPBOMY IMyTH, HE MUMEIOT CUTHAJIBHBIX MENTHUIOB M HE HMCHOIB3YIOT T.H.
obmmii cekpetopHbid yTh (GSP), 3aBUCHMBIN OT sec TeHOB. JTH OEJIKU B MPOIECCE CEKPEIMU MOTHOCTHIO
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MUHYIOT TIEpUILUIa3My M CEKPETUPYIOTCS HETOCPEICTBEHHO
BO BHEIIHIOW cpeny. CekpeTopHbIH anmapar MepBoro THUIA
YCTPOEH OTHOCHUTENbHO TpocTo. Bo Bcex ciywasx OH
COCTOUT M3 Tpex OenkoB. IlepBblii MPUHAAICKUT K Kiaccy
AT®a3, nHaspBaembix ABC  TpancnoprepamMu  u
o0ecrieunBaeT  HHEPro3aBUCHUMBIE  CTaAMM  Hpolecca
TpaHcHopTa. DTOT OENOK ABISAETCA IUTOIUIA3MAaTHUECKUM U
aCCOLIMMPOBAHHBIM C AMUMEPHBIM OEJIKOM, 00EeCTIEeYNBAIOIIUM
CIIMSHUE I[MTOIIA3MAaTHUYECKOW W HapyKHOW MeMOpaHbl U
¢dakTHueckn 00pa3yromuM KaHal, dYepe3 KOTOPBId U
TPaHCHOPTUPYETCs ceKpeTupyemblil 6enok. U Tperuii 6emnok-
mBeinap (gatekeeper) JoKaaM30BaH BO BHEIIHEH MeMOpaHe.
Ero ¢yHkuus - 3anupaTh MeMOpaHHBIA KaHajd, Korjaa
cyOCcTpar OTCYTCTBYET.

Kak nmpaBuio, TeHbl, KOAMPYIOLIHME BCE TpHU
KOMIIOHEHTa CEKPETOPHOI'0 armmapara, OpraHH30BaHBl B
OTIEPOH, OOBIYHO BMECTE C T€HOM (T€HaMH), KOIUPYIOUTUM
cekpetupyembiii 6emok. CeKpeTopHbIT

CrnenupuaHOCTh

Heckonbko cuctem B 0J1HON OaKTEpHH.

CyOcTpatsl

CurHan ans cekpeuMu uepe3 ammapar l-ro Tuma
pacnonaraercss B ux C-koHIe, OOBIYHO B Ipenaenax
nociegaux 60 AK. CekpeTopHblil ammapar OIO3HaeT
XapaKTEPHYIO IOCIEA0BATENBLHOCT BTOPUYHOU CTPYKTYPHI - Puc.13.1. Cexperopnblii annapar I tuna
nBe anb(a-crupaiy, COSAMHEHHBIE MEXTY CO00H THOKUM
JTMHKEPOM.

Cexperopublii annmapat Broporo tuna (GSP).

N3 Bcex cucreM cekpeuuu TOJIBKO 3Ta, a TOYHEE, €€ 4YacTb, OTBETCTBEHHAs 3a IKCHOPT OEJIKOB B
NepuIuia3My - Sec cUcTeMa, - SBISeTCS HEOOXOIMMOW sl KU3HECTIOCOOHOCTH KJIETKH; T'OMOJIOIMYHbIE
SKCIIOPTHBIE CHUCTEMbl OBLIM HaWJeHbl y apxed u sykapuoT. UYepe3 cekperopubiii ammapar Il Ttuma
TPAHCHOPTUPYIOTCS ~ pa3HOOOpa3Hble  Oenkv,  TakMe  Kak  MEeKTaTjiuasbl,  MOJMTaJaKTypOHAas3bl,
MEeKTUHMETUIIACTEPa3bl W IEIUTI0NA3bl Yy OHPBUHUM (IO HECKONBKY H30(EpPMEHTOB KaXJA0ro Kiacca);
MoJIMTajakTypoOHa3a, IeJUTioia3a, mpoTea3a W ammiasa y Xanthomonas campestris; numnasa, ¢ocdonumnasa,
JJacTasa, SHTEPOTOKCHMH A W mienoyHas (ocdaraza y Pseudomonas aeruginosa; mysurynanasa y Klebsiella
oxytoca. IMeHHO B CBsI3u ¢ OOJIBIIIMM YHCIIOM U pa3HOOOpa3zueM cyOCTpaToB, CEKPETUPYEMBIX Yepe3 anmnapaT
II Thma ero 3auacTyio Ha3bIBatoT "00mIMM cekpeTopHbIM IyTeM" (General Secretory Pathway, GSP).

XapaKTepHOW 4epTOoM ammapara BTOPOTO THIIA SIBISETCS CeKpenmsi OeNKOB B niBe cTaauu. CHavyana OHH
SKCHOPTUPYIOTCS Yepe3 LUTOIIa3MaTHUECKyI0 MEMOpaHy, I7ie B ciiydae I'paM-MoJoXKHUTEIbHBIX OaKTepUil Ux
ceKpelys U 3akaHuuBaercs. B ciydae ['pam-oTpunarenbHbix OakTepHil O€NKM OKa3bIBAlOTCS B MEpUILTIA3MeE, U
au00 OCTalOTCs TaM (M TOrJa TOBOPST HE O CEKpelHH, a 00 3KCHopTe), TMO0 BCTPAaUBAIOTCS BO BHELIHIOK
MeMOpaHy, MO0 CEKPETUPYIOTCS BO BHEILIHIOIO CPEAY OCPEACTBOM OJIHOM U3 TepMUHANIbHBIX BeTBel GSP.

Sec cucmema.

B ornmume or cekpenuu y 3yKapHOT, CEKpeLus yepe3 OakTepHalbHYIO IJIa3MaTHYECKyl0 MeMOpaHy
MPOTEKAEeT B OCHOBHOM IMOCTTPAHCISIIMOHHO. PaboTy Sec cucTeMbl MOXHO pa3esiuTh HAa TPU CTAIHMH:

- HalpaBJIeHHE OeJIKa Ha TPAHCIOPT

- cCOOCTBEHHO TpaHCIOKalus OeKa yepe3 MeMOpaHy

- OCBOOOY/IEHUE TPAHCIIOPTHPOBAHHOTO OEINIKa Ha MEePHUIIa3MaTHIeCKON CTOpOHE MEMOpaHbI

Ha nepBoil craguu npeOenku HAMpaBISIOTCS K TOYKAM CEKPELMH B IUTOIUIA3MAaTHYECKOM MeMOpaHe
(MectaM, rie coOpaH TpaHCIOKAIMOHHBIA KoMIUIekc). Ha BTopoill cTaguu noaunenTuiHas Henoyka nepecekaeT
JUMUIHBIN OUCION, cKopee Bcero uepes TpaHciokasy. Ha TpeTkeil craauy TpaHCIOLMPOBAHHBIN MONUIEHTH]
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0CBOOOXKTaeTCs u 0o
MPUHUMAET CBOK HATUBHYIO
KoH(OpMaIuio, 160
HANpAaBJIAETC I JajJbHEUILIEeH
CeKpeLuu B OJIHY nu3
TepMHUHaIBHBIX BeTBEeil GSP.

Kak muaumym 10 GenkoB

HEOOXOAUMBI 1T paboThl Sec

cucremsl (Puc. 13.2). IlepBas
SecA

CTaius  peakinuu  Tpedyer

Cytosol
IPUCYTCTBUSL  CHELU(UYIHOTO
JUIsL ceKpeluu IanepoHa SecB.
JroTo  mIamepoH  sBuseTCA o - —_—

TETpaMepoM, OIO3HAET OEJKH,
cojepKalme CUTHAJIBLHBIN
MENTU/I, U CBSI3BIBAETCS C HUMHU,
BBITIOJIHSA (axkTrHyecku Puc.13.2. Sec-cucrema

GyHKIHIO MOJIEKYJISIPHOTO

IaNepoHa,  CBS3BIBAACH  C

00JacTsIMH MPECEKPETOPHBIX OETKOB, HE MPUHSABIIMMHU CBOIO OKOHUYATENbHYI0 KOH(GOPMAIIUIO U MOAIEPKUBAS
WX B KOMIETEHTHOM JUIsl TPAHCJIOKAIMU CcoCTOsiHUU. Bropoi dynkumet SecB sBisercs "moctaBka"
MIPEIECTBEHHUKOB OENKOB K SecA cyObequHUIle MEMOpPaHHOW TpaHCIOKa3bl. B HEKOTOPBIX CIIydasiX MOTYT
npuBIeKaThcsi romeoctaTnueckue maneponsl GroEL u DnaK.

Bropast cragus peakuuu KaTaau3upyeTcs CIOXKHBIM OENKOBBIM KOMILUIEKCOM, PACHOJOKEHHBIM B
LUTOIUIa3MaTHYECKOM MeMOpaHe - TpaHcaoKa3oi. TpaHcaoKas3a coepKUT MPOHU3BIBAIOIINN MeMOpaHy KaHall,
cocrosamuid u3 cyorenuuui tpex OenkoB, SecY, SecE um SecG. DTtu Tpu Oenka sSBISIOTCS WHTETPATbHBIMU
MEMOpaHHBIMH O€JIKaMH, COCTABIISIOIIMMHU CTPYKTYPHYIO OCHOBY TPaHCIIOKAa3bl - Kapkac wiu pamy. SecY -
WHTErpasibHBI MeMOpaHHbIid 6eok (10 HTM - ctp-pa momoGHass MeMOp TpaHcmopTepam, Hamp, LacY). SecE
MMeEeT TPU TpaHCMeMOpaHHBIX cermenTta, SecD u SecF - mectb. A «MOTOPOM» TPaHCIOKAIIMOHHBIA MAIIHMHBI
ciyxur AT®daza SecA. Ortor Oenok yHuKaleH uid OakTepuil - 3yKapUOTHl HUCHOJIB3YIOT JPYIyIO
TpaHcnokanonnyto AT®a3y. SecA - Oonbluas BHITSHYTas TUMEpHAs MOJEKYJa, colepikaiias ABa JOMEHa -
aMuUHO-KOHIIeBOW ATda3Hblli M KapOOKCH-KOHEI, HEOOXOMUMBIA i auMepu3anuu. KapOokcH-KOHIEBOM
noMmeH mo3BossieT SecA cBszatbes ¢ SecYEG, uto co3maer (DyHKIMOHAIBHYIO OCHOBY TPAHCIIOKA3bl.
JlononuuTenbHbIE CyObEeNUHUIIBI TpaHchokasbl SecD u SecF onTUMH3UPYIOT CEKPETOPHYIO PEAKIIHUIO.
Hcrounmkom sHEprun 11 ceKkperuu crykutT AT® u npoToHABMKYIas cuiia (YCKOPSIET TPAHCIOKAITHIO).

CurHanom il CEKpELUU CIYXUT T.H. JIUJEpHAs WA CUTHAJIbHAS MOCJIEI0BATENbHOCTD, OTUICIUIsIeMast
MOCJIe TPAHCJIOKAIMHK CIEeU(PUISCKON CHTHAIBLHOM MMenTHaa30i. ECTh HECKOJBbKO CUTHAJIBHBIX IETTH/IA3,
KaKJas 13 KOTOPBIX OTHICTISIET CUTHAIBHBIE TIETITUIBI CIIEIU(PUIECKOTO KJIacCa CEKPETHUPYEMBIX OCITKOB:

CurHasbHast OCIIEI0BATETbHOCTb:
++hhhhhhhhhhhhhhhh( PG NNANAP Oor- (LepB - ocHoBHast)

C
N Preprotein

SecB

SecYEG (a)

++hhhhhhhhhhhhhLNACD Oor- (LspA - asist TMIONIENTHIOB)
++QRGFhhhhhhhhhhhhNNNNNN  (GspO)
N

CurHanpHasg MOCJIEIOBATENbHOCTh JIMIIONPOTEUHOB 0053aTENILHO COJEPXKUT LUCTEHUH, KOTOPBIH
MOIUGUIMPYETCS A0 TIUIECPWILNUCTENHA TIepe] OTpe3aHHWeM CUTH. MEeNTHAa, U HMEHHO 37eCh 3aTeM
IIPUCOEAVHSIOTCS JKUPHBIE KACIOTHI.

CurHanpHble TENTUABl OTPE3AIOTCS JHUIACPHOW TMENTHIA30ii B MOMEHT TpaHcmopTa Oenka uepes
LUTOIUIa3MaTHYECKYI0 MEMOpaHy.

SecB HampaBiser cBS3aHHBIM OEIKOBBIN MPEIIIECTBEHHUK K MEMOpaHHOW TpaHCIIOKa3e, CBSI3BIBASCH C
SecA, accouunpoBanHbiM C¢ SecYEG. Kpome Toro, mocie Takoro CBSI3bIBAaHHUS CUTHAJIBHBIA TEMTHT
CBSI3bIBAETCS ¢ KapOOKCHU-KOHIIEBBIM JOMEHOM SecA, 4To elle Oosee ycuiInBaeT B3auMojieiicteue SecA-SecB.
3T0 B3aUMOJEHUCTBHE BBI3bIBAET BHICBOOOXKICHUE 3PEJION YacTHU OEIKOBOIrO MPEAIIECTBEHHUKA U3 KOMIUIEKCA C
SecB. IIpe-6enok Takum o6pazom nepeHocurcs ot SecB k SecA.
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SecA (myrantel HexuszHecniocoOHBI). Jumep. AT®aza. T'mapodunbHbli 0Oenok, HO dYacTo
oOHapy>XKUBaeTcs B accolMalnud ¢ MeMOpaHoi u pubocoMaMu. B ompeneneHHbIX YCIOBUAX in Vitro
MPUCYTCTBUSL TOJILKO Oenka SecA MOXeT ObITh JOCTATOYHO AJIS TPaHCJIOKAaIuu OENKOB yepe3 MeMOpaHy.
[IpucyTcTByeT B KiIeTKE B OOJBIIOM M30BITKE MO CPABHEHUIO C APYrUMH Sec-0enkamu. CBsI3bIBaeTCS CHIBHO C
SecY.

[Tepumnazma

[Tocne skcropra B nepuIiazMy Sec-CHCTEMON HEKOTOpbIe 0K MOTYT 37eCh U 3aJiepKaThes (MpruemM
OOJIBIITUHCTBO TEPHUIIIIA3MATHUECKUX OCJIKOB OJIAKETCA 3asKOPEHHBIM B ITUTOILUIA3MAaTUYECKONW MeMmOpaHe).
Yacte OeNKoB, OJHAKO, CIEAYeT Aajbllieé U CEKPETHPYETCS BO BHEIIHIOID Cpeay, NMpUYEeM Takas CeKpelus
MOJKET OCYIIECTBIISTHCA KaK MUHUMYM TPEMsI pa3IMYHBIMU CIIOCOOAMH.

Brixon Oenka B mepuIia3My B 4eM-TO IMOXO0X Ha €ro BbIXOJ ¢ pubocombl. benok mpoxonut depe3 Sec-
amnmapar TPAKTHYEeCKd B TIOJHOCTHIO Pa3BEPHYTOM COCTOSHHUH, TOATOMY TI€peJl HHM BHOBb BO3HUKAET
npobnema donauara. M, xoTb OONBIIMHCTBO CEKPETUPYEMBIX OETKOB CIIOCOOHBI CAMH CHPABUTHCA C ITOH
npoOJeMol, B MepUIUIa3Me, Tak XK€ Kak M B IUTOIUIa3Me, MPHUCYTCTBYIOT HIanepoHbl. Kpome Kiaccnyeckux
IanepoHoB (OJIUHTY CHOCOOCTBYIOT emie u O0enku DsbA u DsbC, sBnstommmucs aucyibpuan3zomMmepazaMu.
ODyHKIHEH dTUX OCIKOB SBISETCS 00pa3oBaHUE TUCYIb(OUIHBIX MOCTHKOB MEXIY IUCTEHHOBBIMU OCTAaTKaAMHU.
JucynbbuaHble CBS3M MPUCYTCTBYIOT Y MHOTHUX CEKpeTupyeMblx OenkoB. Takue cBsi3u OOBIYHO
CTAaOUIM3UPYIOT TPETHUUYHYIO CTPYKTYpYy O€lKa M COBEPIIEHHO HEOOXOMUMBI Uil ero (hyHKIHOHHPOBAHUS.
JucynbhuaHble MOCTUKM HE MOTYT 00Opa3oBaThCsl B BOCCTAHOBUTEIBHOW Cpele LMTOIUIa3Mbl (K TOMY e
MOSIBJICHUE TAKUX CBSI3€H MPEMSITCTBOBANIO ObI CEKPEIHH), TO3TOMY OHHM O0pa3yloTcs B MEpHUILIa3Me, YeMy U
cnocobctBytoT hepmenTsl DsbA u DsbC. Ecnu 3pensiii 6etok T0mKeH coaepkaTh TUCYIb(UIHBIC CBsI3H, 0e3
ux obpasoBanus nona AeiictueMm DsbAC cekperus 3a mpenesnsl NepUIia3Mbl, Kak MpaBUiIo, HEBO3MOKHA.

OcHosnas mepmunanvras eemseo GSP

JMB659 —GspEL interaction, good intro

Cekpenyss BO BHEIIHIOI cpely O€NIKOB, MMEIOIIMX MepUIlIa3sMaTHdecKue WHTEPMEIUaThl, MOKET
MIPOUCXOIUTh HECKOJIBKUMH MyTSIMHU, Ha3bIBAEMbIMH "TEPMHUHAIBHYMH BETBSIMH OOIIETO CEKPETOPHOTo MmyTH'".
Mk pazbepem paboTy TOJIBKO OHOTO MYTH, KOTOPBIN CYMTAIOT OCHOBHBIM (Puc.13.3).

OcHoBHas TepMuHaibHast BeTBb GSP nryurne Bcero usydeHna y kieOCHerut 1 3pBHHUN. Y 00oux OakTepuit
(BpodeM, Kak M y BCEX OCTAJIbHBIX, U3YUEHHBIX B 3TOM OTHOILIEHUHU) BCE I'€HbI, KOJUPYIOLUINE KOMIOHEHTHI
TEPMHHAIBLHOW BETBH, cOOpaHBbl B OJMH Kiactep pazmepoMm 13-15 T.m.H., B KOTOpOM JokanuzoBaHo 12-15
reHoB. [1o ucTopuyeckuM MpUUrHaM TH F€Hbl Ha3bIBAIOTCS MO-pa3HOMY — pul y KieOcuen, out y SpBUHHUI, HO
Mbl OyZeM MOJb30BaThCsl aOOpeBUATYpOH gsp, MPUHATON y HEKOTOPBHIX OakTepuil M HAWIydlIMM 0Opa3oM
oTpakaromiel (GyHKIHIO STHX TEHOB.

MyTaHThbI o asp reHam
HaKalUIMBalOT B HOPME CEKpPETUPYEMbIE
MIPOYKTHI B nepuIia3zMe, qTO

CBHUJIETEJILCTBYET B IOJIb3Y TOTO, 4YTO
nepBas cragusi (PKCHOPT) MPOXOIUT Y
TaKUX MYTAHTOB HOPMAJIHO, W armapar
gsp HYXEH TOJBKO Il TPAHCIIOpTa Yepes
BHEINHIOW MeMOpaHy. [loaTomy Joru4Ho
OBUTIO OBI TIPEIIONIOKUTE, YTO Oenku Gsp
OyAyT JIOKQJIM30BaHbl BO  BHEIIHEH
MeMOpane wuiaM B nepumuiazme. K
YAWBJICHHUIO HCCIenoBaresed, OobImas
4acTh  ATHX  OEJIKOB  ONpPOHU3BIBACT
[UTOIUIA3MAaTHIECKYI0 MEMOpaHy, a OJHMH
(GspE)  BooOme  nokamm3yercs B
muToIUIa3Me. B OONBIIMHCTBE CllydaeB
(GspGHIJKMN) 6enku UMEIOT OUTOMHYIO
KOH(QOPMAIMIO C  IUTOIIA3MaTHYCCKHU
JIOKaJIM30BaHHBIM N-KOHIIOM u CEKPETOPHOro MyTH
nepuruia3mMaTnaeckuM C-KOHIIOM, TIpUYeM

Puc.13.3. OcHoBHasi TePMHUHAJIBbHAS BETBb 00111€T0
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Oonbmiasi 4acTh Oenka JIOKamu3yeTcs Bce-Taku B mepuriazme. GspL mMeeT Takyro ke TOIOJIOTHIO, HO C
OoJblel 4acThio, pacmoyiokeHHoi B nutomnazMe. GspO u GspF sBHSIOTCS MONUTOMHBIMU MEMOpPaHHBIMH
OeJIKaMM ¢ HECKOJIbKMMH NPOHU3BIBAIOIIMMU MEMOpPaHy TOMEHAMH.

OYHKIMK YeTKO H3BecTHHI He st Bcex Gsp OenkoB. GspO — crenuduyeckas menTtuaaza s N-
KOHIIEBBIX CeKpeTopHBIX curHanoB OenkoB GSpGHIJ(K?). MumieHb, Ha KOTOpPYIO NEHCTBYET MenTuiasa y
Ka)XJIOTO M3 ATHX YeThIpeX OENIKOB, Takas k€, KaK M y MPEeAIIeCTBEHHUKOB MOHOMEPOB MUJINHA, U3 KOTOPBIX
ckiagpiBatorcss mwid [V Tuma y HekoTopbix OakTtepuil (Hampumep, P. aeruginosa). IIpenuiauzel
nporeccupytorcst  nentugazord  PilD, octaBmsiomedt  MeTwnupoBaHHBIM  octaTrok  Phe Ha  N-koHIe
npoueccupyemoro Oenka. [lockombky Oenku GspGHIJ umeror TunmuHblii caiit paspeszanuss N-MePe-
NnenTuAa3on u mnpoueccupyrores npu nomomu GspO, uX Has3blBalOT "NCEBAOMWIMHAMU', XOTS OHU U HE
y4acTBYIOT B oOpa3oBanuu nuieil. K Tomy ke, B OTIMYUE OT MUIUHOB, MOCJE MPOIIECCUHTa TICEBAOMUINHBI HE
OCBOOOXKIAIOTCS, @ OCTAIOTCS 3asSKOPEHHBIMH B IUTOIUIA3MAaTHYECKOH MeMOpaHe CBOMMH N-KOHIIEBBIMH
ruapodoOHbIMU yyacTkamu. [1oaTOMy (yHKIIMS MPOLIECCHHTA OCTAeTCsl HE COBCEM SICHOM, XOTSI M OYEBHUJIHO,
YTO MPOIECCUHT TICEBIONMINHOB HEOOXOANM JJIsi HOPMAJIbHOW COOPKM CEKPETOPHOTO ammapara, MOCKOJIBKY
MyTaHThI 10 GSpO K CEKpeIuu He CIIOCOOHBI.

Benok GspE sBisieTcst UTOIUIa3MAaTHYECKUM U, TEM HE MEHEE, COBEPILIEHHO HEOOXOIUM JIsi CEKPEIHH.
DOTOT O0€JoK SABJISICTCS TUMHWYHBIM TipeAcTaBuTeneM ABC-TpaHcmopTepoB, W CKOpee BCEro SBISETCS
tpancnoptHoii AT®da3oili, obecnieunBaromield dHEpPrueil Kakue-TO CTaauu CEKPETOPHOro Impoliecca (ckopee
BCEro, COOPKY TICEBIOMUIIIOCA), YTO OCYIIECTBIsieTcs uepe3 Oenok GspL (mokazaHo ero B3auMOJCHCTBHE C
GspE).

TonpKo B2 KOMITOHEHTa ceKpeTopHOTo ammapara, GspD u GspS nokann3oBaHbl BO BHEITHEH MeMOpaHe.
GspD npuHaUIeKUT K KPYITHOMY KJIacCy CEKPETHHOB, MPEACTABUTENN KOTOPOTO 00sA3aTeIbHO MPUCYTCTBYIOT
BO Bcex ammaparax cekperuu He Tosibko II, Ho m III Ttmma. ['omomynbTUMEpBI 3TOro Oenka 0Opa3yioT
HWIMHIPUYECKYI0 TOPY BO BHEIIHEH MeMOpaHe, yepe3 KOTOPYIO U BBIXOIAUT M3 KJIETKH CEKPETHUPYEMBbIi
npoayKT. bernok mMeeT 1Ba 4eTKO BBIPRKEHHBIX JoMeHa. C-KOHIIEBOM HEOOXOAWM Ui MYJIbTUMEPU3ALUU
Oenka BO BHEIIHEW MeMOpaHe. N-KOHIIEBOHM JTIOMEH SIBISIETCS MEPUIIa3MAaTUYECKUM U, CKOpee BCEro, UMEHHO
OH OTBEYAET 32 BUIOCTICHU(UYHOCTD arrapara CeKpeLun.

Jlunoniporenn GspS sBusiercs crnenuduiaeckuM maneponoM st GspD, 3anuias ero oT mpoTeon3a u
cniocoOcTByst uHCcepu GspD BO BHEUTHIOIO MEMOpaHy.

Ha ceromusimiamii IeHb HET YCTOSIBIIETOCS MHECHHSI O TOM, kKak paboraer ammapatr GSP. Ckopee Bcero,
MHOTOYHCIIeHHbIe KoMmmoHeHThl GSP B3aumMopeicTByroT Apyr ¢ apyrom, oOpa3ysi TpaHCMEMOpaHHYIO
CTPYKTYPY, IPOCTUPAIOIIYIOCA OT LIUTOIUIa3MaTHUECKON CTOPOHBI BHYTPEHHEN MeMOpaHbl, yepe3 nepuriazmy
BIUIOTH /10 BHemrHeidl MeMOpanbl. [lokazano, uto skcmnpeccusi GspE momkHa mpenBapsATh CUHTE3 OCTaIbHBIX
OenkoB anmnapara TepMHaiabHOM BeTBU GSP. Bo3morxkHo, uto runponn3 AT® Bei3biBaeT y N-KOHIEBOTO IOMEHA
GspL, accommmpoBanHoro ¢ GspE, xoHboOpMalMoOHHOE W3MEHEHHE, KOTOPOE IepeaacTcsi 4epe3 MeMOpaHy
nepuruia3mMatuieckomy JnoMeHy Gspl, 4To u BbI3bIBaeT COOpPKY MNEpHUILIa3MAaTHYECKUX KOMIIOHEHTOB
TepMHuHaIbHOM BeTBU GSP.

Cucrema cekpeuun II Tuma Beicoko cnemuduuna. HecmoTps Ha TO, YTO O€NIKHM-KOMIOHEHTHI
CEKpETOPHOTIO armnapara 04eHb CXOJHBI IPYT C IPYTOM, UX CyOCTpaThl HE OyAyT CEKPETUPOBATHCS Ja)Ke OYCHb
Onmu3KopoICTBeHHBIMU OakTepusiMu. Tak, Hampumep, NMeKkTatianassl E. carotovora He OyIyT CEKPEeTUPOBATHCS
13 OIM3KOPOACTBEHHOI O Buaa E. chrysanthemi, HECMOTPS Ha TO, YTO CXOJICTBO OEJIKOB CEKPETOPHOI'O anmapara
mpeBbimaer  90%. OTO CBHUAETENBCTBYET O TOM, 4YTO ammapar CeKpeluH COACPKUT KaKo-TO
Bupocnenuduueckuit kommnoHeHt. HaOmiomaercs cBoeoOpa3HbI TapajoKc: € OJHOW CTOPOHBI, KaKmaas
OakTepus COCOOHA CEKPETHUPOBATH COBEPIICHHO CTPYKTYPHO HECXOAHBIE O€IKM — MEeKTaT/INa3bl, LEJUTI0NA3kI,
MOJIUTAIAKTYPOHA3bI U T.J., & C JPYTOil — HECTIOCOOHA CEKPETUPOBATh MPAKTUUECKU WACHTUYHYIO TEKTATINA3bI
13 GIM3KOPOACTBEHHOTO BUA.

Pezynayusa GSP

Kak Bcerma B ciydae TpPOMO3IKON OCIKOBOW CHCTEMBI, KJIETKAa 3aMHTEPECOBaHA B TOM, YTOOBI
SHEPrOEMKHUI CHHTE3 OOJBIIOr0 KOJWYECTBA OEIKOB MPOMCXOOWJI TOJNBKO TOTJa, KOTJa OH HEoO0XOIuM.
[ToaToMy 0ONBIIMHCTBO ONMEPOHOB, BXoAAMX B GSP-kimacTepbl y pa3nnyHbIX OakTepuil, YETKO peryaupyercs,
XOTS U MO-Pa3HOMY Y pa3Nu4HbIX BUAOB. Tak, pul rensl Klebsiella kouTponupytorcst aktuBaropom MalT, a out
T'eHbI SpBUHUI - perpeccopom KdgR. B 06onx ciayyasx skcrpeccusi OEIKOBOTO ammapara, He00X0AUMOTO JIIst
ceKpenuu (PaKTOpOB BUPYICHTHOCTH, IPOU3OUIET MPU KOHTAKTE C XO35TMHOM U MOSIBJICHUU COOTBETCTBYIOIIETO
MHAYKTOpa — MaJIbTO3bl WJIM IPOAYKTOB METa00IM3Ma KIETOYHBIX CTEHOK pacTeHuil. Kpome Toro, skcnpeccus
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Gsp-0enKoB y MHOTHMX NATOr€HOB (3PBUHUI, IICEBAOMOHAX M T.H.) 3aBUCUT OT (pa3bl pocTa U UHIYLHUPYETCS
IIPU BO3PACTaHUHU TIOTHOCTHU MOMYJISLMH.

CxoIlHBIE OTIEPOHBI Psiia OPraHU3MOB
DEHOTHUIT MYTaHTOB
Pexonctpykuus Out mytu B E. coli

Cexpertopnbrii anmnapar III tTuna

1.1.Cneyughuxa annapama cexpeyuu Il muna u e2o komnonenmol.

Cuctems! cexpeunu III Tuna >kxu3HeHHO HEOOXOAMMBI IJIi MHOTHX HAaTOT€HOB JKMBOTHBIX M PAacCTEHHUH,
Takux Kak Bordetella bronchiseptica, Burkholderia pseudomallei, Chlamydia pitsitacii, Erwinia amylovora,
Erwinia crysanthemi, suteponarorennsle Escherichia coli, Pseudomonas aeruginosa, Pseudomonas syringae,
Ralstonia solanacearum, Rhizobia spp., Salmonella typhimurium, Shigella flexneri, Xanthomonas campestri, u
Tpu BUaa Yersinia.

OTIUYUATENBHBIMA Y€pPTaMU STHX CHCTEM CEKPEUWH SBISIOTCS JOCTaBKa (PAKTOPOB BHUPYJICHTHOCTH
HETNOCPEJCTBEHHO B KJIETKY 2yKapUOTHYECKOI'O XO35IMHA (XOTsI 4acTh OEJIKOB, CEKPETUPYEMBIX IO 3TOMY IYTH,
OCTaeTcs CBA3AHHOM C TOBEPXHOCTHBIMH CTPYKTypaMH OaKTepuM WM TONaJacT B Cpeay), a Takxke
HCIOJIb30BaHUE OOJIBIIOT0 KOJIMUYECTBA CHEIU(PUUECKUX CEKPETOPHBIX LIAIEPOHOB.

Bonbmie Bcero unpopmanuu o cucreme cekperuu 111 Tuna nmeercs a1 NaToreHoB KUBOTHBIX, T1ie Ooee
WIA MEHee 4YEeTKO IOKa3aHbl (YHKIHUU
HeckoJbKuX OenkoB. HambGonee xoporio
cucremMa cekpeunu [II Thnma wsydena y
vepcunuii  (Puc. 13.4). Yersinia spp.

CEKPETUPYIOT  KaKk  MHUHHMYM 14
paznuuHbiX Yop OenkoB (Yersinia outer
proteins) mo sToMy myTu. ['eHsl,
Koaupymoume Yops, Tak ke Kak M T'€HBI,
KOAMPYIOIE  CEKPETOPHBIA  ammapar,
(ysc, Yop secretion genes) pacroJIOKEHBI

Ha IUIa3MUJIE BUPYJIEHTHOCTH.
[loBeienne temmneparypsl po 37°C,
IIPOUCXOJIALIIEE, HaInpuMmep, npu

nomnajgaHud  OakTepuu B OpPraHU3M
YelloBeKa,  MHAYLUPYET  AIKCIPECCUIO
cekperopHoro  ammapara I tumna.
Boicokass KOHLIEHTpalMsi KajlbLus BO
BHEKJIETOYHOMN cpene TKaHEeUu
YeJI0BEYECKOT0 Tena UHTUOUpyeT
CEKPETOPHBIN ammapar, OJHAKO KOHTAKT C
KJIETKOM XO35IMHa BBI3BIBAET CEKPELHIO
Yop-0enkoB, mpuyeM B JaHHOM Cllydae
MIPOUCXOJUT HE TOJIBKO CEKpELMs, HO U
TPaHCJIOKaIMsl OEJIKOB HEMOCPEICTBEHHO
B KIETKHM JHUM(OHIHBIX TKaHEW, Te
HUEPCUHHUH U PA3MHOXKAIOTCS.
Cexperopublii anmapat III Tuma
Yersinia Spp. COCTOWT W3 KaK MHUHUMYM
24  Ysc OenxoB, 11 w3 KOTOpBIX
KOHCEPBATHBHBI Yy BCEX CEKPETOPHBIX
CHUCTEM 3TOr0 Tuna (BKIIOYas TaKOBBIE
MaTOr€HOB pacTeHui). HexoTopbim

Puc.13.4. Cexperopnsrii annapar III tTuna
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cxoacTBoM ¢ ammaparoMm cekperuu Il Thma obnagaer cucrema cOOpkH OakTepHaIbHOrO KIyTHKa — u3 11
KOHCEpBaTUBHBIX CEKPETOPHBIX T'eHOB 37ech npucyTcTByeT 10. He xBataer Toibk0 yscC, KOOUPYOIIEro 6emok
BHEITHEH MeMOpaHBbI (CEKPETHH), Yepe3 KOTOPHIi YOop OCIKH U MOTaIaloT BO BHEUTHIO CPeIy. ITOT CEKPETHH
SBIISICTCS €JMHCTBEHHBIM O€IKoM cucTeMbl cekperuu 111 Thma, MMeronmm cXoCTBO C IPYTMMHU CEKPETOPHBIMU
OenkamMu, a uUMeHHO ¢ cekpetuHoM GspD wu3 ammapara cekpeuuu I tuma. Ilpeamonaraercs, yro 11
KOHCEpBaTUBHbBIX KOMIOHEHTOB (Hrc-0enkoB) ¢popmMupyroT Oeln0K-IpOBOISAIINI KaHall, KOTOPBIA IPOHU3BIBAET
0o0e KIJIETOYHBIE MEMOpaHBl TpPaMOTPULATENBHBIX OakTepuii. Takas cTpykTypa ObUla H30JIMpPOBAaHA W
OXapakTepu30BaHa AJIsl CUCTEMbl COOpKU OaKTepHaIbHOTO JKI'yTHKa (Ha3bIBaeMOM Takxke OazaibHBIM TEJIOM).
CekpeTopHBIi anmapat 6a3aJpHOTO Tela TPAHCIIOPTHPYET CyOBEANHUIIBI KPIOKA U (pIIaresuTnH, KOTOpbIe Mocye
CeKpeLUN MNOJUMEPHU3YTCs U 00pa3yloT JIMHHBIA (uiaMeHT, oOecreyuBaroluii MOJBM)KHOCTb OakTepuil.
Cekperopnblii anmnapat III tuna S. typhimurium, Ha3bIBaeMbIi UT0ONbYATBIM KOMIUIEKCOM, HAIIOMUHAET IO
CBOEH CTPYKType 0a3ajibHOE TEJO KTYTUKa (MMEeeT XapaKTepHbIe KOJIbIA B PA3JIMYHBIX CIOSIX OaKTepUanbHOM
KJIETOYHOM CTEHKH), HO B €ro COCTaB €Il JOMOJHUTEIbHO BXOAMT CEKPETWH BHEIIHEH MeMOpaHbl. B
JIOTIOJTHEHWE K HMHTErpalbHbIM MeMOpaHHbIM OellkaM B cocTaB ammapaTta cekpeuuu III Tuma Bxomutr u
HECKOJIBKO IIUTOIIa3MaTHUYECKUX KOMIIOHEHTOB, KOTOPHIE MOTYT y4acTBOBAaTh B JIOCTaBKE CyOCTpaTOB K CalTy
cekperui. HekoTopele KOMIIOHEHTBI CEKPETOPHOTO armapara, OYeBUAHO, SBISIOTCS MOOWIBHBIMHU, TOCKOJIBKY
MOTYT ObITh OOHAPY>KEHBI KaK B IUTOIJIa3Me OaKTepuaabHOU KIETKH, TaK U 3a €€ MpeieaMH.

[Tpu nosbiueHnn temmneparypsl 10 37°C B OTCYTCTBUM KajbLUsl MEPCHHUU CEKPETUPYIOT IIOJITOPA
necsiTka OeTKOB BO BHEIIHIOKO cpeny. Cucrema cekpenuu [11 Tuna He 3aBucUT 0T sec-6enkoB. COOTBETCTBEHHO,
CeKpeTUpyeMble O€JIKM He UMEIOT CUTHAJIBHOTO MENTH]IA, XapaKTepHoro A cuctemsl cekpenuu I tuna. Tem
HE MEHee, CUTHAJ JJIsl CEKpeLMU 3aKOAUpoBaH B N-KOHLEBOH 4acTH CcyOCTpaTOB, C KOTOPBIMHU MPOMCXOJIUT
B3aUMOJICIICTBHE CHENM(PUUECKIX CEKPETOPHBIX IIANEPOHOB (2 B HEKOTOPBIX CIy4asX, BO3MOXHO, CUTHAJIOM
spigercs HenocpenctseHHo MPHK). PacmnosnaBanue cyOcTparta sBisieTcss Upe3BbIUaiHO CHELU(PUYHBIM U
TOYHBIM, IOCKOJBbKY B MOMEHT CEKpeLUuH OakTepus crnocoOHa CHeru(pHUUEecKd TOCTaBUTh KOHKPETHBIN
cyOCTpaT B OJTHO M3 TPEX BO3MOXKHBIX ‘“MeCT Ha3HAUCHUS — OaKTEepUaNbHYI0 000JI0YKY, BHEITHIOK CPEIy HIIH
B IIUTO30J1b KJIETKH 3yKapHOTUYECKOTO XO35MHa.

O cTpykType ammapaTa CEKpelMH Yy (PUTONATOr€HOB M3BECTHO OYEHb MaJlo, OJHAKO JJIsi HECKOJIbKUX
OakTepuil MOKa3aHO HaJWYHE OCOOCHHOW MOBEPXHOCTHOW CTPYKTYPHBI, CBSI3aHHOW C ammapaTom cekpermu 11
TUMA. DTa CTPYKTYpa, AJIUHHBIM TOHKUN (UIAMEHT - Arp-TIMIIOC, COCTOUT, CKOpEe BCEro, U3 OJHOro Oenka
HrpA un neobxoauma mst cexperuu. CekpeTupyemble OSIKH MOTYT ITPOXOJAUTh Yepe3 BHYTPEHHU KaHA hrp-
MUITIOCA, XOTSI OH U uMeeT Hebounboi auameTp 8-10 HM. HeoOXotuMBIMU KOMIIOHEHTAMU armapara CeKpenuu
y ¢urtonatoreHoB sBIsOTCI cekpeTH HrcC (romonor YscC umepcuHUit), acCONMUPOBAHHBIN C HapyKHOU
MeMOpanoit nmumnonporend Hrel, nsate 6enkoB BHyTpeHHei memOpansl HrcR, HreS, HreT, HrcU, HrcV (HrpO),
1 aBa nmuroruiazmMarundeckux 0einka HrcQ u HreN, mocieqamii u3 kotopbix siBisiercst ATdazoi.

1.2. Cybcmpamul annapama cexpeyuu 111 muna.

Haubonee xopomio u3yueHsl OenkH, cekpeTupyemble nocpeactBoM anmapara III tuma, omsare ke, y
MAaTOTCHOB YEJIOBEKa, MpeXkIe Bcero, y mepcuHmid. Hambonee mHTEpecHBIE M3 ATHX OCIKOB M MX (YHKIUU
MIEPEUNCIICHBI HIKE.

YopN - ceHCcOop KOHTaKTa, "3aTbIKaromuil" cekpeTopHblid kaHai. [loxoxel ynkiueit oonanaer LerG, Ho
3TOT O€NoK pacmonaraercs B muroruiazme. ['omosmorom YopN y ¢duronarorenoB siBisiercs Hrpl, omnako
CTETeHb T'OMOJIOTUM HEBBICOKA, a POJIb 3TOr0 OEJIKa MPHU CEKPEeIMH y (PUTOMAaTOreHOB He MoKa3aHa.

YopE — murortoxcuH. TpaHcnonupyercss HEMOCPEACTBEHHO B LUTO30JIb Makpo(aros, IJ€ BbI3bIBAET
KOJIJIAIC UTOCKENEeTa IyTeM pa3pyIleHUs] aKTUHOBBIX (DUITAMEHTOB.

YopH - tuposun ¢ocdaraza (momamasi B IHMTO307h Makpodara, nedochopmiaupyer KOMIOHEHTHI
CUTHAJIbHOMW 1IENOYKH, HeoOXoaumbIe B (hochopunrpoBanHoOn hopme st paronurosa)

YopB u YopD - memOpanusie Tpanciokassl. [Ipemnomaraercs, uto, Oyaydd CEKpEeTHPOBAHHBIMH 32
npenenbl OakTepuanbHOM KIETKH, 3TH O€JIKM acCOLMUPYIOT ¢ MeMOpaHoil Makpodara, oOpa3ysl KaHall, yepe3
KOTOPBII U IPOMCXOJUT TPAHCIOKAIHS OCTAJIBHBIX OEITKOB BHYTPb 3YKaPHOTHUECKON KIIETKH.

K uncny 6enkoB, cekpeTupyeMbix nmocpeAacTBoMm amnmapara Il tuna ¢puronaToreHoB, OTHOCITCS TIPEKIIS
Bcero HemocpezacTBeHHble MHAYKTOpel HR - Avr Genku u xaprnuubl. [To kpaiiHeil Mepe HECKOIBKO TI'€HOB,
KOAMPYIOLIUX 3TU OEJIKU, BXOJUT B COCTaB hrp KiacTepoB. IIpu BceM OTIMUYMU 3TUX OEIIKOB OT CEKPETUPYEMBIX
cyoctparoB anmapata Il Tuma y *KMBOTHBIX MOKHO 3aMETUTh YIAMBHTEIbHOE CXOACTBO (yHKMH. Tak, mo
KpaiiHell Mepe 4acTh AvVr-0€lKOB BbBI3bIBACT HApYILIEHHWE CHUTHAIBHBIX KAacKaJoB B KJIETKE XO35MHA,
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KOHTPOJIMPYIOIIUX €ro 3allUTHBIA OTBeT (Kak W QocdaTas3pl, JOCTaBIIEMbIe B LUTO30JIb Makpodaron
UEPCUHUAMM) TMOO HapylIeHUE PEeryJIsluM 3alUTHOTO OTBETA HA YPOBHE TPAHCKPHIILIUH, & XapIUHbI, CKOpee
BCEr0, aCCOLMUPYIOT C PACTUTEIbHOW KJIETOYHOM CTEHKOM M MO0 caMu (POPMHUPYIOT TPaHCIOKALMOHHBIN
KaHal, 100 CrocoOCTBYIOT ero (OpMHUPOBAHHIO (YTO HAMOMHHAET paboTy 6enkoB YopB u YopD uepcunuit).

XapruHbl — BHEKJIETOUHBIC SJMCUTOPBl PEAKIMHU TUIEPUYBCTBUTEIBHOCTH (OBICTPOM THOETN KIETOK
pacTeHuss B HEMOCPEJICTBEHHOW OJIM30CTH OT CcaiTa BHEAPEHUS '"HECOBMECTHMMOTro" TaToreHa). ITo
otHocuTenbHO HeOombinue (40-45 kDa) TepmocTabunbHbie 6eiku ¢ BbIcOKuM (mopsinka 20%) copepikaHuem
[JIMIMHA, HU3KUM TUPO3MHA U COBCEM JIMIIEHHbIE LMCTEHHA. XaplUHbl U3 pa3IM4YHbIX (PUTONATOTEHOB IO
TOMOJIOTUA aMHHOKMCIIOTHBIX ITOCJIEOBAaTEIbHOCTEN MOKHO pasfeyuTh Ha Tpu rpynnsl — HrpN, HrpZ u
HrpW. Tlpu Bcem cxoacTtBe OOIIEr0o aMMHOKHCIOTHOTO COCTaBa IEPBHUYHBIE aMUHOKHCIOTHBIC
MIOCJIEZIOBATEIBHOCTU IIPEICTABUTENIEH pa3HBIX I'PyNI HE MMEIOT 3aMETHOIO CXOJCTBA, a BHYTPH KaXI0H
TPYIIIBI 3TO CXOJACTBO HEBEJIUKO. [I0CKOIBKY IO TOMOJIOTMM aMUHOKHMCIIOTHBIX MOCIEA0BATEIIBHOCTEN OTHECTH
0eJoK K KJacCy XapHnUHOB OBIBAET CIOXHO, €AMHCTBEHHBIM KPUTEPUEM SIBISIETCS CIIOCOOHOCTH BBI3BIBAThH
PEaKIHI0 THIIEPYyBCTBUTEIBHOCTH TIPU MHOKYJISIIMH TpernapaTa OTHOCHTEIBHO OYMIICHHOTO Oelka B TKaHU
(kak mpaBmiO, JUCTa) Hoaxonsauero pacreHus. OJHAKO, HECMOTPS HAa TO, YTO XaplIHUHbBI MOTYT BbI3BaTh
PEaKLUIO TUIIEPYyBCTBUTEIBLHOCTH Y PACTCHUM, UX POJIb B IIPOLIECCE MMATOIEHE3a HEOAHO3HAYHA, ITIOCKOJIBbKY Y
OOJIBIIMHCTBA TPOBEPEHHBIX IITAMMOB HHAKTHBALMSA XapIHMHOB HE BBI3BIBACT 3aMETHBIX (DEHOTUIUYECKUX
¢ dexToB. O MONEKYISIPHONH POJM XapNHUHOB IMOKAa M3BECTHO Malo, oAHako xapnuH HrpW ummeer nomew,
CXOJIHBIA € MEKTaTIMa3aMu (HO He 00Jajarouivif, TeM He MeHee, MEKTOJUTHYECKOW aKTHBHOCTBIO), 4YTO
HaBOJUT HAa MBICIb O BO3MOXKHOM B3aMMOAEWUCTBUM 3TOro Oenka ¢ KJIETOYHOM CTeHKOH pactenuid. U
NEHCTBUTENBHO, TAKOE B3aUMOAECUCTBHE HEAABHO OBLIO MPOJIEMOHCTPUPOBAHO, ITPaBAa, UIsl IPyroro XaprnuHa -
HrpZ. beino mokazano, uto HrpZ, cxopee Bcero, o0pasyer mopy B MeMOpaHE pPacCTHUTENBHOM KJIETKH, 4TO
MIPUBOJUT K OBICTPOH MOTEpE IIEKTPOIUTOB M THOCIIH.

B ommumne or xapnuHOB, cekperupyeMbix anmapatom III Tunma B cpemy M yXe IOCIE CEKpPELMH
B3aMMOJICHCTBYIOUINX C IMOBEPXHOCTHBIMU CTPYKTYpPaMU PACTHTEIbHBIX KJIETOK, AVr-O€JIKH B HOpPME BO
BHEIIHIOIO CPEy HE MONAAAI0T, a JOCTABIIAIOTCS HEMOCPEACTBEHHO B PACTUTEIIbHBIC KIETKH. XOTS A0 CHX IIOP
TpaHCHOPT Avr-OelKOB B pacTUTENbHBIE KJIETKU HE MPOJAEMOHCTPUPOBAH HEMOCPEICTBEHHO, TOMY HMMEIOTCS
MHOTOYHCIICHHbIE KOCBEHHBbIE MOATBepkAeHUsA. [Ipexne Bcero, yacte Avr-O€IKOB UMEET B CBOEM COCTaBe
AMUHOKHCIIOTHBIE TOCJIEI0BATEIbHOCTH, MMEIOLINE CMBICI TOJIBKO B JYKAapHMOTHYECKOW KIIETKE, TaKHE Kak
CUTHAJI siIEpHOM Jiokanu3anuu. B3aumopeiictBue Avr-0emKkoB ¢ MX MapTHEPCKUMU R-reHamu pactenuii ObUIO
MIPOAEMOHCTPUPOBAHO B JPOKKEBOM IBYXTHOPHIHON cUCTEME /ISl HECKOJIBKUX Avr-R map.

1.3. Opeanuzayus u pecynayus 2eHos, KOOupyrowux beaku annapama cexpeyuu 111 muna

HecmoTpss Ha 3HauyMTeNbHBIE TAKCOHOMHUYECKHE pa3lUudsi MEXAy OakTepusMH, OO0IagaroluMu
cucremamu cekperuu 11 Tuma, paznuuus B o0pas3e KU3HU 3TUX MATOI€HOB M MPHHAJICKHOCTh UX XO35I€B K
pa3HbIM HapcTBaM (pacTeHUM U KMBOTHBIX), MEXKIY BCEMM cucTeMaMmu cekpeuuu III tuna mmeercss MHOro
obmero. Hanbosnee nHTEpeCHBIM SIBIISETCS TO, YTO BCe M3BecTHhIE cucteMbl III Tuma, kak y ¢uTONaTOreHoB,
TaK M Yy IaTOT€HOB JHUBOTHBIX, OPraHU30BaHbl B KPYIHBIE KJIACTEPhl I'€HOB, COCTOSILIME W3 HECKOJIBKHX
OIIEPOHOB, MOJIHOCTBI KOJUPYIOIIMX BCE KOMIIOHEHTHI COOTBETCTBYIOIIMX CEKPETOPHBIX amnmnaparoB. Kak
IIPAaBUJIO, B COCTAB ITHX KJIACTEPOB BXOJAT TAK)KE U T'€HBI, KOAUPYIOLIUE CeKpeTHupyeMble cyocTpatsl. Crenyer
3aMETHUTh, YTO BO MHOTHX CIIy4asX 3TU KJIACTEpbl OTPaHUYEHBbl MO KpasM MOOWJIbHBIMH T'€HETUYECKUMU
JIEMEHTaMU U MMEIOT HYKIeoTHIHbIH cocTaB (%(GC), CyLIECTBEHHO OTIMYAIOIIMICS OT OCTaJbHOM YacTH
reHoMa Oaktepuu. Takasg opraHumsanusi KIJIACTEpPOB CEKPETOPHBIX T€HOB MOXET CBUJECTEIBCTBOBATH O
CPaBHUTEIbHO HEIAaBHEM IMPHOOPETEeHHH HMX COOTBETCTBYIOLICH OakTepueil U o TOM, YTO Takue "OCTpoBa
MAaTOr€HHOCTH" MOTYT OTHOCHTEIHHO CBOOOJIHO MEPEMEIIAThCs TOPU3OHTAIBHO MEXKIY TAaKCOHOMHYECKH
BECbMa yJAJICHHBIMU OaKTepUSIMH.

VY Bcex HM3y4YCHHBIX (PUTOMATOTEHHBIX OakTepuil OOJBIIMHCTBO Arp TEHOB PpACIONAraeTcs B OIHOM
OomspiioM Kjactepe pasmepoMm 20-25 T.H.II. ¥ OPraHU30BaHO B 7-8 TPAHCKPUIIIMOHHBIX €AWHHI]. YeThipe
HanboJyiee TMOJHO OXapaKTepU30BAHHBIX Ha CErOAHALIHMNA JeHb KiacTepa MOTYT OBITh pa3fiefieHbl Ha JBE
Ipynnbl Ha OCHOBaHMM CXOJCTBA MEXKIY COCTaBJSIIOIIMMM MX T€HaMH, CTPYKTYpOH OIEpPOHOB U
perynsaTopHbIMU cucteMaMmu. K nepBoit rpymnmne MoKHO OTHECTH hrp kiactepsl P. syringae u E. amylovora, a
KO BTOpO#l - R. solanacearum n X. campestris.
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I/IHTCpeCHBIM SABJIIETCA TO, YTO H

Yersinia spp. | PeTel g *
PETYIHPYIOTCS TEHbl ASTUX JABYX TPYII ! ,
KJIACTEPOB MO-Pa3HOMY. OCHOBHBIM VirF e A voplyse
. \=
perynstopoM y P. syringae u E. amylovora (AraC-like) ! Tore
SABIISICTCS aJIbTEPHATUBHBINA CUrMa-(paKkTop, a LerQ YmoA
y R. solanacearum w X. campestris 9
ceMmeiicTBa (Kak, KCTaTH, W y uepcuHuii)— S. flexneri (I 'v r@ﬁs?nﬁ]v W "*
L@ +
aktuBaTop AraC (Puc. 13.5)
ompR ‘ virF virB ipalmxi-spa
HauGonee XOpOILO cucrema (2CRR) | (AraC-like)  1-
. i (=)peseC
perymsanun  m3ydeHa y P. syringae pv. pHED]| HINS[ '
syringae. Jlns oToii  OakTepuu  OBLIO -
cpx

nokazano, uro HrpR, HrpS, u HrpL (2C RR)
ABISIFOTCS  YacTbl0O MHOTOKOMIIOHEHTHOM

o a ji ji r-TTT T T T T T T T 1
peryisaTopHOn CUCTEMBI, S typh:mui um - o E I
KOHTpOJHpyIoweil dkcrpeccuio hrp u avre  SPH1 : f; \ A O / >  /

>
T'CHOB. HI‘pR u HrpS HpI/IHaI[JIﬁ;ZKaT K KIIaccy sirA hh‘A' invF > siplssp inv-spa-prg
NtrC-mogo0HBIX G~ -3aBUCUMBIX (CRR)  “T2CRR)  (AraC-lie)
sHXaHcepoB TpaHckpunuuu. HrpR u HrpS flow Mgz‘;;:
OTJIMYAIOTCS OT  OOJBIIMHCTBA YJICHOB P
cemerictBa NtrC Tem, YTO OHHM YTpaTWUIN (2C RR)
AMUHOKOHLIEBOH  PETYJIATOPHbIH  IOMEH, ' o _empN_
KOTOPBIN A3MEHSET peryistopuayro  P. syringae e v: 5] v T @ v
aKTUBHOCTh (B CBSI3U C YE€M MOXXHO — [ [ >
NPE/TNON0KUTh, YTO B CHTHAIBHOH IIeny, IEC’FI;H) (2'(’:“":“:) (G"';‘;:'On hre-hrp

BeNyllel K  aKTHBAlWK  /irp-TCHOB,
0053aTEILHO  JIOJDKHBI  TIPUCYTCTBOBATH
apyrue OeJKH), OJJHAKO OHH HO-TIpeXkHeMYy X. campestris o

e @
ComepIKaT KOHCEPBATHBHBIH ! * | @ v
KapOOKCHKOHIIEBOI JAHK-cBs3p1Baronuii

. hrpG hrpXv hre-hrp  hreC
JIOMEH. JeticTBue NtrC-mogo0HbIX (2C RR) (AraC-like)
SHXAHCEPOB TPaHCKPHUIILIHHA
OCYILECTBIISIETCA 4Yepe3 B3aUMOJEHUCTBHUE C
ANBTEPHATHBHBIM G-(bakTopoM RpoN (6%, Puc.13.5. TpaHcKpUNIIHMOHHAS Pery/isiius CHCTEM

1 OBLIO MOKA3aHO, 4TO 7poN TeH HeoOX0aUM cexpennu 111 Tuna

JUISL OKCIIPECCUU Airp TEHOB y HECKOJBKUX

naroBapoB P. syringae. RpoN ocymecTBiIseT cBoe NeHCTBHE 4epe3 KOHTPOJIb IKCIPECCHH IPYroro CHrma-
¢daxropa, HrpL, npunaanexamero k ECF cemelicTBy (extra cytoplasmic functions) curma-akropos. A yxe
HrpL akTHBHpYET TPaHCKPHIIIHIO C 3aBUCSIIUX OT HETO MPOMOTOPOB, KAKOBBIMHU SBIISIFOTCS IPAKTUYECKH BCE
W3y4YEeHHBIE Ha CETOMHSAIIHUN JeHb NPOMOTOPHI OIEPOHOB, KOAMPYIOUMX Arp W avr reHbl. IlokasaHo
cesa3biBaHue HrpL ¢ koHcepBatuBHOM mpoMoTopHOil nocienoBatelbHOCThIO GGAACCNA-N14-CCACNNA,
Ha3bIBaEMOM /Arp-00KCOM. AHAIOTHYHAS CXeMa PETYJIALUN UMeeT MecTo u 'y E. amylovora.

CexpemopHvle wanepoHbi.

JIJist cekperu MHOTHX CyOCTpaToB dWepe3 ammapaTr 3-TO THIa HE0OXOIUMO JEHCTBHE CIEIU(DUICCKUX
[UTOIIa3MAaTUYECKUX MIanepoHoB. [lepBbIMU OOHApyXEHHBIMH M HauOoliee HM3yYEHHBIMH SBISAIOTCS SycC
manepoHsl Yersinia, HEOOXOIUMBIC I CEKpenud YOp OelKoB. XapaKTepHOW YepTOH ATHX IIarepOHOB
ABIISIETCS CeUU(PUUHOCTE — Bce Syc OeNKH B3aUMOJCHCTBYIOT TOJBKO C OJHHUM CEKPETHPYEMbIM OEIKOM
(TONMBKO B OJHOM CiIy4yae C JABYMs). YTpara OJHOTO MIariepoHa OJIOKUPYET CEKPEIHI0 COOTBETCTBYIOIIETO
Oenka, TOr/1a Kak CeKpeLus OCTaJbHBIX CyOCTpaTOB JaHHOTO CEKPETOPHOro ammnapara He HapymaeTcs. benoxk,
JMIIEHHBINA [ariepoHa, HAKAITUBASTCS B IIUTOIUIA3ME U 3a4aCTyI0 OBICTPO JIerpagupyer.

B TO Bpems kak B3aMMOJEHCTBHE MEXIy 000 M BooOIE cyan0a (hakTOpOB BUPYJIECHTHOCTH TOCIIE
CEKpeIHH U3yueHa cabo, MHOTO HH(OpPMAIIMU UMEETCS O B3aUMOJICHCTBUH MEXKIY COOO0H KTy TUKOBBIX OEJIKOB
(ucmonp3yromux (HaKTHYECKU TAKYIO K€ CUCTEMY CEKPEIHH) IOCJIe WX IKCIOPTa M3 KICTKU. JTH OENKH, KaKk
MIPaBUIIO, MOJUMEPHU3YIOTCS C 00pa30BaHUEM XapaKTEPHBIX KTyTHKOBBIX CTPYKTYp. bazanbHoe Teno KryTHka,
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MIPOHM3BIBAIONIEE TIEPUTIIA3MATHIECKOE MPOCTPaHCTBO, cocTouT u3 5 Oenkos (FlgB, C, F u G, FliE). K nemy
MpHUKperieH noctatouHo rubkuit kprok (FIgE), BeIxomsmmii 3a mpenenbl MOBEPXHOCTH KieTkH. K Kproky
MIPUCOSAMHCHA JITTMHHAS HUTH KTyTHKA, cocrosimas u3 oxHoro oenka (F1iC), mns mpukperieHus: KOTOporo K
Kproky HeoOxoaumbl nBa Oenka, FIgK u Flgl, a xonen HutH XryTuka 3amuiieH emie ogHuM Oenkom, FliD.
BbazanpHOE Teno KryTuka MpecTaBiseT co00il He UYTO HHOE, KaK CEKPETOPHBIN anmapaT CeKpeluu IsaTH OeTKoB
— cyobenunun kproka, Hutd U FIgK, Flgl u FliD. A mockonbKy AmameTp CEeKpeTOpHOro KaHaja, depes
KOTOpBIH JOJKHBI IIPOXOJUTh 3TH GejKM, HeBenuka — Beero 25-30A, Bece i Genku (BKIIOYAsk H HEKOTOPbIE
cyObeanHUIIbI 0a3aibHOrO Tea) JAOHKHBI TPAHCIIOPTUPOBATHCS B YACTHYHO PAa3BEPHYTOM COCTOSHUHU. UTO
po0IeMaTUYHO, UOO STU OENKHU MPEUMYIIECTBEHHO UMEIOT O-CIIUPAIBHYIO CTPYKTYPY U UMEIOT BBIPAKEHHYIO
CKJIOHHOCTb K oyiuroMepusanuu. Jlns mnpenoTBpalieHusi OKOHYATENbHOro (oOJAUHra U caMocOOpKH
KT'YTUKOBBIX CYyOBEAMHMI] B IMTOIUIa3Me OaKTepusi HCIOJb3YyeT cHelu(uUecKre MIanepoHbl, KOTOPhIX Ha
ceroausimHauii genp onucano Tpu — FigN, FIiT u FliC.

Takum 006pa3oM, HCTONb30BaHUE CyOcTpaT-crienupUIecKuX MIanepoHOB B MPOLIECCE CEKPELUU SBISETCS
XapakTepHbIM s 06oux “moaruno” ammaparoB III Tuma. O6a Tuma manepoHOB OOBIYHO CBS3BIBAIOTCS C
HeOoIbIIMM paiioHoM cyOcTparta. Ho umerorcs u cymectBeHHbIe oTauuus. i pakTopoB BUPYJIEHTHOCTH 3TOT
pailioH pacrmonaraerca B Ipeaene MNepBbIX 125 aMUHOKUCIOT ¢ N-KOHIIa M COOTBETCTBYET OO0JIacTH,
HEe0OXO0IUMOM sl TpAaHCJIOKalMU cyOcTpara B SyKapUOTHYECKHE KIIETKH, TOT/Ia KaK IarepOoH-CBA3bIBAIOIIUI
JIOMEH >KTYTHKOBBIX OENKOB pacroyiokeH B mpeaenax nocineanux 40 AK Oenka (camblif kapOOKCH-KOHEI]) U
HEOO0XO0IUM JIJISl B3AaUMOZCHCTBUS JKI'YTUKOBBIX CyOBEINHUIL MEXKITy COOOIA.

UYro ke mpeacTaBisieT co0oi cekpeTopHbIi curHan? Kak y KTryTHKOBBIX CyOBbEIUHUII, TaK U Y IPOTYKTOB
T'€HOB BUPYJICHTHOCTH OH pacrioyioskeH B N-koHie 6enka. Ho mo kpaiineit mepe B ciydae Yop OenkoB GenkoBast
MPUPO/Ia CUTHAJIA HAXOJUTCS 0] BOMPOCOM. DKCIIEPUMEHTHI CO BBEACHUEM CIIBUTA PAMKH B HAYAJIbHYIO YaCTh
yOp T'€HOB IIOKa3ajy, YTO CEKPELUs HE HAapYIIAETCsl, ECIM ATOT CABUI KOMIIEHCUPYETCS €Ile OAHON MyTaluen
yepe3 15-17 xomonoB. C npyrodl CTOpOHBI, MO KpaHEH Mepe Id HEKOTOPhIX YOp OelKoB IMoKa3aHa
abCoIIOTHAs 3aBUCUMOCTD CEKPELUH OT JCHCTBUS COOTBETCTBYIOIIETO MIATIEPOHA.

Cekpertopnblii anmnapar IV Tuna

Cucrema cexpenuu IV Tuna numeeT BbIpaKE€HHOE CXOACTBO C allaparoM KOHBIOTALUMU psijia Iia3Mui U
CKOp€e BCEro IpoM30IlIa OT HEro. OJTa HKCIOPTHAs CHCTEMA XapaKTEPU3yeTCs YpPE3BBIYAHHO HIMPOKOM
CNenu(UIHOCTEIO KaK 110 OTHOWIEHHIO K cyOcTpatam (KpyIHBIE HYKJICOMPOTEHIHBIE KOMIUICKCHI,
MYJIBTUKOMITIOHEHTHBIE OCJIKOBbIE TOKCHHBI M MOHOMEpHbIE O€NKM), TaK U IO OTHOIIEHUIO K MHUILIEHSIM
CEKpEeLMH, KAKOBBIMH MOTYT CIYXHTb OaKTepHH, T'pUObI, PACTEHUS] M XKUBOTHBIC (MHBIMU CIOBaMH, KICTKH
MPEACTaBUTENCH BCEX MAPCTB 32 UCKIIOUEHUEM apXeil).

W3navyanpHO cuctema cekperuu [V Tuma Obuta BbIgENeHa NPH  OOHApYKEHHWU CXOJCTBA Tpex
ceKkpeTopHbIX ammapatoB - Tpancnopta T-JIIHK A. tumefaciens, Tra cucremsl IncN mmazmuger pKM101 u
CHCTEMBl CEKpEeLUMH TOKCHUHA B. pertussis. 3aTeM CXOACTBO C 3THMH CEKPETOPHBIMH amnmapaTamu ObLIO
oOHapy»XeHO y elle HeckoJbkux Tra cucreM M cuctembl cekpeuuu Oanka CagA — ¢akrtopa BUPYJIEHTHOCTH
Helicobacter pylori.

Takum oOpazom, mHorue cucrembl [V tunma mnepenocst JHK, HO HeoOXoaumMo OTMETHTH, 4YTO
nepenocutcst He /JIHK cama no cebe, Ho onnonuteBas [IHK, cBsi3aHHas ¢ OAHUM MM HECKOJIbKUMH OelKaMu.
Ot 6enkn yvactByroT B mporeccunre JJHK B Touke Hawanma mepenoca (oriT), BemymieM K 0Opa3oBaHHIO
KOHBIOTAIIMOHHOTO MHTepMeIrara. TpaHcacTepa3a HHUITMUPYET MpoIecCuHr, cBs3biBasch ¢ JIHK B Touke oriT
(mubo ¢GyHKIMOHATBHO SKBUBANEHTBBIX rpanunax T-JIHK y arpoOakrepuii) u BHOCS OJHOIICTIOUEUHBIH
pa3psiB. [locine BHeceHus pa3pbiBa TpaHCICTEpPaA3a OCTAETCA KOBAJICHTHO CBSA3AaHHOW C 5' KOHIIOM OJHOW HUTH
yepe3 THpo3uHOBbIN octaTok. OnHonuTeBas JJHK npu koHbroranuu nepeHoCUTCs Kak pas B HalpaBjiIeHUH 5' ->
3', U ckopee BCEro MMEHHO TpaHCACTepa3a OOECHeuMBacT ONO3HaBaHME KOHBIOTAIIMOHHOTO HMHTEpMeauaTa
CEKpEeTOPHBIM ammaparoM. B ciiyuae A. tumefaciens tTpancacrepasza VirD2 skcnoptupyercs Bmecte ¢ T-/IHK B
PacCTUTENBHYIO KIETKY , TJI€ CUTHAJIBI SIIEPHOM JIOKaJIW3aluy, npucytcTBytomue B VirD2, nanpasistor T-JIHK
B AIpO KJIETKU. Takum 00pa3oM, KOHBIOIALMOHHBIE CUCTEMbl MOXHO paccMaTpUBaTh Kak ammapaT CeKpeLuH
OeJka, MpUCTIOCOOJICHHBIN JJISI SKCTIOpTa KOBAJIEHTHO CBsizaHHOM ¢ 6enkom JIHK.

Kpome Toro, HejaBHO ObUIO MMOKa3aHO, YTO KOHBIOTALMOHHBIE CHCTEMbl MOTYT TPAaHCIOPTUPOBATh U HE
csizannble ¢ JIHK Oenku. Tak, Tra annmapat ruasmuasl RP4 cnocobGen cexperupoBath Oenok RecA, a cucrema
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nepenoca T-JIHK crocobna cexperupoBats VirE2 (SSB 6enok) u emie ogun ¢axtop BUpysieHTHOCTH, VirF.
WntepecHo, uto muisa cekpeunn VirE2 Heob6xonumo ydactue manepona VirEl. VirEl crabunusupyet VirE2 in
VIVO U TIPENSATCTBYET €ro arperayy in vitro, 4To JIeIaeT ero MoX0XKUM Ha Syc IanepoHsl Yersinia.

benkoBbie cyOcTpaTsl cucteM cekpeuuu [V Tuma maToreHoB KMBOTHBIX paJMKajIbHO OTIMYAIOTCS OT
cyoctpatoB Tra cucreMm, TeM He MEHee, MMEETCsl 3HAUUTEIbHOE CXOJCTBO almapaToB cekperuu. Hampumep,
cuctema Ptl B. pertussis cekperupyer cioxubiii TokcuH PT, mpuHamiexanuii k rpymnmne A/B TOKCHHOB u
cocrosimmii 3 5 cyowenunmi, S1-S5. JlomeH A TokcHHA COCTOUT U3 cyOwbeaununbl S1, a B nomen — u3 S2-S5
cyobenuuuil B cootHomenun 1:1:2:1. B ornuume ot Tra cucrem skcropt PT — nByxcraauitHeid mporiecc.
Cy06wsenununpl [IT cHavana SKCHOPTUPYIOTCS Yepe3 LUTOIIa3MaTH4YecKylo MeMOpaHy MNpH MOMOUH Sec
CUCTEMBI, 3aT€M XOJOTOKCHUH cOOMpaeTcsi B NEpUIIa3Me€ U B COOpPAaHHOM BHJE TPAaHCIOPTUPYETCS dYepes
BHEIIHIOIO MeMmOpany cuctemoii Ptl. Tlocme »skcmopra B 1omMeH TOKCHMHA B3aUMOJIECHCTBYET C
[JIMKOIIPOTEMHOBBIMU PELENTOPAMH XO3AHWCKOM KIETKH U 00€CleYMBAeT TPAHCIOKALMIO JoMEHa A BHYTpb.
BHyTpu X03siicKOil KIETKH JTOMEH A HapylIaeT CHTHAJbHBIC IMyTH IMyTEM PUOOZUIUPOBAHUS PETYISATOPHBIX
OEKOoB.

Anmapar cekpenuu [V Tuna (KOTOpBIM MBI pacCMOTPHUM Ha MpuUMepe OoJiee M3YUEHHBIX Tra cHCTEeM)
COCTOUT COCTOMT M3 ABYX MOBEPXHOCTHBIX CTPYKTYP, KOHBIOTAIMOHHOTO KaHalla, Yepe3 KOTOPBIH MPOUCXOIUT
tpancnokanus JIHK u 6enkoB, 1 KOHBIOTAIIMOHHOTO MHIIFOCA, HEOOXOIMMOTO Il KOHTAaKTa C PEeIUITUEHTHON
kieTkor. CTpyKTypa CHCTEMBbI CEKpEelIMU N3y4eHa HeI0CTaTOYHO, ¥ TIOKA BBIICISIIOT HECKOJIBKO TPy OENIKOB,
(yHKIMU KOTOPBIX 10 KOHIIA HE BBISICHEHBI:

MOBEPXHOCTHBIE OEJIKH, Y4aCTBYIOLIUE B (POPMUPOBAHUY MIIIIOCA U AP. TOBEPXBOCTHBIX CTPYKTYP;

KOMITOHEHTHI KOHBIOTAIIHOHHOTO KaHaa;

AT®a3bl HIUTOMIA3MATUYECKON MEMOPAHBI.

N3yuenne cucreMm cexpenuu II-IV TUIIOB BBIABUIO HEKOTOPOE CXOACTBO MexaAy HUMU. Tak, cucremsl 111
u IV Tuna HauMHAIOT CEKPELHMIO TOJIBKO IMPH KOHTAKTE C KIETKOW-MUIIEHbI0. O0€ CHCTEMBI HCIOIB3YIOT
cnenuduaeckue mamneporsl. O06e cucTeMsl (Kak MPaBUiIo0) TPAHCTIOPTUPYIOT CYyOCTpaThl B OJIHY CTAJIUIO Yepe3
TpaHCMeMOpaHHBIA KaHal, MpoHH3bIBaloOUIMi 00e MemOpanbl. HakoHen, o0e cHcTeMbl KakUM-TO 00pa3oMm
HCIOJIb3YIOT UM B CEKPETOPHOM IIPOLIECCE.

HNmeercss Takxke CXOACTBO U C
cuctemoii cekperuu Il tuma (ocobeHHO
eciau paccMmarpuBarh cexkpeuuto PT B.
pertussis). VIHTepecHO, YTO XOJIEPHBII
TOKCHUH, O4YeHb cxoxur ¢ PT B.
pertussis, TpaHCIIOPTUpPYETCS  4Yepe3
cucremy Il tuma. Kpome Toro,
6akrepuopar CTX¢ V. cholerae
BBIXOJUT M3 KJIETKH uepe3 ammapar Il
TUMAa — TakuM oO0pa3oM, M cHucTeMa
cekperuu I Trma Moket obecrieunBaTh
tpancnopt JIHK B accoumamum c¢
OenKamH.

B nononHeHne K CEKpETOPHBIM
MeXaHu3MaM, TPeOYIOUUM  y4YacTHs
CHCIMAJIBHOTO  ammapara  CeKpeuuu
HEJIaBHO Obul  omMcaH  ciydvai
"camoTrpaHcnopta" Oenka, a HWMEHHO
nporeassl IgA Neisseria gonorrhoeae
Yyepe3 BHEUTHIOI MEMOpaHy

Type |

Jlumepamypa:
1. A. Economou. Following the leader: bacterial protein export through the Sec pathway. Trends in
Microbiology 1999 VOL. 7 NO. 8 p. 315-320
2. D. M. Anderson and O. Schneewind. Type III machines of Gram-negative pathogens: injecting virulence
factors into host cells and more. Current Opinion in Microbiology 1999, 2:18-24
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2. S. Lory. Secretion of proteins and assembly of bacterial surface organelles: shared pathways of extracellular
protein targeting. Current Opinion in Microbiology 1998, 1:27-35

(CpaBHUTENBHAS XapaKTEPUCTUKA 4 MMyTel CEKpELnH)

4. L. W. Cheng and O. Schneewind. Type III machines of Gram-negative bacteria: delivering the goods. Trends
in Microbiology 214-220 Vol. 8 No. 5 May 2000

5. C. J. Hueck. Type III protein secretion systems in bacterial pathogens of animals and plants. Microbiology
And Molecular Biology Reviews, 1998, p. 379433 Vol. 62, No. 2

14. Ctporumn oTBeTt

OTO peakuus KIETOK Ha aMHUHOKHMCIOTHOE TOJIOJIaHWE, MPUBOAALIAs K 3HAYUTEIBHOMY 3aMEICHUIO
cunresa crabunbHbix PHK (pPHK u TPHK) u nexotopsix MPHK, HeoOX0AMMBIX I CHHTE3a pUOOCOMHBIX
oenkoB, (aktopoB smonranmu EF-Ts, EF-Tu u EF-G, a-cyopenununsr PHK-mommmepassr, a Takke kK
YCUJICHUIO TPAHCKPUIILIUU OTIEPOHOB OMocuHTE3a aMuHOKUCI0T. O6muit cunre3 PHK cHmkaercs B urore 1o 5-
10% ot HOpMansHOTO. BO3pacTaer ckopocTh aerpananuu 0eiaka, yMEHbIIAeTCS CHHTE3 HYKJICOTHIOB, JINTTH]IOB
U YIJIEBOJIOB.

Crporast peryJsius OCyIecTBIISIeTCS HECKOIbKUMH FeHaMH, HanboJjiee N3y4eHHBIM U3 KOTOPBIX SBIISIETCS
reH rel4. DTOT TreH OTBEYaeT 3a CHHTE3 [BYX CHEIM(PUUECKMX HYKJICOTHUIOB, HAKAIUIMBAIOLIMXCS IpU
aMHHOKHMCIIOTHOM TOJIOJaHUM - TyaHo3unTeTpadocharta (ppGpp) u ryanosunnentadocdarta (pppGpp). ItH
HYKJICOTHABl M SBISIOTCS WHTHOWTOpamMHu cuHTe3a crnenuduieckux tunoB PHK. Curnamom o0Opa3zoBanus
ppGpp CIYXUT HE HENOCPEACTBEHHO OTCYTCTBHE KAKOW-IMOO aMHUHOKHCIOTBHI, @ HEAOCTATOK AMHUHOALMII-
TPHK. Benok RelA B accommanuu ¢ pubocomamu cuntesupyet (p)ppGpp Tonbko Korna B A-caiite puO0OCOMBI
OKa3bIBaeTCs HeHarpykeHHas amuHukucioToi TPHK.

Crporuii OTBET - (yHAAMEHTATBHBIH MEXaHHW3M PETYJISIUN, CBOWCTBEHHBIM MPAKTHYECKH BCEM
0aKkTepHsiM, HO UHTEPECHO, YTO HEKOTOPbIE U3 HUX MPHUCIIOCOOMIN €ro B KayeCTBE CEHCOPHOM CHUCTEMBI JUIs
peryIsiuu JIPYTHX KJIETOYHBIX (QYHKIHMHA. Tak, MHUKCOOAKTEpUM WCIONB3YIOT TyaHO3MHTeTpadochat B
KayecTBEe CHUrHajla K oOpa30BaHMIO IUIOAOBBIX Tes. KileTku MukcoOakTepuil He MMEIOT KI'yTHKOB, OJHAKO
CTIIOCOOHBI MEPEIBUTATHCS 3a CUET CKOJIBKEHUS 110 Pa3IMYHBIM MMOBEPXHOCTSM, BKIIIOYasi HOBEPXHOCTh APYTUX
KJIETOK. Mcronp3yss Takyro CIOCOOHOCTb, MHKCOOAKTEpHM CTPOAT CBOM IUIOAOBBIE Teja, HauyuHas C
OJIHOPOJIHOTO TOHKOTO CJ0sl KIETOK. Bech mporecc 3aHMMaeT HECKOJIbKO YacoB. CHaydaja IMOSBISETCS
HECKOIIBKO JIOKANBHBIX CKOIUICHUI KIIETOK, 3aTeM, KaK TOIBKO B OJHOM H3 HHX cobepercst okono 10° KieTok,
HA4YMHAETCS MUIPALUs BCEX OCTAJBHBIX KJIETOK MOMYJISAIMU B 3TO CKOIJIEHHE, (POpMUPOBAHKE IIJIOOBOTO Teja
XapaKTepHOU ISl Kaxk10ro Buaa GopMel u auddepeHnnanust masTouKOBUIHBIX KJIETOK B CepUIECKUE CTIOPEI.

["ostonanue no M000i aMUHOKHCIIOTE BbI30BET HakomieHue (p)ppGpp, @ MOCKOIbKY CHHTE3 aMUHOAIMII-
TPHK 3aBucur or AT®, nHemocratok sHepruu wim ¢ocpata Oymer uMeTh TOT ke d(P(deKr, uTto u
aMHMHOKHUCIIOTHOE rojiofanue. Y Mukcobakrepuil HakorieHue (p)ppGpp UMeeT ToT ke 3PpdexT, uto n 'y E. coli,
HO JIOTIOJIHUTEINIFHO €lIe 3aIyCcKaeT nporpaMmy auddepeHuuanuy, KOHTPOIb KOTOPOi OCYIIECTBISETCS PSAAOM
CEKPETUPYEMBIX NMENTHIHBIX (AKTOPOB U COOTBETCTBYIOLIMX CEHCOPOB BKYIIE C CUCTEMAaMU NEpeayu CUrHaa.
Crporuii OTBET HMHIYLHMPYET OHKCIPECCHIO TEHOB, HEOOXOAMMBIX MJIsi TNEPECTPOWKH BHYTPUKIETOUYHOTO
MeTa0oIu3Ma B COOTBETCTBUU C TOJIOJIAHUEM, a TaKXKe MHIYLIMPYET CUHTE3 crienudpuueckoro pepomMona - A-
¢dakTopa. A-pakTop aKTHMBHPYET HKCIPECCHIO TPYIIIBI T€HOB, HEOOXOAUMBIX JJISl arperaiuu MUKCOOAKTEpUil.
OaHMM M3 3THX TEHOB SBIsETCS cSgA, KOAUPYIOUIMI CHHTE3 CIEIYIOIIEr0 MEXKJIETOUYHOro curhana, C-
¢dakTopa - moBepxHOCTHOro Oenka pazmepom 17 k/la. C-¢akTop, B CBOIO OuYe€pelb, KOHTPOJIUPYET TPH
rpoIriecca - arperamnmio KJIETOK, IKCIPECCHI0 IEJOoro psaa TeHoB (BKimodas caMm c¢sgA) u cnopyisanuio. C-
(akTop, 3aKperyIeHHbIH Ha MOBEPXHOCTU OJHOW KIETKH, NMPH KOHTAKTE C JPYrod MHIYLHMPYET aKTUBALMIO
JIBYXKOMITOHEHTHOW CEHCOPHOM CHCTEMBI C peryisitopoM Tpanckpunimu FruA. FruA umeer Tpu Mutienu - fiz,
devTRS wn csgA. TlepBas muimieHb koaupyeT Oenku, romonoruddsie Che Oenkam E. coli m oTBedaromnye 3a
HaIpaBJICHUE CKOJIbXEHUS MHKCOOAKTEPHM, M pe3yJIbTaTOM TaKOW aKTHBALMHU SIBISIETCS arperanus KJIETOK B
o108k Tena. [IpoaykTel onepona devTRS HEOOXOIUMBI HETIOCPEACTBEHHO IS CTIOPYJISAIIAHN.
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15. SOS oTBeT

baktepun oOuYeHb YAcTO TOJABEPrarOTCs BO3ACUCTBUIO PA3JIMYHBIX HPUPOJHBIX M AHTPOIOIEHHBIX
BO37eiicTBH, KoTOpble HapymaT 1enoctHocTs JIHK. TloBpexnenus JJHK OnokupyioT ee pemiukanuio u
M03TOMY NPEJCTABISIIOT CEPbE3HYIO yIrpo3y BBDKMBAaHUIO KJIETKH. i1 OOpbOBI C TaKUMHU TMOBPEXKICHUSIMU
OakTepuM HMEIOT Lenblid psa Oenkos, penapupytomux JIHK, HOpMmanusyroommx KiIeToOYyHOE JeJIeHue,
MOBBIIAIOIINX TOJEPAHTHOCTh K IOBPEXKIEHUSAM, KOTOpPbIE KOOPIMHUPOBAHHO OSKCIPECCUPYIOTCSA IOCIE
noBpexaenus JIHK. Takas rimoGanpHas peakius monyunia HazBaHue "SOS-oret"

OcnoBnas perymsauust SOS-otBera y E. coli ocymiecTBisiercss AByMsi OenkamMu — pekoMOMHa30i RecA u
TPAHCKPUIIIUOHHBIM penpeccopoM LexA, koTopble UM camMu ToxXe SABIAIOTCA SOS-UHAYLUPYEMBIMHU.
Hakomnenne nopexaenuii B JIHK npuBoauT K akTHUBaIMM KONPOTEa3HOW aKTUBHOCTU Oenka RecA. B
AaKTUBUPOBAHHOM COCTOSSHUM RecA wuHAyuupyeT aBTOKaTaluTH4yeckoe pacuierienue Oenka LexA. B
pe3yibpTaTe pe3Ko MaJaeT KOHLEHTpalus (QYHKUHMOHAIbHO AakKTHUBHOrO auMepa LexA. ocBoOOXmaroTcs
onepatopsl TeHOB SOS-peryioHa v pe3Ko Bo3pacTaeT UX TPAHCKPHUIIIIHS.

[ToBpexnenne [IHK He mnnynupyer SOS-oTBeT HenmocpeAcTBeHHO. IIpennonaraercs, 4To 0JTHOHUTEBA
JIHK, koropasi HakamuMBaercs B KJeTKe Nnpu MHruOuposanuu pervimkauuu JIHK moBpexneHusiMu, qaet ToT
METa0OJIMUECKUI CUTHAJI, KOTOPHIM M aKTUBUPYET KOMPOTEa3HYI0 akTUBHOCTh RecA. B akTuBmpoBaHHOM
coctossHuU RecA o0pasyer crnupajibHble HYKICONpOTeHHOBBIE (umiaMmeHThl Ha omHoHuTeBOM JIHK. LexA
PacCIio3HAET 3Ty CTPYKTYPY M CBSI3BIBAETCS C ITyOOKOH crimpaibHO# 60opo3nkoil RecA-Hykieodunamenrta. ITo
CBSI3bIBAHME HHAYIHMPYET OBICTpOE aBTOKATAIMTHYECKOe paciueruieHue Oenka LexA B obnactu miapHupa,
COCMHSIONIETO aBa JoMeHa LexA — KapOOKCHKOHIICBOW TWMEpPH3AalMOHHBIH W aMuHOKOHIeBour JIHK-
cBsa3piBaromuii. Takum oOpas3omMm, penpeccop LexA pecuienisiercs aBTOKaTAIUTHUECKH, TaK K€ Kak U OeNKH
UmuD, MucA u pemnpeccop ¢ara A CI. A pomp OGenka RecA 3akimrodyaercs JuIb B aKTUBALMK JTOMN
ABTOKATAJIMTUYECKOMN peakinu (u3-3a uero RecA u Ha3pIBaIOT KOMPOTEA30H).

I'ensr SOS-perynona MOXXHO pa3fenuTh Ha ABe Tpynmnsl. "Kiaccuueckue" HETraTUBHO PETyIMPYIOTCS Ha
TPAHCKPUILIMOHHOM YypoBHE OenkoM LeXA M HMHIynMpyloTCs B pe3yJbTaTe €ro aBTOKATAIUTUYECKOTO
MPOTEONIN3a, CTUMYJIMPYEMOT0 aKTHMBHPOBAHHBIM RecA. DTH TeHbl MMEIOT B CBOEH MPOMOTOpPHOW 001acTu
4eTKO BbIpakeHHbIN LexA caiit (koncencyc 5'-taCTGTatatatatACAGta-3").

Haubonee 3naunMpiMu "knaccuueckuMu" wieHamu SOS-peryjioHa SIBISIOTCA CJEIyHOIUe TeHbl (MX
ceifyac n3BecTHO 0KoJ10 30):

['ensl ‘ [TpoxykTel/ pyHKINHT

lexA WNunyxmus SOS-otseta

recA PexomOuHanonHas penapanus; nHaykuus SOS-oTBeTa

ruvAB PexoMOuHanonHas pemnaparus

recN PexoMOuHanonHas penaparus

uvr4 DKCIM3HOHHas penapaius (0enok, y3Haromuii moppexaeHus B JJHK)
uvrB OKCUM3UOHHAs penapanus (3HI0HyKIIea3a)

uvrD DKCIM3WOHHAS pernapaius (Xennkasa)

umuDC CkrnonHas k ommbkam penaparus (SOS-myTareHes)

sulA MHrnbuTop KI€TOYHOTO JeJICHUS

Bce Oonbiie u Gonbine oOHapyx)uBaeTcs SOS-MHIYIUPYEMBIX TEHOB, KOTOPHIE HE PETYIUPYIOTCS
HenocpencTBeHHO LexA.

SOS-perynoH MHTEpeceH TeM, YTO BCEro OJIHA Mapa PEryiSTOPHBIX OENKOB 00ECIeYyMBAET HECKOJIHKO
BapuaHToB oTBeta Ha moBpexaenue J[HK. Takoe moBeneHHe YacTHUYHO MOXKHO OOBSACHUTH DPA3TUYHON
ah(UHHOCTBIO perpeccopa K OINEpaToOpHBIM caiiTaM, pacloiOXKEHHBIM B MPOMOTOPHBIX OOJIACTAX
COOTBETCTBYIOIIMX TeHOB. Uem cnabee cBsI3bIBaHME peIpeccopa € ONEpaToOpoM, TEM paHbIIE MPOU3OUIET
WHAYKIMS cooTBeTcTBYyIomiero rena npu SOS-orBere. Tak, UvrA 6emoK, KOHTPOJIUPYIOMIHA IKCIU3UOHHYIO
penapanuio, UHIyIUpyeTcsl NPaKTUYECKH HEMEIJIEHHO mociie BO3HUKHOBeHUs noBpexaeHuil JITHK, u nepssie
20-30 munyt SOS-0TBETa KJI€TKa penapupyeT MOBPEXKACHUS IMyTEM BbIPE3aHHS MOBPEKICHHBIX HYKICOTHUIOB
1 ocHoBaHMH. YUepe3 monyaca B KJIETKE HAKAIUIMBAETCS JOCTATOUYHO RecA (ero KoJIM4ecTBO yBEIUUYHBAETCS
oomee, wem B 10 pa3), RuvAB um RecN i akTtuBanum peKOMOWHAIIMOHHOW pernapaiuu, KoTopas
npojoikaercs emle okoso 30 MunyT. [Ipubnu3uTensHO Yyepe3 yac mocie HHAYKIUK "BKITI0YaeTcs'" CKIOHHAS K
omuOkam penapanus (KoHTpoiupyemast reHamu umuDC), kotopas nponospkaercs emie 30-40 munyt. Takas
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BpEMEHHasl MOCJIeI0BaTEIbHOCTh COOBITUI XapaKkTepHa AJis KIETOK E. coli, pacTyMX OTHOCUTEIBHO MEJUIEHHO
Ha CUHTETUYECKOU cpesie ¢ BpeMeHeM yABOeHHs 50 MUHYT.

HaunbGonee BaXHBIM CIEICTBUEM TaKOW PETYJSILIMU SIBISETCA TO, YTO Takas "cTymeHdaras' WHAYKLHS
wieHOB SOS-peryjoHa Mo3BoJIA€T KJIETKAaM C MHUHUMAJIbHBIMU IIOBPEXICHUSMU HHAYLUPOBAaTH CHUCTEMBI
6e301100YHOM (HO JOCTAaTOYHO MEUIEHHOW) pernapanuy (Takoi Kak SKCIU3UOHHAs M peKOMOWHAIIMOHHA), HE
BKJIIOYAsl JpPYTrHe, TOTCHIMAJbHO CKIOHHBIE K OmHUOKaM (XOTs W OBICTpBIE) pemapanuoHHble myTH. U
JeUCTBUTENBHO, UHAYKUUS TreHoB umuDC, HEOOXOOUMBIX Jsl CKJIOHHOW K OIIMOKaM penapanmuu B 00X0[
KpYITHBIX TOBPEXICHHUM, TpeOyeT ropasmgo Oosee cuibHOro noBpexaenus HK. U, makonen, miurenbHOE
NPUCYTCTBUE B KIETKE HEpEemapUpyeMbIX MOBPEXICHUA NPUBOAUT K MHAYKIMU SulA-3aBUCHMOI
¢dmaMeHTanuu 1 Mo3BOJIseT podaram "yapats" w3 rHOHYIIEH KIETKU IMyTeM HHIYKIUU JIATHYECKOTO IUKJIA.

SOS-wymacenes

Joctarouno naBHO ObUTO 3aMedeHO, 4To HHAYKOUs SOS-oTBeTa NPUBOIUT K CYIIECTBEHHOMY
YBEJIIMYEHUIO YacTOThl MyTalMid. OTOT ()EHOMEH OKa3ajcs CBSi3aH C BapuUaHTOM perapanuu, KOTOPBIH
unayuupyercs npu SOS-oTBeTe B nocneaHoo ouepeab. Mnes UmuDC-3aBucuMoil penapanuu 3akiodyaeTcs B
TOM, YTO, KOTJja KJIETKa HE MOKET (MJIM HE YCIIEBAET) BOCCTAHOBUTH UCXO/HYIO nocieaoBaTenbHocTh JJHK, ona
IbITaeTCs NPOAOIKUTH perunkannio JJHK, BcTaBiss ciydalinble OCHOBaHMSI B CHHTE3UPYEMYIO LIEIIb HAIIPOTHB
MOBPEXJICHUHA. DTO MO3BOJISIET PEIIMKALMOHHON BUJIKE MIPOAOIIKUTH paboTy (M TakuM 00pa3oM BOCCTAaHOBUTh
KH3HECTIOCOOHOCTh KJIETKM). DTO MO3BOJSAET KJIETKE pELIMTh HEMEIJICHHYI0 NpoOieMy, OIHAKO CO3/aeT
NOTEHIMAJIbHBIE TPOOJIEMBI B AATIbHENUIIIEM H3-32 OUEHb BHICOKOM BEPOATHOCTH BOSHUKHOBEHMS MYTallUil.

Jnsa maaykuun SOS-myTareHe3a TpeOyroTcst GpepMeHThl peruiucoMsl, 6enok RecA u Oenku UmuD u
UmuC, nmpuuem UmuD nomkeH mpeTeprneTh aBTOMPOTEOJUTUYECKOE paciieruieHne (aHamorudHo LexA) c
obpazoBanneM UmuD', nBe cyObenuuuipl kotoporo oopasyror kommieke ¢ UmuC (UmuD',UmuC), koTopslii
BMECTE C IpyTMMHU KOMIIOHEHTaMU PETJIMCOMBI M obecrieunBaeT MytareHHbii cunres JJHK (mostomy kommuiekc
UmuD', UmuC nazeBator eme JHK-mommmepazoit V). UmuD',UmuC cBs3biBaeTcss ¢ KOHIIOM RecA-
Hykieopuinamenra, 3areM ¢ JIHK-mommmepasoii, 4ro mo3BoinsieT kieTke Bo30OHOBHUTH perummkanuio JIHK, a
BO300HOBJICHHE PEIUIUKALMM MPUBOJUT K pa3pyLICHUIO HyKiIeo(puiaMeHTa (M, COOTBETCTBEHHO, JTUKBUAALUU
SOS-uHIYIUPYIOIIETO CUTHATIA).

Jlumepamypa:
1. W.H. Koch, R. Woodgate. DNA Repair in Prokaryotes and Lower Eukaryotes. DNA Damage and
Repair.vol.1: Edited by: Nickoloff and MF Hoekstra
2. G.C. Walker. The SOS Response of Escherichia coli. The Bible. 1996 p 1400-1416

17. Perynauua ctabunbHoctn MPHK

Cunte3 omnpeneneHHOro KonudectBa matpuuHoid PHK He o06s3aTensHO rapaHTUPYeT MNPOAYKIHIO
MIPONOPIMOHATIBHOTO KojnyecTBa Oenka. Cuila SKCIPECCHU ONPENIETICHHOrO0 TeHAa 3aBUCUT HE TOJIBKO OT
3¢ (HEeKTUBHOCTH €ro TPAHCKPUIILUHU, HO B 3HAUUTEIHHOW Mepe OT TOT0, YTO MPOUCXOAMUT C TPAHCKPHUIITOM
nocine ero cuHTe3a. Cpasy mocie CHHTe3a TPAHCKPUIIT IPUOOPETAET OMPEIETICHHYI0 BTOPHUHYIO CTPYKTYpY, OT
Yero B 3HAYUTENHFHON CTENeHU OyayT 3aBHCETh €ro CTaOMIBHOCTh M CKOPOCTh MpolleccuHra (y SyKapHuor), a
Takke 3PGEKTUBHOCTh TPAHCIAIUU. JlOTTOTHUTENbHBIE BO3MOKHOCTH PETYIISIIIMA UMEIOTCS Y 3YKApUOT B CBSI3U
C HAJIMYUEM CJIOKHOTO TPOIECCUHTA TIEPBUYHBIX TPAaHCKpUNTOB. HakoHel, 3((eKTUBHOCTh SKCIIPECCUU TeHa
OUYeHb CHJIBHO 3aBUCHUT OT ctabunbHocTU ero MPHK. Tak, y mpokapuot Bpems monyxu3Hu paznuaabix MPHK
BapbHpyeT B npeaenax ot 20 cekyHa a0 6osee uem 20 MUHYT.

CrabunsHocth MPHK 00BIMHO HE 3aBHCHUT HaAmpsMyl0 OT €€ pa3Mepa, a ONpEeNeseTcs MHOTUMU
(dakTopamMH, OCHOBHBIMH M3 KOTOPBIX SIBJISIIOTCS €€ BTOPHUYHAS CTPYKTYpa, OJJIEMEHTHl IEPBUYHOM
MOCJIeIOBATEIILHOCTH (CalThl y3HaBaHUS IS crielUpUIeCKUX pruOoHyKieas) U 3h(PEeKTUBHOCTh TPAHCIISIITUH.

Hanuyue »neMeHTOB BTOPHUYHOW CTPYKTYpHl, Kak mpaBuwio, cradbuwmmsupyer PHK, mnockombky
npensitctByeT padbore mHorux PHKas (Puc. 17.1). bonpmmnactso MPHK nmerot Ha cBoem HeTpaHcianpyemom 3'
KOHIIE JOCTAaTOYHO CTa0WJIbHBIC WIMUJICYHBIE CTPYKTYpbl. DTO B MEPBYIO Ouepeab TEPMHUHATOPHI, OJHAKO
HWMEIOTCS U PYTHUE AIEMEHThI BTOPUYHOM CTPYKTYpHL. Tak, y E. coli umeetcs okono 500 tak HazpiBaeMbix REP
(repetitive extragenic palindromes) >1eMEHTOB — MaTWHAPOMOB, CIOCOOHBIX OOpPa30OBHIBATH JOCTATOYHO
KpyIHbIE INMUJIEYHblE CTPYKTYphl Ha 3' koHmax maTpuuHbix PHK. B HekoTopbIX ciydasx MInuie4HbIe
CTPYKTYpPbI MOTYT NPUCYTCTBOBATh U Ha 5' koHIIax MPHK.
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HemanoBaxHpIM
CTaOMIBLHOCTH MPHK SIBISICTCS
HaJIu4ue XOpOIIETO
pubocoMcBs3bIBaIOIEr0 caiita (Ha
HaJUIeXKalleM  PAacCTOSHUHM  Tepex
CTapT-KOJIOHOM). Pubocoma,
tpaHcaupytomas MPHK, 3ammumiaer

Jine
5' Crabunu3upyromuit

JJIEMEHT
CTapT
TPAHCIIALUH
! RBS

[1[]

REP nocnenoBaTeIbHOCTD

Tepmunarop

TPaHCKPUIILIUU
KOHEII p P

TPpaHCIIALIUA

I:I 3V

35-50  HyKJIEOTHIOB OT  aTakh O
puboHyKJeas, KOTOpbIE MOTYT
paspyumnts PHK. Ecom MPHK
3¢(}eKTUBHO TpaHCIUPYeTCs, OHa
(aKkTHUECKH  TOJHOCTBIO  Oyzer
MIOKPBITA pubocomamuy, 4TO

CyIIECTBEHHO  YMEHBIINT
pubOHyKIIea3aMHu.

Haxe Bo Bpems tpancianuu MPHK Moxer BbeicTynathb
cyOcTparom uisi puOoHyKIea3. YKe OJUH pa3pbhiB B MOJIEKYJIE
MPHK ¢ Oonbiioii BeposSITHOCTBIO €€ HHakTuBHpyeT. Ecim B
pe3yJbTare paspbiBa OKa3bIBAETCS yaaJleH
pubocoMmcBs3bIBatoNMil caiit, Takas MPHK, ectectBenHo, He
MOKET TpaHcaupoBaTbes. Eciu ke pa3pblB MPOU30MAET TAE-TO
MIOCEPENMHE KOAUPYIOIIEH IOCIIENOBATEIbHOCTH, TPAHCIIALMS
OyJeT MPOUCXOIUTh, OJHAKO OEJIOK OKaXETCsl YKOPOUYEHHBIM U
MOYTH HaBepHsIKa He(dyHKIMOHANBHBIM. Kpome TOro, KieTka,
CKOpee BCEero, MOBECHUT Ha TaKOH yKOPOUYCHHBIH OENOK SIPIIBIK,
HaMpaBIAOIIMNA €ro Ha MPOTeoNu3 (Hamp., MPU MOMOIM ssrA
PHK y E. coli). Kpome Toro, o0buno, ecnu aerpanauus MPHK
yK€ Hayanach, IpOLIECC €€ pa3pylIeHUs 3aBEpIIacTCsl OYECHb
OBICTPO.

Herpananus MPHK y E. coli ocymiecTBisieTcss COBMECTHO
9HO- U dK30pubOHyKIea3zamu. JIBe sk3onykiea3bl, PHKaza Il u
nonmuHykineotuadochopmnaza (IIHDaza, PNPase), paspymaror
PHK B mnampasnenun 3'->5'. Iloxoxkue SK30pHOOHYKIICA3bI
IIMPOKO PACIIPOCTPAHEHBI KaK y MpO-, TaK U y dykapuor. PHKas3a
II — rugponutuyeckuii (hepMeHT, HAIOMIUN TMPH PACIICIUICHUN
PHK nykneoruamonodpocdarer. ITH®Da3za wucnomsdyer mpu
TUAPOIN3E HEOPraHUYEeCKH docdar, reHepUpys
nyineorngaudocdarel. MHakTHBamms 000MX 3K30pHOOHYKIIEa3
MIPUBOAUT K HAKOIUIEHUIO B KJIETKE IMPOMEKYTOUHBIX IPOTYKTOB
nerpananuu MPHK u siBnisiercst netanbHOM.

BEPOATHOCTh €€  Jerpajalnuu

3' konmpl wMHOrmx MPHK (B mepByro ouepenn
oOpa3oBaBIIMecs B pe3yJbTaTe P-HE3aBUCHUMOW TEPMHHAIIUN)
00pa3yioT CTaOWIBHBIC IIMUAJICYHBIE CTPYKTYpPBI, KOTOPBIC
samumialor  PHK ot gerpamanuu  3x30puOOHYKII€a3aMH.
Pacmennenue MPHK "B cepeaune" npu IIOMOIIU
SHIOPUOOHYKJI€a3bl  MOXKET yOpaTh  MIMWIbKY, oO0pa3ys

HE3aIlUIICHHbIN 3' KOHel, NOCTYMHBIA s IK30pHOOHYKIIeas.
Ounopubonykieaza E (PHKaza E, RNAse E), nepBonauanbHO
UAeHTHQHUIIMPOBAHHAST KaKk HeoOxomumasi [UIsl TMPOLECCHHTa
pubocomuoit 5S PHK, Taxke ompexnensier cTaOMIBHOCTh MHOTHX
MPHK.

OunonykieasHoe pacmerienue PHK wmenee BaxkHOo y
9yKapuoT, rnae ocHoBHas nerpamauus MPHK oGecneunBaercs
SK30HYKJIEa3aMH. v JIPOXOIKEN ONMUCAaHO JBA
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CalThl IEeHCTBUS
pubonyKIeas

Puc.17.1. ®akTopsl, BAUAOIIHE HA CTA0MIBHOCTD
npokapuorudeckoit MPHK

Protected
3" end

5¢ 3¢

Endonuclease

S5¢ 3¢

Exonuclease

5¢ 3¢

Puc.17.2. lerpapanus MPHK
NMPOKAPUOT

(a)

5¢Gppp

5'=3¢pathway PAB PAB PAB

{Anaa]aAAA] AAAA] 3¢

l Deadenylation and decapping

3¢

(b)

5¢Gppp

3¢-5¢pathway PAB PAB PAB

(aaaa]AnAA] AAAA] 3C

l Deadenylation

5¢Gppp 3¢

Puc.17.3. lerpapanus MPHK
IyKaApHoOT



9K30HYKJICOJUTHUECKUX MEXaHHW3Ma, paboTarolux B HampasieHusx 5'->3' u 3'->5'. Dykapuotnueckue MPHK
3alMIICHBI OT AETpajalliy KA3MMOM Ha 5' KoHIle W TONHU(A) XBOCTOM B KOMILIEKCE C MOJH(A)-CBA3BIBAIOLIIM
oenmkom (PAB) wa 3' KoHIE, W [ACKIIHMPOBAHUEC W JICAJCHWIMPOBAHUE SIBIISIOTCS HEOOXOIUMBIMH
MPEeAnoCchUIKaMu I Jerpajauuu. Y aApoxokedl B 5'->3' myTu gerpajaidu ACKIMHPOBAHUE 3aBUCUT OT
neaneHnnupoBanusi, U a MPHK nerpagupyercs »sx3onykneasoi XRNI1. 3'->5' nyrts aperpamanuu
obecrieunBaeTCsl MyJbTHOCIKOBBIM KOMIUIEKCOM — 3K30comoil. MHTepecHo, uto E. coli ne umeer 5'->3'
sK30HYyKJea3Horo myTu. 5' konenn MPHK y npokapuot He kanupoBan, a 5'->3' s5k30puboHyKII€a3bl He U3BECTHBHI,
OJIHAKO CTPYKTypa, mojo0Hasi K31y, Bce ke uMeercs. Ha 5' konme sybakrepuansubix MPHK | kak mpaBuio,
HaxoauTcs Tpudocdar, u €ro MpuUCyTCTBUE HHTHOUpYyeT AelcTBHe »HIopuOoHykiea3. [locime mepBoro
pacmerenus MPHK sanopubonykitea3oii Ha BHOBh 0OpazoBanHOM 5' koHrie PHK ocraercs Mmonodocdar, yxe
HECIOCOOHBIN OJOKHPOBaTh JalbHEWIee HYHAOHYKICOIUTHUECKOE pacileruieHne. VIMeHHO Mmol3ToMy mepBast
aTaka 3HJIOPUOOHYKII€a30i SIBIIIETCA JIMMUTHPYIOIICH MO0 BpeMeHH, a nanpHeimee pacuieruieane MPHK mpu
MOMOIIM HHAOHYKIea3 u 3'->5' sk3oHykiea3 (mns mocneaHux mnepBoe pacuierienne MPHK - Taxoke
o0ecrieunBacT HE3AMUIICHHBIH 3' KOHEI) TPOUCXOIUT OYCHb OBICTPO.

bakrepuansubie PHKa3pl, yuacTByromue B nerpaganuu MPHK

PHKasza E

Omnwucana y E. coli. Kogupyercst renom rne. IIponykT reHa — kpynuslid 6enox (1061 aMUHOKHCIOTHBIH
OCTaTOK). aKTHUBEH B BUJE ToMojauMepa. benok MOXHO pa3nenuTh Ha TpU JoMeHa. B 1eHTpe pacmonoxeH
Oorareiii apruanHoM PHK-cBs3biBaromuii moMeH. N-KOHIEBOM KaTalUTHYECKH JOMEH HMeEeT cladyro
roMmoJyioruro ¢ pubocomHbiM Oenmkom S1. HMmeercs Tarxke Hekoropas romoinorusi mexay PHKazoir E u
MHO3HHOM.

Cremuduunocts PHKa3br E mo oTHOmEHuto k cyOcTpaTy He o4YeHb 4yeTKas. B kadecTBe KOHCEHCYC-
MOCNEIOBATEIbHOCTH ~ CalTa  MPEANOYTUTENILHOTO  y3HAaBaHUS  OBLT  TPEUIOKEH  TEHTaHYKICOTU]
(A/G)AUU(A/U), omHako TO JAPYTMM JaHHBIM €IUHCTBEHHBIM OTPAaHUYEHHEM [0 OTHOIICHHIO K
nocnenoBarenbHocT PHK sBnsierca paspesanue "cneBa" ot munykiaeotuga AU B OJHOHUTEBBIX Y4YacTKax
Mouiekynbl. Eme oqauM orpanuueHuem sisnsiercs To, yto PHKa3a E nHamnGosnee akTHBHO NEHCTBYET TONBKO B
HETIOCPEJACTBEHHOW OJIM30CTH OT CBOOOJHOTO 5' KOHIIA, TPUYEM ITO JODKEH OBITH KOHEl ¢ MoHO(pochaToMm.
Hakonen, neyxuenoueunass PHK pesuctentna x merpamamuun PHKazoit E. Takum oOpa3om, il yCHEIIHOTO
pacmieruienus cyoctpara PHKaza E nomkna pacno3nats cnienududeckuii BHyTPEHHHA CalT U CBOOOIHBIHN 5'
HyKJeo3uaMoHodochar.

Oxcnpeccuss PHKa3pl E HaxoauTes mox HeraTMBHBIM KOHTPOJIEM, IPUUYEM PETYJITOPOM SIBISIETCS caMa
PHKa3za E, u kouTponb ocymectBisiercss 3a cueT ee cobcrtBeHHoit PHKasnoii aktuBHOCTH. B ycroBusax
9KCIIEPUMEHTA MOXKHO 100UThCs 40-KpaTHOrO pa3ivuus B KOJIMYECTBAX 7Ae-TPAHCKPUITA 3a CUET U3MEHEHUS
KJIETOYHOM KoHIeHTpauuu ¢yHkimonansHoii PHKa3s E.

PHKas3za 111

PHKas3a Il (kogupyemas reHOM rnc) Oblta oOHapykeHa y E. coli kak sHI0puOOHYKIIeas3a, pa3pesaromnias
nByxuenodednsie Monekynsl PHK. Pa3pe3 mMoxker ObITh OHO- MJIM JBYHUTEBBIM, YTO YAaCTUYHO 3aBHCHUT OT
CTENEHN CMAapeHHOCTH OCHOBAaHUW BOKPYT caiita paspe3aHus. CrienuGuIHOCTh 1O OTHOIICHUIO K KOHKPETHOU
MIOCJIEZIOBATEILHOCTH KOHTPOJUPYETCSl HEraTUBHO, T.€. NPUCYTCTBHE pAJa OCHOBAHMHM B OINPEACIECHHBIX
MO3ULUAX CUIBHO HHTHOUPYET pa3pe3aHue.

PHKaza III yuactByer B mponeccunre pPHK wu perpamamuum psga mMPHK, xors craGuinbHOCTB
6onbinHcTBa KieTouHblx MPHK He m3mensercs y myranta no PHKasze I1II. MnaktuBauus rnc neranpHa y B.
subtilis, Ho He neranpHa y E. coli.

PHKa3za III - romoaumep u3 cyObenunul pasmepom 25.4 x/la. @epMeHT COAEPKUT YETKO BbIPa’KEHHBIE
PHK-cBs3piBatomuiit 1 PHKa3ube1ii nomen. Dkcnpeccus rnc aproperyiupyercs (kak u B cimydae PHKaszer E
karanuThueckas aktuBHocTh PHKazbr III Hampsimytro yuactByeT B aBroperyisuuu). AxktuBHocTs PHKa3er 111
peryiaupyeTcs Takke U Ha MOCTTPAHCIISILIMOHHOM YpOBHE IyTeM (hochopuinpoBaHUsl.

THonunyxkneomuogocgopunaza

Komupyercst rerom pnp. I'omotpumep u3 cyobenunui pazmepom 77.1 x/la. Karanusupyer oOpatumslii
¢dochoponnz nonupuOOHYKICOTHIOB C OCBOOOXKIAeHHEM Hykieosuagudocdartos. Coxpepxut asa PHK-
CBSI3BIBAIOIIMX JOMEHA — OJIMH TOMOJIOTHYEH HEKOTOPHIM dykapuoTrueckuM rsiPHK, a BTopoit — pubocomHOMy
Oenky S1. @epMeHT MIMPOKO PACIpPOCTpPaHEH y OakTepuidl. DKcHpeccus: MoNuHykiIeoTuadochopunasspl, Kak u
onucanHbiX Bbilie PHKa3, HaxoauTcs mox aBTOKOHTPOJIEM.
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PHKasa 11

Koaupyetcs renom rnb. Kak u nonunykieotuadochopunaza, npouecCuBHO AerpaaupyeT OJHOHUTEBYIO
PHK c¢ 3' koHma, omHako Jemaer 3TO IyTeM ruaponusa, a He (ochopommmza MPHK, ocBoboxmas
HyKJeo3uaMoHopochaTel. MoHOMEp ¢ MoJeKysipHOi Maccoit 72.3 k/la. Conepxut kapookcukoHuesoit PHK-
ces3piBatomuit S1 momen. Oxcmopeccuss PHKaser Il Haxomutcss B 0OpaTHOM KOppesIUH C YPOBHEM
nonuHyKiIeotuadochopmiasel, 4To npeanoiaraetr yaactue 3tux 18yx PHKa3 B nerpanmanum matpuunsix PHK
ApYT Apyra

AKTHBHOCTh 00€HMX 3K30pHOOHYyKJI€a3 HHTUOMpPYETCsl 3J€MEHTaMHU BTOPUYHON CTPYKTYpPBI, OIHAKO
NOJMUHYKIeoTHA(OChOopHIa3za K TAKOMY HHTMOMPOBAHHIO 3HAYMTEIHHO MEHEE UyBCTBUTENIbHA.

Mynemubenxogvie komnaekcol decpadayuu PHK.

[Tpu ouncrke PHKa3wl E u3 E. coli 6pin1 oOHapy»eH KpYMHbBIH MynbTHOENnKoBbIi komrmieke — PHK-
nerpagocoma. OCHOBHBIMU KOMITOHEHTaMu 3Toro komiuiekca spisitorcss PHKaza E, [TH®a3a u PHK-xenuka3za
RhIB (Puc. 17.4). Accoumanus PHKa3er E ¢ [IH®a30# B 0fHOM KOMIUIEKCE AaeT MPSMOE JI0Ka3aTEIbCTBO MX
koomneparuu npu aerpaganuu MPHK. B cocraBe koMmIuiekca TakKe BBIACISETCS €HONa3a (TIUKOIUTHYCCKUI
dbepmenT) 1 (B cyOcTexuomeTpuuecknx koiaumdectBax) nommdocdarknnaza PPK u maneponst DnaK u GroEL;
poJIb 3TUX KOMIIOHEHTOB B Jerpafgauuu MPHK nescha.

PHKa3a E — kpynHbIii MyJIbTHIOMEHHBIN O€TOK. DHIOHYKJICa3Hasi aKTUBHOCTh CBsi3aHa C N-KOHIIEBBHIM
JIOMEHOM. DTOT ke JOMEH 00JIajaeT JOMOJIHUTEIbHON aKTHBHOCTHIO, OTBEYAIONICH 3a Jerpafamnuio monu(A) u
nonu(U) xBoctoB. C-KOHIIEBasi IMOJIOBHHA O€lKa B3aMMOAECHCTBYET C TpPeMsi OCHOBHBIMH KOMIIOHEHTaMHU
nerpagocombl, RhiB, PNPa3oit u enonasoii. Takum o6pazom, PHKa3a E — crnoxxHbIil MyJIbTHIOMEHHBIH O€TOK,
N-KOHeI] KOTOPOTo SBJSETCS KaTaTUTHYeCKUM, a C-KOHEIl BBITIONHSET POJib KapKaca, Ha KOTOPOM COOMPAIOTCS
OCTaJIbHbIE KOMIIOHEHTHI IETPAI0COMBI.

Heckoubko MYJIBTHOCIKOBBIX PHK- RhIB enolase PNPase
JETpaJupyIoIuX KOMIUIEKCOB, CTPYKTYpPHO H
(bYHKIMOHAIBHO TOMOJIOTUYHBIX OaKTepHaIbHON RNase E

PHK-nerpanocome, omucano y sykapuor. Bce
3TU KOMIUIEKCHI OTBEYaroT 3a Aerpaganuio PHK
B 3'->5' nanpasnennn. Komreke, comepxaiimii
romonoru PNPa3er u PHKa3sl E, yuactByer B
MPOLIECCHHTE n gperpagaumu MPHK B

XJjopomiactax ImmnuHara. Emie gBa koMriiekca L I |
onucanbl 'y gpoxokei. Kommiexc mtEXO, ) - '
CoZCpIKAIMiA  OK30HYKIIeasy, CXOIHYIO ¢ Amino terminal Carboxyl terminal
PHKa3oit Il u3 E. coli, nerpaaupyer UHTPOHBI Catalytic Protein Interactions
MPHK B mutoxonapusx  Saccharomyces

cerevisiae. OKk30coMa S. cerevisiae,

YUACTBYIOMAs KaK B TPOIECCHHTE PHGOCOMHOT Puc.17.4. Ilpokapuornueckas PHK-gerpagocoma

PHK, tax u B nerpamauuun MPHK, conepxut
mate  3'->5'  9sKk30puOOHYyKI€a3, deThIpe U3
koTopeix romonoruubl PHKaze 11 unu PNPase u3 E. coli. UenoBedeckuii TOMOJIOT IPOKIKEBOU SK30HYKIIE€A3bI
Rpré4p 6511 00HapyxkeH B cocTaBe O0JBIIOr0 KOMIUIEKCA, YTO CBUIETENLCTBYET B MOJIb3Y HAMYMS 3K30COMBI U
B KJICTKaX )KUBOTHBIX.

PHK-xenuxaswvi 6 oecpaoayuu PHK

Nnentuduxamus PHK-xenmkaser RhlB B cocraBe OakrepuanbHOM JerpamocoMbl SIBUIACh IEPBBIM
cBuzeTenscTBOM aktuBHOU ponn PHK-xenmka3 B nerpagarmmu PHK. RhIB npunannexur k knaccy DEAD-6okc
oenkoB. 1o cemeiictBo ATd-3aBucumbix PHK-xenmkas, nmeronmx 8§ KOHCEPBATHBHBIX MOTHBOB, BKJIIOUAs
aMuHOKUCIOTHI acriaptaT (D), rmyramar (E), ananun (A) u onars acniaprart (D). benku-unensl 3Toro cemeiictsa
Y4acTBYIOT B pa3HOOOpa3HBIX Ipolieccax, BKIOYas cOOpKy puOOCOM, MHMLIMALIMIO TPAHCIALMU U CIUIalCHHT
PHK. B skcnepumenrax in vitro @ynkuus RhlB B coctaBe merpagocomMsl Obula YETKO MOKa3aHa. DJIEMEHTHI
BropuyHOi CTpykTypbl B PHK wyacto co3maroT mpenmsTcTBHsl JUisi NMPOJABMKEHHS] TaKUX (PEPMEHTOB, Kak
[TH®a3a. [Tokazano, uyto npucyrctue RhiB B coctaBe nerpagocomsr ctumynupyet B ATD-3aBucumMoil manepe
nerpananuto mpu oMoty [TH®aze1 cyOcTpara ¢ BeIpakeHHOW BTOPUYHOM cTpykTypoid. RhIB "packpyunBaer"
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nByxuenodednble yuyactku PHK, 4To mo3BomsieT Sk30puOOHYKII€a3e MPOIBUHYTHCS NabIIE MO CyOcTpary.
RhIB cunbpHO aktuBHpyeTcs B3aumoneiictBueM c¢ C-xonueBoil yactbto PHKa3bl E. JlpoxokeBble 3x30coMa U
komiiekc mtEXO Takke UMEIOT B CBOEM COCTaBE XEJIMKa3bl, 1o 00HkIe RhIB.

Tonuaoenunuposanue okazvieaem nPOMUBONONONCHBIU dpghexm Ha cmaburbHOCMb OAKMEPUATLHBIX U
aykapuomudeckux MmPHK.

[Tomm(A)-momumepasa [ (PAP 1) u3 E. coli xogupyercs reaoM pcnB (plasmid copy number), KoTopbiid
ObUT IEpPBOHAYAIBHO UICHTU(UIIMPOBAH IO €ro AeHCTBHIO Ha KomuiiHoCTh TasMua ¢ ColEl peruinkonom. PAP
I yuactByer B aerpaganuu PHK I — nebonsmmoii perynaroproit PHK, xotopas B3aumopeiicteyer ¢ PHK I —
npaiimepom, naunuupyroumM perukamuio JJHK ColEL. PHK I, BpeMs moiyH3HH KOTOPOH COCTaBIsieT 2
MUHYTHI, NepBoHauaibHO ykopauuBaeTcss PHKazoit E Ha 5 HykimeotunoB ¢ 5' koHua. Bpewmst mosykusHu
nonyuennoro uarepmeanara (PHK Ls) Bozpactaer B 10 pa3 B pcnB mrtamme (y koToporo otcytcTByeT PAP 1
aKTUBHOCTb). E. coli umeer emie oauH 6enok ¢ nouu(A)-nonumepasnoil aktuBHocThio (PAP II). MnaktuBanus
obeux mnomu(A)-nonumepas netanbHa. PAP I w3 E. coli romMonorudyeH SyKapHOTHYECKUM MOIH(A)-
MoJINMEpa3am.

Crenenp mnonuaaeHuwInpoBanus OaktepuanbHbix MPHK HeBbicoka, u y E. coli TOabKO HEOONBIION
MIPOLEHT BCEX TPAaHCKPUNTOB MNoJMageHWwInpoBaH. OpHako, HECMOTpPs Ha  HU3KYI0  CTEIEHb
MOJTMAICHWJIMPOBAHUS, OHO BBIMIOJNHICT CYIIEeCTBeHHYIO ¢yHKkuuio npu nerpamanuu PHK. JloGaBnenue
nonu(A) crnocobcrByer aerpagaunu PHK, 4bKM KOHIBI 3alMIIEHB OT ACUCTBHUS 3K30HYKJIEa3 BTOPUYHOMN
cTpykrypoit. Takue sx30pubonykiieassl, kak [IH®aza u PHKa3za I, nyxnatorcst B ogHonenouedyHom "xBocte",
3a KoTopbiil MOkHO "yxBaTuTh" 3' koHermy MPHK u Hauatk ee nerpamauuto. [lonnanenunupoBanue 3' KOHIA Kak
pa3 U co3/1aeT cailT CBSI3bIBaHMS JUIsl SK30pUOOHYKIIEas.

OTtkpeiTHe aecrabunusupyromero BiausHus 3' monu(A)-xBoctoB Ha MPHK y Oakrepuii sBHIOCH
CIOPIIPU30M, MOCKOJIBKY Y 3YKapUOT (PYHKIMS MOTUAICHUINPOBAHUS TPOTUBOIIOIOXKHAS (CTAOUIU3UPYIOIIAs ).
Takoe ornanuue OOBICHAETCS TeM, YTO TOMHU(A)-XBOCTHI 3YKApUOT 3HAUYMTEIHHO AJTUHHEE U, KpOME TOTO,
3amumieHsl  0ocoobiM  Oenkom PAB  (poly(A)-binding). KopoTkue He cBsizaHHble ¢ OenkoM monm(A)
MOCJIEIOBATEIILHOCTH M Y 9yKapHOT OKa3bIBAIOT JiecTabmmm3upyroiiee aeiicteue Ha MPHK.
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