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1. OCHOBHbIE MNPUHUMNbI Perynauum 3KCNPeccunm reHeTU4Yeckom uHdopmaumm.
Perynsauua Ha ypoBHe TpaHCKpUNLum

HecMoTps Ha KaxyILytocss IPOCTOTY OpraHU3alMM, KJIETKaM IIPOKapruoT HEOOXO0AUMO UMETh HE MEHEE, a,
ckopee, 6ojiee CI0XKHbIE, YeM Y MHOTHX 3YKapHOT, CUCTEMbI KOHTPOJISI OCHOBHBIX H3HEHHbIX (QyHKIMHA. U 310
HE YIMBHUTEIBHO, €CITH MPUHATH BO BHUMAaHHUE TOT (aKT, YTO Kaxaask KJIeTKa OaKTepHil SIBISETCS IMOJHOLEHHBIM
OpPraHU3MOM, HOJHOCTBIO CaMOJOCTaTOYHBIM, TOI/Ia KaK KJIETKH OOJBIIMHCTBA MHOT'OKJIETOYHBIX OPraHU3MOB
BXOJAT B COCTaB CHELMAIU3UPOBAHHBIX TKAHEH M, CJEIOBATENIbHO, BBIMOJHSIOT TOJBKO KaKyl-TO YacTh
AKHU3HEHHO BAXKHBIX U1l OpraHu3Ma (pyHKIUI.

KiieTkn MUKpOOpPraHu3MoB HaXOZSATCS B HEMIOCPEICTBEHHOM KOHTAKTE C OKPY>KaIOIIEH CPeIoi, 3a4acTyo
Ha HAalll B3MUIAJ BEChbMa JAJEKOW OT ONTHUMAIBbHOW IS MOAACPIKAHMS KU3HU. YCIOBHS CPEIbl HE SBISIFOTCS
MIOCTOSIHHBIMH, CJI€I0BaTEIbHO, OAKTEpUH JTOJDKHBI 001a/1aTh CIOCOOHOCTBIO JINOO OBITH BCErJja rOTOBBIMH KO
BCEM IIO/ICTEPETAIONINM UX HEOKUIAHHOCTSM, OO0 “MOJICTpanuBaThCs’” K U3MEHSIOIIUMCS YCIOBHsIM. MHBIMU
CJIOBaMH, MPUHIUIINAIBHO BO3MOJKHBI JIBE€ CTPATETUU CYIECTBOBAHMS B M3MEHsIOIMXCS ycaoBusx. Ilepsas —
MIOCTOSIHHO OBITH BO BCEOPYKHHU, JI€pKa HAaroToBe Bce (QYHKIMH, KOTOpPBIE KOTa-JIN00 MOTYT IpUroauThCs. B
TaKOM CJIyyae 3HAYUTEJIbHAs YacThb PECYpPCOB OpraHM3Ma OOJIBLIYI0 YacThb BPEMEHHU OyleT pacXoJ0BaThCs
BITyCTYIO Ha TOAJEpKaHue (YHKIMN, HE HYXKHBIX B HACTOALIMA MOMEHT. Bropas crparerus — “BKIOYaTh”’
onpeieieHHble (DYHKIMM TOJIBKO TOI/la, KOrJa OHU HeoO0XoauMbl. VIMEHHO Takod MOAXOJ HCIOJIb3YeTCs
KHUBBIMH OpraHM3MaMHy B OOJIBIIMHCTBE ciay4aeB. Takasi cTparerus, Ha NepBbId B3I, OJKHA IPUBOIUTH K
3HAYUTENBbHON SKOHOMHUHU pecypcoB opranmizMa. OHaKO NMpH TaKOM MOAXOJE BO3HHMKAET HEOOXOIUMOCTh B
cUcTeMax [JeTeKIMM CHUTHAJOB M PEryJsimuu MeTaboim3Ma, 00eCHeyMBaromUX MAaKCHUMaJbHO OBICTpOe
“BKIIFOYEHHE” COOTBETCTBYIOIIMX META0OJMYECKUX NyTed B OTBET HAa W3MEHEHHUE YCIOBHUH Cpelbl U HX
“OTKJIIOYEHHE”, KAaK TOJIBKO B COOTBETCTBYIOIIMX (YHKIMSIX oOTHaaer HeobxoxumocTb. Ecim Obl Takue
CUCTEMBl OBLIM CJMIIKOM CJOKHBIMM, CIHUIIKOM MHOIO pECcypcoB OpraHM3Ma pacxoJ0Bajoch Obl Ha
MOJIEP)KaHUE COOTBETCTBYIOLIET0 TI'€HETUYECKOTO armapara, 3KCIPECCUI0 HEOOXOAUMBIX PEeryJsTOPHBIX
OEJIKOB U T.[I., YTO CBEJIO OBl HA HET BCIO SKOHOMHMIO.

Takum o0pa3oM, *KHM3Hb NPOCTBIX OPraHU3MOB HE TaK YK M IPOCTa, U 3TOT KypcC JIEKIMH Kak pa3 u
MBITACTCA TI0Ka3aTh, KAK MUKPOOPTaHU3MBI PELIAIOT CBOIO OCHOBHYIO NMPOOJIEMY — PEryJISILUI0 MeTaboIn3Ma B
MEHSIOIUXCS YCIOBUAX CPEBI.

[TockonbKy OCHOBHYIO (DyHKIIMOHAJIBHYIO HArpy3Ky IpY B3aUMOJCHCTBUY JIFOOOTO OpraHu3Ma C BHEIIHEH
cpenoit HecyT Oenku (MO0 HEMOCPEICTBEHHO, JTUOO TOCPEACTBOM CBOUX (DEPMEHTATHBHBIX aKTUBHOCTEH), a
uHpopMalus O CTPYKType U KOJIMYECTBE OCJIKOB KOAMPYETCS TEHETHMYECKHM allaparoM KIETKH,
BO3MOKHOCTH JUISl PETYJISIIUM MMEIOTCS Ha BCEM ITyTH AIKCIPECCHH KOAMPYEMOW T'€HOMOM HWH(OpPMAIUH.
WNubiMu cnoBamu, perynsinus Bo3moxHa kak Ha myTd ot JIHK k PHK (mpu tpanckpunium), tak u or PHK
Oenky (mpu TpaHCIAUKN). B 000MX ciydasx 5KOHOMHS PECYpCOB OpraHU3Ma JOCTUTACTCS 32 CYET BBIKITIOUCHHS
OUYEHBb PHEPrOEMKHUX MPOIECCOB OMOCHHTE3a MakpoMmoinekyn — 6enka mubo PHK (u, cnenoBarensHo, Oemnka).
Kpome Toro, Bo3Mo)KHa Takke PEryJslus Ha ypoBHE OENKOB (KaK MpPaBUJIO, aUIOCTEPHUYECKUX (EPMEHTOB,
MEHSIOIUX CBOIO AKTUBHOCTB ITPHU B3aUMOJEHCTBUAN ¢ HU3KOMOJIEKYJIIPHBIMH BELIECTBAMM, HAIP., KOHCYHBIMU
MPOAYKTAaMH KaKOro-TO OHMOCHHTETHYECKOrO IyTH). 3JeChb MPOMCXOJUT HKOHOMHS JHEPrud TpHU
UHTMOMPOBAHNY HEPrOEMKHX (DEpMEHTATUBHBIX PEAKLU.

OCHOBHBIMHU YPOBHSIMHU PETYJISALIUU META00IN3Ma SBIISIOTCS:

e JloTpaHCKpUIIIMOHHBIM. Ha 3TOM ypoBHE peryisuuu KOHTPOJIb BO3MOXKEH 3a CUET XUMHUYECKOU
(MEeTWIMpOBAaHUE) WJIM CTPYKTYpHOW (criupanm3anus XxpomatuHa) wmoaudukanuun JIHK,
CYIIIECTBEHHO BJIMSIONIEH Ha SKCIPECCUIO 3aKIIIOYEHHOM B HEell HH(pOpMaIMH.

e TpanckpunuuoHHbld. Hanbonee u3ydeHHbI ypoOBeHb peryIsum. 3/1eCh KOHTPOJIb BO3MOXKEH Kak
Ha CTAaJMM WHULMALMW TpaHCKpunmuu 3a cder  B3auMmopeunctsua PHK-nommMmepassl u
pa3sHOOOPA3HBIX PETYJATOPHBIX OenKoB Mexay coboil u crnemuduueckumu caiftamu JITHK
(mpomoTOpaMu W olepaTopamH), TaK U Ha CTaJUM €€ TEePMHMHALMM B TaKUX Ipoleccax Kak
aTTeHyalus U aHTUTEPMHUHALIUA.

e [locTTpaHCKPUIIIMOHHBIA. 371€Ch PEryysilus BO3MOXKHA 3a CUET KOHTPOJS CTAaOMIBHOCTH H
nponeccuara MPHK, a Takke Ha cTaguu HHUIMALMKY TPAHCISALIANA

e [locTTpaHCasSIIMOHHBIN: peryJsnus MeTabom3mMa MOCPEJICTBOM 0eII0K-0eTKOBBIX
B3aUMOJICHCTBUI M MOAM(UKAILIUKN OEJIKOB; aJIJIOCTEpUUECKasi PeryJisiius



A priori MOXXHO TPEANONOKUTH, YTO UMEHHO PEryJIAllisg Ha CTaJWy MHULIHMALWU TPAHCKPUMLIUU OyAeT
HauOosee >PPEeKTUBHON — peryisius Ha HadaldbHBIX 3Tanax UIMHHOTO MYTH SKCHPECCHM Te€HETHYECKON
nH(poOpMalMK SIBHO NPUBENET K HaWOOJbIIEH 3KOHOMUHU pecypcoB KieTkd. HaBepHoe, UMEHHO MO3TOMY
TPAHCKPUIILIMOHHAS PETYJISALMS SBISIETCS HAa HACTOSIIMH MOMEHT HauOoJjiee M3yueHHOH (XOTs, CKOpee BCEro,
3TOT YPOBEHb PETYJISALUM JEHCTBUTENFHO HAaNOO0JIee YaCTO MCIIONIB3YETCS KISTKOM).

1.1 OneponHasi opranuzanmsi 0aKTepuaJIbHbIX T€HOB

HcTopuuecku CIOXKWIOCH TaK, 4TO IMEPBBbIE PadOTHI MO PETyNSALUN MeTabonu3Ma ObUIM CAeNaHbl MpU
W3yYEeHUH YTWIN3ALWU JAaKTO3bl Oaktepusimu Escherichia coli. Jns onucaHus JaKTO3HOTO MeETa0oIM3Ma
XKako06 1 Mono B 1961 r. BBenn TepmuH "onepon". OnepoH npeacTaBiseT co00l rpynimy U3 AByX WM Oosee
CTPYKTYpHBIX T'€HOB (MHOTJAa TOBOPAT M O MOHOLMCTPOHHBIX, T.€. COJEp)KallMX OJWH TI€H, ONEepOHax),
KOJMPYIOUIMX TECHO CBA3aHHBIE MEXIy c000# (DyHKIMOHAIBHO OENKH, COBMECTHO TpPaHCKpUOMpYEeMble U
HaxoJsIuecs moja oOmuM KOHTposieM. Takol KOHTpPOJIb OCYILIECTBIISETCS MPOAYKTOM DPETYJSTOPHOTO I'eHa,
JeUCTBUE KOTOPOTO OCYLIECTBISIETCS 4Yepe3 ONepaTrop, HaXOIAIIMHCS B HEMOCPEIACTBEHHOW OJIM30CTH K
npoMoTtopy. Kak mnpomorop, Tak U omeparop SBIAIOTCS KOPOTKMMH (Ilapa JEeCATKOB HYKJIEOTHIOB)
nocnenosarenbHocTIMU JIHK, npeamecTBy oMU KOHTPOIMPYEMBIM CTPYKTYPHBIM F€HAM.

PaccmoTpuM cTpyKTypy abCTpakTHOTO ornepoHa mnojapoonee. OH COCTOUT U3 CIEIYIOIUX HIEMEHTOB!

1. IIpomotop — yuactok JIHK, c xoropeim mpoucxomut cBssbiBanne PHK-monmmepassl U KOTOpBIi
onpezenseT TouKy Havana TpaHckpunuuu. Tunnunsiii npumep — TTGACA-171.n.-TATAAT. B 3aBucumoctu
OT THIIa IPOMOTOpa (a TouHee, OT THIMA pacno3Hamomueil ero 6-cyorenunnnbl PHK-nonmumepassr) koHkpeTHas
[I0CJIeI0BATEIBHOCTh IPOMOTOPA BapbUPYET.

2. OnepaTop — y4acTOK CBSI3bIBaHUS PEryJsTOpHOro Oenka. Pasmep — okono 20 H.m.. Pacmonaraercst B
HEINOCPEICTBEHHOW ONM30CTH K MPOMOTOpPY MM K€ IEpeKphIBaeTcs ¢ HUM. B ciydae HeraTuBHBIX
PETYJISITOPOB, UM PENPECCOPOB, ONEPATOP, KAK IPAaBUIIO, PACIOJIAraeTcsi HEMOCPEACTBEHHO 3a IIPOMOTOPOM,
WIM TIEepEeKpbIBaeTCs C HUM. B cilydae MO3UTHUBHBIX PpEryJsTOPOB (AKTUBATOPOB) OMNEPATOP OOBIYHO
pacriosiaraercsi nepez; IpoMoTopoM. B mo060oM ciydae CBs3bIBaHME PETyJIATOPHOrO Oellka ¢ omepaTopoMm
MEHSET YacTOTy MHHUIMALMKA TPAHCKPUMLMHU. Y MHOTMX (BO3MOXHO, Y OOJBIIMHCTBA) ONEPOHOB UMEETCS HE
OJIUH, a HECKOJIBKO CalTOB CBSA3BIBAHMS C PETyJIATOPHBIMU OEJIKaMH, KOTOpPbIE HE 0053aTEIbHO PaclojaraTcs
PAIOM U MOTYT BOOOIIE HAXOIUTHCS IO pa3Hble CTOPOHBI OT IpoMoTOpa. B 3TuX ciyyasx tepmuH "onepartop" B
KJIACCUYECKOM CMBICJIE CTAaHOBHUTCS HEYAOOHBIM, B CBSI3M C 4YEM ceHyac dalle HIpOoCcTO TOBOPST O calTax
CBSI3bIBAHUS PETYJIATOPOB.

3. CrpykrypHble reHbl. KogupyroT cTpyKTypHbIe O€JIKH, BBIMOIHAOUINE KaKy0-TH00 (GU3NOIOIrHYECKYIO
¢yHKIMIO B opraHu3Mme. VIMEHHO aJsi KOHTPOJS MX SKCHPECCHH, COOCTBEHHO, W CYIIECTBYIOT OIEPOHHBIC
CTPYKTYPBI BMECTE CO CBOUMH PETYJIATOPAMH.

4. TepMUHATOp TPAHCKPHUIILUH. 3/1ech 3aKkaHunBaeTcs cuaTe3 MPHK.

He BxoguT B OmepoH, HO SBISETCS HEOOXOMUMON YaCThIO PETYISTOPHON CHCTEMBI T'€H-PETYIISTOD,
KOAUPYIOUIMH PEryIsaTOPHBIN O€NOK, CBA3BIBAIOIIMICS C ONEpaTOpPOM. [ 'eH-peryysTop MOXKeT HaXOAUTHCS
PAIOM C KOHTPOJIMPYEMBIM UM ONEPOHOM, HO YacTO PACIOJIaraeTcs COBCEM B JPYIOM YYacTKE XPOMOCOMBI.
ITouTH Bcerna y reHa-peryssropa cBoi IpoMOTOp U TEPMHUHATOP.

B perymauuu yuyacTBYIOT, Kak MpaBWJIO, U HU3KOMOJICKYJISIPHbIE BeIIeCTBa-3((EKTOpHI, SBISAIOIINECS
A100 MHAYKTOpPaMH, JINOO KOPENpeccopaMy CTPYKTYPHBIX IT'€HOB.

B 3aBucuMocTH OT BIUSHHS Ha HUX PabOTy HU3KOMOJEKYJSPHBIX MOJEKyI-3(dekTopoB pazmuyaror
WHIyIMOCNbHBIE W penpecculOenbHble (-pyeMble) omepoHbl. B 3aBucumMoct oOT dS(ddexra CBA3BIBaHUS
peryIsaTOpHOro Oeska ¢ OnepaTopoM ONEPOHBI MOTYT UMETh HETAaTUBHBIM WM MO3UTHUBHBIN KOHTPOJIb. Takum
00pa3oM, MO>KHO BBIJIEIUTh YeThIpe TUMa onepoHoB (Puc. 1.1.)

lac-onepon

JIaKTO3HBIN OMEPOH SBJISETCS KIACCHYECKUM HPUMEPOM HHIAYHUOETHHOTO KaTaOOJMTHOTO ONEpOHA, B
COCTaB KOTOPOT'O BXOJAT TPU I'€Ha, KOJUPYIOIIUX CIEIYIOIUe OCIIKU:

lacZ — B-ranakTo3uaasy (KaTalu3upyeT TUAPOIIN3 JTAKTO3bI);

lacY — B-ranakro3uanepmeasy (oOecrieunBaeT TPAHCIIOPT JIAKTO3bl BHYTPb KIJIETKH);

lacA — B-ramakro3uaTpaHcaneTuiasy (areTHINPyeT JIAKTO3Y; POJIb 3TOro (pepMeHTa B KIIETKE HEsSCHA).
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Puc. 1.1. BapuanTsl KOHTpOJIsA JKkcnipeccun onepoHoB (b. JIbioun "I'enb1”, 1987)

Bce Tpu rena cuuThIBalOTCS B BUAE OOIIET0 TPAaHCKPUNTA C OJHOTO MPOMOTOPA, HAXOISIIETOCS MO
YeTKUM KOHTposieM Oenka-perpeccopa Lacl. B kauecTBe HH3KOMOJICKYJISIPHOTO BemecTBa-3dexropa
(BBITIOJIHAIONIETO B JaHHOM cllydyae (DYHKUIHIO MHIYKTOpa) BBICTYMAaeT MOJIEKyJa JIaKTO3bl. B oTcyTcTBHE
WHAYKTOpa (JIAKTO3BI) OCJNKHU-TTPOAYKTHI TEHOB OTIEPOHA MPUCYTCTBYIOT B KJIETKE B CIIEOBHIX KOJIMYecTBaxX. B
MPUCYTCTBUU JIAKTO3bI KOTMYECTBO ATHX OETKOB YBEINYMBACTCS THICSYEKPATHO.

Benok-penpeccop koaupyercst reHOM [lacl, pacmoyioKEHHBIM 3a TpeiefaMH JIAaKTO3HOTO omnepoHa. B
aktuBHOM opme Oenmok Lacl — rerpamep. Kitetku ¢ nnaktuBarueit /acl KOHCTUTYTHBHBI TIO CHHTE3Y BCEX TPEX
(bepMeHTOB.

Eciu B KkieTke mosABIAETCS HMHIYKTOp (JaKTo3a), OH KOHKYPUPYET C OIEpaTopoM 3a MOJIEKYJIbI
penpeccopa. CBs3bIBaHHE WHAYKTOpa C PEIpeccopoM ocBOOOXkaaeT onepatop u no3Boiser PHK-momumepasze
HavaTh TPAHCKPHUIIHMIO. B KadecTBe MHAYKTOpa MOMKET BBICTYNATh JIAKTO3a (BEpHEE, aJUIOJIAKTO3a) M eIlle
HECKOJIbKO CaXxapoB M HMX HEMeTa0oIu3upyeMbix aHanmoroB. CiemyeT OTMETUTh, YTO JaXe B OTCYTCTBHUE
UHAyKTOpa 0a30Basg AaKTHBHOCTH [3-TalaKTO3WANEpPMEas3bl TOCTAaTOYHA, YTOOBI O00ECNEeYnuTh TPAHCIOPT
WHIYKTOpa B KIIETKY.

OpHako OJIHOTO TOJIBKO CHSTHA PENpPecCHM HEJOCTaTO4YHO s oOecreyeHus HalI01aeMoro
THICSIYEKPATHOTO YBEJIMYCHHsI TPAHCKPUIILIMU FeHOB onepoHa. Kak okazanock, /ac-orepoH HaXOAUTCS TAKXKe U
MO/ BIUSHUEM TMO3UTHUBHOMN peryisaiuu. HemocpeacTBEeHHO mepen MpoMOTOPOM /ac-OmepoHa pacmojaraercs
caiiT cBs3pIBaHus ¢ akTtuBaTopHbM OenmkoM CRP (Catabolite Regulator Protein), pexe naszpiBaemoro CAP
(Catabolite Activator Protein), a B pycckoszpiuHoi snureparype — BAK (Oenok-akTuBarop karabonnsma).
Cas3piBaHME 3TOro Oe€lKa CO CBOMM OMNEPaTOPOM MPHUBOAWUT K YCHIICHHIO TpaHCKpumiuu omepoHa. CAP
SBIIETCS aMOMHIYyKTOpoM, W nnsi cBs3biBaHusa ¢ JIHK nmomken oOpa3oBaTh KOMIUIEKC C MHUKIMYECKUM
aneHosuaMoHopocharom (UAM®D). Kommnexkc CAP-cAMP wurpaer ponb B SBJICHHH, Ha3bIBAEMOM
KaTaboOMUTHOM pernpeccueil wim TOKO3HBIM 3 dexktom. CyTh 3TOTO SBJICHHS, KOTOPOE MBI OyneM Ooiee
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JETAJIbHO paccMaTpUBATh MO3/IHEE, 3aKII0YAETCSI B TOM, YTO B MPUCYTCTBUU TJIFOKO3bI (MJIM HEKOTOPBIX JPYTHX
JIETKO YCBaWBaeMbIX CaxapoB) YTWIM3aLUs LEJIOr0 psiia UCTOYHMKOB yrieponaa (B TOM YHCIE M JIAKTO3bI)
unruoupyercs. [IpuunHON 3TOro SBISETCS CHUXKEHHE KOHLEHTpauuu UAMO®D, u cinefoBareiabHO, MEHbIIEE
KOJIM4YECTBO akTuBaTOpHOro komiuiekca CAP-cAMP. buonornyeckuil CMBICI 3TOrO SIBJIECHUS OYEBHIEH —
KJIETKa YTWIM3UPYET HanboJiee SHEPreTHUECKU BBITOIHBIA caxap W HE TPATUT SHEPTUI0 HA CUHTE3 (PEPMEHTOB,
HE0O0XOAMMBIX AJIs KaTabosn3Ma JpyTrux, MeHee OoraThlX dHEpruei, coequHeHni. B ToM ciaydae, eciu B cpeie
oOuTaHusl OaKTepUH MPUCYTCTBYIOT JBa UCTOUHHUKA YTIIEpPOa, 3a4acTyl0 OJMH U3 HUX OyJeT YTHIN3UPOBATHCS
B TEPBYIO OuYepeb, a CHHTE3 (PEepMEHTOB, HEOOXOAMMBIX JJIA Karaboiu3Ma BTOPOTO COCIUHEHHs, OyJaeT
MHTUOMPOBAH 3a cYeT KaTaOOJUTHOH pemnpeccuu 10 TeX IMop, MoKa He OyayT MCTOIIEHBI 3amachl MEPBOTO —
Oyner HaOmOaThCsl Tak Has3blBaeMas AMayKcusi (IBoifHOW poct). Knaccuueckuii mpumep auaykcuum —
BbIpallluBaHue OaxkTepuil E. coli Ha MHHepanbHOW cpeie, B KOTOpOW B KaueCcTBE MCTOYHHMKA yriepojaa H
SHEPrUM MPUCYTCTBYIOT IUIIOKO3a U JIakTo3a. [101poOHO MOJIEKYISpHBII MeXaHU3M KaTaOOJUTHOW penpeccuu
paccMOTpeEH B pazfene 2.

1.2 Kak pa6oraioT peryjasiTopHbie 0eJIKu?

Ceazviganue pezyramopHuix benxos ¢ JJHK

UYroObl TOHATH JEHCTBUE PETYJISTOPHOTO MEXaHW3Ma, HEOOXOIuMO 3HaTh, KakKk MPOUCXOTUT
B3aMMOJECTBHE OeNKa-perysiTopa ¢ OIepaTopOM.

Bcnomnure crpykrypy AHK.

- OOJBIION U MaIbIi KeT00KH

- ATOMBI, nexalue BAOJIb KpaeB map OCHOBaHUHU "cMOTpST" B 3TH keno0ku. Kaxaol mape ocHoBaHMIA
COOTBETCTBYET CBOM HAOOp XMMHUYECKHX TpPYIM, KOTOPbI MoxeT "y3HaBaTh" O€JOK (3TO HE Te TPYMIIHI,
KOTOpbIE y4YacTBYIOT B KOMIUIEMEHTapHOM crapuBaHuu ocHoBanuii). Bece JIHK-cBsi3piBaromume 6enku UMEOT
BBICTYTIBI, BCTpauBalIIMECs B OOJbIION (Kak MpaBWIO) >KeI000K W '"yuTaromue" IOCIeI0BaTeIbHOCTh
ocHoBanwmii JIHK.

1. Oneparop. Bce omepatopsl cuMMeTpuuHBl (MaauHAPOMBbI). PasHble caliThl, B3aUMOJEHCTBYIOIINE C
OJIHUM M TeM Xe O€JIKOM, CXOIHBbl, HO HE WACHTUYHBI. Pa3iauuus B MOCIEAOBATEIBHOCTU OOECHEUMBAIOT
pa3IM4YHOE CPOJCTBO OEIKOB K Pa3IMYHBIM ONEPATOPHBIM CaliTaM.

2. Pempeccop. Pempeccop o00s3an umers [IHK-cBssbiBaromuii gomeH. B oaHom wu3 Haumbosee
PacCIpOCTPAHEHHBIX CIIy4aeB €r0 OCHOBY COCTAaBIIAIOT IBE O-CIIMPAIH, PACIOJIOKEHHBIE IIOJ YIIOM APYr K
JIPYTy T.O., YTO OJIHA U3 CIUpaJIel JIOKUTCS B Oonbiryto 6opo3aky JJHK. Kpome Toro, yacTs 6e1K0OB MMEET Ha
N-koHue rudkyro "pyky", oxBarbiBaromryro Mojekyny JHK co cTopoHbl, mpoTHBONONOXKHOHN y3Haromen
cnupanu. T.o., 6emok mMoxkeT mpouHo cBsizatbest ¢ JIHK Tonbko B TOM ciydae, €cii UMEETCsl COOTBETCTBHUE
MeXJly OOKOBBIMM ILIETIIMU aMUHOKHUCIIOT Y3Harolle anbga-cnupain U yHKunoHanbHbIMM rpynnamu JIHK,
SKCIIOHUPOBAHHBIMH B O0sbmIoN xemoOok. Ouens vacto [IHK-cBs3piBatonye OelKu MMEIOT BTOPOW TOMEH,
oTBeYaroIuMil 3a AuMepu3anuto Oenka. [Ipu HanuuuM Takux JTOMEHOB cuJla CBs3bIBaHMsA penpeccopa ¢ JTHK
pe3ko Bo3pacraer. MIMEHHO MO3TOMY ONEPAaTOphl UMEKOT CTPYKTYpPY HNAIMHAPOMA — C KAXKIOM ITOJIOBUHOU
oreparopa B3aMMOJEHCTBYET OJHA MOJIEKysla Oelka, IPUYEeM CBS3bIBAHUE OJHOM MOJEKYJbl YCKOpSET
CBSI3bIBAHHE BTOPOH, B Pe3yJIbTaTe CHUJIa CBA3BIBAHHS PETYISTOPHOTO Oelka ¢ onepaTtopoM Bo3pacTtaeT. Takoe
SBJICHUE HA3bIBACTCSl KOONIEPATUBHOCTBIO. bojee Toro, 3a4acTyro OnepaTOpHBIE CAUTHI PACIOIaraloTCs psioM,
U TOTJa CBS3bIBAHME OJHOTIO JuMepa OelKa MOKET KOONEpPaTHBHO CHOCOOCTBOBATH CBSI3BIBAHUIO BTOPOTO
auMmepa.

Pe3ynbraToM KOONEpAaTUBHOTO CBSI3bIBAHUS SBJISIETCS CUTMOMIHAS KpHBasi 3aBUCUMOCTH 3((peKTuBHOCTH
TPAHCKPUIILUU OT KOHLIEHTPALMU perpeccopa (WM aKTUBAaTOpa). ITO 00ECTIEUUBAET JETKOCTh MEPEKIIOUCHUS
PETYJISTOPHON CUCTEMBI U3 OJTHOTO COCTOSIHUS B IPYTOE.

KakoB ke pe3yibTaT CBSI3BbIBAaHUS pEryisTOpHOro Oeika c omeparopoM? B ciywae pernpeccopoB Takoe
CBsI3bIBaHUE JHOO CO3/aeT CTepUUecKoe 3aTpyaHeHue uist csi3biBanus PHK-nonnmepassl ¢ mpomotopom 6o
MPEMSITCTBYET AalibHeleMy npoasmwxkeHuto PHK-monuMepassl B Tex ciydasx, KOTra onepaTop pacrnoiOxKEH
rocJse npoMoTopa. B ciyuae akTMBaTOPOB BO3ZMOXKHBI HECKOJIBKO MEXAHU3MOB:
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- HETOCPE/ICTBEHHOE B3aWMOJICHCTBHE aKTUBATOpa C IOJIMMEpa3oil, obecreunBatoniee Ooliee CHIBLHOE
CBSI3bIBaHHE C IPOMOTOPHOM 00J1aCThIO;

- o0yieryeHue HEOOXOIMMOTO JUTsl MHULIUAIIMH TPAaHCKPUTIINH JIoKanbHOTo pactuietanus JJHK B obmactu
npomMoTopa 3a cuet BHeceHus u3ruda B JIHK nu6o 3a cuet yBenndeHus: oTpuLaTeIbHON CYNEepCKPYUYEHHOCTH.

TimarenbHbIN aHAIN3 psZia ONEepoHOB E. coli mokasal, 4To 4acTh OENIKOB, IEPBOHAYAILHO OMMCAHHBIX KaK
penpeccopbl, MOXKET BBICTYIATh M B KauyeCTBE aKTHBATOPOB (M HaoO0poT). [IBa KiaccHyecKHx MpUMepa —
penpeccop dara A cl u 6enok CRP (BAK). Paznmunbiii 3¢ ¢deKT CBA3BIBaHHA OJHOTO M TOTO e OenKa ¢
MIPOMOTOPHON 00JIacThI0 OOBSCHSIETCS MPOCTO. Pempeccrs MpOMCXOAUT MPHU CBSI3bIBAaHUM OeNka Tam, TIe OH
MOXKET NpenoTBpatuth cBs3biBaHne PHK-mommmepassl minm aktuBaropa. [[ns oxasaHus K€ aKTMBAaTOPHOI'O
JercTBUS OCJIOK JTODKEeH 00aaaTh CrocOOHOCTRIO CBsa3bIBaThCsl ¢ PHK-momumepasoit (06b14HO 3TO cnaboe, HO
cnienduIecKkoe CBA3bIBaHNE) H UMETh cailT cBsi3piBanus ¢ JIHK B HemocpencTBeHHOM OIM30CTH K IPOMOTOPY.

1.3 BzaumoneiicrBue peryJaTopubix 0enkoB ¢ PHK-noimmepasoit

BakrepuanbHble NPOMOTOPBI coOJEpXKaT CcHelU(UUECKHe 3JIEMEHThl, a HMEHHO pa3jeieHHble 16
HYKJICOTUAHBIMU [apaMH JBa KOHCEPBATHUBHBIX Y4yacTKa pa3MepoM 6 HYKICOTUIHBIX Map KaxablH,
pacniozHaBaemble xonopepmenToM PHK-nonumepassl. I'ekcameps! -10 u -35 pacnosHarotes crnenupuiyeckKuMu
noBepxHocTsAMHU obmnacteit 2 u 4 c-cyopenuannbl PHK-monmumepassr (Puc. 1.2a). Kak npaBuio, ogHUX 3THX
TEKCaMEPOB  OKa3bIBA€TCSl HENOCTATOYHO. PacronoxeHHbIE
BbIIIE COOCTBEHHO mpomoTopa yyactku JIHK BXOAST B KOHTaKT
c KapOOKcU-KOHLIOM o-cyObeaunuisl  PHK-monumepassr.
HexoTopsie mpoMOTOpEI, K TOMY €, UMEIOT paciIupeHHbId -10
JJIEMEHT, KOHTAaKTHPYIOIIUNA C JIONOJHUTEIBHBIM pPaliOHOM
obmactu 2 o-cyopeaunuiel  PHK-momumepassl.  Pasnble
MIPOMOTOPBI UMEIOT Pa3IMyYHble KOMOMHAIIMM 3THX 3JIEMEHTOB,
U B DpsAle CIydyaeB Y3HABaHMsSI JTHX JONOJIHUTEIbHBIX
MIOCJICZIOBATEIIbHOCTEN  OKAa3bIBA€TCs  JOCTATOYHO IS
NoJIHOIIEHHOro  cBsizbiBaHus ~ PHK-nonmumepassl, HO B
OONBLIMHCTBE  CllydyaeB  JJIi  HOPMalbHOM  MHHUIMALUU
TPAHCKPHUIILMU  HEOOXOAMMO  TPHCYTCTBHE  aKTHBATOPA.
AKTUBaTOp MOXET OBbITh HEOOXOAMM [UId HadaJbHOIO
cesa3piBanusi  PHK-nmonmuMmepassl ¢ mpomotopom, st ee
M30MEpU3aLMH U3 3aKPBITOIO B OTKPBITHIM KOMIUIEKC, TMOO ISl axmusatopa
OCBOOOXKICHUS MPOKAPOOKCUKOHIIEBHIMOCTBEHHO
TPAHCKPHUIILIUN). ©

JlBe Mojenu ObUIM TNpeNIoXKeHbl A  OOBSICHEHUS
JEUCTBHS aKTUBAaTOPOB. B cOOTBETCTBMM ¢ NEPBOM M3 HUX

aKTHBATOp BCTYMaeT B HEMOCpenCTBEHHbIM koHTakT ¢ PHK-

> g70
o Region 4 )
nojMMepaso. Bropas wMoxens INpeamnosaraéT OTCYTCTBHE r
5 -10

HenocpencTBeHHoro konrakrta ¢ PHK-monmumepaszoit; mo »toit 3

MoOJend  aKkThBaTtop  u3MeHser  koHpopmarmmio  JIHK

HpOMOTOpHOﬁ O6J'IaCTI/I, obJervasi MHUITUAITHIO TPAHCKPHUIIIHH.
/
70
<L aa °
Region 4 A
AN —— ]

Bropas Mozens  J0BOJLHO  4YacTO  NPHMBIEKANACh  JUISA  (q)

RNAP

CaiT CBA3BIBAHUS -35 -10

o0bpsIcHennst Mexanusma gaerictBuss BAK, Ho B Hacrosiee
BpeMsl OONBIIMHCTBO (PAKTOB CBUIETENLCTBYET B TIOJB3Y
TIEPBOI MOJIENHN JaXke JJIsl ATOro Oerka.

B cootBercTBUM ¢ MecTOM KOHTakTa aktuBaropa ¢ PHK-

MOJMMEPa3bl  AKTUBATOPhl ~ MOXHO  IIOAPAa3JeiuTh  Ha 35 -10
CJIETYIOIHE TPYTIIIbL:

Konmaxmupylowue ¢  KapbOKCUKOHYEBLIM — OOMEHOM O Puc. 1.2. KoHTaKTHI aKTHBATOPA
cyoveounuyvt PHK-nonumepaser (Puc. 1.2.6) Tpanckpunuuu ¢ PHK-noimmepasoii

Hauboiee HU3YYUYCHHBIM MPCACTABUTCIIEM I3TOI'0 Kiacca
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apisiercsi BAK. Cailt cBs3piBaHUsI Il 3TOro Oeyika pacrojiaraeTcsi mepei -35 MmociieoBaTeIbHOCTHIO.
HuTepecHo, 4TO CalThl CBSI3bIBAHMS aKTUBATOPOB 3TOTO KJIacca pacloiaraloTcsl Ha pa3IUYHbBIX PACCTOSHUSAX
OT TPOMOTOpa. DTO OOBICHAETCA CTPYKTYpOil KapOOKCHKOHIIEBOTO JoMeHa o-cyoseamaunbl PHK-
nojuMepasbl. Ita CyObeIMHUIIA COCTOUT U3 JIBYX IOMEHOB, COETUHEHHBIX MEKIY COO0I TMOKUM JTMHKEPOM.
AMUHOKOHIIEBOH TOMEH KOHTAaKTHUPYeT ¢ Apyrumu cyowseaununiamu PHK-nonmMepassl U mo3aTomMy xecTko
3aUKCUpOBaH, Torja KakK KapOOKCHKOHLIEBOM JOMEH JOCTaTOYHO TOJBHKEH U IO03TOMY MOXKET
KOHTaKTUPOBATh C aKTHUBATOPaMH, YJAJICHHBIMH Ha Pa3IMYHOE paccTosiHHe. EcTeCTBEHHO, 3TO BO3MOKHO,
TOJIBKO ecnu aktuBatop koHTakTupyet ¢ JJHK ¢ Toit sxe ctoponsl, uro u PHK-nmomumepasa. [Toatomy BAK
MOJKET aKTHBHPOBATh TPAaHCKpUMIHIO, cBa3biBasich ¢ JIHK B obnactu -61 (kak y lac mpomoTopa), mubo B
nosuiusax -71, -81, -91.

KakoBa ke posib KapOOKCHKOHIIEBOTO JIOMEHAa B 3THX Tpolieccax? IKCIEPUMEHTHl C 3aMelieHUueM
AMHHOKHUCIIOTHBIX OCTAaTKOB IIOKa3bIBAIOT, YTO s akTuBamuu Heobxoamma JIHK-cBs3biBaromias
MOBEPXHOCTh, a4 TaKXKe HEKOTOPble OCHOBaHHS, HEOOXOIWMBbIE ISl B3aUMOJEHCTBUS C KOHKPETHBIM
aKTUBAaTOpOM. B sKkcleprMeHTax MO 3aMElIeHHI0 KapOOKCHKOHIIEBOTO JIoMeHa o-cyOwneaunuisl PHK-
noJrMepasbl KapOOKCHKOHIIEBBIM TOMEHOM pernpeccopa ¢ara A (cl) OblI0 MOKa3aHo, 4TO Takasi THOpUIHAS
cl-a cyObenunuia crnocobHa obOecrneuuBaTh AKTHUBALMIO TPOMOTOpAa TMpPH  B3aUMOAECHCTBHM C
nonHopasMepHbIM ¢l Ha mpomoTope ¢ caiitom cBs3biBaHusi ¢ cl. [lockombky cTpyktypa cl coBepiieHHO
OTJAMYHAa OT TaKOBOW KapOOKCHKOHIEBOrOo JoMeHa a-cyOobenunuusl  PHK-mommmepassl, 310
CBUJETENLCTBYET O TOM, YTO JIOOOW [OMOJMHUTEIbHBIH KOHTAKT C MPOMOTOPHON 00JacThio CIOCOOEH
YCUJIMBATh TPAHCKPUIIIUIO, HE U3MEHSIS JIoKaiabHOU cTpykTypbl JJHK.

Axmusamopu, konmaxmupyrowue ¢ o -cy6veounuyeii PHK-noaumepasor (Puc. 1.2.6)
Kak npaBuito, akTHBaTOp KOHTaKTHPYET C 001acThio 4 o-daktopa. Hanbonee n3yd4eHHBIM TPUMEPOM TAKOTO
akTHBaTOpa sAByseTcs O6enok cl 6akrepuodara A. B kadecTBe akTUBaTOpa ATOT OEJIOK CBA3BIBAETCS C CAUTOM,
NEePEeKPHIBAIOIIMMCS € -35 3JIEMEHTOM IpoMoTOopa cBoero cobcrtBeHHoro reHa (Prv). B orimume ot
NpEIbIIyIIero Kjacca akTUBAaTOPOB IIO3ULMS caiiTa CBS3bIBaHMS B JIAaHHOM CJIy4yae OIpelesseTcs
JIOCTATOYHO JKECTKO (ITOCKOJIBKY TO3HIHS G [0 OTHOIICHHUIO K IPOMOTOPY TOXKE JKECTKO (PHKCHPOBAHA).

Axmusamopwt, konmaxmupyowue ¢ opyeumu ooaacmamu PHK-norumepaset (Puc. 1.2.2)
[TpuHIMIT [EHCTBUS PACCMOTPEHHBIX BBIIIE MPUMEPOB AKTUBATOPOB OCHOBAaH Ha CTA0MIM3ALUU YKe
cymecTtByromux koHTtaktoB ¢ JIHK omnpenenennbix moBepxHocTedt nByx cyoweaunnn (¢ u o) PHK-
nojauMepasbl. DT0 Haubosee NPOCTON MyTh, HO UMEIOTCSA NMPUMEPHI U KOHTAKTOB aKTUBATOPOB C JIPYTUMH
yuactkamu (u cyOwbenununamu) PHK-momumepaspl. Tor ke BAK koHTakTHpyeT ¢ aMUHOKOHIIEBHIM
JIOMEHOM O-CyOBeIMHHIIBI B TeX CIy4yasX, KOI/Ia CalT CBS3bIBAHUS OSTOTO PETYJSTOPHOro Oenka
nepeKpeIBaeTcs ¢ obnacTeio -35 mpomotopa. benok DnaA axtuBupyer mpomotop Pr ¢dara A ("mpaBsrii”
MPOMOTOpP, C KOTOPOTO HAYMHAECTCS TPAHCKPHUMIMS OOJIBIIMHCTBA TEHOB 3TOro OakTepuodara) 3a cyeT
KOHTaKTOB ¢ B'-cyobenununeii PHK-nonmumepassi.

Axmueamopuwi, umerowue 0éa konmaxma ¢ PHK-nonumepasoii.
B Tex crmydasx, Korjja akTUBATOp CBS3BIBAETCS C 00IACThIO -35 MpPOMOTOpa, KApOOKCUKOHIIEBOW TOMEH Ol-
cyorenuannel PHK-monmmMepassr He Mosker obpa3zoBath koHTakT ¢ JJHK B 00br4HOM MecTe M cMemaeTcs
Bblllle. B HEKOTOpBIX ciy4yasX B TakoW IMO3ULMU BO3MOXXKHO OOpa3oBaHHE JOMOJHUTEILHOTO KOHTAKTa
KapOOKCHKOHIIEBOTO IoMeHa o-cyobenunuibl PHK-nonmmepassl ¢ aktuBaTtopoM. [IpuMepoM akTuBaTopa,
00pa3yIoero Takoi IBOWHOW KOHTakT, sBisieTcs FNR (aktuBaTop sKcrpeccuu ¢ymaparpeayKTasbl U
HUTpaTpenykTas3sl). B ciydae storo Oenka ogHa CyObEIUMHHUIIA €TO JUMEpa KOHTAKTHPYET C O-(haKTOpoM
PHK-nonumepassl, a apyras cyObequHHUIIA KOHTAKTHPYET CO CMEUICHHBIM KapOOKCHKOHIIEBHIM TJOMEHOM OL-
cyopenuannbl PHK-mmonmnmepassl. Takum oOpasom, kaxkaas cyOobeamauna FNR KoHTakTHpyeT co cBoeit
obnacteto PHK-monmmmepaspl. Takas jxe curyamusi xapakTepHa s yacTu Tex bAK-3aBucHMBIX
IPOMOTOPOB, Y KOTOpPBIX caiiT cBs3biBaHuss BAK mepekprsiBaetrcs ¢ obnacteio -35. Kak yxke roBopmiioch
BbIIlIE, B TaKUX ciydasx ojHa cyObenuHuna BAK KOHTakTHpyeT ¢ aMUHOKOHLIEBBIM JIOMEHOM OL-
cyorenununbl PHK-monumepaser. [Ipyras ke cyobenununa BAK moxxer 00pa3oBeIBaTh NOMOTHUTENBHBIH
KOHTaKT C KapOOKCUKOHIIEBBIM JOMEHOM.

Axmusamopbwi, Oeticmsyroujue nymem uUsMeHeHus KOHPopmayuu npomomopa.
[Ipumepom Takoro aktuBatopa sBisercs Oemok MerR Tpancnmozona TnS501. Jlumep storo Oenka
CBS3BIBACTCS C CaWTOM, pacmoiioKeHHBIM Mexay -10 u -35 obmactsamu mpomoTopa. CBs3bIBaHHE HOHOB
prytd ¢ MerR BbI3bIBaeT KOH(OPMAIMOHHOE H3MEHEHHE, 3akiodaromeecss B packpyuuBanuu JIHK-
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MHUIIEHH, YTO NMPUBOJAUT K MPaBUILHOMY pacnoioxeHuto -10 u -35 obnacteil mpoMoTOpa U COOTBETCTBEHHO
nossosisieT cBsa3aTbesi PHK-mommmepaze. Eme ogHuM npuMepoM Takoro peryssrtopa sBisercas SoxR
(perymisTop OKHCIHUTEIBHOTO CTpecca, KOTOPBI MBI OyaeM paccMaTpuBarh mosaHee). K aTomy ke Kiaccy
OTHOCATCSI aKTMBATOpHI, cBsi3bIBaHue KoTOophlx ¢ JIHK BBOAMT B cTpyKTypy mocneaneit peskuit u3ru6. Her
NOJTHOM SICHOCTH C MEXaHHU3MOM paboThl TaKMX AKTUBATOPOB TPAHCKPHIILWHU. 37€Ch BO3MOXKHBI [Ba
BapuaHTa — KOHTAKT ¢ «o0paTtHoi» ctopoHoi PHK-monmmmepassr u konpopmannonnoe nzmenenne JJHK.
Haxkoser, cymiecTByIOT IpOMOTOPBI, 3aBUCSINUE OT ABYX (M Ooiiee) akTUBaTOpOoB. Takash MHOKECTBEHHAs

3aBUCUMOCTh OOBIYHO NPUBSA3BIBAET AKTUBHOCTh IPOMOTOpA K Pa3iIM4YHbIM (PU3MOJOTHYECKUM CHrHajiam. B

TaKUX CUTyalUsIX BO3MOXKHBI 4 MEXaHU3Ma COBMECTHOTO JIEHCTBUS ABYX PEryJIsSTOPOB:

e caasbiBanue ¢ JJHK ogHOrO akTrBaTopa MOXeT 3aBUCETh OT Jpyroro (1 Ha00opoT).

e CBS3BIBAHME OJHOTO aKTUBATOpPAa MOXKET MPHUBOJAUTH K NEPEMELICHUIO JPYroro akTHUBaTOpa M3 MacCUBHOM
MO3UIMU B MOJIOKEHUE, U3 KOTOPOTO OH MOXKeET B3aumojeiictBoBath ¢ PHK-nonumepasoii. [Ipumep — BAK
u MalT na malK npomotope: — cBszbiBanne BAK nepemeraer MalT

® AKTUBATOPHI MOTYT 00pa3oBbIBaTh He3aBUCHMbIe KOHTaKThl ¢ PHK-nmonumepasoil. B Takux ciydasx oauH
aKTHBATOP CBSI3BIBACTCS B palioHE -35 007aCTH U KOHTAKTHPYET C G-CyOBbeIMHUIIEH, a Ipyroi — BIEpEean U
koHTakTupyet ¢ aCTD.

® POJIb BTOPOTO AKTUBATOPAa MOXKET 3aKIK0YaThCs B IPENOTBPALLEHUH IECHCTBUS PENpeccopa.

1.4 ApaGuHO3HBIH ONePOH

B kauectBe mpumepa cuctem ¢ 0Oosiee CIOXKHBIM KOHTPOJIEM MOXKHO IPHBECTH ara-onepoH E. coli.
Paccmotpennsiil panee lac onmepoH MOXHO CUMUTATh MPUMEPOM “NIPOCTOI’” peryssiiuu. XoTs B ciyd4ae lac-
OlepoHa JIEHCTBYIOT JBa O€JKa-peryysropa, a MMEHHO OCYILIECTBIISIOIMN HEraTUBHBIN KOHTPOJIb pErpeccop
Lacl u akrtuBatop Tpanckpunuuu BAK, nelicTBue 3THX O€NKOB APYT OT Apyra HE 3aBUCHT, U Mbl (PaKTHUECKU
UMEEM JBE MPOCTBIX PEryJSTOPHBIX CUCTEMBI. B ara onepone oauH u ToT ke Oenok (mpoxykt reHa araC)
MOJKET BBITIOJHATH KaK PENPECCOPHYIO, TaK M aKTUBATOPHYIO (PYHKIIUU.

Bceero 3a yrunusanuio apabuHO3bI OTBEYaeT 6 T€HOB — IIATh CTPYKTYPHBIX U OJHMH perysaTopHblil (araC).
Tpu rena oOpasyior omnepoH, araBAD, kotopelii u peryiaupyercss npoaykrom rena araC. T'en araC
pacrionaraercs mepen onepoHoMm araBAD, Ho otneneH oT Hero 147 mapamMu OCHOBAaHHUW M CUUTHIBACTCS B
IIPOTUBOIIOJIOKHOM HampasieHud. Eme nBa rena, araE M araF He CUEIUIEHBl HU JpYyr C JIPYroM, HU C
kiactepoM araCBAD, T.e. pacnojlaratoTcsi B COBEpUIEHHO JpyroM pailoHe XpoMocoMbl. Tem He MeHee, 3Tu JBa
reHa PeryJMpyroTcsi OAMHAKOBO, TaK KaK B UX MPOMOTOPHOM OOJACTH UMEIOTCS CalThl CBA3BIBAHUS MPOAYKTa
araC. Takas opraHusaiysi Ha3blBaeTCsl PEryjJoHOM. VMHBIMU cilOBaMHu, PErysioH — rpynna TeHOB U (Win)
OIIEPOHOB, KAK MPaBUJIO, HEOOXOAUMBIX Ul BBIIIOJIHEHUS OJHOU (hPU3MOJIOTNYECKO (YHKINHU, HE CLEIUIEHHBIX
MeXy co00ii, HO HAXOIAIIUXCS MO OOIIUM KOHTPOJIEM.

['eHeTHueckoe M3ydyeHHe apaOMHO3HOIO ONEpPOHA YKa3blBaJO Ha TO, 4TO reH araC NOJKEeH KOAMPOBATh
KaK penpeccop, TaK M aKTUBATOp TpaHcKpunuuu. OKa3aloch, YTO HEMOCPEICTBEHHO IPOIYKT  SIBISAETCS
penpeccopoM, HO NPUCOECIMHEHHE HHIYKTOpa (apabMHO3BI) HE TOJBKO WHAKTHBHUPYET PENpPEccop, HO M
TpPEBpAIIAET ero B HHAYKTOp. JTH aBe dGopMbl mpoaykra araC HaspiBaioTcs cootserctBerno C u C™. Jige
¢dopmbl 6enmka C UMEIOT pa3HbIC CAalThI CBA3BIBAHUS B oOyiacTh Mexnay reHamu araC u araB. Kpome Toro, B
9TOM ke 00JIacTH pacronaraercs caifT cBs3biBaHus BAK u, koHeuHO ke, mpoMoTOpsl reHa araC U onepoHa
araBAD.

Orta obnacts JIHK opranuszoBana cienyromum oopazom

Caiit cBsaszbiBanus bAK pacnonaraercss Mexay AByMsl IPOMOTOpPaMH, NPUYEM CBS3BIBAHUE KOMILIEKCA
BAK-UAM® Heo0X0auMO AJIs WHMIMALMKA TPAHCKPUIILUM B 000MX Hampasienusx. Cair csspiBanus C*P
HepeKpbiBaeTcs ¢ mpomoropoM rera araC, mostomy cBszbiBanue C'P UHIHOUPYET TPAHCKPHIIIMIO CBOETO
coOCTBEHHOro reHa. TakuM 00pa3oM, B OTCYTCTBUE MHAYKTOpa TpPAaHCKpUIIMs reHa araC noaiepKuBaeTcs Ha
OYCHb HM3KOM 0a3aJlbHOM YpPOBHE, IOCTATOYHOM TOJBKO Ui oOOecreueHus: COOCTBEHHOW penpeccuu.
[NosiBnenune nHAYKTOpa (apabuHO3bI) BHI3BIBACT OTCOCIMHEHHUE PETIPECCOpPa U CBSI3BIBAHUE €T0 C aKTUBATOPHBIM
calToM, pacmoJiararolmuMcs Mexay caiWTtom cBs3biBaHusd BAK u mpomoropom omepona araBAD. Takum
obpa3om cHuMmaercs pemnpeccusi ¢ araC W obOecneunBaeTcss CHUHTE3 OOJBIINX KOJIMYECTB €ro MpOayKTa,
KOTODBIii, CBA3BIBAsICh C apaOMHO30M, aKTUBUPYET TPAHCKPUIILIHIO oniepoHa araBAD.



Takum 00pa3zoM, B cilydae TPAHCKPHUILMM “BIEBO” Mbl UMEEM TOYHYIO KOIHMIO MOJAENIU pEeryssiuuu lac
onepona. Penpeccop C murubupyer tpanckpummio araC ¢paktuueckd Tak ke, kak Lacl UHrubupyer
TpaHCKpuUMuuto /ac onepona. 1 Touno tak xe nob6aBieHre HHIYKTOpa, B JAaHHOM ciiyyae apaOHuHO3bl, CHUMAET
penpeccuto. Taxke aHanoOruyHo naeucTByer W aktuBHpyromuid komiuiekc BAK-uAM® no oTHomenuio k
TpaHCKpUNIUK “BieB0”. OIHAKO B Cilydae TPAHCKPHIILIMHU “BIIPaBO” CUTyalus Ooliee CI0KHAs, IOCKOJBKY
37ech IEHCTBYIOT y)Ke€ [Ba aKTHBATOPHBIX Oenka, TOT e BAK-TAM® u C™  Caitr cBaspBanus C™
PacIosIoXeH TakuM o0pas3oM, uto, cesazaBmuchk ¢ JIHK, 3ToT Oenok MokeT HEMoCpeCTBEHHO KOHTAKTHPOBATh
¢ PHK-nonuMepas3oil, 4To M BBI3BIBAET AKTHUBAIMIO TPAHCKpUMIMU. HO MOCKOJIBKY CalT CBSI3bIBAHUS cnd
pacrnionoxeHn Mexay npomoropoM u BAK-cBssbiBatonum caiitoM, kommuiekc BAK-uAM® pacnonaraercs
CJIMIIKOM JTaJIeKO, YTOOBI HENOCPEICTBEHHO KOHTakTHpoBaTh ¢ PHK-mommmepasoii, "coOuparomeiics autaTh
BIIpaBo".

Kax >xe BAK ocymecTBisier peryisiiuio B TaHHOM ciydae? J[ero B TOM, YTO MPUMEp C ara OTIEPOHOM HE
aBigeTcs HUcKModeHneM. BAK umeer nBa Tuma pacnoioOKEHUs OTHOCHTENBHO mpomoTtopa. llepBeiii —
CTaHJAPTHBIN JIJIs1 aKTUBATOPOB TPAHCKPUIILIUMU — MPSMO MEPE] IPOMOTOPOM (HArpUMeEp, B MOJIOKEHUU -72...-
50 y lac onepona umu -50...-23 y gal onepoHa), 4TO MO3BOJSAET OCIKY HEMOCPEACTBEHHO KOHTAKTHPOBATH C
PHK-nonmumepazoii. Ho y MHorux npomotopos caiiT cBsi3biBanusi bAK pacrnonaraercs 3HaunTenbHO Aanbuie. B
ciaydae ara onepoHa bBAK ces3biBaeTcss B mnosoxkeHuu -107...-78. EcTb W Apyrue omepoHbl C yIaJICHHBIM
pacnonoxxenueM BAK-cBsaspiBatomero caiita. Bompoc o Tom, kak aeiictByer BAK, ocraercsi OTKpBITBIM.
CymectBytot nBe monenu. [lepBas o0bsicHser neiictBue BAK uepes GenkoBrie B3auMoeiicTBusa. B npuniume,
Jla)ke HE OYEHb CWIbHOE B3aMMOJICHCTBHE MEXAy IBYMs OelKaMM MOXKET OKa3aThCsl JOCTaTOYHBIM JJIst
cymiectBeHHoro ycmienus cBsizu PHK-nmomumepassr ¢ mpomoTtopom. [Ipobnemoii 31eck sBisieTcs To, 9To Jaxe
B ciay4yae gal U lac mpOMOTOPOB B3aMMOJAEHUCTBHE JOJDKHO MPOMUCXOAMTH IMO-pa3HOMY, a B Cllydae ara
MIPOMOTOpa JIOJKHBI B3aMMOJCHCTBOBAaTh Tpu Oenka. Bropas mozens mpeamonaraer, yto 3¢gdexr BAK
onpenensiercss uenukoM ero csspiBanueM ¢ JIHK. B coorBerctBum ¢ 3toit monensto PHK-nmonumepasza ne
MOJKET caMa o0ecreynTh neppoHavanbHoe miaBnenue JJHK B o6mactu mpomoTopa, B 1M0JIb3y 4ero TOBOPUT TOT
(akT, uro HU ouH U3 BAK-3aBHCHUMBIX MPOMOTOPOB HE UMEET “XOPOIIEH”, TO €CTh OJIM3KON K KAHOHUYECKOH,
-35 mocnenoBaTeNbHOCTH. DKCIEPUMEHTANIBHO YCTaHOBJIEHO, uTo cBs3biBaHue Oenka BAK ¢ JIHK BHocur B
Hee M3ru0 MOoYTH MOJA NPSAMBIM YIVIOM, YTO BO3MOXHO TOJIBKO B CIIy4ae CEpPbEe3HOI0 M3MEHEHMs CTPYKTYpPbI
JHK B sToM paifone. Ilpeamonaraercsi, 4to 3TO M3MEHEHUE CTPYKTyphl obOisierdaer muiaBienue JJHK B
MIPOMOTOPHOM 00JIaCTH U, CJIE0BATEIbHO, MHUIMALIMIO TPAHCKPHUIILIUH.

1.5 TpunrodaHoBbIii OnIepoH

Ob6a omepona (lac wu ara), paccMOTpeHHblE HaMH paHee, SBIAIOTCA HWHAYUMPYEMbIMH
(mHAyuHoeabHbIMU). MHIyIMpyeMBbIMU OOBIYHO SIBIISTFOTCST KATAOOJIMTHBIE OTIEPOHBL. W Tako# THIT peryIisium
€CTECTBEHEH, IOCKOJIbKY 00€CHeurMBaeT CHHTE3 (PEpMEHTOB, OTBEHAIOUIMX 3a YTHIM3ALMIO KaKOro-auoo
MUTATEIBHOTO CyOCTpaTra TOJNBKO B CiIydae HaJIM4MsS 3TOro cyocrpara. B apyroil curyanuu, Korja KIETKe
HY’KHO CHUHTE3MpPOBaTh Kakoe-HUOY (b BEIIECTBO U MOAJIEPKUBATh €r0 KOHIEHTPALUIO Ha TIOCTOSIHHOM YPOBHE,
HCIOJIB3YIOTCS pemnpecculelibHbIe (penpeccupyemble) ONEpOHbl. PaccMOTpUM TakoW THUII peryisiiud Ha
pUMepe TPUNTO(HAaHOBOIO ONEPOHA.

TpuntodaHOBBIf ONEPOH COCTOMT M3 S5 CTPYKTYpHBIX TE€HOB, KOAMPYIOLIMX TpHU (epMeHTa,
MpPEeBpALAIONINX XOPU3MOBYIO KHUCJIOTY B TpunropaH. buocunTtes tpunrodana mnpexacrasiaser coOoi
KJIACCUYECKHH Clyyail peTpOMHTHOMpOBaHUs, TO €CTb MHTUOMPOBAaHUS AKTUBHOCTH OJHOTO H3 TEPBBIX
(epMeHTOB KaKOro-imbo OWOCHHTETHYECKOTO MYTH KOHEYHBIM TpoaykTroM. Ho kpome ydacTus B
PETPOUHIUOMPOBAHUN TPUNTO(AH BHIIOIHSIET TAKKE M (PYHKIUIO KOpernpeccopa, akTUBUPYs OeJI0K-penpeccop.

Penpeccop konupyercst He CBSI3aHHBIM C {7p OIIEPOHOM I'€HOM #7pR. B yClI0BHAX AOCTATOYHBIX KOJIUYECTB
TpuntoaHa KoMIulekc Kopenpeccop-TrpR cBsi3piBaeTcss ¢ omeparopoM M HMHIMOUPYET TPaHCKPUIILUIO.
WnakTuBanus penpeccopa MNPUBOAUT K YCHJICHHIO TPAaHCKPUNUMU npubnusutensHo B 70 pa3. IT10
OTHOCUTENLHO HeOousbmas pasHuna (cpaBHutre ¢ 1000-kpatHo¥ wuHAyKIued lac omepona). Ho Takas
Kaxymiasics Hed((PEKTUBHOCTh C JIMXBOH KOMIICHCUPYETCS TOMOJHUTEIbHBIMU YPOBHSMHU DPETYJISIIIMA — BO-
MIEPBBIX, PETPOMHTHONPOBAHUEM, a BO-BTOPBIX, JEHOMEHOM, HAa3bIBAEMbIM aTTCHYaIHEH.

Ammenyayus.

Mexay mpoMOTOPHOW 00JacThIO U MEPBBIM CTPYKTYPHBIM TeHOM (f7pE) onepoHa MMEeTCs TOCTaTOYHO
npoTspkeHHbI 162 (Ha.) ywacrok JIHK, x Tomy e koaupyroomuii HeGompmiod mnentua. Ita
nocnenoBarenbHocTh JIHK Ha3piBaeTcs nunepom, a nentu — duaepHsiM. Jlugaep Heooxoaum asis paboThI ellie
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Puc. 1.4. Poas pudocombl B arrenyaunu Tpuntopanosoro onepona (b. Jibtonn "I'ens1”, 1987)

OJTHOTO MEXaHHW3Ma PETYJISINH SKCIPECCHH, Ha3hIBAEMOT0 aTTEeHyalluei. JTO SBJICHHE TOCTATOYHO IIHUPOKO
pacnpocTpaHeHO B OMOCUHTETHYECKUX ONEPOHAX, U €r0 CYLUIHOCTh 3aK/II0YaeTCs B PEryJINpyeMoi TEpMUHALIUU
TPAaHCKPHITLIUH B JIHJEPHON 007acTh (Ha3pIBa€MOH TaKke arTeHyaTopoMm). [Ipu TepMuHAIK TPAaHCKPHUIIIIAN HA
aTTEHyaTope CUMTBHIBAHUS pACIOJIOKEHHBIX 332 HHUM CTPYKTYpPHBIX T€HOB TPUNTO(AHOBOIO OIEpOHa,
€CTeCTBEHHO, He mnpoucxoauT. [Ipu BeicokoW KoHueHTparmu Tpuntopana ~90% MPHK tepmunmpyercs B
o0acTH aTTeHyaTopa, NpHU MOHWKEHUM KOHIEHTpaluu TpunTodaHa arreHyauus He npoucxoaut, 1 MPHK
TpUNTO()AHOBOTO ONEPOHA CHHTE3UPYETCS MOIHOCTHIO.

ATTEeHyaTop COAEPKUT 4YEThIpe KOMIUIEMEHTapHbIe Jpyr ApPYry IOCIeNoBaTebHOCTH (ydacTku 1-4 Ha
puc.1.3.), crocobHpie 00pa30BBIBATh JIBE B3aMMOMCKIIIOYAIOIINE CTPYKTYphl. B mepBoil u3 Hux ywacTtok 1
CIApUBAETCs C YYaCTKOM 2, @ yYacTOK 3 ¢ y4acTKOM 4, B pe3yJbTare 4ero (GopMupyeTcs JBe MIMWIBKU (BTOpast
U3 KOTOpBIX SBJISIETCS TEPMUHATOPHOM). TepMuUHALMA NPOUCXOAUT HA THUINHYHOM P—HE3aBUCUMOM
TepMuHaTtope — kKopotkomM GC 6Gorarom nanusapome (00pasyrolieM CTAaOWJIBHYIO HIMUJICYHYIO CTPYKTYpPY),
HETNOCPEICTBEHHO 3a KOTOPHIM CIEAYIOT 8 ypalmIoBblx ocTaTkoB. Ecim ke He naTh ydacTtky | crmapurbes ©
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Y4acTKOM 2, TO y4acTOK 2 MOKET CHapUThes ¢ ydacTkoM 3. B TakoM ciyuae yuacTky 4 cmapuBaThCsi HE C UeM,
U TEepMHMHATOpHas UIMMUIbKa He oOpasyerca. Ilepen anbTepHATUBHBIMM IIMMJICYHBIMU CTPYKTYpaMHu
pacmnosokeH puOOCOMCBA3BIBAIOIINN CANT, 32 KOTOPBIM CJEIyeT TpaHCIUpyeMas pamMKa CUMThIBaHUS U3 14
KOMOHOB. JlecsaThlil M OXMHHAIUATHIM KOJOHBI 3TOM paMKu — TpunTodaHoBble. B ycnoBusax HegocraTka
TpunToaHa KOHIEHTpaLUsi HarpyKeHHbIX Tpunropanom amuHoamin-TPHK HeBbpicoka, u pubocombl
OCTaHaBJIMBAIOTCS, JOCTUTHYB TPUNTO()AHOBBIX KOJOHOB, YTO NPENATCTBYET (POPMUPOBAHUIO TEPMUHATOPHOM
mmuibka. Ha puc. 1.4 moka3aHo, KakuM 00pa3oM MOJI0KEHHUE pUOOCOMBI NIPH TPAHCISIIMU JTUASPHOTO MENTH A
BIMsIET Ha 00pa30BaHUE IIMWIEYHBIX CTPYKTYp TaKUM 00pa3oM, 4TO TEPMHUHALMs MPOUCXOIUT TOJIBKO NPHU
HaIMYUKU TpuntodaHa. Y MPOKAPUOT MPOIECChl TPAHCKPHUIILUMU WU TPAHCISALUH HE pa3oO0IIeHBl, TO €CTh
tpancasauuss MPHK HaunHaercs, Kak TOJNBKO CHHTE3WPOBAHBI MEPBbIE HECKOJBKO JIECATKOB MAp OCHOBAHMU.
ITockonbKY CTON-KOJOH JIMJEPHOTO MENTHa HAXOAUTCS KaK Pa3 MEX1y KOMIUIEMEHTapHBIMU ydacTkaMu 1 u 2,
pubocoma, JOHAS 1O KOHIA JHASCPHOTO TENTHIA, JKPAaHUPYET OOJBIIYI0 4YacTh yd4acTka 2, HE JaBas
(GbopMHpOBaTbCA TMOJHOPA3MEpPHOM mimmiabke 2-3, TOITOMY TEpMHUHATOpHAs LINHUIbKAa (popMupyercs
OecnipensTCTBEHHO. B ciyuae ke rosonanus no tpuntodany pudbocoma ¢ mycTbiM A-caliTOM NPUTOPMAKUBAET
Ha TpunTopaHOBBIX KOJOHaX B OxuAaHuu TpunrtodanoBorr amuuHoanuia-TPHK, uyro mo3Bomser
chopMHpOBaTECS TMOJNIHOpa3MepHO Immuibke 2-3. COOTBETCTBEHHO, TEPMHUHATOpHAs INMWJIbKA B TaKHUX
YCIOBHAX 00pa3oBaThCsi HE MOXKeT. Eciam ke KieTka rosiofiaeT Mo OJHOW M3 aMUHOKMCIIOT, YbM OCTaTKU
pacrosiarailoTcss B Hayajie JIMACPHOrO MenTHaa, (GopMHpOBaHWE MIMUIBKK 1-2 OnokupyeT (opMHpOBaHUE
IITTUIBKA 2-3 1, CIeI0BaTEIbHO, MO3BOJISIET CPOPMUPOBATHCS TEPMUHATOPHOMN MITTHIIbKE 3-4.

ATTeHyanus — IMUPOKO PaCIpOCTPAHEHHOE SBJICHHUE, BCTpeYaroleecs, KAk MUHUMYM, B LIIECTH ONEpOHax
OMOCHHTE3a aMUHOKHCIIOT. B IByX M3 HUX HaOIrOmaeTcs SBJICHUE MYJIBTUBAICHTHON PENpEecCHu — thr ONepoH
JeperpeccupyeTcs Mpy rojiolaHuu 1o thr ¥ ile, a ilv oniepon — 1o ile, leu v val.

Hakxonen, crnemyer 3amMeTuTh, uTO (OPMAIBHO B Ciydae aTTCHyallud PHOOCOMY MOXHO CYHTATh
aKTUBATOPOM TpaHCKpUMuuu, a amuHoaui-TPHK — kopenpeccopom.

1.6 Peryasiuus Ha CTaAUM TEPMUHANUMN. AHTUTEPMHUHAIUSA

Ha npumepe arrenyaruu B TpUNTO()aHOBOM ONEPOHE B MPEABIAYIIEM pa3lielie paCCMOTPEHA PEeryIIsIHs
SKCTIPECCUM Ha CTAJAUN TEPMHUHAIMU TPAHCKpUIIIUU. Ellle oguH MeXaHu3M PEryJisiiiui Ha CTaauy TEPMUHALINH,
Ha3bIBAEMblii AHTUTEPMHMHALIMEH, TaKXke HCIOJIb3yeTCsl JOCTATOYHO 4YacTo. B ciydae aHTUTEpMHUHAIIUU
pEeTyIATOPHYI0 (DYHKIIMIO BBIMOJNHAET OJXWH OEJOK, HAa3bIBAEMbI AHTHTEPMHUHATOPOM. OITOT OEloK
MpeNIOTBPAIaeT TEPMUHAIMIO TPAHCKPUIILMKU W TMO3BOJISIET CUYUTHIBATHCS T€HAM, pAaCHOJOKEHHBIM 3a
TEPMHHATOPOM, BBHITIONHSSA, TaKUM 00pa3oM, akTUBATOpHYIO (yHkmuioo. CiemyeT cpasy 3aMeTHTh, YTO, B
OTJIMYME OT PEryJSTOPOB TPAHCKPHUIIMH, IEHCTBYIOIIMX HAa CTAaJWU WHUIMAIMH, aHTUTEPMHUHATOPHI HE
B3aMMOJICHCTBYIOT C KodakTopamMu, a JTUOO SBISIOTCS AaKTHBHBIMU IOCTOSIHHO, JIMOO WX aKTUBHOCTH
Moayupyetcst ocopruIupOBaHUEM.

Knaccuuecknii mpuMep aHTUTEPMUHALIMK — PETYJIISAINS )KU3HEHHOTO ITuKIIa 6akrepruodara A. ['eHoM dara
aaMOla UMEET TPU TPYNNbl TEHOB: HEMEJIEHHO paHHUE (MpeApaHHUE), 3aepKaHHO paHHUE U TIO3/HUE.
HaszBanus rpynn oTpakarOT MOCIEAOBATEIbHOCTh "BKIIOYEHHUA'", TO €CTh AKTHUBAIMU TPAHCKPUIIKU, ITHUX
rerHoB. O0a dTama aKTHBAIMK 3aBUCAT OT JIEHCTBUs OenkoB-aHTHTepMUHATOpPOB PN 1 pQ. [laBaiite moapodbHO
pPaccMOTpHUM JIeHCTBUE TIEPBOTO U3 HUX.

Ha pucynke mokaszaHa ympoleHHasi cxeMa paHHed obmactu para A. /[Ba mpenpanHux reHa, N u cro
TpaHCKpHOupytoTcst "BieBo" u "BmpaBo" oT mpomoTopoB P; u Pr. B camom Hadane JMTHYECKOTO IHKIIA
pasButusa Oakrepuodara TPaHCKPUIIMS OCTAHABIMBACTCS HEMOCPEJICTBEHHO Mocie reHoB N u cro Ha p-
3aBUCHMBIX TEPMHUHATOPAX 1 U fr1. CUHTE3UpYIOMUICA B pe3ylibTaTe MpeApaHHel TpaHCKpUNIMKU 0enok pN
no3Bosisier PHK-nonmuMepase npeogoneBat TEPMUHATOPSI f1] U fR] U CUYUTHIBATH PACIOJIATAIONIMECS 32 HUMU
3a/Iep:KaHHO paHHUE TeHBI.

Heticmsue pakmopa p. TepMuHAINS TPAHCKPUTIIIUHN MIPH YYACTHH TOTO OeIKa MpOUCXOoIuT, kKorna Rho,
CBSI3aHHBIN ¢ BHOBb 00OpPa30BaHHBIM TPAHCKPUNTOM, B3aumoaeicTryer ¢ PHK-monmumepasoii, octaHoBUBIIEHCS
B obOnactu p—3aBucumoro tepmuHaropa. JIHK B obOnactu Takux TepMHUHATOPOB, KakK MpPaBHIO, HE UMEET
BBIPAKEHHOW BTOPUYHOM CTPYKTYpbl, Oorara ocHoBanusiMu C u O6enHa G, mepBUYHAs MOCIEA0BATEIbHOCTh

10



pa3IUYHBIX TEPMUHATOPOB HE HWMeEeT 3aMeTHoro cxojactBa. Rho obmamaer PHK-3aBucumoit ATdaznHoi
aKTUBHOCTBIO M c1IOCOOCTBYeT oTcoeanHenno PHK-nonumepassl uepes B3anmoeiictsue ¢ 6enkom NusG.

JleiictBue O6emka pN BBICOKO CHEIH(PUYHO B TOM IIIAHE, YTO OH 00SCIICUNBACT aHTUTECPMUHAITUIO TOJIHKO
Ha ABYX (haroBbIX TEPMHHATOPAX, HE BIUSAS HA TEPMUHALWIO TPAHCKPUIILIUK OaKTEepHUaIbHBIX TEHOB. B TO ke
Bpems, eciu B ¢aroBoit JJTHK TouHO B TOM ke MecTe 3aMeHUTH (HaroBblii TEPMUHATOP JIOOBIM P-3aBUCUMBIM
OaxkTepuaibHBIM TEPMUHATOPOM, AaHTUTEPMHUHALIUSA MO-TIPeXHEMY OyAeT npoucxoauts. CienoBareabHo, 0eI0K
pN He OIO3HAeT TEPMUHATOP KaK TAaKOBOM, W II€pell TEPMHUHATOPOM JOJDKEH CYIIECTBOBaTb KAaKOW-TO CAWT,
y3HaBaeMblii 3TuM OenkoMm. Takue yuyactku HaswpiBatoTcs nutl W nutR (ot anrn. N utilisation) s neBoro u
MpaBOro0 TEPMHUHATOpPAa COOTBETCTBEHHO. OJTH YYAaCTKH paclojaraloTcsi Ha pas3M4YHbIX PACCTOSHUSAX OT
TEPMHMHATOPA, B CBSI3U C YEM BO3HHUKaeT Bompoc: "A kak ke oHu padoraror?". Korna pN y3HaeT nut caliT, oH
nomkeH mojeiictBoBath Ha PHK-monmumepasy Ttakum oOpa3oM, 4TO OHa HE CMOXKET OOIblle y3HABaTh
TEPMHUHATOPHBIN caiiT. CpaBHEHHE CalWTOB MEXAy COOOM MOKa3ajlo, YTO OHU COCTOST U3 NAIMHIAPOMA JUTMHON
17 .. (KOTOPBIM MOXET 00pa3oBaTh HEOONBIIYIO MIMUAILKY). MyTallud B 3TOM CaiiTe, Ha3bIBAEMOM TaKKe
boxB, numaioT pN cHocoOHOCTH NPEeNOTBpAIlaTh TEPMHUHALMIO. HemocpencTBEHHO mepen 3TUM CalToMm
pacmojiaraercsi OKTaMmepHasi — IIOCJelIOBaTeNbHOCTh, Has3biBaeMas boxA, Takke ydwacTByollas B
AHTUTEPMUHALUHU.

bemok pN peicTByeT, CKopee BcCero, OMO3HaBas IIMWICYHYIO CTPYKTypy, (opmupyemyro BoxB
o0jacTbio, HEMmocpeACcTBeHHO Tmocine ee cuHTe3a PHK-momumepasoii, OJHOBpEMEHHO KOHTAKTUPYS C
cyOobenuuuiiaMu monuMepassl. [lociie Takoro y3HaBaHHs aHTUTEPMUHATOP ocTaeTcss B komiuiekce ¢ PHK-
oJMMepa3oi, (aKTUYECKU CTAHOBSCH ee CyObeIMHMIICH M oOecreunBas U3MEHEHHE e€ CHEIU(PUIHOCTH IO
OTHOIIEHHUIO K TEPMUHATOPAM.

[Torick MyTaHTOB, MpeAOTBpAIlAOIUX AeiicTBre PN, MpUBEN K 0OHAPYKEHUIO ellle HECKOIbKUX OENKOB,
SBIISIIOIIMXCSI KOMIIOHEHTAaMH TPaHCKPUIIIMOHHOTO anmapara, NusA u NusB (N utilisation substance). bemnok
NusA dakrtuueckn sBisiercs cyoreaunuiieii PHK-momumepasbl, cHmkaromeir ckopocts npoasuxenuss PHK-
MOJIMMEpasbl, 4TO 0OJeryaeT TepMUHALMIO, Torna kak NusB kak pa3 u sBisiercs (pakTOpoM, OINO3HAIOIIUM
MocyienoBaTebHOCTh  boxA. Ces3piBanue NusB ¢ TpaHCKpUINIIMOHHBIM — KOMIUIEKCOM  YCHJIUBAET
antutepMuHanuioo. Eme omgun Oenok, NusG, HeoOXoauMm s P-3aBUCHUMOI TepMHUHALIMHM, OOecIeyrBast
B3aumoeiicteiue Rho u PHK-nonmmepassbr.

Jlumepamypa:
1. b. JIstoun. I'enst. — M: Mup. — 1987
2. M. Iltamne. Ilepexmtouenue reHos. — M: Mup. — 1988

2. docoTpaHcdepasHasa cuctema

bakrepuanpras ¢dochoenonmupysat:yrieBos (dochorpanchepasznas cucrema (dochoTrpancdepasHas
cuctema, ®TC) — 3T0 cnokHasi pa3BeTBIEHHAs ceTh MepeHocsmux (ocdaT OeNKoB, OCHOBHOU (YyHKITHEH
KOTOpOH SIBJISIETCS TOTJIOIIEHHE ONpEICNCHHBIX YTJIEBOAOB W3 BHeEHmHEW cpensl. Habop yrieBomos,
noctynaroumx B kietky nocpenctsoM OTC, cunbHO BapbHpyeT y pasHbIX BUAOB. Mexanusm padbotst OTC
3aKIII0YAETCsl B TPAHCIIOPTE YTJIEBOAOB Yepe3 KIETOUYHYI0 MeMOpaHy, CONpPsHKEHHOM ¢ (hocopHuIrpoBaHuEM
yriaeBojaa. Hanwuume cOOTBETCTBYIOIIETO YIieBOJa B Cpele M €ro TPAaHCIOPT BHYTPh KIETKH BEOyT K
3HAYUTEIBHOMY DPACXOAY BBICOKOIHEPreTHYEecKoro ¢ocdara U, COOTBETCTBEHHO, CHIXKAIOT KOHIIEHTPAIUIO
dhochoprmMpOBaHHBIX MPOMEXKYTOUYHBIX TEPEHOCYMKOB. A 3TH NPOMEXKYTOUHBIC TEepeHOCUUKH ¢ocdara
B3aMMOJICHCTBYIOT CO MHOTUMH KJIETOYHBIMH OCJIKAaMH U M3MEHSIOT UX aKTHBHOCTh. TakuM 00pa3oM HaIHuue
WM OTCYTCTBHUE ONPEIECIECHHBIX YyIIIeBO0OB B cpelie uepe3 OTC BnusieT Ha Henblid psii BaXKHEUIIMX TPOLIECCOB,
TaKUX, HAIIPUMeEP, KaK XeMOTaKCUC, MHAYKIIHS KaTaOOJIUTHBIX OMEPOHOB, META00IM3M a30Ta, KOMIETEHTHOCTh
U BHUPYJCHTHOCTb. A TIOCKOJBKY HEKOTOpble OakTepuu, Hampumep, Ireponema pallidum, umes Bce
komnoHeHTsl PTC, He TpancnopTupytoT caxapa nocpencrsomM OTC, perynsaropnas ¢ynkuus OTC He meHee
Ba)KHA, YEM TPAHCIOPTHAS.

Bue 3aBucumoctu ot opranusma u yriaesoaa OTC katanusupyeT clieayrouil mporecc:

dochpoeHnonnupysarT + yriueBox -—> noupyBaT + yrneBon-P
(BHyTpPUMKIET. ) (BHeKkJET.) (BHyTpPUMKIET. ) (BHyTpPUMKIET. )
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®dochopunupoBaHre yrieBoja COMPsHKEHO C €ro TpaHCIOKaIMel uepe3 MmeMOpaHy, a HeoOXoauMast st
3TOTO JHEPrus 00ECIEeYMBACTCS MPOMEKYTOUYHBIM MPOIYKTOM Timkonu3a — (ochoeHonmupysatom (DEID).
CBoboanas sHeprus ruaposnza gocdataoit rpynnsl OEIT — okono -14.7 kkan/mons (Oonbiie, yem y AT®D), a
st pochopHIMPOBAHHOTO caxapa — OKoJIo -3 Kkayi/Monb. Ha nepssriii B3rsa, @TC caumkoM pacTOYUTEIBHO
pacxoayet 3Hepruto. OIHaKO, BO-TIEPBbIX, B Mpolecce riuKoin3a u3 Mosiekyibl @EII nomydaeTcs TOIbKO 0JHa
Mmoutekyna AT®, a, Bo-Bropeix, @TC obecriednBaeT 0JHOBPEMEHHO U TPAHCTIOPT, U (pochopuIrpoBaHUE CBOUX
cybcrpatoB (pochopunrpoBanre HEOOXOAMMO I TTOCIEIYIONIEr0 Katabonu3ma cyocTpara). J{is yrieBoios,
tpancnoptupyembix He-OTC cucremamu, Ha moiydeHue (HocGOpUIMPOBAHHOTO CyOCTpaTa BHYTPU KIICTKH
pacxomyetcs 6osee oHON MoseKysbl AT® (kak mpaBwiIo, OJIHA HA TPAHCIIOPT M OAHA Ha (hOCHOPUITHPOBAHKE).
OT1o onHa w3 mpuyHH, Mo Kotopoil OTC cuctembl CymIEeCTBYIOT B OCHOBHOM y OOJHTaTHO M (haKyJIbTaTUBHO
aHadpoOHbIX Oakrtepuii. Takwme Oakrepum momydator AT® myrem cyOcrtpatHoro ¢ochopunupoBanusi B
aHa’pOOHBIX YCIOBUSX U, CIIEOBATEIHHO, JOKHBI OUY€Hb 9KOHOMHO pacxoa0BaTh MoJeKyinbl ATO.

benkn OTC tpamummonHo pasznmenstorcs Ha Tpu rpynmsl — ¢epment I (EI), HPr (histidine protein) u
depment II (EII). EIl o6b9HO cOCTOUT W3 Tpex-deThipeXx KoMmoHeHTOB (obo3nadaembix EIIA, EIIB, EIIC u
EIID), kotopbie MOTYT OBITH MO0 CyObETUHHUIIAMH OJHOTO Oeika, Tubo oTAenbHbIME Oenkamu. @epmeHT | u
HPr — pacTBOprMBIC IUTOIIIIA3MAaTHYECKHE OCIIKH pa3MepoM cooTBeTcTBeHHO 64-85 u 9-10 x/la, HeoOxoaumbIe
st pochopunrposanus Becex @TC caxapoB naHHON OaKTEpHH, B CBSA3U C YEM UX HA3bIBAIOT OOLIMMHU OeTKaMu
OTC. C apyroit ctoponsl, Gpepment Il cnenubuyeH s KaXI0To yriieBoja, U JUOO SBISETCS MEMOpPaHHBIM
(ecmu Bce KOMIIOHEHTHI €r0 COSAMHEHBI B OAMH 0eoK), 00 olHA U3 CyOBEAUHHMII SBISETCS MEMOpPaHHOM.
[Tepenoc docdara k caxapy npoucxoaut ot pochoenonmupysara uepe3 EI, HPr, EIIA u EIIB.

Bonee moapo6Ho 3T0oT mporecc Ha mpumepe OTC rmoko3sl y E. coli BRIMIAIUT CAEAYIONIMM 00pa3oM
(Puc.2.1.). Crauana El nuMepu3yercs M B TaKOM COCTOSHUHM aBTOodocdopmimpyercs, nepeHocs ¢ocdar c
¢dochoenonmupysara Ha His-189 (rucTuaAMHOBBINT aMHUHOKUCIOTHBIM OCTAaTOK, sBistonuiics 189-m ¢ N-koHIa
6enka EI). 3arem EI ¢pochopunupyer HPr mo ocratky His-15. 3atem docopunuposannsiii 6enox HPr (P-HPr)
dhochopmmmpyeT onuH U3 caxap-cnenupuueckux 0eiakoB (wiam goMeHoB) EIIA, onsare ke 1Mo THCTHAMHOBOMY
ocratky (His-90), otkyna ¢ochar nepenocutcs Ha Cys-241 memOpannoro Oenka EIIBC, koTopblii yxe
nepeaaeT ¢ocdaT Ha TPAHCIIOPTUPYEMYIO TITFOKO3Y ¢ 00pa30BaHKMEM TITI0K030-6-hocdara.

[epurnna3zmaruueckuil cyOCTpaT CBSI3BIBACTCS C BBICOKOM a@UHHOCTBIO CO CBOMM CIEHU(PUUECCKUM
EIIC. Homen nnu cyowsenuumnma C pepmenta Il sBisieTcss MHTErpaibHBIM MEMOPAaHHBIM OEITKOM-TIEPEHOCUUKOM
6o, Mo KpaifHel Mepe, ero cyOcTpar-cnenuuueckoil 4acThio. JTOT MEPEeHOCUHK (BCErJa B KOMILIEKCE C
EIIB) u ocy1iecTBasieT TPaHCTIOPT YIJIEBOIa BHYTPh KIETKH.

Ecmu EIIB HE
dochopunmpoBan,  cyberpar @ @EI EL-P HPr-P IA(BC)~-P VB~P
MOYET TOJBKO OUYEHb MEIJICHHO (BHyTp.)
TPaHCIIOIMPOBATHCS yepes
MeMOpaHy myTeM OOJIerdeHHOU
G dy3un.
®dochopunupoanue IIB 1o (b) ﬁl’
Cys-octatky obecrnieunBaeT
OBICTPYIO TPaHCIIOKALUIO AN
cyOcTpara Ha
LUTOIIA3MATHYECKYIO CTOPOHY gg:;zg%’d”m Her VB
(mpoucxoaut o0seryeHHast POBAHHBIX El HPr EIl
i dy3us 3a cyer g’;f;‘“% oTC
KOH(OpMaIMOHHOTO
HM3MEHEHUs OeKa). U

3aTeM MPOUCXOIUT , VB
¢bochopunrpoBanue
CBSI3aHHOTO C TIEPEHOCUYMKOM
cyOcTpara u ero 0ocBOOOXKACHNE
B IUTOILIA3MYy . Puc.2.1. lIpunmun pa6orsl ®TC riawko3sl.

Psn JKCIIEPUMEHTOB (VYB- yraeson)

MOKa3bIBaET, YTO TPAHCIOPT

YB~P

EI HPr
IIBK TIA(BC) (BHem.)

EI HPr EIl
YB~P
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caxapa 4yepe3 MeMOpaHy He CBsi3aH 0COOCHHO TecHO ¢ dochopmmupoBanneM. CyOCTpaT MOKET OTACTATHCS OT
MepEeHOCYNKa Ha BHYTpEHHEW cTopoHe MeMOpanbl 0e3 (ocdopunrpoBanusi, O6osnee TOro, A HEKOTOPBIX
IPaMIIOJIOKHUTENBHBIX OAKTEPHid MOKa3aHa BO3MOXKHOCTh PaOOTHI MEPEHOCUYMKA B OOpPaTHOM HANpPAaBJICHUH, TO
ecTb Ui BbIOpOca yIieBoja M3 KIETKU. VHBIMM clOBaMH, caM TPaHCIOPT uepe3 MeMOpaHy sIBIIsETCS
obOpatumbIM. Bce craaum mepemaun Qocdarta ¢ ogHOro OEITKOBOrO MEPEeHOCUYMKAa Ha APYTod MPOHCXOIAT
IpaKTUYeCKH ©O€3 TMOTepU DSHEpPruM U, CIEAO0BATEeNIbHO, TOXE SBIAIOTCS OOpaTUMBIMU. DHEprus
BBICBOOOXKIaeTCcs IpH meperade ¢ochaTa Ha TPAHCIOPTUPYEMBIH caxap HEMOCPEACTBEHHO IIOCIE €ro
MMPOHUKHOBEHHUS B IIUTOILIA3MY, YTO JIEIA€T BECh MPOIIECC HEOOpAaTUMBIM U "3amupaeT" caxap BHYTPH KIETKH.

I'enbl, xkogupyromue oOmme komnoHeHTs! PTC, kak mpaBMIIO, OPraHU30BaHBI B pis-ONEPOH, a T'EHBI
CHEIU(PHUUHBIX [UIsI pa3ln4HbIX caxapoB KoMroHeHTOB PTC, kak mpaBuiio, pacHoOKEHbl B OINEPOHAX C
Ir€HaMH COOTBETCTBYIOIMX KaTaOOJMuecKux (QepMeHTOB, mpuuyeM ocHOBHOW cybOctpar DPTC sBusercs
HUHAYKTOPOM BCEr0 ONEPOHA.

pts-onepoH E. coli cOCTOUT U3 TpeX I'€HOB, PACIOJIOKEHHBIX B CIlEIyoleM mopsake: ptsH (konupyer
HPr), ptsI (ElD), crr (EHAGIC). Okcnpeccusi orepoHa Bo3pacTaeT B Tpu pasza npu pocte Ha OTC cybOcrparax u
TpedyeT mpucytcTBus kKomiiekca BAK-mAM®. AHa’>poOHBII POCT Tak)Ke YCHJIMBAECT SKCIPECCHIO OTIEPOHA B
COOTBETCTBUHM C IPEANOI0KEHUEM 0 TOM, 4TO PTC — OCHOBHOI MEXaHU3M TPAHCIIOPTA YTJIEBOJOB B YCIOBUAX
aHa’pobmno3a. OnepoH uMeeT Kak MUHUMYM Tpu mipomoropa — aBa (PO u P1) pacnonmoxxensl nepen ptsH, a
tpetuii (P2) — nmepen crr (BayTpu ptsl). [lepen mpomotopamu PO u P1 pacnonaratorcs mo cailTy CBSI3BIBAHUS
BAK c¢ BpicOkOW u HH3KOH aUHHOCTBIO COOTBETCTBEHHO. PO sBIISETCSI OCHOBHBIM IPOMOTOPOM B
npucytctBuu Komiuiekca bBAK-nAM®, a Pl — B ero orcyrctBun. C 3THX NPOMOTOPOB CUMTHIBACTCS OJUH
JUIMHHBIA TPAHCKPHIIT, 3aXBaThIBAIOIIUN BCE TPU I'€HA ONEPOHA, U OJMH KOPOTKHM, IMEPEKPBIBAIOILINNA TOIBKO
ptsH. Eme ogvH KOPOTKMII TPaHCKPUNT cuuThbiBaeTcsa ¢ P2 u sBisgercs OCHOBHBIM Ul reHa crr. Takas
OpraHM3aIHs TPAHCKPHIIIAK OIIepOHa obecIeurnBaeT Gonbiee komraecTBo Monekyn EIASY mo cpasrermio ¢
HPr u EI. Tpanckpunuus pts onepoHa cTUMYJIUpyeTcss HepochopruInpoBaHHBIM EIICBY"* (c PO mpomotopa).
Taxkum 00pa3oM, CTUMYISIIMS TPAHCKPUIIIMK pts oniepoHa koMiuiekcoM BAK-uAM® u EIICB" JEUCTBYET B
JBYX MPOTUBOMOJIOKHBIX CUTYalUsAX — B OTCYTCTBHU IUIIOKO3BI B CPEJC U B €€ MPUCYTCTBHH, PE3YJIBTATOM YETO
aBigercs nogaep:kanue skcnpeccun OTC onmepoHa Ha CXOIHOM YpPOBHE B YCIOBMSIX KaK CHJIBHOM, Tak U
cnaboii kKaTaboNMTHON PENPECCHH.

Mytantsl, nedextasie mo El wnm HPr, He cmocoOnsr ytunmsupoBath OTC-caxapa Kak HCTOUYHUKHU
yraepona. K takum caxapam y Enterobacteriaceae OTHOCATCA TJIOKO3a, (PyKTO3a, MaHHO3a, T€KCUTONBI, [3-
IIIIOKO3UBI, N-alleTHITII0KO3aMHUH, copbo3a, caxaposa, Tperaigo3a M nemioduosa. Kak HM cTpaHHO, Takue
MyTaHTHI (110 061uM koMoneHTam OTC) takxke He pacTyT U Ha pane He-DTC caxapoB, K KAKOBBIM OTHOCSATCS
JAaKTO3a, MaJIbTO3a, MEIUON03a, TIMLEPUH, paMHO3a, KCUI03a U uHTepMennatsl nukia Kpebca. Ilouemy 3to
MPOUCXOAUT?

[Ipocreitmas monens, oobscustomas Gerorun GTC MyTaHTOB 1O OTHOIIEHUIO K yTrim3anuu He-OTC
caxapos, 3aKmiouaercs B ciemyioueM. ®Depment EIIAYC moxer cymectBoBath B aBYX (opMax —
dbochopmmmpoarroii u HepochopmmupoBanHoit. CreneHb (HochoprIHpoBaHUSI EIACF ompeenseTcs
6amancom Mexay docopunuposanuem ero P-HPr u nedocopunupoBanuem uepes ENIBC" B [IPUCYTCTBUU
ero cyberpata — rmokossl. EIAYC u P-EIIA®Y BzamMoneiictByior ¢ pasmmusbiMi Genkamm. EITASC
CBSI3BIBACTCS C PAIOM (DEPMEHTOB, CYLIECTBEHHBIX JUIsI MEeTab0JIM3Ma YIIIeBOAOB, HAPUMED, EPEHOCUUKAMHU
JAKTO3bl W MENMOMO3bI, TIUIEPOIKUHA30i. [IpsAMBIM pe3ynbTaToM TaKOro B3aWMOJCHCTBUS SIBISETCS
MHTMOMPOBAaHUE TPAHCIOPTA M IOCIEAYIOIIEro MeTaboiIM3Ma 3THX HCTOYHHMKOB yrieposaa. Takoe siBJIeHHE
Ha3bIBAETCS MCKIIOYeHHEM HHAyKTopa. Kpome toro, dochopunrpoBanHbiit EIIAY* y4acTBY€T B aKTUBAaLlUU
aZliCHWIATIHKIa3bl. A TOCKOIbKYy HAM® HeoOXomuMm Jis 3KCIPECCMHM MHOTHX KaTaOOJUTHBIX TEHOB,
perysiius ypoBHs TAM® 1o3BossieT KOHTPOJIUpoBaTh cuHTe3 epmeHToB. Ho ecnm perynsatopHoit ¢yHKuuen
oGmagaer Bcero omuH kommonent @DTC rmokossr, EIIAYY  kax npyrue DTC-caxapa OKa3bIBalOT
uHrubupyouee nusHue Ha yrunuzanuio He-OTC cyOctpaToB?

B xuerke, pactrymeir Ha He-OTC cyOctpare, obmme DPTC-6enxku (EI m HPr) Oynyr Haxoautbes
IIPEUMYIIECTBEHHO B (POCHOPHIUPOBAHHOM COCTOSIHUM, MOCKOJIBbKY OHM He cMoryT "cOpocuth" ¢docdar Ha
Tpancrnoptupyembrii caxap (Puc.2.1.(b)). Jlo6aBnenne ®TC-cyOcTpata mpuBener k "pasrpyske" docdara c
06mux komrnoHeHToB DPTC, a mockonbKy peaknus ¢GochopuInpoBaHus IIAY"® Genxom HPr oOpaTuma, 3TO
obecrieant pepocdopumuposanne 1A, B takux ycmoBusx moctymienne B kietky He-OTC cy6eTpaToB
Oyner WHTHOMpPOBATHCA W3-3a MCKIIOUEHUS HWHIyKTOpa HedochopuimpoBaHHBIM A%, a IKCTIPECCUs
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KaTaOOJUTHBIX TI'€HOB OYyJET MUHUMAJIbHON H3-3a HU3KOW KOHIEHTpanuu HAM®D, Bo3HuKaoled wH3-3a

OTCYTCTBHSI CTUMYJIMPOBAHUS aJ€HUIATIIMKIA3bI P-IIAS".
Kak Genox EITA®" ocymectsiser cBoto

perynsTopHyto ¢yHknuio? B 3aBucuMocTH OT

Mexanusma aeiicteus EIIAYC pe-dTC caxapa

nensatest Ha ABe rpynnsl. K mepBoil oTHOCATCS

JaKTO3a, METMON03a, MaJIbTO3a U TIUIEPOT, KO

BTOPOM — KCHJIO3a, pPaMHO3a, Tajlakro3a |

uHTepMmenuatsl mukiaa KpeGca. i caxapoB PEP FI HPep A
(%) -

IIEpBOM  TPYIIIbI EIIAY" UHrHOUpyeT u

TpaHCHOPT, M  KaTabomu3M. TpaHCHOPT Pyruvate T HPr A

WHTUOMPYETCS TYTEM  HEMOCPEICTBEHHOTO /

Glucose-6-phosphate

< ',:n Glucose

CBsI3bIBaHUSI HEe(POCHOPUIMPOBAHHOTO EIIAC" ATP

c MeMOpaHHBIM TPaHCIIOPTEPOM
COOTBETCTBYIOLETO yII€BOAA, IPUUYEM TOJIBKO c AMPD

TOrJa, KOrja TPaHCHOPTEP YK€ CBsi3al CBOM
caxap. Kak  mpoumcxomut  axkTUBanus
aJCHUJATIMKIA3bl  —  HEU3BECTHO,  HO
CHIKEHHBIN ypoBeHb HAM® B oTcyTcTBHM P-
EIA®"  onmpenensier daxtmueckn momnoe  Pue.2.2. KaraGoaurnas penpeccusi y Escherichia coli
OTCYTCTBUE OKCIPECCUM T'€HOB KaTaboiau3ma

He-DTC caxapos Bropoii rpynmns! (Puc.2.2.).

Activation of catabolic operons

Kamabonumnas penpeccus

TakxuMm 0Opa3om, MBI CHOBA BO3BpaIaeMcs K SIBJICHUIO KaTa0OJIUTHOU PENPECCHH, B TENEPh Y BaC JOKHO
OBITh YETKOE MPEJICTABIICHUE O TOM, YeM OOBICHSICTCS KiacCHuuecKnii heHOMEH TuayKcuu mpu pocte E. coli Ha
JAKTO3€ W TIIFOKO3E.

Opmnako, pu obmem cxoactee DTC-

CUCTCM Yy pa3HbIX OPraHu3MOB MCXAHU3MBI . .
KaTabOJIUTHON pernpeccun HECKOJIbKO
pa3IMyaroTCs. PaccmoTpum poJIb Glucose-

koMnoHeHTOB ®TC B 3TOM sIBJI€HHU y TPyl 6- PhOSPhatc

TpaMIIOJIOKUTCIIBHBIX 6aKTepI/II‘/JI C HH3KUM

conepxanueM ['L] map Ha npumepe B. subtilis PEP HPr-P
(Puc. 2.3.). lleHTpanpbHOW MOJIEKYJIOH, .. EC"
OTBEYaroIIeil 3a KaTabOJMTHYIO pernpeccuio, FPyruvate HPr R

% Crh Glucose
y atoii Oaktepun siBisercs HPr. B ornuume g

ot suTepobakrepuit, HPr y B. subtilis moxer

HPr-84 6-P
OBITH (OCHOPUTUPOBAH B JIBYX TMOJIOKECHHUSIX

— 1o octatky His-15 ®TC dpepmentom I u o . cM
ocratky  Ser-46  —  aKTMBHpPYEMOii {L +CopA

MeTabonutamMu (Tpexkae BCEro, (PpyKTo30- Repression of catabolic operons
ouc-pochatom)  ATD-zaBucumoit  HPr-

KHHA301 (mpoaykTom reHa  ptsK).

@ochopumposanue 10 Ser-46  cIyxHT Puc.2.3. Katabonutnasi penpeccusi y Bacillus subtilis

UCKITIOYUTENIHO  PEryJSTOPHBIM  LIEJSM.
KaraGonuTHas penpeccust y 3TUX OaKTepHil HIET ABYMS IyTSMU: BO-TIEPBBIX, YePE3 PEIPECCHI0 KaTaOOIUTHBIX
reHoB W ornepoHoB OeinkoM CcpA (catabolite control protein) W, BO-BTOPBIX, 32 CUET OTCYTCTBHUS WHIYKIIUU
KaTaOOMUTHBIX TE€HOB W OMEPOHOB, uTO ompenensercs HPr myrem ¢ochopunupoBanus COOTBETCTBYIOIIUX
(bepMeHTOB.

CcpA uHrHOMpYeT TPAaHCKPHIIIMIO KaTAOOTUTHBIX T€HOB, CBSI3BIBASICH C OMEPATOPHBIM CANTOM, KOTOPHIiA
B JIaHHOM CJIy4ae Ha3biBaeTcs cre (catabolite responsive element). CcpA mpuHamiexuT K kimaccy Lacl-
MOJOOHBIX PETYISITOPOB TpaHCKpuMiuu. OnepaTopHbIe CalThl cre PAcloNaraloTcsl B PEryIsSTOPHBIX 00IacTIX
MHOTHX OIIEPOHOB, TAKUX Kak XY/, gut (yTUiIn3auus TIIOKOHATa), hut (yTHIM3alUs TUCTUIMHA), [ev (TPaHCIIOPT
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GbpykTo3bl W Aerpamanms jeaHa) u ap. Hus csa3eiBaHus CcpA ¢ omepaTopoM cre HEOOXOTUMO ACHCTBHUE
Koperpeccopa, KOTOPbIM B JAaHHOM citydae siBisiepocopunupoBaHHblifanblii no Ser-46 HPr. AktuBHas ¢popma
penipeccopa coctout u3 numepa CcpA u nByx monekya HPr-S46-P.

Bropoii MmexaHn3M KaTabOIUTHON penpeccHy TPaMIIOIOKUTENbHBIX OaKTepHil onpenensercs aeiicTBuemM
cnenn(pUUecKux Ui KaXJI0ro caxapa peryiasaropoB. Ilpumepamu takux perynstopoB sBisitorcst LevR, LicT u
LacT, KOHTpONUpyIOIIHE CHHTE3 COOTBETCTBEHHO JIEBaHAa3bl, [-TIIOKO3WAA3bl W [-rajakTo3ujasbl. Takue
PeryssTOpsl IEHCTBYIOT KaK aKTMBATOPBI TPAHCKPHUIILUKM WM aHTUTEepMUHATOphl (ogobHo BglG y E. coli), a
oMM Mexy HuMu saBisiercs Hanuuue peryiaupyemoro @TC nomena (PRD). AKTUBHOCTB 3THX pPEryisiTOpOB
koHTponupyercs (ochopunupoBanuem Oenxkom HPr wmu EIl. B orcyrctBue rmoko3st HPr-H15-P
dochopunmpyer OIUH W3 AMHHOKHCIOTHBIX oOcTaTkoB PRD 1momeHa, 4YTO CTUMYJHpPYeT aKTHUBAIHIO
tpanckpunuu. Dochopunuposanue HPr mo Ser-46 HPr-xmnazoii mnpegorBpamaer dochoprimpoBaHue
perynsatopoB. Takum o00pa3oMm co3maercss CBSI3b MEXKIY TNIMKOJIUTHYECKOM aKTUBHOCTBIO (KOTOPYIO
nerexktupyetr HPr-xunaza), crenensio ¢ocdopunupoBanuss HPr u akTHBHOCTBIO PETyJISITOPOB, COJEPIKAIIMX
PRD nowmen.

bgl oneporn — @TC u anmumepmunayus.

bgl-onepon E. coli (xkpuntuueckuit y mramma K-12) coctoutr u3 Tpex reHos: bglG, KOAMPYIOLIETO
MO3UTUBHBIN perynsatop (antutepmunarop), bglF, kogupyromero ®TC-tpancnioprep B-rinoko3uaos, u bgiBb,
KOAMpYIoLero (GpepMeHt, TUAPONU3YIOmui B-rimoko3uasl. KOHTpOIb 3KCIpeccud ONnepoHa OCYIIECTBIISETCS
IIpU TIOMOIIU JIByX TEPMHHATOPOB — B JMJepHOW oOmacti u mexay bglG m bglF. BglF dbochopunmpyercs
OTC-6enkaMu 1 B IPUCYTCTBUM [-IIIIOK03UJ0B "cOpachiBaeT" ocdaTHyro Ipyniy Ha 3THU caxapa B Mpolecce
ux Tpancropta. BglF taxxke mMoxer BbICTynath B poiid KWHa3bl, mepeHocs cBoil ¢ocdar na BglG, u B ponu
docdarassl, nedochopunupys BglG.

TepmunaropHsle obnactu bgl-omepoHa coaepikaT IO JBa MEPEKPBHIBAIOLIMXCS YYacCTKa, CHOCOOHBIX
00pa3oBBIBaTh aJbTEPHATUBHBIC IIMWJICYHBIE CTPYKTypbl. CBs3piBanue BglG ¢ mepBoil  mmuibKon
MPEMSITCTBYET 0Opa30BaHUIO BTOPOM, siBisiromieiics TepmuHaTopoM. BglG aktuBHO cBsi3eiBaetcs ¢ PHK (u
BBITIOJTHSIET aHTUTEPMHUHATOPHYIO (DYHKITHIO) TOJIBKO B (hopme
mumepa. DocopmiupoBanne BglG  mepeBogur ero B 2
MOHOMEPHYIO (hopMy U TIpensTCTBYeT cBsi3biBanuio ¢ PHK. B
npucytctBud B-rmoko3unoB BglF  ochopmmupyer ux wu
nedochopumupyer BglG; npu orcyrctBum cyOctpara BglF
¢bochopunupyer BglG, uro OGiokupyeT aHTHTEPMUHALMIO.
OToT mpUMep TMOKa3biBaeT 3(H(HEKTUBHOE WCIIOIH30BAHHE
bochopunupyroiel cnocoOHOCTH TPAHCTIOPTHOTO OeNKa JUis
JETeKIMM CHWTHAJla W3 BHEIIHEH Cpeasl W HM3MECHEHHUE B B
COOTBETCTBUM C 3THUM CHUTHAJIOM JKCIPECCHHM TI'EHOB Yepes
OeJIKOBbIE B3aUMOJICHCTBUSI.

B

Jlumepamypa: kPl FoNACHE
1. J. Stiilke and W. Hillen. Carbon catabolite repression in
bacteria. Current Opinion in Microbiology 1999, 2:195— ¢
201

2. J. Stiilke and W. Hillen Regulation of carbon catabolism in
Bacillus species. Annu. Rev. Microbiol. 2000. 54:849-80

UTEPS I RO IR

HHHUHAL NS TRAHCEDHITNHH

3. ArbrepHaTuBHbIe curma-paxkropsl PHK-
MOJIUMepPa3bl

FIHTHA

V3naBanue mnpoMotropa |y  Oakrepuir  TpeOyer
accormanuu  Kop-pepmenta PHK-momumepaser (Bf'o) ¢
curma (o) cyObeAMHUIICH, YTO JAeT aKTUBHBINA XOJI0(PEpPMEHT
(Puc. 3.1). Bce cBOGOMHOKHBYHIHE OaKTEPUH COJAEPIKAT Puc.3.1. Unuumanusi TpaHCKPUIIMH Y
MHOXECTBEHHbIE curMa-(hakTophsl. E. coli umeeT ceMb OEIKOB NMPOKAPUOT

" HE
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3TOrOo Kiacca (tabu. 3.1), Torna Kak y CopyJIMPYyIONUX OaKTEPHU YuCiIo CUTMa-(PaKkTOpOB MOXKET JOXOAUTH 10
IBYX NecATKOB. K 4mcily TaKOBBIX OTHOCATCS OCHOBHOMW cHTrMa-(akTop, KOHTPOJIUPYIOUINI TOMEOCTaTUIECKUE
GyHKIMH, W aTbTEPHATUBHBIE CHrMa-()akTOphl, AKTHBHPYEMBbIC CIEHU(PUUECKUMH CUTHAIAMH WM
ctpeccoBbiMu ycinoBusiMu (Ta6ma. 3.1). Kak mpaBuiio, TOIbKO OWH G-(PaKkTOp 0OECIICYMBAET TPAHCKPHITIIHIO
BCEX JKM3HEHHO BaXKHBIX I'€HOB, OOCCIIEUMBAIOIIMX TOMEOCTATHUECKUE KJIIETOUHBIC MPOLECCHI (PEIUTMKAIIUIO
JHK, TpaHCKpHIIIUIO, TPAHCISIIHUIO U T.1.). DTOT CUTMa-(paKTOp HA3bIBAIOT OCHOBHBIM, a BCE OCTaJbHBIC —
anbTepHaTUBHBIMU. VHAKTHBalMs OCHOBHOIO G-(akTopa JieTalbHa, ajlbTepHATHUBHBIX, KaK MPaBUIIO, — HET.
HasBanusi curma-hakTOpoB COOTBETCTBYIOT MX MOJIEKYJSPHOI Macce (HampuMep, 6 — curMa-(Gaktop Maccoit
38 k/la). Bce rensl, komgupyromue c-hakropsl, nMeroT abopeBuarypy rpo (RNA polymerase), mostomy amst
0003HaueHHs cUTMa-(haKkTOPOB TAKXKE MOJIB3YIOTCA YETHIPEXOYKBEHHbIE MMeHa (Hanpumep RpoS).

OcHoBHO# o-(akTop E. coli umeeT MosekyIspHyto Maccy okosio 70 x/la u o603HadaeTcs o' umm RpoD.
AnbTepHaTUBHBIN G-()aKTOp, KOHTPOJIUPYIOMIMI OONBIIMHCTBO I'€HOB a30THOIO MeTaboIn3Ma, UMEET pa3mMep
54 xJla, M COOTBETCTBEHHO 0003HauaeTcsi 6 umn RpoN. DTu sBa Geka He MOXOXKH APYT HA APYra HH IO
MEePBUYHON MOCIEA0BATEIBLHOCTH, HU MO CTPYKTYpE, U SABISAIOTCA MPOTOTUIAMH ABYX OOJBIIMX CEMEHCTB O-
¢aktopoB (Puc. 3.2). Bce ocHOBHBIE U OONBIITMHCTBO ANbTEPHATUBHBIX G-(haKTOPOB MPUHAJIEKAT K CEMEHCTBY
6'°. AnbTepHATHBHBIEC G-(aKTOPEI STOrO CEMEHCTBA, B CBOIO OYEPEIb, MOTYT OBITH CIPYIITHPOBAHEI B TPH
MO/ICEMENCTBA, KOHTPOJIUPYIOUINX CHOPYJISLUIO, MOABMKHOCTH U Pa3HOOOpa3Hble BHELUTOIIA3MATUYECKUE
GyHKIMK (CHHTE3 CEKpPEeTHPYEMBIX O€NKOB, TPAaHCHOPT JKeJe3a, pEeaKlus Ha pa3InyHble CTPECCOBBIC
BozzeicTBus). IlpencraBurenu cemeiicTra o™ Takke MPUCYTCTBYIOT Y MHOTUX OaKkTepuil U KOHTPOJIHMPYIOT
a30THBIN MeTa0O0JIM3M, CUHTE3 Psijia THIPOJa3 U KTYTUKOBBIX OEIIKOB.

Tabmuma 3.1. Curma-daxropsr Escherichia coli

Curma- Pasmep Kontponupyemsie pyHKIHH KonnuecTtBo
daktop Oeka, MTOAKOHTPOJIb-
aMUHOKH HBIX T€HOB
CJIOTHBIX
OCTaTKOB
RpoD (¢”%) | 613 OOJIBIIMHCTBO JKU3HEHHO Ba’KHBIX (DyHKIUI ~1000
RpoS (¢°%) | 330 o0muii cTpecc U craiMoHapHas ¢asza ~100
RpoH (c*%) | 284 TEIUIOBOH IIOK ~40
RpoF (6*) | 239 KT'YyTUKOBBIN aIapar U XeMOTaKCUC ~50
RpoE (%) | 202 BHEIMTOIIa3MaTHYECKUE (DYHKIIMM M SKCTPEMAJIbHBIA TEIIOBOM | ~5
HI0K
Fecl (cF“I) 173 TPAHCIOPT LHWTpara Keje3a M  BHELUMUTOIUIA3MATHYECKUE | ~5
byHKIIUU
RpoN (054) 477 a30THBIN MeTaboIHM3M ~15

[TocieroBaTenbHOCTH TPOMOTOPOB, ONTO3HABAEMBIX ATbTEPHATHBHBIMHU CHI'Ma-(aKTOpaMH, CYIIECTBEHHO
paznuyarotes (Tabn. 3.2) u, Kak NpaBUII0, HE MOTYT OBITh PAacCIO3HAHBI O0OJIee YeM OJTHOW CHUTrMa-CyObeINHUIICH.
Uckmrouenune — RpoD u RpoS.

Ta6muua 3.2. IIpoMOoTOpBI, pacro3HaBaeMbIX HEKOTOPBIMH cUTMa-pakTopamu Escherichia coli

Curma-gaxrop | [locnenoBaTeabHOCTh IPOMOTOPA
RpOD TTGACA- (n) 16_17—TATAAT
HrpL GGAACc- (n) 15-16—CCACnnA
RpoN tTGGCAcgnnnntTGCW

byayun rnoGanbHbIMH perynsTopamu, cUrMa-¢GakTopbl, KaKk MpaBUJIO, HE NETEKTHUPYIOT H3MEHEHHE
yCIIOBUH camu, a "monararotcs” B 3TOM Ha Apyrue Oenku. Curma-hakTopsl 0OBIYHO SBISIOTCS KOHEYHBIM JTHOO
(pexxe) MpOMEXYTOUYHBIM 3BEHOM KaKOTO-JIHOO PEeryisiTOpHOro kKackaga. MIMEHHO mosToMy curma-QpakTopbl
OOBIYHO CaMU TOJBEPKEHBI PETYJALUU, MPUYEM OCYILIECTBIATHCA OHA MOMKET Ha TPAHCKPHUIIIIMOHHOM,
TPAHCIISIITAOHHOM U MOCTTPAHCIIAIIMOHHOM YPOBHSX.
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0 .
o-(haxmoppbl baxkmepuogazos. o *family

Kackaonas pecynayus sxcnpeccuu 2enos.
OnHako HMCTOPUYECKH OJHMMH W3

HEPBBIX OBUTH OTKPHITHI AJIbTEPHATUBHBIE Region Region Region  Region
curMa-(QaKTopel,  YYacTBYIONIUE B

KaCKa/HOi  aKTMBAllMM TE€HOB  TPH M—

JIATHYECKOM IHKIIE Pa3BUTHSI HEKOTOPHIX ‘ \ /

6akrepuodaros. Knaccudeckuii mpumep ' T . 3 a2

—  Gaktepuopar SPO1 B. subtilis. : :

JIuTnueckuii LIVKJT 6aKTep1/10(bara MO3KHO  Transition to Transitionto ~ Core DNA -10 -16 Core Activator -35
intermediate opencomplex binding melting recognition binding contact recognition

pasaciinTb Ha TpU CTAaUU. Cpa3y IIOCJIC  formation formation

MHQEKIUN TPAHCKPUOUPYIOTCS DPAHHUE  podulates

reHbl Oaktepuodara. OHU CUUTHIBAIOTCsST DNA binding

c THITHYHBIX OaKTepHaIbHBIX o™ family

MIPOMOTOPOB OaKkTepraIbHBIM

XOJIO(PEPMEHTOM C OCHOBHOM CHIMA-  Region Region Region
cybvenuuuieiil (o y B.  subtilis). r 1

OuepenHOCTL TpaHCKpUIIIMM CpefHMX ¥ N I W
MO3/IHUX TEHOB OIPENENIeTCs TpeMs ink HTH RpoN
¢daroBeiMu  reHamu, 28, 33 wu 34 Box
[IponyxT rena 28, o6o3HauaeMblil gp28, < >
SBJISETCS  cUrMa-(pakTopoM. 3amerrast DNA-binding
OCHOBHOH cHrma-(pakTop, OH IMO3BOJISET

PHK-nonumepase CcUHMTBIBaTH CpEIHUE

reHbl OakTepuodara. [IpogykTsl cpeHuX Puc.3.2. CTpyKTYpHO-(p)YHKIIMOHAJBbHASI OPraHU3alUs
resoB 33 u 34, gp33 )51 gp34, 3aMCINaroT CHFMﬁ-q)ﬁKTOpOB.

gp28, cHOBa M3MEHsAs IPOMOTOPHYIO

cnenuduanocts PHK-monmmepassl, KoTOpas CTaHOBUTCS CIIOCOOHOW paclo3HaBaTh TEMEPh YK€ TOJIBKO
IPOMOTOPBI TMO3AHUX (HaroBeIXx TeHOB. TakuM 00pa3oM, albTepHATUBHBIC CUTMa-(aKTOPHl MO3BOJSIIOT
OakTeprodary MOTHOCTHIO MEPEKIIOYUTh TPAHCKPUIILMOHHBIN ammapar XO3sICKOW KJIETKHM Ha CUUTHIBaAaHHE
CBOHMX COOCTBEHHBIX T€HOB.

rpoS

V E. coli BaxHeimum curmMa-(pakTopoM sBISETCS G, IPOAYKT reHa 7poS. IToT curma-hakrop Haubosee
GIM30K 1O CBOCH aMHHOKHCIOTHOMN IOCIEIOBATEIBHOCTH K OCHOBHOMY CHrMa-(aktopy o . IIpoMOTOPEL
pacro3HaBaeMble ITUMHU CUTMa-(PakTOpaMu, TOXKE OYECHb MMOXO0XKH, HO, HECMOTPS Ha 3TO, CTICIU(PUIHBI KKIBIH
U cBOEro curMa-(akropa in vivo. BykBa S B Ha3BaHHH G° MPOMCXOIUT OT CTAIMOHAPHOIH (assl pocTa, Ha
MPOTSKEHUH KOTOPOU ATOT (pakTop ObLT BriepBbIe OOHAPYIKEH. 3aTeM MPUCYTCTBHE 3TOTO CUrMa-(pakTopa ObLIO
OGHAPYXKEHO B JPYIHX CTPECCOBBIX YCIOBHSAX, M CEHJaC CUMTAETCSA, UTO NPHCYTCTBHE G SBISETCS
CBUCTENHCTBOM TaK HAa3bIBAEMOTO «OOIIETO CTPECCOBOTO OTBETa». DTOT OTBET HAONIOIAETCs, KOTr/a KieTKa
CTAJIKUBACTCA C PAJOM CTPECCOBBIX CHUTyallUi, BUIMMBIM IPU3HAKOM YETO SBIISICTCS CHUYKEHUE CKOPOCTH POCTa
BILJIOTH JIO BXOXKJIEHUS B CTAllMOHapHYI0 (a3y. ['ojomanue, noBelieHuE OCMOJISIPHOCTH CPEIbl MIIM MOHMKEHUE
pH, HeonTumanbHas TemIeparypa — 3TH M JPyTHe CTPECCOBBIE BO3CHCTBUS MOTYT MHAYIHMPOBATH OOIIMN
CTpeccoBbIld 0TBET. PUNOIIOTUYECKUE TIOCTIEACTBUS OOIIEro CTPECCOBOrO0 OTBETA BKJIIOYAIOT YCTOWYMBOCTH K
MHOTHM CTPECCOBBIM BO3JCHCTBUSAM, HAKOIUICHHE 3alacHBIX MUTATEIbHBIX BEIECTB, U3MEHEHUS CTPYKTYpPHI
KJICTOYHOH CTEeHKM (YBEJIHMUYEHHE YacTOTHl KPOCC-CIIMBOK B MENTHUAOTIUKAHE) W W3MEHEHHe Mopdororun
KJIeTKU (YMEHBIIEHHE 0011ero pasMepa U YKopaulBaHUE KIETOK — OHU CTAHOBSATCA MOYTH CHEPUUECKUMU).

Bo Bpewmst norapudmudeckoit (as3pl pocta B 1a00paTOPHBIX YCIOBUSX KIETKH E. coli MpaKTHYECKH HE
COZEPIKAT G°, ¥ MOTOMY MYTAHTHI IO 7poS He MMEIOT BHANMBIX A¢(EKTOB. B 9THX yCIOBHAX GOJBIIHHCTBO
monekyn PHK-nonmmepassl skcrpeccupyroT TOMEOCTaTHYeCKHE I'eHbl M MMEIOT B CBOEM COCTaBE TJIaBHBIN
curma-haxTop 6 (MPOAYKT reHa rpoD). DTa CUTyaIHs MEHSIETCS, KAK TONBKO KICTKH TOABEPraloTCsl KaKoMy-
G0 CTpeccy, TO ecTh MONAAaloT B YCIOBHS, HE ONTHMAIBHEIE IS POCTA. B 9THX YCIOBHAX G° MHIAYLMPYETCS
110 ypoBHst 30% OT KOJHYECTBA G °, 4TO IPUBOIHT K MOSIBICHHUIO JOCTATOYHOro KomudectBa PHK-momiMepassl
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B KOMIUIEKCE C G° 1 uHAYKIUKA Oombinoro uucia (He meree 100) 0°-3aBHCHMBIX ICHOB. AKTUBHUPYEMBIEC TEHBI
KU3HEHHO HEOOXOIMMBI JIJIsl BBDKUBAHUS B CTPECCOBBIX YCIOBUAX, HATIPUMED, B CTAIlMOHAPHOH (a3e.

IIpy ajanTampé K CTPECCOBON CHTYAallMH G IEHCTBYeT KaK OBICTPO MHAYLMPYEMbIA KOOPAHHATOP
CTPECCOBOTO OTBETa, a TaKXe KaK OCHOBHOW pEryJsiTOp JOJTOBPEMEHHOM ajanTaluu CcO CIOKHBIMU
(DM3HONOrMYECKIME  TOCTEACTBHSIMH. IlepBast (GYHKIHMS G° OYEBHAHA NPH OBICTPOI, HO KPATKOCPOUHOI
MHAYKIUHA G° TIPU TIEPEeX0e KICTKH C YTHIH3AUK TIIOKO3BI HA YTHIM3ALMIO JAKTO3L. 1IpH BBIPAIHBAHUK
OaKkTeprH Ha CMECH JIBYyX YTJIEBOJIOB HAOMIOAaeTCsi (EHOMEH JHayKCUH — (a3a JorapupMHUECKOTO POCTa, BO
BpeMsl KOTOpPOH OakTepuu HCIONB3YIOT MNPEANOYTUTENbHBIN YTIeBOM, 3aTeM IUIaTO, KOrJa MPOUCXOIUT
nepecTpoiika MeTtabonm3ma, W BTOPOM dTam Jorapupmudeckoro pocta. lIpexae dYeM KiIeTka HadHET
ytunuzanuio Jakto3bl, @TC rinroko3bl JoMKHA MOJHOCTHIO OCBOOOIUTHCS OT cyOcTpaTa, JOKEH HAaKOIMUTHCS
HAM®, 49To W TpUBEACT K MHAYKUMH [ac-omepoHa. Kak pa3 Hakorienme nAM® u 3aBucur oT o° —
KPaTKOBPEMEHHOE IIOSBICHHE OTOTO0 O-(PaKTopa M aKTHBALMS G -3aBHCHMBIX T'CHOB IIPEIIICCTBYIOT
HakorieHno TAM® 1 He0OXOIUMBI IJISI ATOTO.

KOJIHYeCTBO aKTHBHOM G -CyOBEIMHHIEI KOHTPOIMPYETCS HA YPOBHE TPAHCKPHUIIIMH, TPAHCISLHHA U
IyTeM IpoTeoan3a. PasnnyHble cTpeccoBbIE YCIOBUS MO-Pa3HOMY BIUSIOT HAa 3TU YPOBHHM peryisiuuu. Jlaxe B
YCIIOBHSIX OBICTPOTO POCTa, KOT/1a OeoK c° He JIETEKTUPYETCS, MPUCYTCTBYET AocTatouHo MHOrO MPHK rposS.
®opmupoBaHue BTOpUYHOM CTpykTypbl 310l MPHK mnpenstcrByer ee Tpancmsiuuu. [lng  akTuBanuu
tpaucisiiuu 3Toi MPHK Heobxoaumo nerictBue nHebonbmoro PHK-ces3piBatomero 6enka Hfq (HF-I). Kpome
TOT0, TPAHCKPHUIILIUSA 7pOS B CTPECCOBBIX YCIOBUIX TaKKe BO3PACTAeT.

TaKol MEXaHH3M PEryJSLHE YPOBHS G° HCIIOIB3YETCS B TEX CTPECCOBBIX YCIOBHSAX, KOTOPHIE TPEOYIOT
JUINTEIbHOM ajanTanuu. B Tex ke ciydasx, Korja TpeOyercss ObICTpoe pearpoBaHHE Ha BHE3AIlHbIE
W3MEHEHUS YCJIOBHM, TaKWe KaK BHE3AITHOE TOJI0JIaHue, CABUT PH, TOBBIIIICHHE TeMIIepaTypbl U OCMOJISIPHOCTH
Cpe/bl, YBETHUCHHE KONMYECTBA G° MPOMCXOMMT 33 CUeT MPEeOTBPALICHHS ee IpoTeonnsa. IIpoTeonns o°
nporcxomut 3a cuer mporeassl ClpXP mpu momomm perymstopHoro Oenka RssB. HecrabmiupHOCTE G°
OTIPEEIISETCS KOPOTKOH MOC/IE[OBATEIPHOCTBIO AMHHOKHCIOTHBIX OCTATKOB, KOTOpas OTCYTCTBYET y G ..
RssB y3Haer 3Ty mocienoBaTeNbHOCTh W BHICTYNAET B POJNH CyOCTpaT-y3HaIomero (akropa aisi IpoTeasbl
ClpXP. CponuctBo Oenka RssB K o U3MEHSETCS B 3aBHCHUMOCTH oT ero
bochopunuposanust/nedochopunupoBanusi, KOTOPOE, B CBOIO 04Yepelb, CBSI3aHO CO CTPECCOBBIMU YCIOBHUSIMH.

KakoBbI e IeHBI-MUILICHH, aKTHBHpYeMble o7 VIX Goliee COTHH, M BCE OHH B TOI WIH HHOI CTEICHH
BBINIOJHAIOT (DYHKIMIO aJalTallid K CTPECCOBBIM YCIIOBUSIM. B KauecTBe MPUMEPOB MOKHO TPUBECTH
AKTUBAIIMIO T€HOB KJIETOYHOTO AeneHus fisQAZ W aKTUBALUIO CUCTEMBI 3aIllUThI OT aKTUBHOTO KUCIOpoaa. B
nocnennoo BxoaaT katanasel KatE, KatG m mporekTopHbIii 6enok Dps, HEMOCpeACTBEHHO 3allUIIAIONINAN
JIHK ot nepekucu Bogoposa.

B knerkax, HaxoIsIIMXCS B CTPECCOBBIX ycloBUsX, JBe (opmbl PHK-monmumepassi, Ec® n Ec”,
COCYIIECTBYIOT U OOECHEYMBAIOT OSKCIPECCUI0 pPAa3IMYHBIX TEHOB. TeM He MeHee, NPOMOTOPHBIE
II0CIIC0BATEIBHOCTH TEHOB, KOHTPOIHPYeMbIX EG® , 04eHb CXOIHBI ¢ TAKOBBIMH 3aBUCAIIHEX 0T EG'® — BILIOTH
JI0 TOTO, YTO B AKCIEPUMEHTaX in vitro 06a xonodepMeHTa TOCTATOYHO XOPOIIO TPAaHCKPHUOUPYIOT 0o0a THIa
npomotopos. (Xotst Ec ° Bee ke "MeHee TpeGoBaTeleH" K -35 [HOCIE0BaATEIBHOCTH)

Kak ke Toraa 00ecednBaeTCs CIelMpHIHOCTh G -3aBUCHMBIX IPOMOTOPOB? DKCIPECCHS MHOTHX ICHOB
Gs-perHOHa Moayiupyercs riodansHeiMu perynsitopamu H-NS, Lrp, cAMP-CRP, THF u Fis. Yacts u3 3tux
(hakTOpoB SABJISETCS PacIpOCTPAHEHHBIMU THCTOHOMOJOOHBIMH O€lKaMU C HE OYEHb SICHBIMU (QYHKIUSMHU.
3a4aCTyI0 HECKOIBKO OEIKOBBIX (PAKTOPOB OTHOBPEMEHHO KOHTPOIMPYIOT TPAHCKPHIILHIO C G -3aBUCHMBIX
nmpoMoTopoB. Takke 94acTo BCTpEYaeTCsl CUTyalHs, KOTJIa OAMH M TOT € Te€H TPaHCKPHOUpyeTcs C ABYX
IPOMOTOPOB, 3aBUCAIIAX OT PA3HBIX G-(GAaKTOpoB. B TAKMX CIydYasxX TPAHCKPUIIMSA C G -3aBHCHMOTIO
MPOMOTOpPA, KaK MPaBUIIO, 3aBUCUT OT JOTOJIHUTEIHLHOTO OEIKOBOTO PEryjsTopa, TOraa Kak TPAHCKPHUIIIUS C
6'"-3aBHCHMOr0 IPOMOTOPA KOHCTHTY THBHA.

rpoE

B omimume OT G°, ApyrHe CHrMa-(GakTopsl MEHEee CXOAHBI C G'° MO CBOGH MOCIEIOBATENBHOCTH H
OTIO3HAOT IPOMOTOPBI, UMEIOIIIE MAJIO OBIIEro co "CTaHAaPTHEIM" G -3aBHCHMBIM TIPOMOTOPOM.

Jlpyroii curma-gakrop E. coli, 6=, npuaamiesxurt k 6onbuiomy cemeiictBy ECF (extracytoplasmic factors)
curma-akropoB. CBoe Ha3BaHHE 3TU CHTrMa-(aKTOpPhl MONYYMIM B CBSI3U C UX YYaCTHEM B PEryJISAIUH
HKCIPECCHH BHEUIUTOIUIA3MEHHBIX OEJIKOB (MIEPUIIa3MAaTUIECKUX, BHEITHEH MEMOpaHBl U CEKPETUPYEMBIX BO
BHEIIHIOK cpexy). OCHOBHasT (GYHKIMS G- — 0GeCIeUNBATh CHHTE3 OEIKOB, OTBETCTBEHHBIX 32 HOPMAIBHBII
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donmuar (cBopaunBaHie) GeIKOB BHEIIHEH MEMOPAHBI, HO, KPOME TOTO, G YCHINBACT TPAHCKPUIILUIO [CHOB
TEIOBOr0 MOKa (IIyTeM aKTHBAIMH elle OJHOro curMma-pakTopa, G°2), a y NAaTOTCHHBIX OaKTepHil
POJICTBEHHBIE CUTMa-(PaKTOPBI AKTUBUPYIOT T'€HBI BUPYJIEHTHOCTH.

G" pearnpyer Ha GeNKH BHEIIHEH MeMOpAHB! ¥ NEPUIIIA3MATUIECKHE OEIKH, YTPATUBIINE HOPMATBHYIO
koH(popmanuo. Ho mockonbky curma-(akTop, €eCTECTBEHHO, SIBISIETCS LUTOIIA3MaTUYECKUM, a CUTHAJ IS
€ro aKTUBAIlMM HAXOIUTCS B IEpHUIUIa3Me, JOJDKEH OBITh KaKOH-TO MEPEHOCUYHK CUTHAjJa MEXIY JABYMs
KJICTOYHBIMH KOMITAPTMEHTAMH. DTy (PYHKITHIO BBITIOJHIET MeMOpaHHBI Oenok RseA. B orcyTcTBHe curHana
c" WHAKTUBUPOBAH IMYTEM CBsI3bIBaHUS ¢ RseA. DTa MHAKTUBALMS YCUIMBAETCS 3a CYET B3aUMOJECUCTBUA RseA
¢ mnepurmazmatudeckuMm Oenkom RseB. Ilpu HapymeHusix BHemHed MeMOpaHbl, HpPEJOTBPALIAOIINX
HOpMaJIbHBIA (oNauHT ee OenkoB, RseB cBs3piBaeTcs C HENMpPaBUILHO CBEPHYTHIMH OCIKaMH, OCBOOOXKIast
RseA. DTo BegeT K OCHabIeHHIO CBS3M RseA ¢ G5, a JOMOJHHTENBHOE B3aMMOJICHCTBHE HENPABHIBHO
CBEpHYTHIX OenKoB ¢ RseA OkOHUaTeNbHO OCBOOOXKIAET c", KoTOphli cBs3bpiBaeTca ¢ PHK-nmonnmepasoil n
aKTUBUPYET TPAHCKpHUMIHIO psifa TeHoB (Puc. 3.3). B uncio 3Tux reHoB BXOIAT:

fkpA, xomupyromuii mepuIia3MaTHYeCKHi manepoH (HEOOXOAMMBIH Ui HOPMAajbHOTO (OJIMHTa
TePUTIIIa3MaTUYECKUX OETKOB U OCJIKOB BHEITHEH MEMOpPaHbI);

degP — mepumia3MaTuyeckasi mporeasa, paculerlisionias HeHOpMaibHble WM HEMPaBUIBHO CBEPHYTHIC
OelKu;

rpoH — curma-¢akTop, akTHUBUPYIOLIUI TPAHCKPUIIIHIO T€HOB TEILIOBOTO I10KA;

onepoH rpoE-rseABC, konupyronuii cam o' u Rse-peryinsropsr;

TeHbl BUPYJICHTHOCTH y psAJia OaKTepuil.

[Tockonbky 6" aKTHBHpYyeT

TPAHCKPUIILUIO CBOET0 COOCTBEHHOI'O oM |
OIIEpOHA, II€pBOHAYAJIbHAS WHIyKIUSA
1o MEXAHU3MY MIOJIOKUTENBHON Heat. ETOH d \
00paTHOM CBSI3M PE3KO YCHIIMBACTCS 3a mls 4 0&
CYeT JOMONHUTEILHOTO CHHTE3a G . A I of folding factors 4
IOCKOIBKY ~ OAHOBPEMEHHO ¢ G [ H M |
TPOUCXOIUT CBEPXITPOLYKIUA e
HEraTUBHBIX PEryasaTopoB RseA wu
RseB, BCSA cucrTema OBICTPO
BBIKJIIOYAETCS, KaK TOJBKO INEpHUILIa3Ma RNAP oRNAP
OKa3bIBaCTCs OYMIIIEHHOMN oT
HENPaBUIIBHO CBEPHYTHIX OEIIKOB. H Reoh

V psaga OGakrepuii cucremMa G-
Obula aJanTHpPOBaHAa Ui KOHTPOJISL D RseB tkpA, degP
F€HOB BUpYJIeHTHOCTM. Tak, y P. 1poE, rseABC

. E rpoH
aeruginosa  TOMOJOI  G© (AlgU) . OMP Virulence genes
peryiupyeTr SKCIpPecCHI0 TI€HOB alg,
KOAUPYIOIIMX  CHUHTE3  MYKOWJHOMU \ Misfolded
KarcyJbl, HEOO0XO0 MO L OMP

YCTAHOBJICHHUS XPOHUYECKUX UH(EKIIHIA.
Tak xe, xak u y E. coli, no
NOCTYIJIEHHA CUTHala CHIrMa-(akTop Puc.3.3. Koutpoas perysiona RpoE.
MHAaKTUBUPOBAH B3aWMOJEUCTBUEM C

npyrum OenkoMmM, MucA (romosorom RseA). Curnanom s aktuBanuu AlgU, ckopee Bcero, siBisercs
MOBBIIICHUE TEMIIEPAaTyphl HA HAYAIBHBIX JTanax WH(QEKIUH, HapyIIalolee HOPMAIbHBI (POIIUHT OEeTKOB
000JI0YKH.

Benku RseA m MucA mnpuHamiexkaT K KIacCy pEryJsiTOpOB, M3BECTHBIX KaK aHTHU-CUTMa (DaKTOPBI.
[Ipuniun pa®oTbl 3TUX OEIKOB MPOCT — CBA3BIBAACH C CHUIMa-(akTOpaMH, OHU HPENSATCTBYIOT HX
B3aumMozeiictemio ¢ PHK-nommmepasoit. Kpome G -peryiona, anTu-curmMa (akTOpsl y4acTBYIOT B KOHTpOJIE
PEryJIOHOB, AKTUBUPYEMBIX o™ (6rocunTes KTYTHKOB) M G' (paHHME CTauu CHOpysuy B. subtilis).

WHTepecHblil mpuMep OeHCTBUSA aHTHU-CUIMa (PAKTOPOB MPEACTaBISIET PEryssilus Ipolecca OuoreHesa
KTYTHKOB, Xopouio u3yuyeHHas y Salmonella typhimurium. TpaHCKpUNIMS TO3IHUX >KTYTUKOBBIX T'€HOB
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(xomupyromux (QareJUiMH ¥ XeMOTaKCHYecKre (PYHKIIMHM) 3aBHCUT OT aJbTEPHATUBHOTO cUrMa-(hakropa o™,

Bo BpeMs paHHHX CTaj[Mii CHHTE3a JKIYTHKOB G°° HAXOMUTCS B MHAKTHBHPOBAHHOM COCTOSHHH 33 CUET
B3aUMOJ/IeHicTBUSL ¢ aHTU-curma (akrtopom FlgM. Kak Tonbko 0a3ainpHOE Telno M KPIOK OKAa3bIBAIOTCS
coGpanusivi, FIgM cekpeTnpyercs depes KIyTHK, BBICBOOOXIAS AKTHUBHEIA G . BBICBOGOXKICHHE G
NPUBOJUT K HAa4YaJdy TPAHCKPHIIHMH TO3IHUX JKTYTHKOBBIX T'€HOB, OJHUM M3 IIPOIYKTOB KOTODPBIX SBIISICTCS
¢maremMH — OeNOK, U3 CyOBEAMHUI] KOTOPOro coOpaHa HUTh KIYyTHKAa. A TIOCKOJBKY CYOBETUHMIIBI
(bnarenmHa SKCIIOPTUPYIOTCS Yepe3 TOT ke KaHail, uto u FIgM, co3zmaercs npensarcrBue it Beixoaa FlgM u3
KJIETKH, M3-32 YETO €ro YPOBEHb BHYTPH KJIETKH CHOBA BO3PACTaET.

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. TenJioBoii MoK, (POJITMHT U Jerpagamnus 06eJIKoB

TenaoBoil MIOK SIBIISIETCA TOMEOCTATHUECKUM  (a) 000 £ 60°
OTBETOM KIICTKH Ha MHIYIIIPOBAHHOE
CTPECCOBBIMHU YCIIOBHSIMA M3MEHEHHE
KOH(pOpMaLuu 0EIKOB. Jrot beHomeH
CBOWCTBEHEH  BCEM  OpraHuW3MaMm, W  €ro
MOJICKYJISIPHBIH MEXaHU3M MIPAKTUYECKH
UJEHTUYEH y OakTepuil, apxel U 3yKapuoT (HO
JeTall paccMaTpuBaTh Mbl OyJeM Bce-Taku y E.
coli). llpu TOBBILICHUH TEMIEpPaATypbl KIeTKa
HAuYMHAEeT CUHTE3UPOBATh TaK Ha3bIBaeMble OCJIKH
TEIJIOBOTO II0OKA, K KOTOPBIM TIPEXJE BCEro
OTHOCATCS MOJIEKyJIsApHbIe Imaneponbl (Dnak,
GroEL) u AT®-3aBucumbie mnporea3sl (Lon,
CIpAP). Ot Oenky BBITIOTHSIOT JBE OCHOBHBIC
¢byHKIMK — o0ecreynBaoT bonauHr
(cBOpaunBaHMe B HATHBHYIO KOH(OpMAIHMIO) H
Jierpajaluio MOBPEXIEHHbIX OenkoB. Hecmotps
Ha TIOJHYIO MPOTHBOIOJIOKHOCTh JTHX JABYX
(GyHKUMHA pe3ysnbTaT UX OCYLIECTBICHHUS OJUH —
JUKBUAALMUS TOBPEXKICHHBIX (M TOTEHLHAIBHO
OITACHBIX IUIA KJICTKH) OEJIKOB.
[uTorumasmMaTtuyeckue  OpoTeasbl IO CBOEH

(p)

Puc. 4.1. llanepornun GroELS

CTPYKTYpE HANlOMHUHAIOT IIANICPOHBI — JPEBHHE
MamuHel g Qongunra. U te, u apyrue
pPacIo3HaOT AKCIIOHUPOBaHHBIE THAPOGOOHBIC
YUYaCTKH HETPaBUIILHO CBEPHYTHIX WIN
JICHATypUPOBAHHBIX OEJIKOB.

MonexynapHuvle wanepomwl

Ot Oenku  00ECTeYMBAIOT TPABUIIBHBIN
(GONAMHT CUHTE3UPYEMbIX OEITKOB 3a CUET SHEPTHH
rugpomza  AT®. OHH OCOOEHHO BaKHBI Y
MPOKApHOT, Te (OJIAUHT OOBIYHO HE SIBISETCS
KOTpaHCIAMOHHBIM. llamepoHsl MOTyT Takxke
BEPHYTh B HOPMAaJbHYIO KOH(POPMAIUIO MHOTHE
JICHaTypUpOBaHHbIE O€NKH (HaKaIUIMBAIOLIUECS
MIPU MHOTHX CTPECCAX, BKJIIOYAs TEIUIOBOM IIOK), a
TaKXXe MPeAOTBPAIIAIOT arperaluo OJMroMepoB U
obecrieunBarOT WX  pasgeneHue.  Hakower,
LIarepoHbl YYaCTBYIOT B CEKPELHH, MMOAACPKHUBAs '

CEKpETHpYyEMbIE OEJIKU B pa3BEPHYTOM COCTOSTHUHU.
[aneponsr n3 cemeiictB Hsp70 u  Hsp60
i u H 7 ADPU

Nonnative GroES

Native

; nnative -
i Nonnative Al 7P

Native

(ab6peBuarypa u3 cioB heat shock protein + mon.
Macca) OPUCYTCTBYIOT B  IIMTOIUIa3ME B

HaunOoNbpIMX KommuecTBaxX. ['omomorom Hsp60 y "
E.  coli ssnserca GroEL, dopmupyrommii 4 ATP
rurantckuit komiuieke ¢ GroES, B 1eHTpanbHOM

MOJIOCTH KOTOPOTO IETMKOM MOYKET ITOMECTUTHCS
6enok pazmepom 1o 55 x/la (Puc. 4.1.).

GroES-GroEL KOMILIEKC UMEET Puc. 4.2. Padounii nux;a maneponusa GroE
CYILLIECTBEHHOE CXOJCTBO C 3yKapHOTHYECKOH 26S
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IIPOTEOCOMOM, OTBETCTBEHHOW 3a JAerpajaluio
MEYEHBIX YOUKBUTUHOM OEJIKOB.

VY E. coli romonorom Hsp70 ssisiercst DnakK,
KOTOpBI 00pa3yeT KOMIUIEKC C KOIIalmepoOHOM
Dnal u 6enxom GrpE (Puc. 4.3).

E. coli Takxke wuMeeT JOMOJHUTEIbHBIC
manepoHsl , Takue kKak SecB u  ClpB,
B3aMMOJICICTBYIOIINE C OeTKaMH, SBIISIOIIUMUCS
IUIOXUMHU cyOcTpartamu Juia mmanepoHoB Hsp70 u
Hsp60 cemeiicTs.

Ilouemy Genkam HydCHA NOMOWb  NpU
gonoune?

[Ipu ponaunre Oenaku MPOXOAAT yepe3 psf
MIPOMEXYTOUHBIX KOH(pOpMaIuii, UMeroIux Ooee
BBICOKYIO DHEpPrHlo, YeM KOHEYHasi KoHbopManus
(Puc. 4.4). Tlodtomy ans MHOTUX O€JIKOB
CYILLIECTBYIOT JIOKaJIbHbIE SHEPreTHYECKUe
MUHUMYMBI, B KOTOpPBIX YaCTUYHO CBEPHYTHIN
Oelok MOoXKeT 3anepkarbcsi Hamosnro (Puc. 4.5).
benku, Tpebyromue mnomomm B (oNgUHTE,
OIIO3HAOTCS arrmapaToM DnaK-DnaJ-GrpE,
MPENANONIOKUTEIFHO — 4Yepe3  Haxonsdlluecs B
KOHTAaKTE€ C PacTBOPOM THAPOPOOHBIE YUACTKH.
MornekysipHBI IIaepoH 3aTeM, TUAPOIU3YS
AT®, "neperacoBbiBacT" KOH(OPMAIMIO MHOTHX
OCHOBaHMH, (haKTHYECKH pa3BopavmBas OEJIOK W
II03BOJISISI EMY CBEPHYThCA 3aHOBO. Eciin HaTuBHas
KoH(popMaluMs HE JOCTUTaeTCs TaKUM IyTeM,
6enok mnepexoautr B BeneHue marnepoHnHa GroES-GroEL. IlonocTs manepoHMHa 3KpaHUpPYET OEJOK OT
KOHTaKTa C pacTBOPOM M JPYTrUMHU CyObEIMHULIAMH, IPEJOTBpallas arperayio U M03BoJsis OEJIKy CIIOKOMHO
CBEPHYTHCS.

Cneyuguunocms wanepoHos.

[[larmepoHbl B3aMMOJECHCTBYIOT MPEANOUYTUTENBHO C THAPO(GOOHBIMH AMHHOKHMCIOTHBIMH OCTAaTKaMH,
x0T SecB mpeanoduTaer MONOKHUTENBHO 3apsikeHHble. HempaBWIIBHO CBEpHYTbIE WM JACHATYPUPOBAHHbBIE
OCJIKM OTIO3HAIOTCS O TUAPO(POOHBIM ydacTKaM, B HOPME SKPaHUPOBAHHBIM OT KOHTaKTa C PacTBOPOM JHOO
BHYTPH MOJIEKYJIbI, JINOO MyTeM KOHTaKTa C ruapodoOHON oOnacThio JIpyroro Oenka WM ¢ MeMOpaHOM.
HenaBuo 6wuto mokazano, uro DnaK omo3naeT rumpodoOHBIl ydyacToKk W3 4-5 aMUHOKHCIOTHBIX OCTaTKOB,
OMHUM M3 KOTOPBIX SBJISIETCA JICWLMH; TakOW Yy4YacTOK JOJDKEH ObITh (DIaHKUPOBAaH OCHOBHBIMH
AMUHOKHCIIOTHBIMU OCTaTKaMHu. Takue y4acTKH BCTPEYAIOTCS B CPEHEM depe3 Kakaple 36 aMUHOKHCIOTHBIX
ocTaTka, 0OBIYHO B 9KPaHUPOBAHHBIX yUACTKaX MOJIEKYIIBI.

Lllaneponwvt u npomeonus.

Ponp manepoHoB B mpoTeonu3e Oblla MPOAEMOHCTPUPOBAHA MPU U3YYCHUHM MYTAHTHBIX BapUaHTOB
GroES-GroEL u DnaK — oka3anock, 4T0 HEKOTOPBIE U3 HUX CTAOMIM3UPYIOT aHOMAaJIbHBIE OeIKU. 3aTeM ObLIO
oOHapy’keHo, 4To psix uuToriazmarnyeckux nporeas — ClpAP, ClpXP, HsIVU — umeror oaHy cyObeqUHHULLY C
AKTUBHBIM CalTOM Ul IPOTEO0IU3a, a BTOpyto — ¢ ATd-3aBuCHMMON 1I1aniepoOHHON akTUBHOCTBIO. Kpome Toro,
npyrue nuroruiazmatudeckue npoteasbl, Hanp. HfIB (FtsH), xoTe u cocrosimue w3 ogHOW MONHMMIENTHIHON
LIENH, IPOSBISAIOT IANEPOHHYIO aKTUBHOCTb B OIPENEICHHBIX YCIOBHSX. ITO CBUAETEILCTBYET O TOM, YTO
AT®-3aBUCUMOCTh ~ IUTOIIA3MAaTHUYECKUX  MpOoTea3 MOXKET OTpaxkaThb IIANEPOHHYIO  aKTUBHOCTD,
JICHAaTYpHUPYIOILYI0 CyOCTpaT, 4To JAeNaeT ero JAOCTYIHBIM Ui npoteas3bl. (B mpuHIMe HUKaKoi SHEpruu I
CaMoro IMpoTEeO0JIn3a HE HYXKHO, T.K. pacllIeleHHe MENTUAHON CBS3M — dK30TepMHUuYecKas peakuus.) [pyras
Bo3MOkHasg QyHKIUS AT®D — uHAYKIHUA KOH(POPMAIMOHHBIX HM3MEHEHHH, BEAYIIMX K MYJIbTUMEPHU3AINH
HEKOTOphIX mpotea3. Hanpumep, B orcyrerBue runponmnza AT® mporeaza ClpAP He moxer chopmupoBaTh
CBOCH HOpPMAaTbHOW HMUIHHIPHUUECKON CTPYKTYpHhI, O€3 4ero ee B3auMOAEHCTBHE ¢ CyOCTpaTaMu HEBO3MOKHO.

+ ADP

Puc. 4.3. Pa6oumnii nuka manepona DnaK
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Hlupokast cybcrparHas crnenupUIHOCTh MIANIEPOHOB M, IMPEINOJIOXKHTEIBHO, MPOTea3 OTpaKaeT HX
CIIOCOOHOCTh y3HaBaTb B HOpME CHOpATaHHbIE TUAPO(OOHBIE O0OMACTH IUIOXO CBEPHYTHIX  WIIH
JICHaTypUPOBAHHBIX OenkoB. Takas OOIIHOCTH | e 5"[
y3HaBaHUsl CO3MA€T AUIEMMY: B3aUMOJEUCTBUE C S L
mianepoHaMM  BEIEeT K peHaTypauuu  Win »
(donauHry, a B3auMOJICHCTBHE C MPOTEa3aMH BEJIET
K aectpykuuu. CienoBaTelbHO, KIETKA KaKUM-TO
o0pa3oM JO/KHA pEIIUTh, MO KaKOMy IIyTH
HaNpPaBUTh KKIBIN MOBPEXKICHHBIN OEJIOK.

CurHansl  ansi  TpoTeoiu3a  OOBIYHO
pacmonaralorcs Ha  KapOOKCH-KOHIIE. Kak
MIPaBUJIO, ATO KOPOTKHE MOCIIEA0BATEIBHOCTH U3 5
WIH OKOJO TOTO HEMOJSPHBIX aMHHOKHCIOTHBIX
octatkoB. VckyccTBeHHOe A00aBlieHHWE TaKHUX
"SpABIKOB" K CTAOMJIBHBIM B HOpME O€JIKaM J1eJaeT
ux cybOcrtparamu s mpotea3d. HemaBHO ObLn
oOHapyXeH emie OAuH "SpIBIK"' Takoro poja.
Korna monexyna MPHK BHesamHO oOpbiBaeTcst
MoCpea KOAWPYIOIIEH MOCIeA0BaTEIbHOCTH B
pesynbrare  Aerpajanuud  Iub0  TPOCTO B
pe3ynbrare  MNPEeXJIEBPEMEHHOM  TepMHUHALMU
TPAHCKpUIILIMK, pubOCcOMa  OKa3bIBaeTCs B
cocTtostHUH ¢ 3aHATeIM nentuania-TPHK P-caitom
U CBOOOJHBIM OT KOJOHAa (M, COOTBETCTBEHHO,
amuHoarmn-TPHK)  A-caiitom  (akuenTopHbIM
caitom). B »aTMx  ycnmoBumsx ~— HeOoJbIIas
crabunpHas PHK, ssrd, neiicTByer cHauana Kak
anmanun-TPHK, mgo6aBnsis ocTaTok ajaHWHA K
NenTuy, a 3areM kak koporkas MPHK, nobGasmss
10 HemoJsAPHBIX AMUHOKUCIOT, 3a KOJOHAMH
KOTOPBIX CJEAyeT CTON-KOAOH. B  pesymbrare Puc. 4.4. Mogeab ¢o1iuHra KOpoTKOro nenTujaa
oOpa3yeTcst TEeNTHJ, HECyUIMid Ha CBOEM
KapOOKCH-KOHIIE 11 JIOTIOTHUTEIHHBIX
AMUHOKHCIIOTHBIX OCTaTKa, HANpPaBJIAIOIIMX NENTHJI Ha mpoteonu3 ( B MepUIUIa3Me Hpu mnomomu Tsr, a B
nuroruiazme — HfIB unu ClpXP npotea3). B ciyuae ke neHaTypHpOBaHHBIX WM arperUpPOBAHHBIX OCIKOB, HE
UMEIoIUX crerudpuiyeckoro "spibika", BOIPOC O TOM, KaK KJIETKAa OMNpEeNeNseT WX NATbHEHUIYI CyIn0y,
OCTaeTCs OTKPBITBIM. (b) :

ATD-3a6ucumvie npomeasvl j

B OTJINYME oT 3YKapHorT, rae
MHO)KECTBEHHBIE ~ CHUCTEMBl MeEuUeHHUs1 OeIKoB
yOUKBUTHHOM HAIPaBIISIIOT PAa3JIMYHbIE CyOCTpaThI
K €IUHCTBEHHOW IUTOIIa3MaTHYECKONW MpoTease
(26S mpotease), 3a pacmo3HaBaHHE cyOcTpara y

Compact configurations
(10")

Native state (1)

(c) (d)

IIPOKapHOT OTBEYAIOT CAMM IPOTEA3bl, IOITOMY UX 40 40

B KJIETKE, KaK TPaBWJIO, HECKOJNBKO (TOpSAAKA 4| 30l

LIECTH). OHEPro3aBUCHUMBIC IpoTeassl  E E

NPECTaBIAIOT CO00H, Kak NpaBMIO, KpyHHblE 20| 204

OJIMTOMEpHBbIE KOMIUIEKCHI. /J[ns Bcex mporeas 1o 10|

3TOr0  KJjacca Uc U3BECTHOM  CTPYKTYpOH » p

poTea3HbIC CauThI pacmnoiararTcs BO 0 4 8 1(21016 20 24 28 0 4 8 120016 20 24 28

BHYTPEHHEW Kamepe OJIMroMepa, BXOJ B KOTOPYIO
CIIMIIKOM MaJll Ui OOJBIIMHCTBA HATUBHBIX
(cBepuyThiX) OenkoB. Iloctymnenue cyOcTpata
BHYTPh  TaKoOil  MOJIOCTH  OOecreYrBaeTCs

Puc. 4.5. U3meHeHnne cB00OAHOI IHEPIrUN B
npouecce goaauHra
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perynstopaeiMia AT®a3zueiMu oMeHamu (Wm cyOwseauuuiiamu). He ynuBurensHo, uto mMeHHO AT®da3HbIe
CyOBeMHUIIBI OTBEYAIOT 3a CyOCTpaTHyIO0 CHenupUIHOCTh. AMHHOKHCIOTHBIE TOCJIEI0BATEIbHOCTH
AT®a3ubIx CyOBEIMHMII PA3HBIX MPOTEa3 UMEIOT CXOJICTBO, KOTOPOE MOXKET CBHJIETEIILCTBOBATH O CXOJICTBE
MeXaHu3MOB uX JedcTBusA. [lockonbky pacro3HaBaHHe CYOCTpaTOB OCYIIECTBISICTCS PETYISTOPHBIMU
AT®a3zamu, cBOICTBa CyOCTpaTOB, MPUBOIAIINE K UX JETPAJAINN, HE 3aBUCAT OT CBOMCTB, HEOOXOAUMBIX IS
paspe3aHusi MeNTUIHBIX cBs3el. Kak Toibko Oemok pacmo3HaeTcs U CBs3bIBaeTcs peryaaTopHsiM ATda3zHbM
JIOMEHOM, HAaUMHAETCs MOCJeIoBaTeNbHas Aerpajalus MOIUNENTHAHON eNH ¢ pa3pe3amMu uepe3 kaxabie 5-10
AMUHOKHCIIOTHBIX OCTATKOB.

Y E. coli u3Bectpl 4 AT®d-3aBucumbie
MPOTEAa3kbl.

CIpAP ClpXP.

VY stux mporeaz3 ATda3Has u mpoTeasHas
aKTUBHOCTb MIPUHAJIEKAT pa3HbIM
cyObeMHHIIAM, W HEYIUBUTEIBHO, dYTo dTH CIpA
CyOBbeTUHUTIBI CIIOCOOHBI IEWCTBOBATH Clpx
camoctositensHO (Puc. 4.6). ClpA u ClpX moryt
JEHCTBOBaTh Kak marnepoHsl. ['enwl clpX u clpP
COCTaBIISIIOT OMEPOH, C/pA PaCIONOKEH OTIEITHHO
B MOHOLHMCTpOHHOM omepoHe. OO0a omepoHa
MMEIOT TUITMYHBIE TPOMOTOPHI TEIJIOBOTO LIOKA.

HfIB(FtsH) (a) (b)
/n u ATdD-3aBucumas rpoTeasa, Puc. 4.6. AT®-3aBucuMeie npoTea3bl: IIANMCPOH U

CIpA, ClpX

J> ClpP

CIpA, ClpX

irs B |
qny

Peptides

e

y4acTBYIOIIAs B nerpaamnym Nporeasa B OAHOI MoOJIeKYJIe
LUTOMIA3MAaTUYECKUX U MEMOpaHHBIX OENKOB,

BKiouas RpoH, SecY (wacts annapara cexpeunn). EnuncrBennas AT®-3aBucumas nporeasa, CyleCTBEHHas
it sku3HU E. coli. TpaHCKpUTIIIAS OTIEpOHA, B KOTOPBIM BXOAUT TeH AflB, HaxoauTcs moa KoHTposiem RpoH-
3aBHCHMOI'0O IPOMOTODA.

Lon.

Herpanupyer Genok N c¢ara A, uHTUOUTOP ™y
KJICTOYHOIO  JICJICHUS SulA,  DO3UTUBHEIN o
perynsarop OwocuHTe3a Kamcyiabl RcsA wu  gp. _,___L__,GH mRNA
Kpome crnenn(puIecKux MUILEHEN, Lon = l
JerpagupyeT OOJBIIMHCTBO AaHOMAJIBHBIX OEJTKOB i |
E. coli. benok — romoreTpamep, MMEET CaWThI U
ces3biBaHusl ¢ AT® u JIHK, npuyem cBsi3piBaHue RNAP
¢ JAHK crtumynupyer mnpoTeasHyl0 aKTHBHOCTb. > t
TpaHckpuOHupyeTcss ¢ TPOMOTOpA  TEIJIOBOTO  |INHIBITION
moka. B Oenke MOXXHO BBIICTUTH JBa JIOMEHa —
COOCTBEHHO TMpPOTEa3HbIi C KapOOKCHIBHOTO

RNAP
‘ :szi
c
KOHIIa ¢ CCPUHOBBIM OCTaTKOM B aKTHBHOM caute
———— P, —heat shock genes

u CIEIYIOLIHI 3a HUM AT®a3HbIH. DEGRADATION
9KCHepI/IMeHTaJ'II>HO IIOKa3aHoO, 4YTO OJOTHU JBa INACTIVATION
JIOMEHa MOTYT OBITh JKCIPECCUPOBAHBI KAk I
OTHETbHBIC  TOJIMIMENTHIIBI, CMECh  KOTOPBIX - - ";%z;'}
(yHKIIMOHAIIEHO COOTBETCTBYET WHTAKTHOU . N \
nporease Lon. REPRESSION memef & @ t
s | GrpE S
Pecynayus _cunmesa 6enxoé mennioeo2o - L — '

W

= S

woKa. Y Y S gt
[[TantepoHBl U KIETOYHBIE IIPOTEA3bl BXOMIST (Mﬁ ,%B u

52 —~ m
B COCTaB pEryJioHa G~ BMECTe€ C JAPYTHMH

6enkamu terioBoro moka (Puc. 4.7). Kpome toro,
B COCTaB YK€ pPACCMOTPEHHOTO HaMH paHee Puc. 4.7. Pery.ﬂﬂlll/lﬂ TEINJIOBOI'0O IOKA Yy Escherichia

peryioHa G- BXOZAT  INEPUILIA3MATHYECKas coli
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mpoTeasa W mianepoH. B mociennee BpeMsi ObIIO BBISICHEHO, YTO OTH JBa PEryJOHa B3aWMOCBSI3aHBI, T.K.
komiuiekc kopa PHK-mommmepasbl ¢ c" AKTUBHPYET TPAHCKPUMIHUIO TeHa rpoH, KOIUPYIOIIETOo o, npu
9KCTpEeMaNIbHBIX TemnepaTypax (Hanpumep, 50°C). MHorue rpamoTpunareiabHble OakTepud (OOIBIIMHCTBO
nporeoOakTepuii) uMeroT romojiorn RpoH, v y HHUX MeXaHHW3MBbl PEryyslid TEIUIOBOTO IIOKa SBIISIFOTCS
CXOXHMH, TOTJAa KaK TPaMIIONOKHUTEIbHbIE OaKTepuu BBIPAOOTANM JpyrHe, TMPUYEM JOCTATOYHO
pa3zHoO0Opa3Hble, PEryJISATOPHBIE CTPATETUH JIJIsl KOHKPETHBIX T€HOB TEIIOBOTO IIOKA.

VY xnerok E. coli, nepememennbix ¢ 30° Ha 42°, ypoBeHb BHYTPHKJIETOYHOTO G pe3ko (XoTsa u
HEHAJ0Jr0) BO3pacTacT, YCHUIMBAas TPAHCKPUILMIO C IPOMOTOPOB TEIUIOBOTO IIOKa. Bospacranue
KOHIIGHTPALNA G°> SIBIACTCS Pe3yNbTATOM CTAOHIM3AINK OOBIYHO BEChMa HECTAOMIBHOTO G- M AKTHBAIIH
TpaHcisuu yxe cymectBytomeid MPHK rpoH. IlockonbKy ObIcTpast aerpagaius G2 3aBUCHT OT IAIIEPOHHOTO
komruiekca DnaK-DnalJ-GrpE, crabunuzanusi mpoucXoauT u3-3a TOTO, YTO LIANEPOH 3arpyKaeTrcs OrpoOMHBIM
KOJIMYECTBOM MH/IYLMPOBAHHBIX CTPECCOM HEMPABMIBHBIX OETKOB H €ro y)ke He XBaTaeT s o0paboTku ¢°-. B
¢daze amanrtanuy, cienyomei 3a ¢hazoit uaaykIuK, cuaTe3 HSP-6enkoB (0enKoB TEMIOBOro MIOKA) CHUXKACTCS
HEraTUBHOM OOpaTHOM CBA3BI0 HA HECKOJIBKMX YPOBHSAX OJKCIpPECCHU (TPaHCISAIMOHHAS penpeccus,
IecTaOmMiIn3amusa M, BO3MOXKHO, MHAKTHBAIIHS 032). KomnuectBo manepona DnaK-Dnal B kieTke HeBEIUWKO,
I09TOMY OH SIBISICTCS BEChMa UyBCTBHTENBHBIM CPEACTBOM MOHHTOPHHTA CTPEccoB. B merpajammn o
HauOOJBIIYIO POJb HMIPAET, BEPOSATHO, cBA3aHHAs ¢ MemOpaHoil AT®d-3zaBucumas mporeaza HfIB (FtsH).
Heckonbko muromnaszmatudeckux mporea3 (HsIVU, CIpAP u Lon), B HOpMe OTBeuaromux 3a AeTrpajaliiio
AHOMAJBHBIX OEJKOB, TaK)Ke CIHOCOOHBI JIerpagupoBaTh o2, Takum 00pa3oM BHYTPUKIETOYHBIE MPOTEa3bl
BMecTe ¢ manepoHoM DnaK-Dnal crmocoOHBI peryiMpoBaTh TEIUIOBOM IIOK, KOHTPOJIUPYS BHYTPHUKICTOUHYO
KOHIICHTPALINIO AHOMAIBHBIX 6eIkoB. IIlamepoHbl, KOHEUHO, He ACTPagupyIOT G-~ HEMOCPEACTBEHHO. Berymast
B accounanuto ¢ PHK-nonumepasoi, o™ CTaOUIM3UPYETCS U CTAHOBUTCS HEUYBCTBUTEIBHON K MPOTEOIH3Y.
Ponp mranepoHOB 3aKiIO4YaeTcs B IPEIOTBPAILCHUM CBS3BIBAHUS o’ ¢ PHK-nonumepazoii, 4To mo3BOJISET
[poTeasaM ee AerpagupoBaTh.

NHaykuus TpaHCIsIuu o MIPOUCXOJUT HE3aBUCHMO HE TOJILKO OT IIAllEPOHOB, HO U BOOOIE OT KaKUX
Obl TO HU OBUIO peryisTopHbIX OenkoB. 5' obnmacte MPHK rpoH nmMmeer yHUKaIbHYIO BTOPUYHYIO CTPYKTYDY,
3aKPBIBAIOITYI0 pUOOCOMCBSI3BIBAIOIINI CalT. DTa CTPyKTypa CTaOWiIbHA TIPU HOPMAJIBHOW TeMmIiepaType, HO
JICHaTYpUpPYyeT MpH €€ MOBBIIEHUH, YTO OCBOOOXKIAeT mocienoBatenbHocTh LllaitH-/lanrapHo U mo3BossieT
VHULIMMPOBATH TPAHCIISILUIO.

TpaHCKPHILHS rpoH MOKET HHHIIHHPOBATHCS C YETHIPEX IPOMOTOPOB, OIHMH U3 KOTOPHIX 3aBUCHUT OT G,
u peryiupyercst 6eaxom DnaA n kommiekcom cAMP-CRP. Korga kitetku E. coli moaBepraroTcsi BO3AEHCTBHIO
OUYEHb BBICOKHMX TEMIIEpaTyp, CHHTE3 MOUTH BceX OEJIKOB B KIETKE MpekpamiaeTcs. VICKIIoUeHns COCTaBISIOT
JIAIIb HECKOJTBKO OENKOB, BKITIOUYAS WICHOB PEryJIOHA G (6 — ofMH W3 TaKuX GEIKOB). Jpyrumu uneHamu
3TOTO pEryJioHa SIBIISIOTCS TepuruiazMatudeckue mporeaza DegP (HtrA), manepon (menTuauiI-mpoaui 1uc-
Tpanc u3omepasa) FkpA, kotopbie criocoOCTBYIOT COOTBETCTBEHHO AeTpajalud U (OJAUHTY MOBPEKIESHHBIX
0enkoB B nepuiuiazme. Mbl yke paccMaTpUBalld 3TOT PETYJIOH paHblle, IOATOMY Mapy CJIOB O €ro peryssiuu
TIPU MOBBIIICHHOI TemnepaType. Kak yike roOBOPHIOCH BBIIIE, AKTHBHOCTh G KOHTPOIMPYETCS MAPOil GEIKOB,
RseA u RseB. benok nuromnaszmarudeckoit MemOpanbl RseA sBisieTcst aHTU-CUTMa (PaKTOPOM U penpeccupyer
G" perysoH, CBA3BIBAsACH C G° ¥ MPEJOTBPAIIAs ero B3aMMOICHCTBHE ¢ IMPOMOTOpaMu. IlepHIIa3MaTHIeCKuit
oenok RseB B3ammopmeiictByer ¢ RseA u crmocoOCTByeT WHAKTHUBALUU o". Korma xe B MepUIIa3Me
HaKaIJIMBAIOTCs aHoMaibHble Oenku, RseB ¢ Humm B3ammopeiictByer, ocBoOoxkmas RseA, uro Bemer K
0CTa0NICHUIO CBS3M TOCIEAHEro ¢ . KpoMe TOro, BaKHBIM Pe3y/IbTaTOM MOBBIIICHHS TEMIICPATyPhl SBISCTCS
W3MEHEHUE CBOMCTB MEMOpaHBI — OHA CTAHOBUTCA OoJiee JIAOWMIBHOM (CTAaHOBUTCA '>KIDKE"), YTO TaKKe
CrI0coGCTBYET H3MEHEeHHIO KoH(opMarmu RseA, ocnabusiomeMy B3anMozeiicTBre ¢ G

Pecynayus mennogozo woka y epamnonosicumensubix Oakmepui.

PerynstopHbie cTpareruu y 3TUX OakTepwii CYIIECTBEHHO OTIMYAIOTCS OT TaKOBBIX FE. coli, XOTd
HEKOTOpPBIC MPHUHIUIBEI OCTatoTcA. Y B. subtilis TeHBI TEMJIOBOrO MIOKAa MOTYT OBITh pa3/ielieHbl MO KpanlHen
Mepe Ha TpH KJacca.

I'ensr nepBoro knacca (perynon CIRCE/HrcA) koaupytoT cunTe3 ocHOBHBIX manepoHoB DnaKJ-GrpE u
GroEL-GroES, u ux skcnpeccus HEraTUBHO KOHTpPOJUpyeTcs pernpeccopoM HrcA, mepBbIM reHOM omnepoHa
dnaK. ]JleficTBue 3TOro pempeccopa OCYIIECTBISETCS Yepe3 CBS3bIBAHUE C ONEPaTOpPOM — MHBEPTHPOBAHHBIM
noBropoM CIRCE. KoHTposib 3TOro peryjioHa OCylmeCTBIISIETCS MPH y4acTUU IIANIEPOHOB, HO, B OTJIMYMHU OT
KoHTponupyemon maneponoM DnaKJ-GrpE nerpapannn o’ y E. coli, 31ech peryasTOpHyIO (QYHKLIHUIO
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BoimostHsIeT GroEL-GroES. Drtor manepon HeoOxomum mis ¢onagunara HrcA, a TuTpoBanHue manepoHa
00pa3yroIIMMHUCSA B CTPECCOBBIX YCIOBUSAX aHOMAJIbHBIMH O€lKaMU MPUBOJIUT K CHIKEHUIO akTUBHOCTH HrcA
1 YCHJICHHIO DKCIIPECCHU ONIEpOHOB groE u dnakK. Takum o0pazom, y rpaMmonoxuTenbHbix Oakrepuit GroE, a
He DnaK urpaet ocHOBHYIO pOJib B PETYJIALNHN TEIOBOTO IIOKA.

Penpeccop HrcA u CIRCE-3nemenTs! OblT 0OHApy>KEHBI HE TOJBKO y T'PAMIIOJIOKHUTENbHBIX, HO U Y
anb(a-nporeodakTepuil, IMaHOOAKTEpUH, XJIaMUIUNA U CIIHPOXET, OAHAKO HX POJIb B PETYIALUHU TEIIOBOTO
III0Ka BapbUpPYeT.

Ko BTOopomy kimaccy otHocutcst 6ombimas rpymma (50-100) reHoB, MO3UTHBHO KOHTPOJIUPYEMBIX CHUT'Ma-
akTopoM 06Imero crpecca G°, KOTOpbIE KpOME TeIlIa HHAYLHUPYIOTCS eIie W TONOJAHHEM IO IJII0KO3¢ HIIA
KHCIIOpOy. ODTOT CUTMa-(DaKTOp PEryHpyeTcs CIOXKHBIM KacKajoM OeJIOK-OCIIKOBBIX B3aUMOJICHCTBUI
(BrIIIOUast pochopuIupoOBaHHE).

K Tperpemy kilacCy OTHOCATCSI BCE OCTaJbHBIE I'€HbI TEIUIOBOTO IIOKA, HE MMEIOIIUe OOIIel CHCTEMBI
PEryIsIU.

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

9. Xo10/10B0ii 10K Hcxomnoe cocrostame: 30°C

MHorue OakTepuu JOCTATOYHO YACTO
MOJBEPraloTCsl  XOJIOAOBOMY  IIOKY, T..
BO3/CICTBUIO TEMIIEPATYPbI HUKE Crumy.ur: mok npu 10°C
ONTUMAIBHOU. DHTEPOOAKTEPUHU, HATPUMED,
CTAIKMBAIOTCS C OTHM CTPECCOM IIpH
OKCKpPELIMM U3  OpraHu3Ma  >KMBOTHOIO,
HO3TOMY aJanTalys K XOJIOJOBOMY ILOKY,
obecrieunBaromast yBEIHUYCHUE l

CeHncop: pu6ocoMbl

BBDKMBAaEMOCTH 3TUX OakTepuil B YCJIOBHUSAX
MOHMKEHHOM TeMIlepaTypsl, MpPEACTaBIsAET
SIBHOE CEJIEKTUBHOE IIPEUMYIIECTBO.
CoObITus, mpoucxoasie B OakTepuaTbHOU
KJIETKE MpH TOHW)KEHWH TEMIepaTypbl, B v
KOpPHE OTJIMYAIOTCA OT MPOUCXOMALIMX IPH
TEIJIOBOM IIIOKE, HO TaK)Xe BIUSIOT HA KIETKY
BEChbMa OTPHLIATEIIBHO. [Tonnxenue
TEMIIEpaTypbl HE OKa3bIBaeT CEpPhE3HOTO Y
BO3CHCTBUS HA KJIETOYHbIE OENKM (XOTd HX JKcnpeccusi FEHOB X0J1010BOI0 HIOKA
CBOWCTBA W MEHSIOTCS, JCHATypaluu, B
OTIMYME  OT  TEIUIOBOrO  IIOKa,  HE
npoucxonut). lopa3mo OGomee  cuibHbIE Y
u3MeHeHus nperepreBaer MemoOpana kietku CuHTe3 CspA, CsdA, Rbf n ap. 0es1koB X0J1010B0r0 1IOKa
— ee TBEpIAOCTh yBelW4yHuBaercs (oHa
(haKTHYECKH 3aMep3aeT), YTO 3aTParuBacT BCe
CBs3aHHBIE ¢ MeMmOpaHol ¢ynkumuu. Kierka
Oopercsi ¢ 3TUM IYTEM CHIKCHHS CTEIeHU
HACBIIIEHHOCTH ~ MEMOpPaHHBIX  JIMIHJIOB.
Xoion0B01 LI0K TaKKe BBI3BIBAET "
crabmimm3anuio BTOpUIHBIX cTpykTyp PHK 1
JHK, qTO0 BeJET K CHIDKEHUIO
3(GGEKTUBHOCTH  TMPOIECCOB  TPAHCISIUH,
tpanckpunuuu U perumkanunun JTHK. Kietka

Curnan: MHrHOMpPOBaHME TPAHCJISIUH

Peryasitop: CspA

/
ATTeHyanus Xo0,1010B0ro moka oeaxkamu CspA u CspE

B03BpaT B UCXO0JHO€ COCTOAAHUE

Puc. 5.1. Moaeasb peryjasiiuv X0J010BOr0 IIOKa
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MIPE0JI0JIEBAET HETaTUBHBIE MOCIIEICTBUS X0JI0I0BOTO IIOKA ITyTEM CHHTE3a LEJIOT0 psiia OENKOB, MOTYYUBIIMX
Ha3BaHue OeskoB XoJsooBoro moka (cold shock proteins, Csp).

Csp E. coli MoxHO pa3nenuTb Ha JBa kijacca. K mepBomMy OTHOcATCS O€NKH, HMPaKTUYECKH
OTCyTCTBYIOIIKE Yy 3TUX Oaktepuii mpu 37°C U oueHb CUIBHO WHAYLHPYEMbIE MPH MOHKEHUU TEMIIepaTyphl,
KO BTOPOMY — O€JIKH, MPUCYTCTBYIOIIKE B KJIETKE U MIPU ONTUMAIBHOM TeMIlepaTtype, HO HHAYIHPYEMBbIe, XOTs
Y HE CTOJIb CUIbHO (<10) mpH MOHMKEHHOU TeMIeparType.

K nepBomy kmaccy otHocsitest 6enku CspA (ocHoBHOU Genok xonopoBoro moka), CspB, CspG, CsdA,
Cspl, RbfA, NusA u PNP. CspA, CspB, CspG u Cspl, netictByrot kak mamnepons! ais PHK u JIHK, CsdA —
CBSI3aHHBIN C pubocomMamu OelloK, oOnaaarouMii "packpydyuBaromeil" akTHBHOCThIO MO oTHomeHuio k PHK
(xemukaza), RbfA — pubocomcaszpiBaromuii pakrop, NusA ydacTByeT B TEPMHHALMH W aHTHUTEPMHHAIIUH
TpaHckpumnuuu, a PNP — pubonykieasa.

Ko BTOpoMy Kitaccy OTHOCATCS pekomOmHa3a RecA, dakrop wammmanuu tpaHciasuuu [F-2, JTHK-
cBs3bIBatoluit 6enok Hykineonna H-NS u cyoweaunnna JIHK rupaser GyrA.

Oxomo 10% Bcero Oenka, CHHTE3UPYEMOTO B KIIETKE HETIOCPEACTBEHHO TMOCTIE TIOHIKEHHS TEMIIEPaTyPHl,
coctaBimsieT CspA, OCHOBHOW Oe€JOK XoJjomoBoro Imoka FE. coli. Dta Oaktepuss uMmeeT emie 8 OEIKOB,
romosiornuHelx CspA — CspB-Cspl, HO He Bce M3 HMX MHIAYLHMPYIOTCS XOJIOAOM. YeTKO MokKazaHa MHIYKIUS
st CspA, CspB, CspG u Cspl. HecMoTpst Ha KOHCTUTYTHBHBIE TTPOMOTOPHI, IKCIIPECCUS ITHX OEITKOB CTPOTO
KOHTpOJHUpYyeTcs. ['eHbl ATHX YeThIpeX OENKOB HMMEIOT HEOOBIYHO JUIMHHBIE BBICOKO KOHCEpBAaTHUBHBIE
HeTpaHcupyeMble oOmact Ha cBoeM S5' koHme (5' UTR). Ilokazano, 4To 3Ta 00IacTh CyIIECTBEHHA IS
JKCOpPEcCUH c¢SpA M COIEPXKUT MocienoBaTenbHOCTh M3 11 ocHoBaHui, HaszpiBaemylo "cold box". Ora
MOCJIEZIOBATEIBLHOCTh — MECTO TPAHCKPUIIIMOHHON "Mmay3bl", IPUBOSAIIEH K aTTeHyallul TPAHCKPUIILUU cSpA.
[Ipuuem perymnstopHoit Monekynoi 3xaech sBiusiercs cam CspA. PHK-monmmepasa kakum-to o00Opazom
MIPEO0JI0JIEBAET TEPMHUHATOPHBIN CalT HEMOCPEICTBEHHO IIOCIE IOHW)KEHHUS TEMIepaTypbl, 4TO BEIET K
YCUIIEHUIO TpaHcKpuniuu cspA. Oxazanoch, 4TO aHTUTEPMHHATOPHON Mojekynoi sBusercs cam CspA, a
takke CspE u CspC, nmpuuem Hanbosee CHIbHBIM aHTUTEPMHUHATOPOM M3 3TUX Tpex OenkoB sBisiercs CspE.
(AHTUTEpMHUHALIMST B JAaHHOM Cllydyae MPOUCXOAUT IPOCTO B pe3yjibTare [IecTaOWIN3aluud BTOPUYHBIX
CTPYKTYp, B TOM 4YHCIE M TEepPMHHATOpHBIX mmmuiek, Csp Oenkamu. Hukakoro B3ammoneiictBusi ¢ PHK-
nonumepazo u (i) Nus Oenkammu He HaOmomaercsa.) C nmpyroit cTopoHbl, HakarmmBatomuiics CspA
CBsI3bIBaeTCS co cBoeil cooctBeHHON PHK, BBI3bIBas arTeHyarmo, 4TO BEAET K MOCIEIYIONIEMY CHUKCHUIO
KOHIleHTpanuu Oenka B ¢ase amanrtanuu. Kpome Toro, 5' UTR o06nacte oTBewaeT 3a Upe3BBIUAWHYIO
HectabunsHocTh MPHK cspA mpu 37°, u sta ke obmacte HeoOxoamma mnsa crtabunmzanuun MPHK mpu
MOHWXEHUU Temrneparypbl. Ouenb cwibHas cradunusanus MPHK cspA HenmocpencTBEHHO MOcie MOHUXKEHUS
TeMIepaTypbl (BpeMsi TOMYKHW3HHM ee yBenuumBaercs ¢ 12 cekyHn A0 20 MHUHYT) SIBISIETCS €IIe OJHUM
MEXaHU3MOM pEeryJsiliuu  KoHleHTpanuu Oenka CspA. Takas crabwinzanusi SBISICTCS BPEMEHHOW U
MpeKpalaeTcsi, Kak TOJbKO KJIETKH aJanTHPYIOTCS K MOHMKEHHOW TeMmmeparype. (MeXaHU3M CTaOWIu3aluu
HESICEH)

Oxkcnpeccusi CspA peryaupyercs Takke Ha ypoBHE TpaHchanuu. [Tomumo nocnenoBarenbHocT [laiin-
Hanrapuo, MPHK cspA umeer nonoiaHuTeNnbHYI0 007acTh, KOMIUIEMEHTapHyI0 camomy koHiy 16S pPHK,
PacCIOJIOKEHHYIO Ha PacCTOSHUU 14 H.II. TTOCJIe MHUITMUPYIOIIETO KOJOHA, TaK Ha3biBaeMbIi ""downstream box"
(DB). Takas nocnenoBaTeabHOCTh ObUIa UACHTU(UIMPOBaHA Takxke y cspB, cspG, csdA n rbfA. Oxa3biBaercs,
npu 15°C pubocoMbl HE MOTYT HOPMaAJIbHO MHULIMKMPOBATH TpaHcisauio. DB nocnenoBatensHOCTh yCUIIMBAET
VWHUIUAIMIO TPAHCISIUU 3a CYeT AOMONHUTENbHOro cBs3biBaHus ¢ 16S pPHK. I'ensl, umeromme DB-
MOCTIeIOBATEIBHOCTh, O00XOAsATCA 0€3 JONOJHHUTENBHBIX pPHUOOCOMHBIX (DAaKTOPOB, HEOOXOAWMBIX IS
WHUIUAIMY TPAHCIISIUU TIPH MOHIKEHHOU Temneparype. HeyauBuTensHo, 4To TakuMu (HaKTOpaMu SIBISIFOTCS
RbfA u CsdA. Takum o6pa3om, puOOCOMBI SIBIISIOTCS (PU3UOIOTMYECKUM CEHCOPOM XOJIOJIOBOTO IIIOKA — MPHU
MOHI)KEHUU TEMIEPAaTypbl OHU CTAHOBSTCS HECHOCOOHBIMU WHUIMHPOBATH TPAHCISAILUIO BCEX KIETOYHBIX
MPHK, 3a wuckmouennem MPHK GenkoB xonomoBoro moka. OmHako mocie (as3pl ajanrtaidd, B TEUCHUE
KOTOPOW CHUHTE3UPYIOTCS AOMOTHUTENbHBIC (pakTopbl nHUIMauu RbfA u CsdA, pubocoMbl CHOBa CTAaHOBSITCS
B COCTOSIHMU TpaHcnupoBaTh Bce MPHK.

CunTte3 He Bcex romosioro Oenka CspA MHAYIHPYIOTCS NPU NOHWKEHUHU TeMmrepaTypsl. CspD cuibpHO
WHAYLUUPYETCS B CTAI[MOHApPHOW (pa3e W MpU TOJIOAAHUU TIO TIIOKO3€, MPUYEM 3Ta MHAYKLHWS HE 3aBUCUT OT
RpoS. CspC u CspE »nskcnpeccupyrorcss KOHCTUTYTHBHO Tipu 37°C. OueBHIHO, YTO HTO CEMEWCTBO
TOMOJIOTHYHBIX TE€HOB MPOU30ILIO OT OOIIET0 MPeaIIeCTBEHHNKA, OHAKO MOCIEAYoIas afanTalus npuBesa K
MPUCTIOCOOICHNIO YaCTH TOMOJIOTOB JIJIsl BRITIOJTHEHUS CTIeNU(UIECKUX (PyHKITHIA.
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N3 Bcex OenKOB XOJOMOBOTO IOKA TPETHUYHAS CTPYKTypa M3BecTHa ToJbKo it CspA. DToT Oenok
npeAcTaBiIsieT coboi [-00Y0HOK, COCTOAIMMN W3 5 aHTUHApAJIICNbHBIX [-cioeB. bernok mmeer nBa caiita
ceaspiBanuss ¢ PHK. T'mapodunpHble B3auMoneHCTBHA Mexay O€IKOM M HYKIEMHOBOM KHCIIOTOM
OCYILECTBISIIOTCS 4epe3 7 apoOMaTUYECKUX AMUHOKHCIOTHBIX OCTAaTKOB, PAaCIOJIO)KEHHBIX Ha IMOBEPXHOCTHU
MOJIeKyNbl Oenka. bBemok B 1eI0M HMEeT HEraTHMBHO 3apsDKEHHYIO IOBEPXHOCTh C  IOJOXKHTEIBHO
3apsOKEHHBIMU CaliTaMM CBS3bIBaHUS HYKJIEHHOBBIX KUCHOT. [locne cBs3biBanus Oenka ¢ PHK nyxienHoBas
KHCIIOTa YK€ HE CMOKET 00pa30BaTh BTOPHUYHYIO CTPYKTYpPY H3-3a JIEKTPOCTATUYECKOTO OTTAIKUBAHHS OT
noBepxHocTu Oenka. Takas cTpykrypa CspA siBisieTcs UeaaIbHOM sl €ro ManepOHHONW 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
3. S. Phadtare and M. Inouye. Sequence-selective interactions with RNA by CspB, CspC and CspE, members
of the CspA family of Escherichia coli. Molecular Microbiology (1999) 33(5), 1004-1014

6. CeHcopHBIE CHCTEMBI

Jns Gakrepuil (kak, BIpoYeM, W Ui JIOOOrO JPyroro OpraHu3Ma) CIOCOOHOCTh KOOPIMHHMPOBATH
9KCTIPECCHIO TEHOB C W3MEHCHMSAMH YCIOBHH OKpYXKalOIIeH Cpeibl JaeT CYIIECTBEHHOE CEJIEKTHBHOE
MPEUMyYIIECTBO. AnanTtanusi OakTepuil K HM3MEHSIOUIUMCS YCIOBHSAM CpPEIbl KOHTPOIHUPYETCS OETKOBBIMHU
CHUCTEMaMH TIepelayd CUTHaja. Takue CHCTEMBI COCTOST M3 OEIKOBBIX MOMYJIEH-IOMEHOB, COOpaHHBIX B
HECKOJIBKO MOJICKYJI, KOJIMYECTBO KOTOPBIX BapbUPyeT B 3aBUCHMOCTH OT BHJa OakTepHH M KOHKPETHOTO
¢baxTopa cpenpl. OCHOBHBIMU KOMITOHEHTAMH CEHCOPHBIX CHCTEM SIBIISTIOTCSI:

CEHCOpHBI (TpaHCMEMOpaHHbIE WIH IUTOIIa3MaTHUYECKHE), NETEKTUPYIOLIME M3MEHEHHs] OKPY’KaIOLIUX
YCJIOBUIA;

BHYTPUKIIETOYHBIC TIOCPEIHUKH, MONydaromue HHQOpPMAIMIO OT CEHCOPOB M TEperaroniue ee Ha
s dexTopsr;

3¢ (heKTOpbl — HEMOCPEICTBEHHBIE PEryIsSTOPHl (U3HOJIOTHYECKOTO OTBeTa (KaK MPaBWIIO, HA YPOBHE
TPAHCKPHIILINN).

TpancMemOpaHHbIe pelienToOpbI.

Uro 1 Kak JeTeKTupyercs?

MexaHu3M JIeTeKLIUU CUTHAJIa HE COBCEM SICEH.

JleTekTUpyeMblii CUTHAJI MOXET OBITh KaK BHE-, TaK U BHYTPUKIETOYHBIM. B HEKOTOpBIX clydasx
MOKAa3aHO, YTO CUTHAJN JETCKTUPYETCs MepurriazMaTuieckum goMeHoMm. Tak, PhoQ — perynarop skcmnpeccuu
(hakTOpOB BUpPYJIEHTHOCTH Yy Salmonella typhimurium, — SBISETCS CEHCOPOM IWBAJCHTHBIX KATHOHOB,
KOTOpBIC, CBS3BIBASICh HEMOCPEJCTBEHHO C MEPUIIA3MATUYECKUM JTOMEHOM, CTaOMIU3UPYIOT HEAKTUBHYIO
koHpopmanuo PhoQ.

Curnan MoXeT OBbITh BHYTPHKJIETOYHBIM. Perentop Aer, ydacTBYIONIMI B PETYJSIIUU a’pOTAKCHCA,
JNETEKTUPYET BHYTPUKIIETOUHBIA 3amac sHepruu, cBsa3piBasick ¢ FAD. Eme oaun mnpumep — aerexnus
BHYTPUKIIETOYHOW KOHIEHTPAIIMU TTyTaMUHA TIPU PETYJIAINUN a30THOTO MeTaboIu3ma.

B psne ciydaeB moka3aHo, YTO CEHCOPOM SIBJISICTCSI TPAHCMEMOpaHHBINA TOMEH. Tak, y CEHCOPHOTO Oenka
EnvZ E. coli — TucTHAMHKUHA3KI, YYACTBYIOIIEH B OCMOPETYIISALINH, IEPUILTIA3MATUIECKUI JOMEH MOXKET ObITh
JIeTIETHPOBAH 0€3 MOTEPH CEHCOPHOM (PyHKITUH.

MexaHu3Mm nepenayu CUrHaa.

Muorue OakTepHallbHBIE PEIENTOPbl HWMEIOT TepUILIa3MaTHYeCKuid  nomeH-AeTekTop (P) wn
LUTOIUIa3MaTH4ecKuil curHanbHelii  goMeH (C), 3askopeHHble B MeMOpaHe [ABYMs O-CIIMPaJbHBIMU
TpaHCMeMOpaHHBIMU CeTMEeHTaMU. JIMHEHHast CTPYKTypa TaKuX OEIKOB MOXKET OBITh MpencTaBiieHa kak TM1-
P-TM2-L-C, rae L — nuromia3mMaTH4ecKuil JMHKEP
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CurHanpHBI JTOMEH JMOO0 caMm sBhsieTcs THUCTUAMHKHHA30M (EnvZ) mmbo ¢ rucTHIMHKUHA30M
B3aumoeiicteyer (MCP perientopbl XeMOTaKCHCA).

MexaHu3M Tepelavyd CHTHaJla ¢ CEHCOPHOTO Ha CUTHAJBHBIM JOMEH HesiceH. Perentopsl OOBIYHO
SBIISIIOTCST MEMOpaHHBIMU Oenkamu, romonumepamu. [Ipennosnaranochk, 4To KOH(GOPMALMOHHBIE W3MEHEHMS,
BO3HUKAIOIINE TPH CBSA3bIBAHUU CyOCTpaTa, IepeialoTcss yepe3 MeMOpaHy Ha IMTOIIa3MaTHYECKUE JTOMEHbI
pelnenTopa, yTo BIMIET Ha B3aUMOJICHCTBHE CUTHAJIBHBIX JOMEHOB MEXTy co00i. OHaKo Jenerus OQHOro 13
JIBYX CHUTHAQJIbHBIX JIOMEHOB (PaBHO KaK U yJaJIeHUE BCEX TPAHCMEMOPAHHBIX CETMEHTOB) Y TUMEpa He JIUIIAeT
€ro aKTUBHOCTH.

I_IByXKOMl'lOHeHTHI)Ie CUCTEMBbI

B xonme 80-x romoB XX Beka CI0BO "ABYXKOMIIOHEHTHBIE" OBUIO HCIOJIB30BAaHO I 00O3HAYEHUS
HOBOTO KJIacca PeryasSTOPHBIX CUCTEM, HalIEHHBIX y OakTepuii. Ha ceromHsImHuil 1eHb OMMCAaHbl COTHU TaKUX
CUCTeM y OakTepuil, apxeil ¥ HEKOTOPBIX IYKapuOT. /[ByXKOMIIOHEHTHbIE CHCTEMbI BBICTYMAlOT B KayeCTBE
OCHOBHOTO MEXaHHM3Ma COMPSIKEHUSI PEaKIMU CO CTUMYJIOM, IMO3BOJISIONIETO OpPraHM3MaM pearupoBaTh Ha
MHOTME HW3MEHEHUsl YCIOBUM OKpyXaroled cpefpl. DTH CHUTHAJIbHBIE CHUCTEMBI JOCTATOYHO CJOXKHBI WU
XapaKTEePU3yIOTCd MOAYJIbHON OpraHU3alyel, XOpolIo aIalTUPOBAHHON KO MHOTUM KJIETOUYHBIM CUTHAJIBHBIM
My TSM U UHTETPUPOBAHHOMN C HUMHU.

Ctumyn

Tunuunas _
JIByXKOMITOHEHTHASI cucreMa K . K
COCTOUT M3 JBYX OelIKoB  — M
FHCTHZ[HHOBOﬁ NMPOTCUHKWHA3bI | ABTo(ochopuiiupoBanue
(T'K), coepKaIiei T
KOHCEPBAaTUBHBIN KUHA3HBIM JOMEH >H ATP ADP >H-P
u perymaropa otBeta (PO),
CoAepIKaILIETO KOHCEPBaTUBHbIN
PETYISITOPHBIT JIOMEH. Docparaza  [(ATP) Kunaza

Brexknerounsie CHUI'HAJbI

nerexrupyrorea 'K, uro npusoaut Dzleq)occbopmnposanue o -
K M3MECHCHMIO €€ aKTUBHOCTH. - P PP pocpopummposanue

3arem 'K mepemaer ¢ocorpynmy
Ha PO (peakuuro kataau3upyeT cam
PO). Ilepenoc d¢ochara wa PO

OTtBer

MIPUBOIUT K aKTUBaLlUU
3¢ (deKTopHOTO  IOMEHa  3TOTO
0eJKa, YTO ¥ BBI3bIBAET B KOHEYHOM Puc. 6.1. Moaeb IByXKOMIIOHEHTHO! PeryJisiTOPHOM CHCTEeMbI
UTOre cneuupuyeckuit I'K- ructununkunasa, PO — perynstop orBera, H — koHCepBaTUBHBIM
(hU3HOTOTHYECKHIA OTBET. ructTuInHOBBIN octaTok 'K, D — KOHCepBaTUBHBIN OCTATOK
acraparuHoBoi kuciotsl PO
B OCHOBE paboThI

JIBYXKOMITOHEHTHON CHCTEMBI JIeXkKaT TPU peakLuy, Jaromue 18a GocHopruiupoBaHHbIX MPOAYKTa:

1. ABrodochopunupoBanne ['K:

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

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

PO-Asp~® + H,O €= PO-Asp + P;

v-bochar n3 AT® cHayana mepeHOCUTCS Ha OOKOBYIO II€Mb KOHCEPBATHBHOTO THCTHAMHOBOTO OCTAaTKa
I'K (1). 3arem PO karamusupyer mnepeHoc ¢ocdara or (ochorucTuHa Ha OCTAaTOK acmapraTa CBOETO
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perymsitoproro nomena (2). Hakowrern, hocdat nepenocurces ot pocdoacmaprara K BoAe B PEAKIIUU THIPOIU3A
3).

Xoth 'K m moxoxku mo cBoeld ocHOBHOHM (yHkimH ((ochopunrpoBanue OeakoB) Ha "kiaaccmueckue'
Ser/Thr/Tyr kuHa3bl, XUMU3M peakUuu NpUHIUIUAIBHO oTiaudaercs — 'K obOpasyer He docdoadpuphyro, a
dbochoamuaHyro cBs3b. Peakuus runponusa GochoaMugHON CBSI3M MMEET Topas3io OoJbIee OTPUIATEILHOE
3HayeHne AG 1O cpaBHEHHIO C THIPOIH30M QochodrhupHOil cBs3HM, MOITOMY paBHOBecue peakiuu (1)
CABUHYTO B cTopoHy HedochopunupoanHoro 6enka ['K. CiaenoBaTenbHO, TOIBKO 0OUY€Hb HEOOIBIION MPOIEHT
I'K cymecTtByet B pochopunmupoBanHom Bujae => He GochopmmupoBanne 'K kak TakoBoe, a mepeHoc docdara
SIBIIIETCS. OCHOBHBIM B paboTe 3Toro depmenrta. boraras sueprueit cBsizb N~P upeanbHO MOAXOIUT AJis
nepenaun pocdara. IMEHHO MO3TOMY Takasi K€ CBS3b HUCIIOJIB3YETCSI XOPOIIO 3HAKOMBIMU BaM (epMeHTamMu |
u Il ®TC, ocHOBHOM (GyHKIIMEH KOTOPBIX SABISETCA Takke He GochOopUIupoBaHUE KaK TaKOBOE, a TMepeaada
¢docara "mo nenouxe" B HaNpaBIEHUH €ro0 KOHEYHOT'O akIenTopa — GochopuInpyeMoro caxapa.

B monekyne PO ¢ochopunupyercs ocraTtok acmaprara. [IpeAmnonoXuTenbHO, UMEHHO 3TOT OCTaTOK
WCTONB3YeTCs, TaK Kak (OCHOpPWIMPOBAHHE €TI0 JUIMHHOM alWiIbHOW I[€MU BBI3BIBACT MPOTSIKCHHBIE
KOoH(opManMoHHbIe M3MEHEeHHsI B MoJiekysie PO, HeoOxogumeie st u3MeHeHUsT 3((HEKTOPHON aKTUBHOCTH.
Eme onHuM BakHBIM CcBOMCTBOM (ochoacmapraTa sBiseTCs OBICTPBIN ruaponus ammidocdara kak B KUCIOH,
Tak W B menoyHoi cpexe. K tomy xe, mHorme PO wmmeror aBrodocdara3Hylo akTHBHOCTB, emie Oosee
YMEHBIIAIOIYI0 BpeMsl MOy KU3HU Pocdoacnaprarta.

Takum 00pa3oM, OCHOBHBIM PE3yJIbTATOM BBIOOpA st POChHOPHIMPOBAHHS CHIEIIM(PUISCKIX OCTATKOB B
mouekynax ['K u PO sBnsercss BbicOkasi MOOMIBHOCTh CUCTEMBI. [Ipu OTCYTCTBUU CTHMYyJa 00a KOMIOHEHTa
oynyt nedochopunupoBansl. JleTekuusi CTUMYJa TUCTUAMHKIHA30M BBI3OBET ee (hochopriinpoBaHre U OYCHb
OpIcTpytO Tiepenady (ocdara MoJeKyse perysiTopa OTBETa, YTO MPUBEIET K OBICTPOMY OTBETY OAKTEpUH Ha
M3MEHUBINKECS ycnoBusa. B cBoro ouepenp, Jerkocth aedocdopunupoBanus Mmoiekyiasl PO mpuBemer k
OBICTPOMY BO3BpAIICHUIO BCEH PETyJSATOPHOW CHUCTEMBI, a BMECTE C Hel W MeTaboim3ma OaKTepHalbHOU
KIETKH, B UcXonHoe (HehoCcPOpUIMPOBAHHOE) COCTOSHUE MPH HCYE3HOBEHHHM CTHMYJA, BBI3BABILIETO
nepBoHavaibHOe PochopmmmpoBanne ['K.

Pacnpocmpanennocms 08yxKomnonenmmuvix cucmem

JIByXKOMITOHEHTHBIE CHUTHAJIBHBIE CHUCTEMBI C ydacTueM (ochOpHIMPYEMBIX OCTAaTKOB THCTUIAWHA WU
acmapraTta HauboJiee 4acTo BCTpeuaroTcs y Oaktepuil. HecMoTpst Ha oOHapy)XKeHHE TaKuX CUCTEM Y 3YKapHOT,
3/1eCh B CHTHAJIBHBIX IIETISAX JOMHHHPYIOT CHUTHAIBbHBIE KacKalbl C MepeHocoM (ocdara MExXIy OocTaTKaMu
cepuHa, TpeoHnHa u tupo3uHa. C apyroit croponsl, Ser/Thr/Tyr kuHa3bl y pokaproT Toke umerorcs. [loka
HET YJOBIETBOPUTEIHHOTO OOBSICHEHHUS MIPEIMOUYTUTEIILHOMY MCIIONB30BAHUIO TOW HIIM HHON CHCTEMBI y TPO-
u 3ykapuoT. KonnuecTBo reHOB, KOAUPYIOMUX OEJNKH JBYXKOMIOHEHTHBIX CHCTEM, 3HAUUTEIHHO BapbUPYET B
TeHOMax pa3inuHbIX OopraHu3mMoB — oT 0 y Mycoplasma genitalium no 2.5% reHoma y Synechocystis sp. B
MOJTHOCTBIO CHKBEHUPOBAHHBIX TeHOMax ob1iee konmudectBo ['K u PO cnenyromiee:

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 (onHa cuctema)

VY syKkapHOT Noka onucansl Juiib eaguHuuHble npuMepsl I'K u PO, ogHako y HEKOTOPBIX OpraHU3MOB UX
qucio Ooubllie — Tak, y ciuzeBuka Dictyostelium discoideum umeercs kak muaumyMm 11 T'K. Kpome Toro,
9YKapUOTHUYECKUE CHCTEMBl MMEIOT PAJ OTIMYMKA OT mpokapuotmueckux. [Ipexne Bcero, ruOpumnsie I'K,
conepxame u PO nomen, peaku y mpokapuoT (5 u3z 30 I'K y E. coli), Torna xak y 5yKapuoT MOYTH BCE
ornucannble 'K rtubpuansie. [Ipokapuotnueckue PO sBistOTCS, Kak NpPaBWIO, TPAHCKPUIIIMOHHBIMH
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(dakTopaMu, TOTJIa KaK TOJBKO OJMH M3 ONMHMCAHHBIX TMOKa dykapuormdeckux PO mmeer JIHK-cBs3biBarommmii
JIOMEH.

CTpyKTypa U PYHKIUH THCTHIMHOBBIX NPOTEeHHKUHA3

Y TUNWYHBIX JBYXKOMIIOHEHTHBIX cucCTeM ceHcopHble ['K "cienar" 3a BHEIIHMMM CTHUMYJIaMH M
nepeaaroT mnoiaydeHnyo uHpopmanuio PO myTtem ero dochopunuposanus. ['K, kak mpaBuiio, COAEpKUT IBE
OCHOBHBIX "4WacTH" — XapaKTepH3YIOUIyIocs OOJBIIMM pa3HOOOpa3ueM CEHCOPHYI0O M KOHCEPBATHBHYIO
KMHa3Hy0. OOIIas aKTUBHOCTh KMHA3bl MOJYJIUPYETCS CUTHAJIAMHU, IETEKTUPYEMBIMH CEHCOPHBIM JTIOMEHOM.
I'K nperepnieBaer AT®-3aBucumoe aBTodochopuanpoBaHne MO0 MHBAPHAHTHOMY THCTHIWHOBOMY OCTATKy,
pacroyio)keHHOMY B KHHa3HOM ke nomene. 'K — numep, mpuuem B peakiun aBTodocHOpHIMpOBaHUS OIUH
moHoMep 'K dochopunupyer kKoHCEpBATUBHBIN TUCTHAWHOBBIA OCTATOK APYroro. B oTinyme OT THMMYHBIX
KMHa3HBIX KacKaJoB, B KOTOPBIX OJHA KHWHA3a MMEET MHO)KECTBO MHUIIECHEH, B CIy4yae JABYXKOMIIOHEHTHBIX
cucteM PO crexuomerpudecku mnepeHocuT docdar ¢ docdo-I'K Ha KoHcepBaTUBHBII AsSp CBOeEro
perymstopHoro nomeHa. K tomy xe mHorme 'K mmeror docdarasHyro akTHBHOCTH, MO3BOJISIOIIYI0 WM
nedochopmwmpoats cBori PO. Takxme 'K wucmons3yrorcss mpu HEOOXOIUMOCTH OBICTPO "BBIKIIOYATH"
CUTHAJIbHYIO LIETIOUKY.

'K UCKIIOUUTENBHO pa3HOOOpPA3HBI, U

6 6 CeHcopHbIii JoMeH Karanuruyeckuii romen
BCE 3TO pa3zHOOOpa3zue OBbUIO CO3JaHO 3a
cuer HpOPCTBIX KIE)M6I/IHaum71 CEHCOPHBIX, b (1] INHDHFHG}—c
KaTAIUTUYECKMX W BCIIOMOTraTeJIbHBIX
nomenoB (Puc. 6.2). MoaynbHas CTpyKTypa N —-D—D~ {1} NpHF{G—c
3TUX OENKOB TO3BOJISET aJalTHPOBAThH
cBoiictBa kaxaou ['K k cnemmduaeckum N [} NHDHFG}— ¢
HYX/1aM KOHKPETHOW CUTHAJIbHOM CUCTEMBI.  (a)
Paznmnunsle 'K umeroT pasmep B mpezenax . .

Ipunnmarommii ¢ dexTopHbIii fOMEH Kuacc

40-200 x/la. bonee kpymnubie 'K moryrt
COCTOSITb W3 5-6  CTpyKTypHO M (D13 D57 KI09 OmpR
(YHKIMOHATBHO ~ Pa3MYHBIX  JIOMEHOB.

DI3 D57 K109 Cas3piBanne [ITHK FixJ
Hecmotps Ha Takoe pasHooOpasue ['K
MOryT OBITb pa3feleHbl Ha JBa OONBIIUX ©13 D57 Kioo NC
KJ1acca: KJIaCCUYeCKHe U THOPUIHBIE.
Haunbonee TpaJULUOHHBIE I'K, Aerpazans P

Hampumep, ocMoceHcop EnvZ wuz E. coli,
NEHCTBYIOT KaK MEMOpaHHbIE PELENTOPHI C
CCHCOPHBIM JIOMEHOM, DAacIOJIOXCHHBIM B
[IEpUILIA3ME. EnvZ UMEET IBE
TpaHCMEMOPAHHBIX  O-CIIUPAJIHA, KOTOPBIE
pa3fensatoT OeloK Ha MepuIIa3MaTHYeCKHi
AMUHOKOHILIEBOM  CEHCOPHBIH JOMEH W
LUTOIUIa3MAaTUYECKUH  KapOOKCUKOHIIEBOM
KkuHa3HbIM goMeH. pyrue 'K moryt umers
OoJpllie TpaHCMEMOpaHHBIX CETMEHTOB (10
4-8) unu He UMeTh uX BoBce (KuHa3bl xeMotakcuca CheA u azoTHoro perynona NtrB). B mocnennem ciyuae
I'K sBAsIOTCS UTOIUIA3MAaTHUECKUMH U JETEKTUPYIOT BHYTPUKIIETOUHbIE U3MEHEHUS (HEOCPEACTBEHHO JINO0
B pe3yJbTaTe B3aMMOACHUCTBHS C IIUTOIUIA3MATHUYECKUMHU PETYJIATOPHBIMU O€JIKaMH).

I'K, mpunamnexaimue ko BTopoMmy Kiaccy (rubpuasnbix I'K) mmeroT MHOXECTBEHHbIE TOHOPHBIE U
aKLEeNnToOpHble calThl Uil nepepaun ¢ocdara. Bmecto omnoro axrta mepemaun ¢ocdara rudpugnsie 'K
HCTOJB3YIOT MHOTOCTYTIEHYAThIe CXeMbI "perpancisanuu” curHana QocdopumupoBanus. CI0XKHOCTh 0O0IIEH
cTpykTypbl TubOpunueix 'K mo3Bosser nMeTh HECKONbKO "BXOIOB", a MHOTIA W "BBIXOMOB" IJISI OJIHOTO
CHUTHAJIBHOTO TMyTH. TumuuHbM mpenctaBureneM TuOpugHbix ['K sBisercs Oemoxk ArcB, perynstop
aKTUBHOCTH psAa T'€HOB B aHA’pOOHBIX yCIOBMsX. ArcB mmeer 1Ba aMMHOKOHLIEBBIX TpaHCMEMOpPaHHBIX
CErMEHTA, 32 KOTOPHIM CJIEYIOT KMHA3HbIN JOMEH, 3aT€M JIOMEH, CXOJHBIN ¢ peryiasTopHeiM y PO u, HakoHel,
BTOPOM THUCTHIMHCOJECPKAIUKA JoMeH, Ha3siBaeMblii HPt-momen (ot His-containing phosphotransfer —
THCTUAMHCOIEpXKammuil pocdaTnepeHocsuii)

D13 D57 K109 CheY

(b)

Puc. 6.2. /lomeHHasi opranu3anms rucTUIMHKAHA3 () U
peryasitopoB orBeta (b).
CepbiMH OBajlaMM 00O3HAYEHbI TPAHCMEMOpPAHHBIE IOMEHBI.
KOHCGpBaTI/IBHLIe Y4aCTKHU KaTaJIUTHYCCKHUX JOMCHOB
0003Ha4YeHbI OyKBaMH.
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Kamanumuueckoe xunasnoe sopo.

YHUQUUUPYIOIIMM CTPYKTYPHBIM cBoiicTBOoM cemeiicTBa 'K sBnsieTcss xapakTepHoe KHHA3HOE SAPO,
cocrosmiee u3 gomeHa gumepmzamun U ATO/AlD-csa3pBaomero  GocornepeHocsmero  wiu
KaTaJIUTUYECKOTO JIOMEHA.

Kunasnoe sanpo nmeer pasmep ~350 aMHHOKHMCIIOTHBIX OCTAaTKOB U OTBe4aeT 3a cBsi3biBaHUE ATD u
OCYILIECTBJIEHWE KHHA3HOW peakiuu. KoOHCEpBaTUBHBIM OCTAaTOK THUCTHUIWHA, SBJISIOMUANUCS CyOCTpaToM
KMHA3HOW PEaKI1M, pacroiaraeTcs B JOMEHE TUMEPHU3ALIH.

HPt-0omenwi

y TIPOKapUOT BCTPEYAIOTCS UCKIIOUUTEIBHO B COCTaBe TMOPUIHBIX KWHA3, TOTA KaK Y AYKapHOT OOBIYHO
C KMHA3HBIMU JIOMEHAMU HE COEAUHEHbI. DTH IOMEHBI UMEIOT pazMep 0K0jI0 120 aMMHOKHMCIOTHBIX OCTaTKOB U
COJlep’KaT OCTaTOK THUCTHJMHA, CIIOCOOHBIM ydYacTBOBAaTh B peakiusx mnepeHoca ¢ocdara. HPt-momenst He
UMEIOT HM KHHA3HOH, HU (hocdaTazHOW aKTHBHOCTH, IOITOMY OHH HJICAIHHO MPHUCIIOCOOJICHBI IS Mepeaadn
CUTHaja MEXAy pa3nuyHbiMU Oenkamu. HHTepecHO, 4YTO TmTpu BCEM pa3HOOOpa3sUU MEPBUYHBIX
nocienoBarenbHocTell HPt-toMeHOB MX TpeTnuyHas CTpyKTypa O4EHb CXO0’Ka M HAIlOMUHAET TaKOBYIO JOMEHA
JUMEPU3ALMH KUHA3HOIO $/1pa, BKIIFOYasl pACIIOIOKEHNE KOHCEPBATUBHOIO TMCTUAMHOBOIO OCTATKA.

Cencopubwiii domen

W3MeHeHHsT B OKpyXarwolled cpefe MACTeKTHPYIOTCS HEMOCPEACTBEHHO (WM  OMOCPEIOBAHHO)
aMHHOKOHIIEBBIM ceHCOpHBIM JoMeHoM ['K. Mexny pasHooOpa3HbIMH MEMOPaHHBIMU CEHCOPHBIMU TOMEHAMHU
MPAKTUYECKH TOJIHOCTBIO OTCYTCTBYET CXOJCTBO HAa YpPOBHE IIE€PBUYHOM IOCJIEIOBATEIBHOCTH, YTO
MOAJEPKUBACT HJICI0 O CINENU(UIHOCTH NETEKTUPYEMbIX UMH B3auMOJEHCTBUI. B OONBIIMHCTBE Cly4yaeB
cnenu(pUIecKuii CTUMYJT U MEXaHH3M €ro JICTEKIIMH OCTAIOTCs HEM3BECTHHIMH. MH(MOpMamms o TpeXMEpHO
CTPYKTYpE 3THUX JOMEHOB HAUMHAET MOSIBIISITHCS TOJIBKO ceiuac, MO3TOMY KaK CUTHAJI NEPEJaeTcsl K KHHa3HOMY
Iy, TIOKa HE SICHO.

[TpruMepoM LUTOIUIA3MAaTUYECKUX CEHCOPOB ABIAIOTCS PAS-nmomensl (0003Ha4deHbl MO MEpPBBIM OyKBam
TPEX JYKapUOTHYECKUX OCJIKOB, Y KOTOPBIX 3TH JOMEHBbI ObUIM BIEPBBIE OIMCAHbBI). DTH yHHMBEPCAJIbHBIE
MOAYyJM "4yBCTBYIOT' HW3MEHEHHUS OCBEIICHHOCTH, OKHCIUTEIbHO-BOCCTAHOBUTEIBHOIO IOTEHIMAA,
KOHIICHTPALMU KUCIOPOia U HEeOOBIINX JIMTaHA0B. MiMs JoOMeHa MPOMCXOAUT OT MEPBbIX OYKB Ha3BaHUN TPEX
AYKapUOTHYECKUX OEJIKOB, B KOTOPHIX OH OBLI BIEpBbie oOHapykeH. C JOMEHOM OOBIYHO CBsI3aHA OJHA W3
HECKOJIbKUX TPOCTETHYECKUX TPYMI, KOTOpPBIE KaK pa3 M OIpPENeNioT paclo3HaBaHHE pazHOOOpa3HBIX
curHanoB. Takumu kodaxtopamu MoryT ObITh, Hampumep, reM, ®AJ], ®MH u T.1. PAS-nomens! nmerot
HeOombiol pasmep (~100 aMMHOKHCIOTHBIX OCTAaTKOB) U pacmonaratotcss mepea (6mmxe k N-KOHILY)
KMHA3HBIM SAPOM, KaK MPaBUJIO, NOCIE OJHOW WJIM HECKOJIBKUX Map TpaHCMEMOpaHHBIX CErMEHTOB. Takum
o0pa3oM, UTOIUIa3MaTH4ecKue ceHcopsl ¢ PAS-noMenamu Toxe BISAIOTCS MeMOpaHHbIMU Oenkamu. OHaKo
UMEIOTCS M HE CBSI3aHHbIE ¢ MEMOpaHOW LUTOIIa3MaTUYECKHE CEeHCOphl, Hanpumep, NtrB, yuacTByromuii B
PEryJsiliiy a30THOTO MEeTadoIU3Ma.

Bonee nmonpoOHO CTPyKTypa CEHCOPHBIX JOMEHOB U MEXaHU3M pabOThl TPaHCMEMOpPAaHHBIX CEHCOPHBIX
I'K onmcansl B paznene 7.3.

Jlunkepnulii domen

VY tpancmeM6Opannbix ['K nepurrazmaTnyeckuii CEHCOPHBIN IOMEH COSAMHSIETCS C IUTOTUIa3MaTHIECKUM
KMHA3HBIM SIIPOM MPU IMOMOIIY TPpaHCMEMOPAHHOMN Ol-CIIUPAIN U LUTOIIa3MAaTHYECKOro JIMHKepa. JIMHKepHbIe
JIOMEHBI COBEPIIEHHO HEOOXOIMMBI IJIi HOPMAJIbHOTO (YHKUMOHHpOBaHMs ceHcopHbIX 'K, ogHako 00 ux
(byHKIUSIX U3BECTHO HEMHOTO. Pa3smep nuHkepoB BappupyeT B npezaenax 40-180 aMHUHOKHCIOTHBIX OCTaTKOB.
MHorue M3 HHMX HUMEIOT XapaKTEepHYIO CTPYKTYpY, O-CIIUPaJIbHBIA KIyOOK, B OOJBIIMHCTBE CIIy4yaeB
MPEIIIECTBYIOMHHA (ochoprumpyeMoMy THCTUAMHOBOMY OCTaTKy KMHA3HOTO sapa. /IBe Hanbosee BeposSTHBIE
(yHKIIMU JTMHKEPHBIX JOMEHOB — MPAaBHIBLHOE pacrolioskeHue MoHomepoB B aumepe 'K u mepemaua curnana
OT CEHCOPHOM K KMHA3HOW YacTu Oelika.

CtpykTrypa M pyHKUMH PeryjJsiTopoB 0TBeTa
Axmusnocmu u cmpykmypa
VY OGonpmmmHCcTBa MpoKapuoT PO — KOHEYHOE 3BEHO CHUTHAJIBHOTO MYTH, (YHKIHOHUPYIOLIEE Kak
3aBUCAIIUN OT dochopuarpoBanus "BeIKIIOUaTe " aganTuBHOTO 0TBeTa. PO KaTanmm3upyer nepeHoc docdara
ot (docdoructuanna 'K Kk KOHCepBaTUBHOMY OCTAaTKy acmaprata B CBOEM pETyJIATOPHOM JOMEHE.
BonpmmacTBO PO Takke Katanm3upyroT aBToAePOoChOpHUIMPOBAHHE, YTO OTPAHUYMBACT BPEMs MPEOBIBAHUS
Oenka B akTUBHpOBaHHOM coctosiHuu. docdopunupoBanue PO mnpuBoautr k ero KoHGOPMAIMOHHOMY
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W3MEHEHHUIO, 3aTparuBarolleMy 3HAUMTEIbHYIO 4acTh noBepxHOCTH PO. M3MeHeHHne MOBEPXHOCTH MO3BOJISET
IIPOUCXOJIUTh HOBBIM BHYTPH- U MEXMOJIEKYJIIPHBIM B3aUMOJCHCTBUSAM, KOTOPbIE U BBI3BIBAIOT AJalTUBHBIN
orBer. Takoil npuHuun pabotrel PO nemaeTr BO3MOXHBIM MHOTOOOpa3HbIE PETYISITOPHBIE MEXaHU3MBI,
ONTUMH3UPOBAHHBIE JUIs PA3TUYHBIX 3(PPEKTOPHBIX PYHKLUUH B pa3IMYHBIX CUCTEMAX.

BonpmmucTBO PO CcOCTOMT M3 ABYX JTOMEHOB: KOHCEPBATHMBHOIO AMHHOKOHIEBOI'O PETYJSITOPHOIO U
BapbUPYIOLIET0 KapOOKCUKOHLEBOro 3¢ ¢extopHoro. bonpmmHctBo PO sBIAIOTCA TPaHCKPUIIIMOHHBIMHU
¢dakropamu ¢ JIHK-cBs3piBatonmMu 3gdextopasivu gomenamu (25 u3 32 PO y E. coli). JIHK-cBs3bIBatomnye
JIOMEHBI MOTYT OBITh pa3zelieHbl Ha Tpu rpymmbl, peactabienasie OmpR, NarL u NtrC (cootrBetcTBeHHO 14, 7
u 4 6enka). He Bce PO umeror JIHK-cBs3piBaromue nomensl. KapOOKCHKOHIIEBBIE TOMEHBI HEKOTOphIX PO
ABISIIOTCS (PepMEHTaMH, KakK, Hanpumep, MeTiinTpancdepasza CheB, yuactByromias B xemorakcuce. Hekotopsie
PO BooO11e nuieHs! 3gppekTopHoro 1omMeHa. [IpumepoM Takoro 6eska sBISETCs OIATh ke 0eJIOK XeMOoTaKcuca
CheY, xoTopelii (YHKIIMOHUPYET IyTeM B3aumMOJeHCTBHUS ¢ 3pdekTopabiM Oenmkom FliM, xommoHeHTOM
AKTYTUKOBOT'O MOTOpA.

Pezynamopnuuii oomer.

HanOonee koHcepBaTHBHas yacTh Oenka. CoAepKUT KIacTep OCTATKOB acHapTaTa, KOTOpPbIE CBA3BIBAIOT
Mg*" i hOpMEpYIOT AKTHBHEIN caiiT u1st meperoca docdara

Odexmopnwiti domen

O¢ddexkTopHpIM JTOMEHaM CJIOXHO JaTh OOIIYI0 XapaKTePUCTUKY IO TMPUYMHE HX OOJIBIIOro
pazHooOpa3us. bonpmmHcTBO A dexTopHbix momeHoB umeeT JIHK-cBs3pIBarolyr0 akTHBHOCTh U JICHCTBYET
IyTeM AaKTHBAllUd WM PENPEecCUd TPAHCKPUIIIMM CIeNUPUUECKuX TIeHOB. TeM He MeHee, y3HaBaeMble
nocnenoBarenpHocTd JIHK, pacrionoskeHne caiToB CBA3BIBAaHUS U MEXAHW3M TPAHCKPHUIILIMOHHOM PETyJIsLUN
CYLIECTBEHHO pa3nuyarorcs, faxe y PO u3 ogHoro noacemeiictaa.

OmpR, netampHO 0OXapaKTepU30BaHHBIN MPEACTaBUTENH caMoro Ooibiioro noacemeiictea PO, neiicTByer
U KaK akTUBATOp, U Kak penpeccop, IuddepeHIHaIbHo peryaupys skcnpeccuto reHoB ompC u ompkF,
KOJMPYIOUIMX TMOpUHBI BHemHedl MemOpanbl. /lumepsr OmpR mnocnemoBatensHo cBsizbiBatoress ¢ F u C
OoKkcamH, MPEIIIeCTBYIOIMMH ITOPUHOBBIM T'eHaM. benku-mpeacTaBUTENN 3TOr0 ceMeiCcTBa CBA3BIBAIOTCS C
JIHK mocpencTtBoM xapakTepHOrO MOTHMBA "KpbulaTas CIHMpalb'', COCTOSLIETO W3 PACIO3HAIOLIEH CIUpay,
B3aUMOJICHCTBYIOIIEH ¢ Oobiioi 6oposakoii B JIHK, u nByx meresns, Wiu KPbUIbEB, IO 00€ CTOPOHBI CITUPAIIH,
KOTOpBIE B3aUMOACHUCTBYIOT C MaJIOH OOPO3IKOM.

Bropoe noacemeiictBo PO npeacrasisier NarL, — TpaHCKpUNIIMOHHBIH (haKTOp, KOTOPHI U aKTUBUPYET,
U pempeccUupyeT TeHbl, ydyacTByIOIIME B MeTaboiau3Me HuUTpuTa M HuTpata. NarL cBs3piBaercs co
MHOXecTBeHHbIMU "NarL renramepamu" — caiitamu cBsizbiBanust — myteM tunuaHoro HTH (criupans-nioBopoT-
CIUpasb) MOTHBA.

HaubGonee cnoxHoe Kak CTPYKTYpHO, Tak W (yHKUMOHaJIbHO mojaceMelictBo PO mpexacrasieHo
peryssTopoM a30THOro Merabosusma NtrC — SHXaHCEpPOM TPAHCKPHIIIMH, aKTHBHPYIOIAM COISPKAIIMI G
xonogpepment PHK-nonaumepassl. DddextopHas ob6macTb OEIKOB 3TOr0 MOJCEMENWCTBA COCTOMT M3 ABYX
nomeHoB — AT®a3znoro u JIHK-cBs3biBaroniero HTH-gomena. CrniocoOnsbie cBsizbiBaThes ¢ JJHK numeprr NtrC
nociue GpochopuINpOBaHUs OJIUTOMEPU3YIOTCS B OKTaMmepbl. Onuromepusanust cTuMyiupyet ruapoians ATO,
YTO JAA€T SHEPTHIO AJis1 00pa30BaHUs OTKPHITOrO KOMIUIEKCA U aKTUBALIMU TPAHCKPUIILUH.

AxkTuBanus pochopuiiupoBanmem.

bonwmoe pazHooOpasue »Gh(EKTOPHBIX JTOMEHOB CTaBUT BONPOC O TOM, KaK KOHCEPBAaTHBHBIN
PEryJIATOPHBI JIOMEH MOXET HW3MEHATh AaKTUBHOCTh TaKUX pPa3HOOOPa3HbIX APPEKTOPHBIX ITOMEHOB.
Perynsaropusie nomensl PO CyiiecTByIOT B BUJE€ HaXOIAIICHCS B COCTOSHUM PABHOBECHS CMECH aKTUBHOWU U
HeakTHUBHOH (hopM. DochopuiiupoBaHHE PEryJISTOPHOIO JOMEHA CABHraeT paBHOBECHE B CTOPOHY aKTHBHOMN
(hopMBI, KOTOpasi UMEET CYIIECTBEHHO OTIMYHYIO MIOBEPXHOCTh. Pa3miuHbIe MOJIEKYJISIPHBIE TOBEPXHOCTH JABYX
dbopM MoryT cmocobcTBOBaTh crneruduueckuMm Oenok-0enkoBeiM (miu  Oenok-/IHK) B3aummozeiicTBusim.
[TosToMy 1OOOW THII  PETyNSIMH, KOTOPBIA MOXXET OBITh OCYIIECTBICH 3a CYET MEX- WII
BHYTPUMOJIEKYJISIPHBIX B3aMMOJICHCTBHI, MOXKET UCIIONB30BaThCs cemeiictBoM PO.

COOTBETCTBEHHO CYLIECTBYIOT pa3iuyHble MeXaHu3Mbl aktuBaiuu PO. Kaxaplii MexaHn3M OCHOBaH Ha
crenu(uUeckux  peryJSTOPHBIX  B3aUMOJCHCTBHUAX  mpucymmx  ¢dochopuiupoBaHHOMY  H(HIIH)
HepocHOpUIHPOBAaHHOMY PEryJIATOPHOMY JIOMEHY. B HEKOTOPBIX CiIydasx akTHBALUsS MPOUCXOIUT 3a CUET
cHATHS MHruOoupoBanus. [Ipu 3ToM PO 00bIYHO MOKHO aKTUBUPOBATH MYTEM JEJIELIUN PETYJIATOPHOTO JIOMEHA.
B npyrux ciaydasx GpochopuiupoBaHHbII PEryIsTOPHBINA TOMEH UIrpaeT akTUBHYIO posb. DochopunrpoBanue
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MOJKET CIOCOOCTBOBATH B3aWMOJCHCTBUIO C IPYrMMHU O€lKaMH, a TakkKe AW- WU OJUroMepu3anuu. Tak,
cBs3piBaHe OmpR ¢ cocemHMMH OMEpaTOPHBIMH Y4YaCTKAMHU YCHIIMBAETCS TMPH B3aUMOACHCTBHM €Tro
CyOBeIMHUIT MEXIy COo00i, KoTopoe ycwimmBaercs npu QochopumupoBanuu; ¢ochopumupoBanne NtrC
CIOCOOCTBYET €ro OJUTOMEpPU3AIMHM B SHXAHCEPHOW 00JIACTH, YTO aKTHBHPYET TpaHCKpumiuio. Hekoropsie
O€JIKM MCTIOIB3YI0T KOMOMHALIMIO 3TUX MEXaHU3MOB. DochopriinpoBaHre OOBIYHO COOTBETCTBYET aKTHUBALIUH,
HO €CTbh U UCKJIIOYCHHUS.

Hnsa aByx PO ¢ u3BecTHOM CTPYKTYpOil M3BECTEH TOYHBIM MEXaHHW3M WHTHOMpOBaHUS 3PPEKTOPHOTO
noMeHa HePoCPOpUIUPOBAHHBIM  PETYJISTOPHBIM  JOMEHOM. B HedochoprmImpoBaHHOM  COCTOSHUU
PEryJATOPHBI JOMEH »JKpaHHUpYyeT aKTUBHBIA calT 3¢QEeKTOpHOro JOMeHa, He JaBas MOCIeTHEMY
B3aMMOJICHCTBOBATh ¢ CyOCcTpaToM, KakoBbIM MoxeT siBisaThes JJHK (B cimydae TpanckpunmmoHHOTO (hakTopa
NarL) nu6o 6enok (peuentop xemoTakcuca B ciydae MeTuidcrepassl CheB, o koTopoii Mbl TOrOBOpUM 4yTh
no3xe). g obOomx O€IKOB aKTHUBAIMs TPOUCXOAWT 32 CYET B3aUMHOTO TMEPEMEIIeHHUs] aMHUHO- |
KapOOKCHKOHIIEBBIX JOMEHOB B pe3yJbTaTe HWHAYLUUPOBAaHHBIX QochopunupoBanueM KOHPOPMAIIMOHHBIX
W3MEHECHUM.

HenaBHo omnpeneneHHble CTPYKTYPbI (hOChHOPUINPOBAHHBIX PETYIATOPHBIX TOMEHOB HECKOJIBKHUX OEJIKOB
MOATBEPKAIOT, 4TO (POCHOPUIHPOBAHKE BHI3BIBACT MPOTSKEHHBIE CTPYKTYPHBIE M3MEHECHHSI, 3aTPATrUBaAIOIIUE
MOJIEKYJISIPHYIO MTOBEPXHOCTh PETYJIATOpHOro AoMeHa. DochopuiupoBanue He U3MEHSET OOIIYI0 TPETHYHYIO
CTPYKTYPY ¥ HE BBI3BIBAET CYIIECTBEHHBIX U3MEHEHUI BO BTOPUYHOU CTPYKType. ENMHCTBEHHBIM pe3yJIbTaTOM
dhochoprmpoBaHus SBISIOTCS HE3HAYWTEIbHBIC (HA Mapy aHTCTPEM) MEpPEeMENICHHUS AJIEMEHTOB BTOPUYHON
CTPYKTYpbI, KOTOpPbIE, TEM HE MEHEE, OKa3bIBalOT CYIIECTBEHHOE BIUSHUE HA MOJICKYJSIPHYIO TOBEPXHOCTH,
W3MEHSISI €€ TOMOJIOTMUECKHE U AJIEKTPOCTaTUUECKUE XapAKTEPUCTUKH.

WuayuupoBanubie  ¢ochopunupoBanieM KOH(GOPMALMOHHBIE W3MEHEHUSl 3aTparuBaioT  OOJBIIYIO
MOBEPXHOCThH PETYJIATOPHOTO JIOMEHA, KOTOpasi MOKET OBITh MCIOJIH30BaHA BO B3aUMOICHCTBUSIX CO MHOTUMH
mumeHsasmMu. W nelictButenbHo, MHorue PO B3aMMOIEHWCTBYIOT C HECKOJIbKUMH MoJjekyiaamu — [K,
BCIioMoratelnbHble GocdaTassl, 3P(HEeKTOpHBIE TOMEHBI, IpYTHe PeryisaTOpHbIe TOMEHBI B COCTaBE IMMEPOB U,
BO3MO’XHO, KOMIIOHEHTHI TPAHCKPHUIIIIUOHHOT'O afrapara.

APXHTEKTYpa peryJissiTOpHbIX CHCTEM

DJNEraHTHOCTD JIBYXKOMIIOHEHTHBIX CUCTEM 3aKJIIOUAETCsl B X MOAYJspHOCTH. IIpocTeiias curnanbHas
cucTeMa MOXeT coctoaTh u3 oxHoi napel ['K-PO. B Gonee ciioxHBIX citydasix JOMeHbI, Bxoasme B coctaB ['K
u PO, a taxke HPt-nomeHsl MOryT KOMOMHHPOBATHCS, 00pa3ys y>K€ CUTHAIBHYIO LENOYKY WIN JIaXKe CETh,
M3BECTHYIO MO/ HaszBaHueM ¢ochoTpaHchsuoHHas cuctemMa (cuctema mnepenaun (ocdara). Kiaccumueckue
JIBYXKOMITOHEHTHBIE CHCTEMbl JOMUHHUPYIOT y MPOKAPHOT, TOTAA KakK (POCHOTpaHCIALNOHHBIE CUCTEMBI Yallle
BCTPEUAIOTCA Y 3YKapHOT (XOTS MPOKaApUOTHYECKHE NMPUMEPHI TOKE MMeroTcs). JloMoNHUTENbHASI CII0KHOCTh
(bochoTpaHCIAMOHHBIX CUCTEM MO3BOJISIET BBECTU JONOJHUTENbHbBIE CTAMHM KOHTPOJIA @ TAKXKE BO3MOXKHOCTb
B3aUMOJICHCTBHS MEX]y Pa3IMYHBIMHU CUTHAIBHBIMH Ty TSAMHU.

BOaBIIMHCTBO peryIaTOPHBIX CUCTEM YCTpOEHHI ipocTo. TpancmemOpanHnas cencopHas 'K mocpencrsom
OMHOW peakuuu mepenaun Qocdata aKTUBUPYeT IUTOIUIa3MaTHueckuii PO, KOTOpbIM  BBI3BIBAaET
COOTBETCTBYIOIIMW aaliTUBHBIA OTBET. THUIMHYHBIM MPUMEPOM TAKOW CHUCTEMBbI, UCMOJb3YIOMEH €IMHUYHBIN
nepeHoc ¢ochara or His k Asp, sBisercs ocmoperyistopHas napa EnvZ-OmpR, koHTposimpyromas
JKCIIpeccHio MopuHoB BHemHeld MeMOpansl OmpF u OmpC. EcTh u Bapuanuu Ha 3Ty TeMy, KOTJa HECKOJIbKO
I'K moryt ¢ochopunuposats ogun PO unu onna I'K xonTponupyer Heckonpko PO, HO B m0060M ciydae ais
TaKUX MPOCTBIX CHUCTEM HMMEET MECTO TOJIBKO OJMH akKT mepenaud ¢ocdara B HampaBIeHHUH OT OCTaTKa
TMCTUAMHA K OCTaTKy acmaprara. Hampumep, B cucreme KOHTpoiss Xxemorakcuca ofgHa ['K  CheA
dochopummpyer aBa PO, CheB u CheY. Emie Gonee ciokHas CHUTyalusi BCTPEYAETCS] B CUCTEME KOHTPOJIS
HUTpaT/HUTpUT-pearupyommx reHo, B koropoi nBe 'K (NarX m NarQ) xontpomupyrot aga PO (NarL u
NarP).

Docompanciayuonuvie cucmemol

Eme Oonee yclnoXHEHHBIE BEpCHHM JBYXKOMIIOHEHTHBIX CHCTEM HCIOJB3YIOT Oojiee OJHOTO aKTa
nepenadun gocdara. Takue cUTHaNBHBIE TyTH Ha3bIBAIOT (OCHOTPAHCISIIMOHHBIMU cUCTEMaMy. B mpocreiimem
ciydae GpochoTpaHCISIIMOHHAS CUCTEMa YUIMHSCT ENOYKy nepenaun ¢pocgara Ha aBa miara, Asp = His u His
- Asp. Takum o0Opa3zom, 6a3oBast HocHOTpaHCIAIMOHHAS CUCTEMa UMEET yXkKe deThipe GochopriimpoBaHHBIX
OeIIKOBBIX MPOAYKTA U IIATh peakiuii nepeHoca pocdara:
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1. ABTodochopunmposanue I'K:

I'K-His; + AT® €< - I'K-His;~® + AJI®
2. 1-ii meperoc docdara:

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

PO-Asp;~® + HPt-His, <> PO-Asp; + HPt-His,~®
4. 3-it mepenoc docdara:

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

PO'ASp2N® +H,0 €-> PO-ASp2 + P

Bo Bcex ciydasx (ocpoTpaHCIAIMOHHBIX CHCTEM B KadecTBe (HOCHOpPHIHPYEMBIX CyOCTpaTOB
BBICTYIAIOT JOMEHBI, COJIeprKallliie KOHCEPBATUBHbBIE OCTATKH THCTUAMHA JIUOO0 acmapTaTa. OTU JOMEHBI MOTYT
CYIIECTBOBATH B COCTaBE OT/ACIBHBIX OCITKOB HIIH K€ OBITH COCAMHEHHBIMU KOBAJICHTHO, KaK 3TO UMEET MECTO B
cllydae y>K€ OMMCAHHBIX THOPUIHBIX TUCTUIMHKHUHAS.

CucreMa KOHTpPOJISI CIOPYJSUHN B. subtilis (KOTOPYIO MBI €Ile paccMOTpUM 0oJiee MOAPOOHO MO3IHEE)
spisiercst pumepoM His-Asp-His-Asp mnemnouku. B atoit cucteme Heckonbko 'K moryT ObITH JOHOpamu
¢docdara s 6enkxa SpoOF. C Asp 6enka SpoOF docdar 3arem nepenocurca na HPt 6enox SpoOB u, HakoHer,
Ha ASp TpaHCKPUTIIIMOHHOTO (akTopa SpolA.

MHuosxecTBeHHbIe ochopunupyeMbie JoOMeHbI (HOCPOTPAHCIAIUOHHBIX CUCTEM CO3/1al0T BO3MOXKHOCTD
aIbTePHATHBHBIX MyTel nepenaaun gocdara. B rudpunnoit ['K ArcB moboit n3 umeromuxcs His-comepkamux
JIOMEHOB (IuMepu3aloHHbIi wim sxe HPt) moxer nomyunts dpocdar ot ATD u nepenats ero PO ArcA. [Isa
Pa3IMYHBIX BapHaHTa UCIIOJB3YIOTCS B a@3POOHBIX U aHAYPOOHBIX YCIOBHUSX.

Eme Gomnee ciokHas opraHuzanvs MOXKET JOCTUTAThCS 3a CUET WHTETPAIMH Pa3lUYHBIX CUTHAIBHBIX
LENoYeK B CHTHaJbHBIE ceTu. Y B. subtilis TpakTHYeCKH Kaxaas JBYXKOMIIOHEHTHas CHCTEMa
B3aUMOJICHCTBYET C KaK MHUHMMYM €III€ OJIHOM IENOoYKoi mepemaun ¢ocdarta. B xagecTBe mpumepa Takou
UHTETPAallMd MOXXHO TPHUBECTH B3aMMOJEHCTBHE MyTeH, KOHTPOJIMPYIOIUX YTWIM3auuio ¢ocdaTa
(PhoR/PhoP), a’spobHoro u anaspooHoro asixanus (ResE/ResD) u ciopymsiuio (KinA-B/Spo0A). Jlpixanue u
yrunuzanusa ocdara perynupyrores coBmectHo — docho-PhoP aktuBupyer skcnpeccuto ResD n HaoGoporT.
OpnHako, KOTJa KJIeTKa BCTYIAeT Ha MyTh CIIOPYJISIUN, U AbIXaHUE, U yTuin3anus ¢ocharta pernpeccupyrorces,
nockonbKy ¢ocho-Spo0A HeratuBHO perynupyet dpochopunrponannsie ResD u PhoP.

PeryasitopHble MeXaHM3MBbI

EnvHCTBEHHON BUAMMON NPUYMHON, IO KOTOPOH PEryJsTOPHBIE CUCTEMBI SBISAIOTCS JBYX- (U Oonee) —
KOMITOHEHTHBIMH SIBJISIETCSI caMa HEeOOXOAMMOCTh KOHTPOJISI — JIBYXCTyHEeHUYAThI (MM elie OoJiee CIOMKHBIN)
CUTHAJIBHBIN ITyTh MPOCTO CO3AAET T€ MECTa, B KOTOPBIX KJIETKA MOXKET KOHTPOJIUPOBATH MOTOK MH(POPMALIUH.
Paznuunble perynsiTopHble MEXaHU3Mbl HAKJIabIBAIOTCS TOBEPX 0a30BbIX MyTel nepenayu ¢ocdara, MO3BOIAL
ONTUMH3UPOBATh TMeperady (ocdara s HyXKA KaKAOH KOHKPETHOH cuctembl. PesynbratoM paboThI
HEKOTOPBIX CUCTEM SIBJIsIETCS "KommdecTBeHHBIN" oTBeT — Tak EnvZ-OmpR cuctema obecrnieunBaeT pa3invHbIe
YPOBHH 3KCIPECCUU T€HOB MOPUHOB ompl u ompC. JIpyrue peryjisaTopHble CUCTEMBI, KaK, HAlpUMEp, CUCTEMA
KOHTPOJISI CHOPYJISIIIUU Yy Oalliul, 1al0T KaueCTBEHHBIM OTBET THMNA "Bce wiu HUYero". BHe 3aBUCHMMOCTH OT
TUTIA JaBa€MOT0 OTBETA J00asi CUCTEMAa MOKET UMETh HECKOJIBKO YPOBHEH PEryJsiiiiy, 3a4acTyl0 C y4acTHEM
JIOTIOJTHUTENbHBIX OEJNKOBBIX KOMIOHEHTOB. OCHOBHBIMM MHUIICHSIMM JJIsi TaKOW PEryJSIMU  SBISIOTCS
aktuBHocTH ['K u nedochopunuposanue PO.

Pezynayua akmusnocmu I'K.

'K moryt umeTh ABe aKTHUBHOCTH, CIIOCOOHbBIE KOHTPOJIMPOBATH ypoBeHb (ochopunupoBanus PO:
aBToknHa3Hylo u PO-¢docharaznyro. He Bce 'K umeror ¢docdarasHyro akTUBHOCTH — JJIi HEKOTOPBIX
BO3MOJKHA TOJIBKO PETYJISIIMSA aBTOKMHA3HON akTHUBHOCTH. C Ipyroil CTOpPOHBI, BO MHOTHX CHCTEMaX WUMEHHO
¢docdarazHas akKTHUBHOCTH MOJIBEPIKEHA OCHOBHON PETyIISIIINN.

VY tunuuneix TpaHcMeMOpaHHBIX ['K ceHcopHbIe TOMEHBI HETOCPEICTBEHHO CBS3BIBAIOTCS C JTUTaHIAMHU
a0 JETeKTUPYIOT (U3WYEeCKHe CTHMYJbl. B 0oliee CIOXKHBIX CHUCTEMax JETeKIHs CHUTHAJIOB MOXKET
MPOUCXOJUTH Yepe3 B3aUMOJICUCTBHE C JPYTMMH OEIKOBBIMH KOMIOHEHTamMu. Hampumep, aBTOKMHa3Has
aktuBHOCTH [ K xemorakcuca CheA, kotopast 00pa3yeT KOMIIEKC C XeMOPELENTOPaMU U aIanTOPHBIM OEITKOM
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CheW, wunrubupyercss nub0 aKTUBUPYETCS CHUTHAjJaMH, IE€PEIaBAEMbIMH OT XEMOPELENTOpPOB (IyTeM
KOH(pOpMaLMOHHBIX u3MeHeHui). PO-dpochartaznas aktuBHOCTh 1uToruiazmatudeckoit 'K NtrB perynupyercs
IOIOJNHUTENBLHEIM O€lIKoM P, 4Ybg CIOCOOHOCTH B3aMMOIeWcTBOBaTh ¢ NtrB  3aBucur 0T €ro
YPUIUIUPOBAHHOCTH (YMCIa TPUCOCIWHEHHBIX K Py ypUIMIOBBIX OCTAaTKOB), KOTOpas, B CBOI OYepenb,
CBS3aHA C KOHIICHTPALIMEW BHYTPUKIETOYHOrO a3zoTa. AKTHUBHOCTH ['K MOXeT Takke peryJupoBaThCs
JOTIOTHUTEIBPHBIMU  JoMeHaMHu. Hampumep, cencop typropa KdpD coxmepxut nomomautenbHbiid ATO-
CBSI3BIBAIOIIMI JOMEH, M CBs3bIBaHHE (HO He ruaponn3) AT® HeoOxoammo is mposBieHus (ocdaTazHoi
AKTUBHOCTH.

Pecynayus oegpocghopunuposanus PO

Kak wmbl yxke oOcyxknamu, maorue PO umeror aBTodocdarasHyio aKTUBHOCTh, HEOOXOIUMYIO JUIS
MOAJEPKAaHUS  HAAJEKAIIUX BPEMEHHBIX TMapaMeTpOB CHUCTeMbl (BpeMeHH cymiecTBoBaHus PO B
dbochopmmmpoBanHoM coctosiaun). Ha npedochopumupoBanne PO Ttakke Mmoxer BmmaTh Qocdaraznas
aktuBHOCTH 'K, perynupyemas pa3nuuHbIMU MEXaHU3MaMHU.

B nedochopunupoBannu HekoTopbix PO ydacTByroT BcriomoratenbHble Oenku. CHCTeMa CHOPYIISIUAN
Oarmmuu uMeeT Habop ctporo peryinupyembix docdaras (RapA, RapB, RapE), koropsie nedochopunupyror
SpoOF, u eme omny docdarazy, kotopas npedochopunmpyer SpoOA. B cucreme xemorakcuca
BcrioMoratenbHbIi 0emok CheZ omuromepusyercs ¢ pocho-CheY u ctumynupyet ero aedochopunupoBaHue.

®docpdarassl PochoacmapraTa UMEIOT HACTONBKO BBICOKYIO CIEIM(PHUYHOCTH MO OTHOIICHHUIO K OelKam-
cyOcTparaM, YTO BOSHHMKAET BOMPOC — IEHCTBUTENILHO JIM OHU HEMOCPEJCTBEHHO KaTaU3UPYIOT TUIPOIU3 WIH
e MPOCTO CTUMYIHPYIOT npucytryio PO aBTodocdarazHyo akTHBHOCTD.

Jpyeue cnocobwi pezynsyuu

Hekortopeie cucTeMbl MOTYT HMETh JOMOJHHUTEIbHBIE U 3a4acTylO0 CHEHU(PUYECKHE MEXaHU3MBI
KoHTpoJs. Hampumep, MoxeT perynupoBatbesi caM niepeHoc gocdara. Tak, y ruOpuaHol kuHa3el VirA u3 A.
tumefaciens KapOOKCUKOHIIEBOM ASp-COAEpKaIIMii JOMEH BIMSIET HAa aBTOKMHA3HYIO aKTHUBHOCTh KHHA3HOTO
s7Ipa myTeM PU3NIECKOTo B3aUMOJICHCTBUS C caliTOM aBTO(OCHOPUIHPOBAHUS.

JlononHuTenbHAsE BO3MOXKHOCT PErYJISIUN cO3JaeTcs B TeX ciaydasx, korga 'K docpopunupyer 6omee
onnoro PO. B atux ciyuasx KOHKypeHIHs 3a ¢ocdar MOXKET BIMATH HA AKTUBALMIO PA3IMYHBIX BETBEH
CUTHAJIBHOTO Iy TH.

Hakonen, eme omun cnoco0 perymauuu PO — KOHTponb S3Kcmpeccud ero TreHa. MHorue U3
JMBYXKOMIIOHEHTHBIX CHUCTEM, PETYJIUPYIOIUX TPAHCKPHUIIINIO, TOJIBEPKEHBI aBTOpPEryasanuu. B Takux
cuctemax ¢ocdo-PO aeiicTByeT Kak akTUBATOP WJIHM penpeccop onepona, koaupytomiero '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 NPUHIUI AeHCTBHUS IBUraTeJIbLHOI0 annapara 6akrepui

JIBmwxkeHune OakTepuil MBI pacCMOTpPHM Ha mpumepe E. coli kak Hamboiee M3ydyeHHOW OakTtepuu. Jta
OaxTepHsl IEepeABUraeTcs 3a CYET BPAILEHUS CBOMX XXT'YTHKOB, KOTOpBIE NEHCTBYIOT, KaK BHHTBI KOpaOJs.
Kaxnas Oakrtepust MOXXET HMMETh IIECThb WM Oojee "BHHTOB", pa3OpOCAHHBIX IO TOBEPXHOCTH KIIETKH
Clly4aiiHbIM 00pa3zoM. XOTsl KaxAbld "BHUHT" BpalllaeTcsi HE3aBHUCHMO, HO IpPH BpallleHUU MPOTHUB YaCOBOM
CTPEJIKM HUTHU KT'YTUKOB CONMXKAIOTCA 3@ CUET FMAPOJMHAMUYECKUX CHII U 00pa3yroT My4OK, BpallaloLIuiics B
OHYy CTOpOHY TI033JM KJIETKH. BpamieHne  TpOTHB YacOBOM CTPEJKH MPHBOAMT K OoJiee-MeHee
IPSIMOJIMHEMHOMY TOCTyHaTelbHOMY JIBUXKEHUIO OaKTepuHu, TOrJa KaK BpalleHHE [0 YacOBOM CTpeJKe
3acTaBiseT OakTepuio KyBbIpKaThes Ha Mecte (Puc. 7.1). B pesynprate mpu mocienyroomeM MepeKiToYeHuN
HampaBJICHUsl BPALIEHUs KTYyTHKa OAaKTepHsl HAYHET JBUIraThCs B CllydyailHOM HampaBiieHHMH. B oxHOpoIHOM
cpeze 6akTepus KyBBIPKAETCSl IPUMEPHO Pa3 B CEKYHILY.

Huth XryTtuka siBIsS€TCS TOHKOW POBHOM TPYyOKOH, CO3MaHHOW W3 YJIOKEHHBIX CIUPAIBHO MOJICKYJI
OJTHOTO €IMHCTBEHHOTO Oenka — ¢uareyuinHa. J{nuHa )KryTukoBoro (puaamMeHnTa BapbupyeT U MOXKET JOCTHIaTh
10 puH Tena Gakrepuu. Huth kryTuka npukpemisiercsd K 0azaabHOMY Teldy NpPHU MOMOIIU IOJIOTO TMOKOro
Kpioka. Kprok mpukpemieH K OCH — MOJOW HpAMOM TpyOKe, COCTaBIIOMIEH OCHOBY poTopa XryTuka. Och
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OKpY’KE€Ha TpeMsl KOJIbLIaMHU — ABOMHBIM MS KoJIbIIOM,
HaxXOJSAIIMMCS B ILUTOIUIa3MaTHYeCKoil MeMmOpaHe u
CJIETKa BBICTYMAIOIIUM U3 Hee, P komploM B cloe
MEeNTUAOTIMKaHa U L KoIbIioM B HapyKHOW MeMOpaHe.
Crnenuduueckast 1151 KOMIOHEHTOB KT'yTHKa CHUCTEMa
cekpenuu Il Tuma, pacmonararomiasics B 0azaJbHOM
TeJe, TPAHCIOPTHPYET depe3 MemMOpaHy Oenku ocH,
KpIOKa U HUTH B NMPaBUIHHOMN MOCJIEIOBATEILHOCTH U B
HY>XKHBbIX KoyindecTBaX. CEKpeTHUpyeMble KOMIIOHEHTHI
MOCTYMalOT K MecTy COOpkH  (opMHUpYIOIIETocs
KTyTUKa  4yepe3  MOJIOCTh B €ro  IEHTpe.
[Ipennonaraercs, qTO0 OEJIKN-KOMIIOHEHTEI
CEKpPETOPHOIO amrmapaTa pacrojaraiorcs B OCHOBHOM
Ha [UTOIIa3MaTuuecko ctopoHe MS kombma (Puc.
7.2.).

Bpamenue KIyTHKA oOecrnieunBaeTcs
MOJIEKYJISIPHBIM MOTOpPOM, CIOCOOHBIM TMepeKoYaTh
HanpasieHue Bpamenus (Puc. 7.3.). Hcrounukom
SHEPTUn TUISt paboThI MOTOpa CITYKHUT
TpaHCMEMOpPAHHBI MPOTOHHBIA TpagueHT. MOTOPHO- Puc. 7.1. ipmxenne E. coli
MePEKITI0YaTEIbHBIN KOMILJIEKC KpenuTcsi  Ha
LUTOIIa3MaTHYeCKol cTopoHe MS Konblia U 00pa3yeT KOJIOKOIO0OOpa3HyI CTPYKTYpPY, M3BeCTHYIO Kak C-
KOJIb10. DTOT KomIuieke coaepxut Tpu Oenka (FliG, FliM u FliN), ygacTByromue B reHepauy BpamaTeIbHOro
MOMEHTA U MEPEKIIIOUEHUH HallpaBieHus BpamieHus. CuuTaeTcsi, 4To 3TOT KOMIUIEKC BpalaeTcs BMecte ¢ MS
KOJIbIIOM, OCBIO, KPIOKOM W HUTHIO. CTaTOp MOTOpa KOJIITA40K
CICIaH M3 JBYX OCJIKOB, OKpyXaromux MS KomibIo. ”
KapOokcHKOHIIEBOM JOMEH OJHOTO W3 3TUX OEJKOB, 2 A
MotB, 3akperyieH B KJIE€TOYHOM CTEHKE, a YEThIpe
rupodoOHBIX cnupanu MotA B3auMOIEHCTBYIOT ¢ £ =
aMUHOKOHLIEBOI MeMOpaHHO OL.-CTIHPAJIBIO, I
oOpasyromield TPOBOIANIMN TMPOTOHBI KaHajd dYepes | i‘
LIUTOIUIa3MaTH4ecKylo MemOpany. Ilpeamonaraercs, |
YTO JO BOCHOMH HE3AaBUCHUMBIX KOMILUIEKCOB Mot-0€JIKOB HETH Ay THER ) |
B3aUMOJCUCTBYIOT C MOTOPHO-IEPEKIOYATEIIbHBIM i1
KOMIUIEKCOM, TEHEpHpys BpalleHHe B OTBET Ha i

|

repeMelieHue IIPOTOHOB BHYTPb KJIETKH. ;.
B3anMopneincTteue MexIy pPOTOPOM M CTaTOPOM y
obOecrieunBaeTcs pSAIOM Pa3HOMMEHHO 3apsiKEHHBIX coepunenne ———— =4
AMHHOKHUCIIOTHBIX OCTAaTKOB OCTAaTKOB B Oenkax FliG //’”
(potop) u MotA (ctatop) wpiox ——————/ 1

LIEHTpaJIbHbINA KaHal

Pecynayus cunmesa sceymuxosoco annapama

bonee 40 reHOB, KOAMpPYIOMUX  OCJKH,
HE00XOIUMBIE U1 O6uocuHTe3a KT'YyTHKOB,
OpraHM30BaHbl B HECKOJBKO ONEpoHOB. EcTecTBeHHO,
YTO HKCIPECCUsl TAKOTO KOJIMYECTBA T€HOB HAXOAUTCS o
MOJ, CTPOTUM KOHTposeM. KOHTpOIb B JaHHOM CITy4ae Gasam-
OpraHM30BaH Heapxuyecku. Ha Bepmmme wuepapxum '
Haxomutcs fIhDC onepoH, KOMUPYIOIIUH JBa OCIIKA, U3 oA _
KOTOPBIX COOMpAETCsi TeTEPOTETPAMEPHBINH AKTHUBATOD  mepe- ﬂ FhG [ morop

2 BM

TIOAUIUITHHUK S":O
] mr

TIepHIIIaZMa
CTEPIKCHb

Wﬂ | 1M

oyToIuIasMa

" " KJTFO- FhN ,,,,,, - -
TPAHCKPHUIIUKU T'CHOB BTOPOTO YPOBHA . Muorue watens FhM -"!‘

Puc. 7.2. CTpoeHne 0aKTepHaIbHOIO KIYTHKA
BM —Buemnsis memOpana Il — nentugornukan [{M — nuromnasmarudeckas memOpana L, P, S, M, C —
KOJIBbIIa 0a3aIbHOTO TEJA KTYTHKA (BUIUMEBIC B JICKTPOHHOM MHKPOCKOTIC)
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I00abHBIEC PETYJIATOPHI, Takue, Hanpumep, kak BAK, DnaA, csizannblii ¢ Hykieouom 6emnok H-NS, Bausitor
Ha YpOBeHb dKcIpeccun onepona fIhDC u, cienoBaTeNbHO, HA 00pa30BaHUE KTYTHKOB. TPaHCKPUIIIUS T€HOB
MepBBIX JBYX YypoBHeil oOecneunBaercs PHK-mommmepasoit ¢ ocHoBHBIM curma-gakropom (RpoD).
[IpoaykTtamu TE€HOB BTOpPOTO

YPOBHA  SBJIAIOTCA  OCIIKH, Ea \ \
BXOJIAIIINE B COCTaB L u P xorbiia e

0a3alpHOrO TEJla KIyTHKAa U crepers ¢

KPIOKa, a TaK)Ke PeryyIsaTOpHbIE

o6enku FlgM wu FliA. FLA S ot

KOJIHPYET abTepPHATHBHBIN

curma-pakrop o> wm o, puensz MewGpana

HEOOXOIMMBIN ISl OKCIPECCUI

I'€HOB TPETHETO, U MOCIETHETO, O

YpOBHA, a FlgM ABJIACTCA IUTOMIa3M. MeMOpaHa
AaHTHU-CHUIrMma (I)aKTOPOM,
I/IHFI/I6I/IpyIOHH/IM AKTUBHOCTDH MotA/B cratop ¢

FliA. Korma cekpeTtopHbIit

anmapar  (6asanmpHOE  TEmo C xombito

KTYTHKA) U KPIOK COOMparoTcs, cexperopipiii annapar
FlgM  skcmoptupyercs — u3

KIeTKH B ocBoOokmaeT FliA, 45 nm
KOTOpPBIA  HAaKOHELl  MOYKET

aKTUBHPOBATh I03[JHHE T'EHbI D :)
KTYTHKA.

@ H* ymm Na

7.2 Yto Takoe
XeMOTAKCHC H KaK OH
peasiu3oBaH y OakTepuii?

XeMOTaKCHC - - . =
CIOCOOHOCTh Oaktepuit o - -
JABUTATbCSA 10 HANPABICHUIO K
aTTpaKTaHTaM (3auactyto JlBa BOSMOAHEIX MEXaHH3Ma

paBoTEl MoTOpa

MUTATENbHBIM BEILIECTBAM) U OT

penesIeHTOB (Hammpumep,
TOKCUHOB). B KauecTBe
aTTPaKTAHTOB BBICTYHAIOT
IIPaKTUYECKH BCE caxapa M aMMHOKHCIIOTBI, B KAUECTBE PENEIUIEHTOB — XKHUPHBIE KUCJIOTHI, COUPTHI U JpyTue
MOTEHIMAJILHO BPEJOHOCHBIE BellecTBa. YyBCTBUTEIBHOCTh OAKTEPHI BIIEYATISIET — OHU JIETKO AETEKTUPYIOT
n3MeHeHne KoHueHTpauuu Ha 0.1% §pu MHKpPOMOJISpDHBIX KOHIEHTpALMSAX BEIIECTB, a JHalla30H
JETEKTUPYEMBbIX KOHLEHTPALUH EPEKPBIBAET NATh MOPAJKOB. ATTPAKTaHThI U PENEIUICHTHI IETEKTUPYIOTCS 3a
CUET HENOCPEICTBEHHOI0 B3aUMOJEHCTBUSA CO CHEIM(PUUECKUMH XEMOPELIEITOpaMH, a HE 3a CUET KaKuX-I100
BHYTPHUKJIETOUHBIX A(P(EKTOB IETEKTHPYEeMOro BemecTBa. MeMOpaHHBIE pPEUEnTOpbl TPYNIHPYIOTCS B
KJIacTephl, KaK IMPaBHJIO PACIIOJIOKEHHbIE HA TONIOCAX KIJIETKH, OJHAKO 3TO HE MOXXET MOMOYb OaKTepuu
YJIOBUTH Pa3HUILy KOHLIEHTPALUI MEXy MOJIKOCaMH, IOCKOJIbKY OHa OyAET CIMILKOM MaJeHbKOW M3-3a MaJIoro
pasmepa caMoil kieTkd. BmecTto 3TOro OakTepuum OpHEHTHPYIOTCS B XMMUYECKHX TpaJUeHTaX IyTeM
M3MEPEHUs] BPEMEHHBIX U3MEHEHUH KOHLEHTpAIUil npu ABMKEHUHU. OOBIYHO CKOPOCTH JBHKCHUS SIICPUXUU
coctaBisieT 10-20 cBoumx pauH B cekyHay. CpaBHUBas TEKYIIYyI0 3arpy’KeHHOCTb XEMOPEIENTOPOB
crenn(pUIeCKUMH JIMTaHJIaMU C TaKOBOW HECKOJIBKO CEKyHJ Ha3al, KieTKa (PaKTUUYEeCKH MOXKeT "H3MepHuTh'"
pa3HUIly KOHLEHTpAlMi ONpPEeNeHHOr0 BEIIEeCTBA HAa PACCTOSHHM, BO MHOIO pPa3 IPEBBILAIONIEM IJIUHY
camMoi KkieTkd. Takoe M3MepeHue KOHLEHTpALMU JIMFaHAa BO BPEMEHHM BO3MOXHO 32 CYET aJalTHUBHOTO
METWJIMPOBAHUS XEMOPELENTOPOB, KOTOPOE 3aBUCUT OT 3arpy’KEHHOCTH MX JIMTaHJaMU. 3a/iep’KKa BO BpEMEHHU
MEXJy CBS3bIBAaHMEM JIMTaHJAa M METUJIMPOBAHHMEM peLenTopa MpeAcTaBiseT co0oi cBOeoOpa3HyIo
MOJIEKYJISIpDHYIO "mamsTh'", KOTOpasi M MO3BOJISIET H3MEPATh M3MEHEHUE KOHIeHTpauuil nuranna. Ecmu
BbIOpaHHOE HAalpaBJIEHUE JBU)KEHUS COOTBETCTBYET YBEIMYEHMIO KOHIIEHTPALUHU ATTPAKTaHTA (CHUKEHMIO

Puc. 7.3. PaGora MmoTopa *KryTuka

38



ATTPAKTAHT

1epeopueHTalus

(a) 6e3 ctumyna (b) CO CTHMYJIOM

Puc. 7.4. [IBu:kenue E.coli no rpajeHTy aTTPaKTAHTA 32 CYeT KOHTPOJIS MPOA0KUTEIbHOCTH
BpallleHHs )KITYTUKOB B OJHOM HANIPABJICHUHU

KOHIIEHTPAIIMU PETeJUIeHTa), BpeMs J0 CIEeIyIOIero KyBbIpKaHus yBennduBaeTcs. K coxaneHuto, u3-3a CBOEro
MaJjioro pazMepa KJIeTKa IMOCTOSIHHO cOuBaeTcs ¢ "BepHOro" myTu OpOyHOBCKMM JIBUKEHUEM U I103TOMY IPOCTO
HE MOKET MPOAODKUTEIBHO IBUTAThCS MPSAMO. Takoi MEXaHHW3M MOITOMY TOJBKO B OOIIeM oOecreuynBaeT
NBUKEHHE OaKkTepuM IO TPAJMEHTy KOHILIEHTPAllMM B HY)KHOM HalpaBlI€HUH, HO A OakTepuil sBIsSETCS
nocratouno 3¢ dextuBHbM (Puc. 7.4).

MexaHu3M, OCHOBaHHBIM Ha TMEPEKIIOYCHUM HAMPABICHUS BPALICHUS KTYTHKOB, MPUBOMISIIUANA K
MPSIMOJIMHEHOMY JIBHKEHHIO, KOTOPOE Yepe3 BapbUPYIOIINE MPOMEKYTKH BPEMEHU CMEHSETCSI KyBbIpKaHUEM
Ha MeCTe, He SBISIeTCS eIUHCTBEHHBIM. Y Rhodobacter sphaeroides BpaiieHHWEe €IMHCTBEHHOTO KTyTHKA
CMEHSETCSI €T0 MOJHOW OCTAaHOBKOW, a Y Rhizobium meliloti BpameHne )XryTuka HUKOT/Ia HE TIPEKpaIaeTcs —
U3MEHSETCS TOJBKO €ro CKopocTb. HO BO Bcex 3THX ciyyasx pe3yibTaT paboTbl CEHCOPHOH CHUCTEMBI
XEMOTaKCHUCa OJIMH U TOT XK€ — €ClM OakTepusi ABMXKETCA B "HY)KHOM'" HampaBlIEHUH, MPOAOKUTEIBHOCTh
TaKOTO JIBIKEHUS yBEIUYUBACTCS.

CeHCOpHBII MEXaHU3M XeMOTaKcuca 0oJiee CI0XKEH, YeM PaCCMOTPEHHBIE HAMU paHee. ITO 00BICHIETCS
MPEeKJe BCEro ABYMsI MPUYMHAMHU. BO-TepBBIX, MOCKONBbKY OpOYHOBCKOE IBHUKEHHE MOXET OYEHb OBICTPO
W3MEHUTHh OPUEHTAIMIO OaKTepUAIbHOW KJIETKH, KJIETKU JIOJKHBI 00pabaThIBaTh XEMOTAKCHUECKUE CHUTHAIBI
OYCHb OBICTPO, U, IEUCTBUTEIBHO, OT CTUMYJIA JI0 TIEPEKITIOUEHUs "MOTOPOB" y KIETKH poxoauT He 6osee 0.2
CeKYH[bl. BO-BTOpBIX, JUIsI MPaBUJIBHOTO CPABHEHUS MPOCTPAHCTBEHHBIX T'PATUCHTOB KJIETKaM HEOOXOAMMO
TaKo€ YCTPOWCTBO CEHCOPHOTO0 MEXaHHW3Ma, KOTOpoe '"racuiio" Obl CEHCOPHYIO CTUMYJISIMIO B CTaTHUYECKHX
YCIIOBUSIX, T.€. B OTCYTCTBUU TPaJMCHTa KOHIICHTpPAIMM, KaKk OBl MHOTO KAaKOTO-TO AaTTpPaKTaHTa WU
peneieHTa Hu IPUCYTCTBOBAJIO OBl B CpeJie.

7.3 bekoBBIil anmapaT XeMOTaKCHCA

Tpu kiacca GenKOB y4acTBYIOT B XEMOTAKCHCE: TPaHCMEMOpaHHBIE PELENTOpPbI, UTOIUIA3MAaTHUYECKUE
CUTHAJIbHBIC OETIKU 1 (DePMEHTHI a/IallTHBHOTO METHIIMPOBAHUSI.

Peyenmopuvr xemomaxcuca

MHorue 6akTepun IEeTEeKTHPYIOT XeMOTAKCUYECKUE CTUMYJIBI IIPU MTOMOIIHN PEIEITOPOB, U3BECTHBIX KaK
MeTunupyemble Oenku xemotakcuca (methyl-accepting chemotaxis proteins, MCPs). Ot Oenku sBISIOTCS
MeMOpaHHBIMH CEHCOPaMH, B IIPUHIIMIIE aHAJOTMYHBIMU 10 CBOEH CTPYKType EnvZ, ¢ TeM TOJIBKO OTIINYHEM,
YTO LUTOMJIA3MaTUYECKUI CUTHAIBHBIM JOMEH HE SBJISIETCS aBTOKMHA30W. DyHKIUIO aBTOKMHA3bl BBIINOJIHAET
npyroit 6enok — CheA, a curnansubie jomeHsl MCP obecnieunBator B3anmmoaerictBue ¢ CheA. Eme oxno
OTJMYHE OT THUIUYHOTO CEHCOpa — IO 00€ CTOPOHBI CHTHAJIBHOTO JOMEHA pPAacIoJIaraloTCsi CaMThI
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METHJIUPOBAHHS, HEOOXOAUMbIe Ui aganTtanuu perentopoB. MCP Genku cocrost mpubau3uTensHo u3 550
aAMHMHOKHUCIIOTHBIX OCTaTKOB, U SBIAIOTCA AuMepamu. Xopouno usyuensl 4 MCP u3 E. coli, pearupytomue Ha
cepun (Tsr), acmaprat u Manbrto3y (Tar), pubosy, rmoko3y u ramaktody (Trg) m nunentuasl (Tap). V

casbMoHem1 Her Tap,
HEINOCPEACTBEHHO C pEeLENTOpaMu, TOI1a Kak caxapa
U JMIENTHABl  CHavyajla  CBA3BIBAKOTCA €
COOTBETCTBYIOIUMU NEPUIIIA3MAaTUIECKUMU
OenKamu, a y’Ke 3T KOMIUJIEKCHI B3aUMOJECHCTBYIOT
¢ peuentopamu. Kpome toro, MCP pearupyror Ha
U3MEHEHHUs TeMriepatypsl U pH, a Takxke sSBISIOTCA
peuenTopamMu JUisl pa3iIudHbIX PENEIIICHTOB.
Knaccuueckuit peuenrop (Puc. 7.5) cocrout
u3
e AMHHOKOHIIEBOI TpaHCMEMOpaHHOM CrIUpaH,
® [IEPUIUIA3MATHYECKOTO COOCTBEHHO CEHCOPHOTO
JIOMEHa, CJIOKEHHOT'O u3 YEThIPEX
O—CIUPAIBHBIX YYaCTKOB,
® BTOPOH TpaHCMEMOpPaHHOW crivpanu
e 0OJBLIOrO LUTOIIA3MATUYECKOI'O CUTHAIBHOTO
1 aaliTalliOHHOT O JJOMEHa.
[[uTommasMaTH4ecKue  JOMEHBI  CEHCOpPOB
coJiepkatr 4 UM 5 OCTaTKOB IUIyTamara, JOCTYITHBIX
JUISL METUIMPOBAHMS.
Kax enexnemounviti cmumyn mpanciupyemcs
60 GHYMPUKIEMOYHbILU CUSHATL!
JIBe Moaenu
[IpyuHIKAT HOXKHULL
Cas3pIBaHME JIMTaHa AMCTAIbHBIMA KOHLIAMU
CBSI3aHHBIX C MeMOpaHOW cmupaieil  MOXeT
MHIYLHPOBATH 3HAYUTEIIBHOE IepeEMEILEHUE
TpaHCMEMOPAaHHBIX CETMEHTOB (IPUHIUIT HOXKHUIY).
B HecBi3aHHOM ¢ JIMIaHIOM  COCTOSTHUH
CyOBbEOUHMIBI ~ pPEUEnTOpa  MPEANONOKUTEIHHO
B3aMMOJICHCTBYIOT MEXAY COOOH TONBKO B OOJIACTH
IIEPBOTO TpaHCMEMOPaHHOTO CETMEHTA.
Cpsi3pIBaHME C JIMTAHAOM BBI3BIBAET COJMKEHHE
CEHCOPHBIX MEPUITIa3MaTUYECKUX CYObEIUHHULL, YTO
MEepelaeTCsl  CUTHAJIBHBIM  CyObEOUHMLIAM U
obecrieurnBaeT UX B3aUMOJICHCTBUE MEXIY COOOH, a
B TakoM BHAE OHM  YyXE€ HE  MOIYT
B3auMoeiicTBoBaTh ¢ CheA M CTUMYyIHpPOBATH €T0

ABTOKMHA3HYKO  AKTHBHOCTD. MeTI/IJII/IpOBaHI/Ie
co3aacT CTEPHUYCCKHUC MMPEIATCTBUA JJIA
B3aUMOJCUCTBUS CUTHAIBHBIX JOMCHOB MCKIAY

co0oif, 4TO CHOBa MO3BOJIIET UM CTHUMYJHUPOBATH
aBTOKMHA3HYI0 aKTUBHOCTb CheA.
[IpuHnun nucroxa:

Cefiuac Bce Oombplle ©  OOdbIIE  JaHHBIX
HaKalUIMBaeTCsT B TMOJb3y JPYroro MEXaHH3Ma,
OCHOBAaHHOTO Ha CKOJIBKEHUU TPaHCMEMOpPAaHHBIX
cerMmeHTOB (TM) npyr otHocuTenbHO npyra. Camblii
amuHOKOHIIeBoM TMI1 3akperieH B MeMOpaHe
KECTKO, TOT/1a KaK BTOpOW OoJiee MOABMIKEH, U MPH
CBS3LIBAHUU JINTAHJA CKOJL3UT '"BHU3", T.c. B

HO ecTb ceHcop wnutpara Tcp. Cepun,

A. Unstimulated

Signalling State A

acraprTatr M OUTpaT CBA3BIBAKOTCA

Maltose
Binding

Aspartate
Protein ®

Sensogr
Domain Mo
Membrane
o : x
Signali
L Aspartate Periplasm D(?mairrrg
Trans-
Membrane
Region
Linker
Region
Cytoplasmic
Domain
Methylation
Region
Signaling Kl
Domain
" CheW
CheA
Histidine Kinase

B. Ligand-bound

Periplasm

Cytoplasm

Signalling State B

Puc. 7.6. Moaeab TpaHcMeMOpaHHOM Nepeaavyu
CHITHAJIa 0T CEHCOPHOI'0 K CHTHAJILHOMY IOMEHY
peuentopa
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CTOPOHY IHTOIUIA3MBI, YTO M BBI3BIBACT KOH()OPMANMOHHOE M3MEHEHHE IUTOINIA3MAaTHIECKOTO CUTHAILHOTO
JIOMEHa, WHAKTUBUpYIOIIee ero. Bapwamuss Ha 3Ty TeMy — ydyacThe IBYX aMQHUIIATUYECKHUX CIHpayIeH
JUHKEPHOTO JOMEHa B M3MeHeHnH koHpopmanuu (Puc. 7.6).

LumonnasmamuyecKkue cueHaibHvle OeIKU U pe2yIsmOopHbLIL MEXAHUSM XeMOMAKCUCa

B3anMoneiicTBue Mexay penenTopaMd W IMEpeKIToYareieM JKIYTHKa OCYIIECTBIISICTCS YETHIPhMS
oenkamu (Puc. 7.7):

¢ CheA-TK

¢ CheY -PO

¢ CheW — "aganTop" mexmay peuentopom u CheA

¢ CheZ - 6ernok, ciocodcrByronuii nedochopummupoanuio CheY~P

[Tapa OGenxoB CheA-CheY mnpencraBnser
co000il  JBYXKOMIIOHEHTHYIO  PETYJIATOPHYIO
CHCTEMY, KOTOpasi HECKOJIbKO OTJIMYaeTCs OT

" n
PacCMOTpPEHHBIX paHee KJIaCCHYECKHUX CP @ 0, /e parcnopr?
npumepoB. HanGollee CymEeCTBEHHBIM OTIHYHEM 4 Z_ i> BN LY
spiagercs 1o, uro CheY He sBisgercs @ ® @
TPAHCKPHUITIIHOHHBIM bakTopoM u, ® Anantauus ¥ / Aer

BaemHunii curaan

COOTBETCTBEHHO, Yy Hero otcytctByeT JIHK- ?
csizpiBaromuii jomeH. 'K CheA ¢yHkumonupyer

B BUJE JAHMMEpa, C KOTOPHIM CBSI3BIBAIOTCS JBa w | w
MoHoMepa CheW, u yke 3TOT KOMIUIEKC BCTYyIaeT

B acCOUMAIMI0O C JUMEPHBIM perentopoM. B Al A
COCTaB€ TAaKOTO  KOMIUIEKCA  aBTOKHWHAa3Has

aKTUBHOCTh PE3KO BO3PACTAET, 4YTO YCHIUBAET N
nepeHoc ¢ocdara or CheA~P k CheY. CheY~P P, Y Y
CBSI3BIBACTCS c FliM MOTOPHO- \,/
MEePEKII0YaTeTHbHOT0 KOMILIeKca 0a3albHOro Tena,
YTO MPUBOJUT K BPAIICHHUIO XI'YTHKA MO YaCOBOMU
ctpenke. CheZ mnpenoTBpamiaer HaKOIUJICHUE
CheY~P, CTUMYJIUPYS aBTo(ocharazHyro
akTuBHOCTH CheY.

[Ipu OTCYTCTBUH aTTpaKkTaHTa v
koHneHtpanusi CheY~P mnomgmepxuBaercs Ha C-xonbuio BHYTPEHHs MeMGpana
YpOBHE, CIOCOOCTBYIOIIEM BpAIICHUIO KI'yTHUKa MOTOP g | |
NPEeUMYILECTBEHHO [0 4YacOBOH CTpenke H,
CJI€IOBATENIbHO, OTCYTCTBHUIO  YINOPSAOYEHHOTO BHEIIHs MeMOpaHa
NBIOKeHUST OakTepuu. CBsA3bIBaHME aTTPAaKTaHTa C Kprox
pelenTopoM  UHAYHUPYET  KOH(OpPMAIMOHHOE
HU3MEHEHHE, KOTOpOe MepeaeTcs yepe3 MeMOpaHy
U TOJABISIET aBTOKMHA3HYIO aKTHUBHOCTH CheA.

Konnenrpamuss CheY~P mamaer, u KryTHKH

Oaktepuu  Oojee  MPOJODKHTEIBHOE  Bpems

BpalaloTCa MPOTUB 4acoBOM crpenku. [losTtomy

KJIETKH OYJyT JTOJIBIIIE BUTATHCS MPSIMOJIUHEHHO, Puc. 7.7. MosekyasipHbIii MeXaHU3M XeMOTAKCHCA
€CJIM OHM TIOMAJAI0T B cpedy C Ooyiee BBICOKOI

KOHIIEHTpauue arrpaktaHta. OJHAKO  ATOT

MEXaHH3M HE OOBSCHSET, KaK KJETKa MOXET pearupoBaTh Ha TMOCTOSHHO BO3PACTAIOILIYI0 KOHIIEHTPAIHIO
aTTpaKTaHTa. JTOM 1eJIN CITY>KUT CEHCOpHAs afanTarus.

NCNTUIOTTIMKAH

HUTH

Memunasvl xemomakcuca u CeHCOpHasn adanmayus.

AnanTanusi CEHCOPHOTO ammapara JOCTHraeTcsl MyTeM OOpaTMMOro METHIIMPOBAaHUS pELENTOpPOB, B
KOTOPOM Yy4acTBYIOT JBa Oenka — wmetwirpancpepasa CheR u mermmacrepaza CheB. MerunupoBanue
pELEnTOpOB  OKa3bIBaeT JEHCTBME, TPOTHBOIOJIOKHOE CBS3BIBAHMIO aTTpakTaHTa. VHTEepecHO, dTO
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METHWJIMPOBAHUE CTUMYJIMPYETCS CBSI3bIBAHUEM aTTPAKTAHTA C PELIEITOPOM U B KOHEYHOM UTOT€ HEUTpaIU3yeT

3¢ ¢eKT cBs3bIBaHUS aTTpakTaHTa. OIHAKO MEXAY CBS3bIBAHUEM AaTTPAKTAaHTA U METUJIMPOBAHUEM pELENTOpa

MIPOXOJIUT HEKOTOPOE BpPEMs, B TEUEHUE KOTOPOro OaKTEpUU JBUXKYTCS MPSIMOJIMHEHHO, YTO U COCTaBISET

OCHOBY MOJIEKYJISIPHOM MaMsTH MalllMHbl XEMOTAKCHCA.

CheR — metunrpancdepasza, METUIMPYIOLIasi OCTATKH TIyTamaTa B IUTOIUIa3MaTHYecKuX gomenax MCP
C MOCTOSTHHOM CKOPOCTBIO, IEPEHOCS METHII-TPYIILY C S-a€HO3WIMETHOHUHA.

CheB sBnsercs mumensto Uit nepenoca ¢ocdara ¢ CheA~P, u CheB~P sBnsercs meruncrepasoi,
nemetunupyromieid MCP.

B orcyrctBue crumyna merunupoBanue MCP, ocymectBisiemoe CheR, xommeHcupyercs yaajieHuEeM
METHIBHBIX Tpymn (ocopumpoBanasiM CheB, uto mognepxkuaer mermmpoanue MCP Ha yposHe 0.5-1
METHJIbHAsI TPYyNIa Ha CyOBbEANHUILY pEeLenTopa.

Korna arTtpakTaHT CBSI3BIBA€TCS C pEeNTOPOM U MHTHOUpyeT akTuBHOCTh CheA, konnentpanus CheB~P
[ajaeT, XoTs U Oojee MeieHHO, yeM koHueHTpaius CheY~P, nmockonbky CheB~P He siBisiercs cyOcTpaTom
st CheZ. IloBbIieHNe CTENEHH METHIIMPOBAHMS BOCCTAHABIMBAET CIOCOOHOCTH PELENTOpa CTUMYJIHPOBATH
CheA. Onnako, naxe mocie Toro kak 6aszanbHbie ypoBHH CheY~P u CheB~P BoccranaBimBaroTcs, CBI3aHHBIN
C aTTPaKTaHTOM PELENTOp OCTAETCS METHIMPOBAHHBIM, IOCKOJIBKY METHJIMPOBAaHHBINA peuentop — Oomee
mI0xoi cyocrpat mist metundctepassl CheB~P.

Takum 00pazom, C y4eTOM METHJIMPOBAHHUS NMPHHLUUI PaOOTHl MOJEKYJSIPHOW MalIMHBI XEMOTaKCHca
BBIMJISIIUT CIIELYIOIINUM 00pa3oM.

e B oTcyTcTBHE aTTpakTaHTa XEMOPELENTOpP HaXOIUTCS B AaKTUBUPOBAHHOM COCTOSHUM M €r0 CUTHAJIbHBIN
JIOMEH aKTHUBUPYET KHHA3HYI akTUBHOCTH CheA, uto Bemer k QochopunupoBanuto CheY, a docdo-
CheY, B3aMMOJEHCTBYS C MEpEeKIIoYaTeIeM MOTOPA, BBHI3BIBACT BpAIllEHHE JKTYTHKA IO YaCOBOM KIIETKE,
YTO MPUBOJINT K "KyBbIpKaHHIO" OaKTEpUU HA MECTE.

e CBA3bIBAaHUE AaTTPAKTAaHTA WHAKTHBUPYET pELENTOpP, U €ro CHUTHAJIbHBIA JOMEH YK€ HE MOXET
CTUMYJUpPOBaTh KWHa3HyI akTUBHOCTH CheA, konmentpamus ¢ocdo-CheY Opictpo mamaer (dro
crumynupyerca Oenkom CheZ), HampaBieHHe BpallleHUs KIYTHKAa MEHSAETCS M OakTepusl JIBHXKETCS
MIPSAMOJIMHEWHO.

o [IpsaMonuHeiiHOe NBM)KEHUE, OJHAKO, MOXKET MPEKPAaTUThCs MO ABYM NpuuumHaM. Eciau Gakrepust Hadana
JBUTaThCs B HEOJIAronpusATHOM HalPaBJICHUH, PELIEITOP OCBOOOXKIaeTCsl, HAUMHaeTCs (pochopuupoBaHue
CheY, u Oaktepust cHOBa KyBbIpKaeTcsi Ha mecre. Kpome Toro, xorma kuHaza CheA "BwIkimioueHa',
onHoBpeMeHHO ¢ nedochopunmupoBannem CheY~D npoucxoaut nedochopunupoanne CheB~D, xots u
c MeHbIIel ckopocThio (mockoibky CheB~® e saBnsercs cyOctpatom anst CheZ), 4uro mpuBOAMT K
MOBBIIIEHUIO CTENIEHN METHJIMPOBAHMS PELIENITOPA U BOCCTAHOBJIEHUIO €r0 CUTHAJIbHON aKTUBHOCTH.

[Mockonbky u CheY, u CheB sBnsroTcs cBOOOTHBIMU IUTOIUIA3MATHUYECKUMH O€JIKaMH, CTETICHb UX
¢dochopunupoBanuss OylneT 3aBUCETb OT CTENEHH METUIMPOBAHUS PELENTOPOB U HX 3arpy>KEHHOCTH
aura’zamu. OTo AejaeT BO3MOKHBIM BMECTO OTBETa "BCE WJIM HUYEro" IUIABHO PEryJIMpoBaTh MOABHIKHOCTh
OaxkTepuil B MIMPOKOM JMana30He KOHLIEHTPALUNA aTTPAKTAHTOB U PENEIJICHTOB.

MetunpoBaHue perenTopoB OOECIeYMBAeT MPOCTEUIIYI0 MOJIEKYJISPHYIO MaMATh, MO3BOJISIOIILYIO
OakTepuu KOHTPOJIUPOBATh "MPaBUIBHOCTH' HANpPABIEHUS [BIKEHHUS. YPOBEHb METWJIMPOBAHUS OyIeT
BBICOKUM, €CJIM KOHLIEHTpAIMs aTTpakTaHTa OblI1a BBICOKOM HEKOTOpoe BpeMs Hazaj. Korja kieTka JBMxeTcs,
OHa "CpaBHMBAET"' CHUIOMOMEHTHYIO KOHLIEHTPALUMIO aTTPaKTaHTa (OIpeNesieMyl0 IO CTENEHH 3aHSITOCTH
pELEenTOpOB) C KOHLEHTpalMed B HEJaBHEM IPOHUIOM (Kak 3a(MKCUPOBAHO CTENEHbIO METUIMPOBAHUS
peuentopoB). Ecinm okpyXaromue yCIOBHS 3HAUMTEIbHO YIYUIIWJINCh WM YXYALIWINCH, AKTUBHOCTH
ructuauHKkuHa3bpl CheA OyneT COOTBETCTBEHHO CHM)KEHA MIIM MOBBIIIEHA, W3MEHSS IPOJOKUTENBHOCTh
MPSIMOJINHEHHOTO JIBUKEHHUSI COOTBETCTBYIOLIUM 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. Yruauszauusa azora

bakrtepuun MOryT HCHOJB30BATH MHOXECTBO Aa30TCOJEPIKAIIMX COCAUHEHUN B KauyeCTBE HCTOYHHUKA
KJIETOYHOTO a30Ta — OT NPOCTEHIINX HEOPraHMYeCKUxX (a30T, HUTPAT) JO CIOKHBIX COCAMHEHHMH BKIIOYas
AMUHOKHCIIOTHI 1 HYKJICO3HU/IbI.

AMMUaK siBisieTcs HauOoJsee MpeArnoYTUTEIbHBIM HCTOYHUKOM a30Ta MPAKTUYECKU JJIs BCeX OaKTepuil.
Opnako OakTepusM yallle MPHUXOAUTCS YTUIM3UPOBATH AIbTEPHATHBHBIC MCTOYHHMKHU a30Ta, AJS YEero OHH
CUHTE3UPYIOT MHOXECTBO OEJIKOB, HEOOXOIMMBIX MJsi TPAHCIOPTa BHYTPh KIETKHM U IOCIEIYIOIIETO
MeTaboar3Ma a30TcoepKaux coeAnHeHuid. CHUHTE3, a B HEKOTOPBIX CIIy4asX U aKTHBHOCTh, STUX OEJIKOB
CTPOTO KOHTPOJHMPYIOTCSA B COOTBETCTBHH C JIOCTYIHOCTBIO CyOCTPATOB.

[TpakTueckn y Bcex OakTepuil riiyTamMaT W TJIyTaMUH CIy»KaT Kak OCHOBHBIE JOHOPHI a30Ta B
OMOCHHTETHUYECKUX PEAKIHIX. 3a 00pa30oBaHHME dTUX AMHHOKHUCIIOT MPAKTUYECKH Y BCEX OaKTepwil OTBEYAIOT
nBa ¢epmenta. [lepBblii, rTyTaMuH CUHTETa3a, IPOAYLUPYET TIyTaMUH U3 TIyTaMara i aMMHaKa:

NH; + rnmyramar + ATP —> ryramun + ADP + P,

TOTJIa KaK BTOPOM, TIyTamMaTCHHTETa3a, MEPEHOCUT aMHHOTPYIINY C TJIIyTaMHHA Ha 2-KETOTJyTapar C
o0Opa3oBaHHeEM JIByX MOJIEKYJ IIyTamaTa:

ryTamuH + 2-ketornyrtapar + NADPH —> 2 riyramat + NADP™.

CyMMapHBIM pe3yJbTaTOM 3THUX JBYX pEaKkLUi SBIAETCS MPOAYKLUS IiyTamaTa M3 aMMHaka U 2-
KeToryyTapaTa. JTH peakiMy KaTaIu3upyIOTCs AByMs (pepMEeHTaMu:

IF'ayramuncunTera3a (GInA). lonekamepHsiii (hepMEHT, COCTOSIINN U3 12 MICHTUYHBIX CyOBETUHUIL
pazmepom 55 k/la. CyObequHuIbl OpraHU30BaHbl B 1B IIECTUWIEHHBIX KOJIbIA, JISKALIUX JPYT HA Opyre u
cAepKUBaeMbIX TUAPO(OOHBIMU B3aWMOJAEUCTBUAMU U BOJOPOJHBIMU CBA3SIMH. AKTHUBHOCTH (pepMeHTa
perynupyercs MmyTeM aJeHWINPOBaHUs (KOTOpOe MHAKTUBHUPYET (pepMeHT). ANEeHWINpOBaHHE MPOUCXOIUT B
OTBET Ha YBEJIMYEHUE BHYTPUKIETOYHOM KOHILIEHTpAllMM aMMOHHUS — 4YEM BBILIE €r0 KOHLEHTpalus, TeM
6onbe cyobenuaul GInA mHaKTHBHPOBaHO. DTOT MpoLEcC KaTtanu3upyercs aaeHunuiarpanchepasoit (GInE),
OCHOBHOH (yHKIIMEH KOTOPOH SIBISIETCS MPEOAOJICHUE MOCIEICTBHMA "aMMOHUIHOTO IOKA", MPOUCXOASIIETO
IpU nonajaHuu OaxkTepuil M3 OefHOM a30TOM cpelbl B Ooraryro. B 3TuX yclnoBusX BBICOKas aKTUBHOCTb
[JyTAMUHCUHTETa3bl NPUBOJUT K TEPEBOAY NPAKTUYECKH BCEro TIIyTamMaTa B TJIyTaMHH, JIMIIAs KIETKY
HEOO0XOMMOM aMHHOKHUCIIOTHL. AJeHuWIMATpaHcdepasa, OBICTPO HHAKTHBHPYs TINIyTaMUHCHHTETa3y IIpU
MOBBIIIEHUH BHYTPUKIIECTOUHOW KOHIICHTPALUU aMMOHHUS, TIPEAOTBPAIIAET 3TO SIBIICHHE.

I'nyramarcuHTrerasa —
rerepoauMep, CyObeqMHUIIBI ATP_A ADP
KOTOPOTO KOAUPYIOTCS reHamu gltBD. H<— NtrB > H-P
Cunre3 [JTy TAMAaTCUHTETA3bI @
HaxOJQUTCsl Moj  KoHTpojeM Lrp
(leucine-responsive regulatory FPIFUMP UT/UR

protein), 4TO NPHUBOJMT K PENPECCHH
cuHTe3a epMeHTa B Ooratoi cpene MHOro a30Ta

>D 47— NtrC >D-p €«-—— >D
Bbuoxumnueckue u ‘ P ‘

TEHETUYECKUE MEXAHM3Mbl KOHTPOJIA
YTHWIM3AIMK a30Ta HauboJjee N3y4eHbl

y [peCTaBUTENEN ceMencTaa -
Enterobacteriaceae. Y stux Oaktepuii AKTHBAWIS p;rymma NTR
KOMIIOHEHTBI ~ CHUCTEMBI  PEryJsiluu

Merabosmm3ma  azora  (Pumc.  8.1)

KOJIUPYIOTCSl YETHIPhMS T€HAMU Puc. 8.1. Peryasinusi a30THOr0 MeTado1u3Ma 0ejikaMu
ginD, KOJMPYOIIUM NtrB u NtrC

ypununtpancdepasy/aeypuaunazy

(UTase/UR),
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glnB, KogupyoUMM Majblid peryIaTopHbIi 0enok Py,
ntrB, KOIUPYIOIUM TUCTUAMHKUHA3Y, U
ntrC, KOAUPYIOIIHUM PETYJISITOP OTBETa — TPAHCKPUIIILIMOHHBIN SHXaHCEP.

Benok NtrB (nmpomykr reHa g/nl) sBHNsSeTcS TUNUYHOW CEHCOP-KMHA30#, OAHaKo, Oyxydn
LUTOIJIa3MAaTHYECKUM, HE MMeeT MeMOpaHHOro sikops. LluTornazMaTH4eCKUM CUTHAJIOM, JETEKTUPYEMbIM
NtrB, sBnsercs Oenmok Py, KOTOpBIE B ypUAMIMPOBAHHOW (OpMe CHUTHAIMZUPYET O HEAOCTaTKe, a B
HeMouUIIUpOBaHHOM hopme — 00 N30BITKE a30Ta.

[Tpu HexBatke azota NtrB karamusupyer dochopunupoBanue u, CIEICTBEHHO, aKTUBAIIUIO PETYJISATOpPa
orBeta NtrC. AMuHOKOHIIEBOM AomeH NtrB siBisercs cencopoM, B3aumojeicTByromuM c Oenkom Py, a
KapOOKCHKOHIIEBOM TOMEH 00J1aaeT aBTOKMHA3HOW aKTUBHOCTHIO, (pochOopuiInpysi aMUHOKUCIOTHBIA OCTaTOK
His-139. Kpome Toro, NtrB oGmanmaet emnie u ¢ocdarazHoil akTHBHOCTBIO U MOXKeT Jedocopmmmponars NtrC,
YTO 3aBHCHUT OT MPUCYTCTBUA HeMoaupuuupoanHoro Py MmenHo ¢ocdarazHas, a He KMHA3HAs aKTUBHOCTh
MO/IBEpKEHA PETYJISLMU B JaHHOM CJIydae — MOBBIILIEHNE BHYTPUKIECTOYHON KOHLEHTPALMU TTTyTAMUHA BEJET K
ycunenuto ¢ocdarasnoit aktuBHOCTH NtrB.

NtrC (mponykt reHa ginG) — nmumepnsiid (kak U NtrB) Oemok ¢ maccoit cyowemuuunsl 55 x/la. 3tot
OCTOK SIBISETCS THIMYHBIM TPHMEPOM 3aBHCHMBIX OT albTEPHATHBHOrO CHrMa-(Gaktopa o> (Takke
HA3BIBAEMOrO G ¥ RpoN) aKTHBATOPOB H MMEET TPU UETKO BHIPAKCHHBIX IOMEHA. AMMHOKOHIICBOH JOMEH
ABJISCTCST "PUEMHUKOM', W HMMEHHO 3/eCh pACIUIOKEH OCTaTOK acmaprara, (ochoprumpyemMbii Mpu
B3aumozeiictBun ¢ NtrB (Asp-54). Tombko ¢docdopunupoBannas mo Asp-54 ¢opma Oenka crocoOHa
aKTUBHpOBaTh TpaHckpunuuoo. Pochopunupoanue NtrC ctumynupyer B3aumoneiictsue ¢ JHK, Ho He
HETNOCPEJCTBEHHO CBsI3bIBaHUE, a onuromepusanuio aumepoB NtrC Ha aKTUBAaTOPHBIX MOCIENI0BATEIbHOCTSX.
Lentpanbublit gomer NtrC THNHUEH IS G -3aBHUCSAIIMX AKTHBATOPHBIX OCIKOB, M MMEHHO 3TOT JOMEH
B3aUMO/JICHCTBYET C GN-coILepmameﬁ PHK-nonumepaszon (EGN). Homen conepxut AT®-CBA3bIBAIOIINAN CAUT U
obnmamaet ATda3Hoil aKTUBHOCTHIO, HEOOXOIUMOM MJ1si (POPMHUPOBAHUSI OTKPHITOTO KOMIUIEKCA C Eo™. Dra
AT®da3Has akTUBHOCTH cTuMynupyetcs cBsizbiBanueM ¢ JJHK u dpochopunuposanuem no Asp-54. CsizpiBaHue
NtrC ¢ JIHK o6ecnieunBaeTcsi KapOOKCHKOHIIEBBIM JOMEHOM, KOTOPBIN COACP)KUT TUITMYHBIN MOTHUB "CIIUpab-
MOBOPOT-CIIUpaib" (TaKylo CTPYKTYPY MbI YK€ pacCMaTpUBalIM Ha mpuMepe pernpeccopa ¢ara A). DTOT MOTUB
no3BosisieT NtrC cBs3bIBaTbCSl C aKTUBATOPHBIMU  IOCJIEJIOBATEIBHOCTAMU — DJHXAHCEpPAaMH, OOBIYHO
pacroyoKEHHBIMU Ha paccTossHMM okoso 100 H.aI. mepex MPOMOTOPHBIMU IOCJEIOBATENbHOCTAMHU, C
KOTOPBIMH CBsA3bIBaeTc Ec. MyHKIMeH HXaHCepa SIBIAETCS CIIOCOOCTBOBAHUE ONMIOMEPH3AIHH JUMEPOB
NtrC, HeoOX0auMO# [Tt akTUBAIMK TpaHCKpunuuu. NtrC MOXKET Takke BBICTYNATh W B POJIM pempeccopa,
€CJIM CalThI €r0 CBSI3BIBAHUS MEPEKPHIBAIOTCS C IPOMOTOPOM.

VY kumeuHbIXx OakTepuii moaBepxkeHbl peryisimuu depe3 NtrC mHorume reHsl — glnA ntrBC; TeHBI,
KoAupytoue TpaHcnopT riaytamuHa (glmHPQ), aprunuHa (argl) w ructuausa (hisJOMP); reHsl,
HEOOXOUMBIE IS aCCUMIJILUKN HUTpUTa W HUTparta (nasFEDCBA); perynsaTopHble TeHbl (PUKCAllUU a30Ta
nifLAy K. pneumoniae v nac'y K. aerogenes.

Ypuauarpancdepasa (GInD). Dtor Genok oTBeHaeT Kak 3a NpUCOETUHEHNE ypuaAuHMOoHOdochaTa K Py
(GInB), Tak u 3a ero orcoenuHeHure. KonmuecTBO BHYTPUKIETOYHOTO a30Ta OTPAKAETCs HA COOTHOIIECHUU
KOHIICHTPALUi TIIyTaMHHA U 2-KeTOoriyTapara (BBICOKOE MpU U30BITKE M HU3KOE MPU HEIOCTaTKE a30Ta), YTO
BJIUSIET HA aKTUBHOCTh YpUAUITpaHC(hepasbl. AKTUBHOCTb 3TOT0 (€PMEHTA CTUMYJIUPYETCS 2-KETOTIyTapaToM
u AT® u unrubupyercs riyraMmuHoM. CremoBaTenbHO, cTeneHb ypuawiupoBanus Py (GInB) 3aBucur ot
COOTHOIIEHUS KOHLIEHTpaLUi [NyTaMUHA U 2-KEeTOrTyTapaTa.

P (GInB). TpumepHslii 6e10K, ciocoOHbIi cBsa3bBaTh AT®, 2-ketormyrapat u riayramar. CBsi3bIBaHHE
Py ¢ NtrB crumynupyer ¢docdaraznyro akruBHocTh NtrB mo otHomenuro k NtrC. Jnst Takoil CTHMYJISAIINA
NtrB Heobxomumo cBs3ath AT® u  2-kerorimyrapaT Jubo riayramar. B ycrnoBusix a3oTHOro rojojgaHus 2-
KeTorJIyTapaT MHAYLUHUPYET KOH(POpPMAalMOHHOE M3MeHeHHe Py, crmocoOcTByromee ero ypuauianpoBaHuio. B
YCIIOBHAX kK€ M30BITKA a30Ta ypUIUITpaHC(epa3a CBA3BIBAECT INIyTAMUH, YTO OJIOKUPYET YPUIHIUPOBAHUE U,
Ha000pOT, cocoOCTBYET neypuamaupoBanuto Py. YpununupoBanHas ¢gopma Py HecrmiocoOHa CBSI3BIBATHCS C
NtrB. HeypununmupoBanHas (opma B3auMOJeHCTBYeT He TObKO ¢ NtrB, HO m ¢ ameHunmunTpancdepasoi,
CTUMYJIUPYS €€ aKTUBHOCTh, YTO MHTHOUPYET MIyTAMUHCHHTETA3Yy.
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NtrC B mepByto ouepenp akTuBupyeT RpoN-3aBucumbiii mpoMoTop omnepoHa ginALG (reHsl KOTOPOro
KOAMPYIOT JIBa PEryJISITOPHBIX O€lika M TIIyTAMUHCHUHTETa3y). YBEIMYEHHE CHHTE3a PEryJIATOPHBIX OelKOB
MPUBOJIUT K BO3pAaCTaHUIO BHYTPHUKJIETOYHOM KoHUEHTpauuu NtrC~P, uro aktuBupyer MmHorume RpoN-
3aBUCUMBIE TeHbl. OHUM U3 TaKUX T'€HOB SIBISETCS nac, HEOOXOAUMBIN Ul aKTUBALMM TPAHCKPHIILUU psAja
TEHOB a30THOrO MeTabOIH3Ma, HMEIOIINX G 3aBUCHMBIE IPOMOTOPBL.
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2. D.J. Studholme, M. Buck. The biology of enhancer-dependent transcriptional regulation inbacteria: insights
from genome sequences. FEMS Microbiol. Lett. 186 (2000) 1-9

9. Kuciopoaublii cTpecc U pe1oKc-KOHTPOJIb.

MeTabon3M KIETOK CYIIECTBEHHO Pa3IMYaeTCs B adpOOHBIX M aHa’dpPOOHBIX YCIOBUAX. B a’spoOHBIX
YCIOBHAX KIIETKA MOXET MOJIYYHUTh ropas3io Oojiblle SHEPruu, HO 3TO HE JaeTcs eil OecruiaTHO — KHCIOpO[
OKHCJIIET HE TOJIbKO HCTOYHUKU SHEPTUHU, HO U MHOTHE KU3HEHHO Ba)KHbIE KIETOYHbIE KOMIOHEHTHI. [ToaToMy
B a’pOOHBIX YCJIOBHUSIX B KIETKe mpu momourd perynaropoB OxyR um SoxR muaymumpyercs cuHTe3 OenKoB,
TaKUX KaK CyHNEpOKCHAMCMYyTa3a M Karajnas3a, 3allUIIaoIuX ee oT kuciopoaa. C Ipyroil CTOPOHBI, KIETKa
BBIHYKJICHa CYIIECTBEHHO IepecTpauBaTh CBOM MeTaboNHM3M, €CIM OHa MOomajaeT B OelHble JHEpPruei
aHa’pOOHBIC YCIOBUS — TENEph OHA YK€ HE MOXeT cebe mo3BoiuTh MHorue "pockomm". Takas
MeTaboIrueckas IMEepPeCcTpoiika KOHTPOJIUPYETCS PETyNATOPHBIMU OelKaMh — THUCTHAMHOBOM CEHCOPHOI
kuHa3oi ArcB u perynstopom tpaHckpunuuu FNR. OTu nBa Genka KOHTPOJUPYIOT Takue pa3HOOOpa3HbIE
MIPOLIECCHI, KaK JbIXaHue U (OTOCUHTE3, yTUIN3aLUs YIJIepoJa U a30Ta, pearupyros Ha pa3Hble KOHIIEHTPAluu
KUcJIopoaa, 4TO IMO3BOJIACT TOYHO IMOACTPAMBATH KOHTPOJIb Pa3JIMYHBIX TCHOB K YCIOBUSAM IIOJIHOTO HIIN
YaCTUYHOTO aHA’pOOHo3a.

AKTHBHbBIE PAIMKAJIBI: UX MOBPeKAaoLIee IeiicTBHEe H MeXaHM3M HHAKTUBALMH

Kucnoponusiii cTpecc BbI3BaH JEWCTBUEM AaKTUBHBIX KHCIOPOJHBIX HMHTEPMEAMATOB, TaKHX Kak
cynepokcua-anuoH (O,e-), mepekuch Boaopona H,O, u ruapokcmi-pagukan HOe, koTtopsie crocoOHBI
MOBPEXKIAaTh OCNKH, HyKICHMHOBBIE KHCIOTHI U KieTouHble MeMOpaHnsl (Puc.9.1). Kpome Toro, moBpexnatoiee
NCHCTBHEC Ha KICTOYHBIC CTPYKTYpPhl HMEIOT 0,
MPOU3BOJIHBIE 3TUX  AKTUBHBIX  COEAMHEHUU
runoxyiopnas  kucnora (HOCI) wu axTuBHBIC
a30TcoJieprKallle COeAUHEHUS — a30TUCThIM OKCHT
(NO»), MIEPOKCUHUTPUT (HOONO) u
Hutpo3otrodsl (RSNO). Jlns mnpenorBpaiieHus
MOBPEKIACHUA KJIETKA BBIHYXJEHA TOCTOSHHO
CUHTE3UPOBaTh (EPMEHTHI, WHAKTUBHUPYIOIIHC
AKTUBHBIC PAJMKAIBI H YCTPAHSIOIIUE BhI3BAaHHBIC
VMU TIOBPEXKJICHUS.

PQ
—{)

Ipuyuna oxuciumenvHoz2o cmpecca.

OKUCTUTENbHBIN cTpecc SIBJISIETCSI
HEU30EKHBIM MMOOOYHBIM TPOJYKTOM a’pOOHOI0
"ctunst  ku3HH", TOCKOJIbKY Ore- u  HyO,

bopmupyroTcs KaXJIbIi pas, KorJa

MOJIEKYJISIPHBIH KHCIIOPOJ] XUMHYECKH OKHCIISET Puc.9.1. lloBpexneHne MAKpPOMOJIEKYJI KI€TKH
MEPEHOCYUKH 3IEKTPOHOB. OCOOEHHO AaKTUBHBI B AKTHBHBEIMH (pOpMaMH KHCI0PO/]a

TOM OTHOIICHUU BOCCTaHOBJICHHBIC

¢naBonporenHbl. B KieTkax SKCIOHEHLMANbHO pacTyliued KyibTypel Oaktepuit E. coli Oz- u Hy0,
00pa3yloTcsi NpH aBTOOKHCIICHMM KOMIIOHEHTOB JbixartenbHoM 1enu. @maBun NADH nermaporenaszer 11
SBJIAETCS OCHOBHBIM MECTOM II€pEHOCA JJIEKTPOHOB K Kuciopony. PymapaTpenykraza — TEpMHUHAJIbHAsS
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OKCHJIa3a, CUHTE3 KOTOPOM HHIYIHUPYETCS TMPH aHA’POOHOM pOCTE, — OYEHb AKTUBHO B3aUMOJICUCTBYET C
KHCIIOPOJIOM U, BO3MOXHO, SIBISIETCS OCHOBHOW NPUYMHOW CTpecca, BO3HUKAIOLIETO MPHU MEpexoae OT
aHA’POOHBIX K a’pOoOHBIM YCIOBUAM. Pacrymme B a’poOHBIX ycioBUsX FE. coli MpOW3BOAAT JOCTATOYHO
CYNEPOKCUATUCMYTa3bl, YTOOBI MOANEPKUBATh KOHLEHTpaui0 O,*- HAa ypOBHE MOpsIKa 10" M. D10 okomno
MOJIOBUHBI TOW KOHIIEHTPAILIUU, KOTOpasi MOTJia Obl YMEHBIIUTh AKTUBHOCTh KU3HEHHO BAXKHBIX ()EPMEHTOB U
uHruompoBarh poct. Konnenrpamus H,O, Ha mopsgok menbiie mHTHOUpytomiei. Takum oOpa3om, 3alIUTHBIC
CUCTeMBl OaKTepHaTbHOW KJIETKH TMOJICPKUBAIOT KOHIICHTPAIIMIO AKTHBHBIX MPOM3BOJHBIX KHUCIOpOAa Ha
YPOBHE, JIWIIIb CJIeTKa 00Jiee HU3KOM, YeM TOKCHYHBIA. DTO aKTUBHO UCIIOJIB3YETCS PACTEHUSMH, KUBOTHBIMH,
a WHOTJAa W ApYyruMH OaKTepUsMH JUIS 3alIUTHl OT CBOUX OaKTEpHUaIbHBIX KOHKYPEHTOB (WJIM TIATOTCHOB).
Hanpumep, darounts! xuBoTHbIX ucnonb3yioT NADPH okcunazy, NOe cuHTazy M MHenonepokcuaasy ajs
TOro, 4TtoObl BO37ciicTBOBaTh Ha 3axBaueHHble OakTepuu Oze-, NOe¢, HOCl u ux mpousBogusiMu H,Os,
HOONO u RSNO

Mexanuzmbi OKUCTUMENILHBIX NOBPEHCOCHUL KNEMKU.

Haubonee 4yBCTBUTENBHBIMU K OKUCIMTEIBHBIM TOBPEXKICHUSAM SBISIIOTCS pa3iMyHbIe AETUApPATA3bl,
WCTIONIB3YIONIUE Kelle30-cepHble kiacTepbl [4Fe-4S] nmns cBs3piBaHWsl W JETHAPHPOBAHHS CyOCTpaToB.
OkuciieHHe Takux JAerujpara3 CyHNepOKCHUI-MOHOM BbI3BIBAECT paspyuieHue Fe-S kmactepoB M morepro
akTUBHOCTH. Kpome Toro, moGoYHBIM NPOJYKTOM TaKOTO OKHCIICHHS SBJISIOTCSI MHOTOYHCIICHHbBIE HOHBI
JKese3a, BRICBOOOXKIaeMbIe B ITUTOILIA3MYy, Tie oHU coBMecTHO ¢ H,O, kaTtamm3upyroT okucienne JJHK.

H,0, 3¢ dekTuBHO OKUCTSET THOMBI, TOATOMY MOBPEKAAET MHOMXKECTBO JACTHUAPOTEHA3, UCIIOJIb3YIOMIUX
OCTaTKM LMCTEHMHa B KaTanutudeckoMm LeHTpe. Kpome toro, BzammoneiictBue H,O, ¢ nonamm Fe’" naer
cunbHenmit okucnurenb HOe (ruapokcui-paaukan), CoCOOHbIN B3aMMOAEHCTBOBATH MPAKTUYECKH CO BCEMHU
O6uomouiekyiaamu, B epByto ouepean ¢ JJHK, c uem u cBsizaHa B iepByto ouepeb JeTanbHoCTh AeiicTBus HyOy.

3amuTa 0T OKUCJIUTEIBLHOI0 CTPecca.

JUis 321U THI OT OKUCIUTENBHOTO CTpecca KIeTKa MCIONb3YeT LEbIH PsJl aHTHOKCUAAHTHBIX ()epMEHTOB
U CHCTEM pemnapanuu, OOJBIIMHCTBO KOTOPBIE IKCIPECCUPYETCSs Ha HU3KOM 0a3ajibHOM YPOBHE B HOPMaJbHBIX
ycnoBusax. Haubonee BaXXHBIMM aHTHOKCHIAHTHBIMU (pepMEHTAMH, HEMIOCPEICTBEHHO B3aUMOJICHCTBYIOIIUMHU
C aKTHUBHBIMH (OpMaMH KHCIOpOJa M MEPEBOIAIIMMU UX B OE3BpEAHBIC ISl KIETKA COCIUHEHHUS, SBIISIOTCS
CYMEepOKCUATUCMYTa3a U Karanaza. KiieTku OOJBIIMHCTBA OPraHM3MOB COAEPKAT MO HECKOIBbKY u30(opm
Kkaxxaoro ¢epmenta. CynepoKCHUAIUCMYTa3a KaTaIU3UPYeT PEaKLUI0 CYNEepPOKCHI-aHHOHA C BOJOHM, 4YTO
MPUBOJIUT K 00pa30BaHUIO TIEPEKUCH BOJOPO/IA, a KaTalasza KaTallu3upyeT pa3IoKeHUe MEePeKUCcH BOJIOPOAa 10
BOJIbI M KOCJIOPO/1a.

[Tpu BO3AEHCTBUM CyNEpOKCHIa U MEPEKUCH BOJOPOJa IKCIPECCUS] MHOTUX aHTHOKCHJIAHTHBIX OEJIKOB
WHAYLHPYETCs, YTO 3aBUCUT B OCHOBHOM OT JIeHCTBUSA ABYX perynsiTopoB — SoXRS n OxyR.

peaynon SoxRS

SoxRS B o0OTBeT Ha CYNEpPOKCHI pEryJupyer OdSKcrmpeccuro He MeHee 10 OenkoB, BKIIOYas
cynepokcuaaucmyTasy (SodA), yuactytomnryro B penaparuu JJHK sumonykneasy IV (Nfo) u pe3ncreHTHBIE K
cynepokcuny wuzopopmbl pymapasel (FumC) u akonurtassl (AcnA). AKoHHTa3a KOHBEPTHPYET IUTPAT B
n3onuTpar B 1ukie Kpedca. 910 MOHOMEP ¢ OJJHUM KEeJIe30-CEPHBIM LIEHTPOM, KOTOPBI MOXKET HAXOAUTHCS B
KaTaJTUTHYeCKU akTUBHOM [4Fe-4S]| u HeakTUBHOU (HampUMep, U3-3a OKHCIUTENbHOTO MoBpexaeHus ) [3Fe-4S]
dopme. Kpome Toro, SoxRS obecrieunBaeT yBennueHne KOHIICHTPALUH TITIOK030-6-(hocdar aerumporeHassl
(Zwt), 9TO yCHUIINBAET
BOCCTQHOBUTEIIbHYIO CHUJIY KJIETKH,
u yBEJIMUYEHUE KOJIMYECTBA
penpeccopa Merabonm3Mma Kenesa
Fur, 4ro cHuxkaer mnoriomnieHue
JKeJIe3a M, CJIEJJ0BAaTEIbHO, CHIKACT % 5
BBIPA0OTKY IMIPOKCHII-paiuKaa.

Nupykuus peryioHa
MPOUCXOIUT B JBa dTana. CHavana
penokc-ceHcopHbIil  Oenmok  SoxR
MO/ BIUSHUEM CYNEPOKCUI-HMOHA

PHK-momimepasza PHK-nonumepaza

OKHCNEHHE

——
i BOCCTAHOBJIEHHE

SoxR SoxR

Puc.9.2. AkTuBanus Tpanckpunuum 6eaxoM SoxR
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UHAYLMPYET TPAHCKPUILMIO SOXS, a 3aTeM Yxke SO0XS HEeNOCpeACTBEHHO AaKTHBHPYET TI'€HbI-MHILEHH,
CBSI3BIBASACH C MX MPOMOTOPHBIMH obOnacTsiMu. KoHCTUTYTHBHO skcmpeccupyembiii 6emok SoxR (Puc. 9.2) —
IMMeEp, Kaxkaas U3 CyObeAMHHUI] KOTOPOTO COAEPXKUT MO OfHOMY cTtabmibHOMY [2Fe-2S] nentpy. Okucienne
BoccTaHoBjeHHOH (opmbl [2Fe-2S]" B dopmy [2Fe-2S]* npuBoguT K aktuBauuu SoxR. Kakas Monekyna
BBI3bIBACT OKHUCIEHHE SOXR, Moka HesscHO. BO3MOXHO, 3TO A€NaeT caM CynepOKCUA-HOH.

Tonbko okucneHHas ¢popma SOXR MOKeT aKTHBHPOBATH TPAHCKPHUIIIIUIO SOXS, OJTHAKO BOCCTAHOBJICHHAS
SoxR ¢dopma obmamaer toit ke adbdunnocteio k JIHK. CrnemoBaTenbHO, OKHCIEHUE PETYISATOpa JOJHKHO
KaKuM-TO 00pa3oM u3MeHsTh ero B3aumozaeiicteue ¢ JIHK. MHTepecHbIM siBiisieTcs TO, T1e SOXR cBsI3bIBaeTCs €
pETyISATOpHON 00NacThio — Mexay caiitamu -10 u -35 mpomoTopa, 4TO OYEHb HEOOBIYHO ISl aKTUBATOpa
TpaHckpunuuu. Kpome TOro, pacctosHue MEXIy OSTUMH CalTaMy CIMIIKOM OOJbIIOE JJisi aKTUBHOTO
npoMoTopa — 19 nH.m. Cxopee Bcero, mpoMoTopHas 001acTh soxS OJHOBpEMEHHO OKa3biBaeTcs 3aHaToil PHK-
nosnmMepaszoit 1 SoxR, pacnonoxennsiMu o pasneie ctoponbl JIHK, a okucnenne SoxR kakum-to obpazom
nomoraer PHK-nonnmepase 06pazoBaTh OTKPBITHII KOMILIEKC HA HECTAHIAPTHOM MPOMOTOPE.

I'enbr soxS u sOXR pacmoiOXeHBI PSIOM APYr C APYTrOM, TPAHCKPUOUPYIOTCS B MPOTHBOIOJIOXKHBIE
CTOPOHBI, IPUYEM UX IPOMOTOPHBIE 0OJIACTH MEPEKPHIBAIOTCS.

pecynon OxyR

Hpyroii TpanckpunimonHsiii paktop, OxyR, B orBeT Ha H,0, akTuBUpyeT cuHTe3 mpumepHo 30 OenkoB
(ueTko mokazaH KOHTpoJb yepe3 OxyR Tonbko a1 9 u3 HUX), B TOM uuncie KaTtajnasbl (TUApOnepokcuaassl I,
KatG), nByx cyOowseaunun amkuiaruaponepokcua peaykrasbl (AhpCF), rmyrapenokcuna (GrxA), riyTaTHOH
peaykrtassl (GorA), Mn-cynepokcugaucmyTassl U Fur-penpeccopa. Perynupyemsie OxyR Hecnenuduyeckuit
JHK-ceszpiBatomuii 6esok Dps (DNA-binding protein from starved cells) u perymstopnas PHK OxyS
3aIIMILIAIOT OT MyTareHe3a. AKTUBUPYETCS TaKKE€ CUHTE3 psifa F'€HOB TEIUIOBOIO IIOKA U PETYJSITOpa CUHTE3a
KaICyJbHbBIX MTOJINCAXapUIOB.

['en oxyR xomupyet HeOomnbiioi (34 xJla) Oenok, mpuHaiexamuii K cemencTBy LysR-momoOHbIx
perynsatopoB. Kak u OOJNBIIMHCTBO PETYJISATOPOB 3TOro cemencTBa, OXyR HeraruBHO KOHTPOJHMPYET CBOM
COOCTBEHHBIM CHHTE3, TpuueM Kak B mpucytctBuu H;O,, Tak m B €€ OTCYTCTBHM. Takas perymsius
MOJICP)KUBAET KOJMYECTBO Oelka Ha IMOCTOSHHOM YypoBHE. OxyR Takke axkTHBHpPYET TpPaHCKPHUIIIIUIO
COCEITHET0, TPaHCKPUOMPYEMOro B MPOTHUBOIOJIOKHOM HAaINpaBICHUHU, TE€Ha oxyS, MPOIYKTOM KOTOPOTrO
aBIsieTcs Hebonbiast HeTpancnupyemas PHK, Biusronas Ha sKCipeccHio Lenoro psiaa reHoB.

Terpamep OxyR cymiecTByeT B 1ByX opMax — OKUCICHHONW U BOCCTAHOBIIEHHOM, HO TOJIBKO OKHCJICHHAs
(dbopMa aKTUBHUPYET TPAHCKPUIIHMIO, CBSI3bIBAsCh C KApOOKCHKOHIIEBBIM J0MeHOM «o-cyObeaunuisl PHK-
nonumepassl (Puc. 9.3). H,O, HenmocpenctBenHo okuciser OxyR, mpuBoas k 00pa3oBaHUIO AUCYIbPUITHON
CBSI3W MEXIy JBYMS ITUCTEMHOBBIMH oOcCTaTkamu omHOM cyOwseauHuiel OxyR. OOGpa3oBanue 53ToM
TUCyb(UIHON CBSA3M BBI3BIBACT KOH(POPMAIIMOHHOE HM3MEHEHHE, KOTopoe BiMseT Ha cBs3biBaHue ¢ JIHK.
BoccranoBnenune (m, ciuemoBarenbHO, uWHakTHBaiusa) OxyR — ocymectBisiercs TiyTapenokcMHOM 1
(Tron:nucynbPUI OKCHIOPEIYKTa30M, MCHOJIB3YIOIe BOCCTaHOBICHHBINH riyTaTuoH U NADH B kauectse
BOCCTAaHOBUTEJEH), a  IOCKOJIbKY
[JIyTapeOKCUH, TakXke Kak W j&@& wH
[IIyTaTHOHPEIYKTa3a, HAXOAATCS MOJ
koutposieM OxyR, momyuaercs, 410 < R

OxyR cam akTHUBUpPYET 3KCIIPECCHUIO
(epMEeHTOB, HEOOXOMMMBIX I €ro Puc.9.3. AktuBanus tpanckpunuun 0eskom OxyR

BOCCTAaHOBJICHUA, MNPpUBOAAIICTO K
CHSTHIO aKTUBATOPHOTO 3(dekTa.

AjanTanusi K aHa3poouo3sy.

Ocnoguble perynsaropsl — FNR (fumarate and nitrate reduction) u ArcA (aerobic respiratory control)

O0a Genka SBIAIOTCS TPAHCKPUIIIMOHHBIMH (PaKTOPaMHU, aKTUBUPYIOIIMMUCS B aHAOPOOHBIX YCIOBUAX U
WHAKTUBUPYIOIIUXCA TPU B3aUMOJEHUCTBUU C KUcIopoaoM. FNR neTexkthpyer KUCIOpoJ HENMOCPEICTBEHHO
4yepe3 peloKC-uyBCTBUTENBHBIN Fe-S kiactep, BXOASIMN B €ro CTPYKTypy, TOrJa Kak aKTUBHOCTb ArcA
3aBUCHUT OT ero (ochoprmIMpoBaHus, KOHTPOJIUPYEMOTr0o MeMOpaHHON TUCTUIMHKIHA30M ArcB. B otnnuue ot
FNR ArcB He neTekTHpyeT colepXaHHE KHUCIOPOAa HEMOCPEICTBEHHO, a pearupyer Ha oO0Ilee COCTOSHHE
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KJIeTKH. B cBsI3u ¢ 3TUM JBa peryisTopa pearupyloT Ha pa3jidyHble KOHLEHTpPAlUu KUCIOpoAa u
KOHTPOJIMPYIOT Pa3Hble, HO YaCTUYHO MEPEKPhIBAIOIINECS HaOOPbl T€HOB. DTO MO3BOJISET OaKTEpUH OBICTPO U
3G GEKTHBHO NPUCTIOCAOIMBATHCS K MIMPOKOMY JAHAINa30HY KOHIEHTPAIMA KACIOPO/Ia.

FNR xax cencop xuciopooa

FNR — rmoGanpHbBIi perynsiTop, KOHTPOIUpYIOLHil skcrpeccuto 6onee 120 renoB y E. coli. benok Obut
UACHTUGUIMPOBAH IyTEM H30JIALUN MYTAHTOB, HECIIOCOOHBIX BOCCTAHABIMBATh HUTpaT U (ymapat. Ilo3xe
OBUIO TIOKA3aHO, YTO OEJOK OTBEYAET 332 MHAYKLHUIO B aHAYPOOHBIX YCIOBHAX TakuX ¢epMeHTOB Lukia Kpebca
KaK CyKIIMHAT JeruAporeHasa, pyMmapasa, M30LUTpaT JETUAPOreHas3a, y4acTBYIOIIUX B MPOU3BOACTBE SHEPTUU
yTeM OKHCIUTEIbHOTO (ochopunupoBanus. FNR Takke akTHBHpPYET SKCHpeccHIO GepMEHTOB aHa3pPOOHOTO
JbIXaHUsI, KOTOPbIE HUCIOJb3YIOT albTEpHATHUBHBbIE KOHEUYHBIE AKIIENITOPHI 3JIEKTPOHOB, Takue kak DMSO,
¢dbymapar win HUTpatT. [IToMUMO akTHBALMU SKCIIPECCUU HEOOXOAMMBIX B aHAapOOHBIX ycioBusax O6eakoB FNR
TaK)KE PENpeccUpyeT Takue a’dpoOHBIC pecrnupaTtopHble (epMeHTHl Kak muToXpoMmokcumaza u NADH
JNETUPOreHasa.

HNHTepecHo TO, 4TO 1O aMUHOKHCIOTHOW mnocienoBatesnbHOCTH FNR moxox Ha BAK. Mexanusm
aKTHBALlMM TPAHCKPUILUU 00euMH OelKaMM TOKE€ OJIMHAKOB — 00a aKTUBUPYIOT TPAHCKPUIILNIO, KOHTAKTHPY I
¢ o-cyosenununeid PHK-monmumepaspl. EauHcTBeHHBIM —cymiecTBeHHbIM oTiimuueM FNR  sBmsercs
JOTIOJTHATEbHBIA y4acToKk Ha NH-koHIE 3TOrOo Oeciika, Hecymmid (eppeIoKCHHOOOpPa3HBIA KIacTep H3
geTbIpex HUCTEeUHOBBIX O0CTATKOB (Cys-X3-Cys-X2-Cys-X5-Cys), uTo MPHUBEJIO K NMPEANOI0KEHHUIO O AETEKLIUU
KHMCIIOpO/1a TPU MTOMOLIH JKEJI€30-CEPHBIX KJIACTEPOB.

IIpu B3aMMOIENHCTBUM C KUCIOPOAOM JBa [4Fe-4S]* kiactepa aumepa FNR ObicTpo (3a mapy MHHYT)
npespaiatorcs B asa [2F e-2S1* KJIacTepa, IIPUYEM XKEJIEe30 OCTACTCS CBA3aHHBIM ¢ OKUCIeHHBIM FNR, ckopee
Bcero B Buje cyibdua (Puc. 9.4). Ecin ki1eTky GbICTPO BepHYTH B aHadpoOHbIe yciosus, [2Fe-2S]" nentper
OBICTPO BO3BPALIAIOTCS B MCXOJIHOE [4Fe-4S]*" cocrostame. OpHako Goree MPOIOJDKUTEIbHAS UHKYOAIHs B
MPUCYTCTBUU KHUCJIOPOJa BEACT YK€ K HEOOpaTUMOMY pa3pyLICHHIO IIEHTPOB [2Fe-2S]*", maBas amoGenox,
MOJTHOCTBIO JIMIICHHBIN kene3a. FNR akTuBeH Kak TpaHCKPUIIIMOHHBIN (aKkTop TOJBKO B (JOpME roMOANMEDA,
VTS 00pazoBaHus KOTOPOTO

HE00XO0UMO MPUCYTCTBUE

uHTaKTHBIX [4Fe-4S]*"  kmacrepos. ( S
[IpeobpaszoBanue KyOndeckoi

CTPYKTYPBbI [4Fe-4S]2+ B IUIOCKYIO oKHCICHIC
[2Fe-2S]*" mpu okucineHnn Gelka B . Bnmmteq

aBpO6HBIX YCJIOBUAX  OKa3bIBACTCA

JNOCTAaTOYHBIM JUTS BHECEHUS
CYLIECTBEHHBIX KOH()OPMAIIMOHHBIX
WU3MECHECHHUH, BBI3BIBAOIINX

miccommammo  mavepa FNR  ma Puc.9.4. Penpeccusi panckpunmun 6ejaxkom FNR

MOHOMEPBI, 4YTO  MPEAOTBpPAIIAET
cBs3piBanue Oenka ¢ JIHK.

Knertku E. coli ciocoOHBI CyIIECTBOBATH B ITUPOKOM JIHAMA30HE KOHIIEHTPAIMI KUCIOPOAa, U HECKOJIBKO
TPAHCKPUIILIUOHHBIX PETynaTopoB, B ToM yucie FNR u ommcannblii Huxke O6enok ArcB, mcnonbsbriorcest nms
TOYHOW TOJICTPOHKH KJIETOYHOTO METa0ONM3Ma O] KOHKPETHYIO KOHIEHTPAILMI0 KUCIOopoaa. AHa’poOHOe
neixanue y E. coli mpoucxoauT B auanasoHe
KOHIIeHTpauui kuciopona 1-5 uM (npu Hanuuuu
COOTBETCTBYIOIIMX AKIENTOPOB 3JIEKTPOHOB), MPHU
boiee HU3KOM KOHILIEHTpalUuU OakTepus
nepekitouaercs Ha OpokeHue. VIMEHHO B 3TOM
JIMarna3oHe KOHLEHTPAIMH U MPOUCXOAUT MEPEXO.]
FNR u3 HeakTHBHOI1 B aKTUBHYIO (hopMmy.

ArcB

pearupyer Ha HW3MEHEHHUS KOHUEHTpAaLUU
KHCJIOpPOJIa Ha TpaHUIE MHUKPOAHAIPOOHOU U

aHa’poOHOit 30HEI (5-10 LM). Otot Gemnok ckopee Puc.9.5. /IByXKOMIIOHEHTHA PeryJsiTOpHas
BCETO pearupycr Ha NU3MCHCHUS cucrema ArcA/ArcB
3JIEKTPOHTPAHCTIOPTHOM e



(TpaHCMEMOpAaHHOTO MPOTOHHOTO IMOTEHLIMAjda WM JKE€ CTENEeHW OKHUCICHHUS KAaKOro-TO MEepEeHOCUHKa
JIEKTPOHOB). BTOpBIM CHrHaJoM, Ha KOTOpBIM MOXET pearupoBaTh ArcB, sBisercs KOHLEHTpaLus
aHa’pOOHBIX META0OIUTOB.

ArcB paboraer B mape ¢ PO ArcA (Puc. 9.5). Ha cerogusunuii neHs peryiaoHn ArcA HacuuThIBaeT Oosiee
30 renoB, konupytomux (pepmentsl nukia Kpebdca (praBornpoTenHOBBIE AETHIPOTeHA3bl, TUTOXPOMOKCHIA3bI
U T.J.), NIMOKCWJIATHOTO IIYHTa M JAETPajallid >KUPHBIX KHUCIOT. Perynsmus B OCHOBHOM 3aKJIIOYaeTcs B
pernpeccur Tpu aHa’dpoOHo3e CHHTE3a (EPMEHTOB a’pOOHOTO JAbIXaHUs, XOTS ArcA Takke akTHBHPYET
HECKOJIbKO F€HOB B MMKPOAHa’POOHBIX YCIOBUSIX.

ArcB umMmeeT CylIeCTBEHHOE CXOJACTBO C KOMIIOHEHTaMHM CEHCOPHBIX CUCTEM. B ero cocraB BXOAST:
KJIACCUYECKUM TMCTUAMHKUHA3HBIA JIOMEH, LIEHTPAJIbHBIM TOMEH, CXOJHBIN ¢ peryiasTopHsiM fomeHoM PO, u
HeOonbmoit HPt-nomen Ha kapOokcu-koHue. Pochar MokeT mnepepaBatbcsi Ha ArcA ¢ mo0oro u3
(bochoprnnpoBaHHBIX TUCTHIMHOBBIX OCTaTKOB B cocTaBe ArcB — u m3 aBTOkMHa3HOro, n u3 HPt-momena.
[Ipuuyem uMerOTCS AaHHBIE, YTO JJIS PEAKLUU Ha aHa pPOOHbIE METAOOJINTHI JOCTATOYHO TOJIBKO aBTOKMHA3HOTO
JIOMEHa, TOI/1a KaK /715 "omnpeesieHns" COCTOSIHUS AIEKTPOHTpaHCIOpTHOU 1ienu BaxkxeH HPt-nomen.

Absporakcuc

®naBonporenH  AerA  SBISIETCS MEMOpPAaHHBIM — PEIENTOPOM, OTBEYAIONIUM 33  a’POTAKCHC.
AMUHOKOHIIEBOW JIOMEH 3TOrO Oelika TOXO0XK Ha PEeJOKC-CeHCOphl (uKkcanuu azora y Azotobacter, a
KapOOKCHUKOHIICBOM — Ha CHUTHAJIbHBIA JOMEH Oenka Tsr — cepuHOBOro perentopa xeMoTakcuca. s
obecrnieueHus al’poTtakcuca Heobxoaumo B3aumonerictBue AerA Tonbko ¢ CheY, CheA u CheW, takum
o0Opa3om, AerA — TUIIMYHBIN CEHCOpP XEMOTAKCUCA, IETEKTUPYIOINN KOHIIEHTPAIUIO KUCIOPOa.

B 3amure OoT aKTHBHOIO KHCJIOPOJa YYacCTBYIOT TAK)KE €II€ HECKOJIbKO OEIKOB, HE KOHTPOIMPYEMBIX
SoxRS n OxyR.

B3aumocBs3b MeXly OKMCIUTENIBHBIM CTPECCOM U APYTUMU PETYJIATOPHBIMUA CUCTEMAMH.

Eme HeckogpkO  TPAaHCKPHUILIMOHHBIX  PETYJIATOPOB  Y4YacTBYOT B KOHTPOJIE  3KCIIPECCUU
AHTUOKCUJAHTHBIX TeHOoB. Hampumep, RpoS wunaynupyercs, korja KIETKH IOABEPraloOTCS pa3iIMuHbIM
cTpeccaM, BK/IIOYas TroJOJaHHe, OCMOTHYECKMH IIOK, KUCIOTHBIM IIOK M cTanuoHapHyro (aszy. Kierkw,
aKTUBHO 3KcHpeccupyromue RpoS, ycTOHYMBEI K LIETIOMY PsIIy CTPECCOBBIX BO3ACUCTBUM, BKIIIOUAsl BBHICOKHE
KOHIEHTPALUU NEPEKUCH BOAOPOoa. RpoS KOHTponupyeT 3KCIpeccuto LEeaoro psijia aHTUOKCUIAHTHBIX T€HOB,
BKItouas katE, xthA u sodC. Unensl OxyR-perynona katG, gordA u dps Taxxe MOABEP)KEHBI PETYIISILUN Yepes3
RpoS.

Amnaspobnsie peryisatopsl FNR n ArcAB Taxke MOIyIUpPYIOT 3KCHIpeccuto reHoB sodA, sodC, acnA n
fumC. Kpome Toro, aBa romoiora Oemka SoxS, MarA u Rob, perymmpyioT sKCIpeccuro MpakTHYECKH BCEX
reHoB peryioHa SoxRS. Hakoner, skcnpeccusi O4HOTO TPaHCKPUIIIMOHHOTO (hakTopa, Fur, koHTpOonupyercs
kak SoxRS, tak 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
3. G. Sawers. The aerobic/anaerobic interface. Current Opinion in Microbiology 1999, 2:181-187

10. [lesienne 6aKTepUAILHOM KJIETKU U €ro PeryJisinust

Ecnu cMoTpeTh Ha GakTepHiO TOJ MHUKPOCKOIIOM, JIETKO CHeNaTh HAOJIOJIEHHE, YTO OakTepHaibHas
’KHU3HBb SBJSIETCS MO CYIIECTBY MOCTOSIHHBIM IMPOIIECCOM POCTa, KOTOPBI B HEKOTOPHIA MOMEHT MPUBOIUT K
JeNEHUI0 KJIeTKH. UTOObI AENMUTHCS YCHEIIHO, OakTepusl IODKHA YIBOMTH CBOIO MAacCy, IYIUIMIIMPOBATH
XPOMOCOMY M MOCTPOUTH OCOOYIO CTPYKTYPY, Pa3eisIONIyIO JBE JOUYCPHUX KJICTKUA — CEeNTy. XOTS TIIaBHBIN
MpoIecC JICJCHUS, HUTOKUHE3, MOXKET MPOUCXOAUTH OOJice-MEHEEe OJUHAKOBO y BCEX OAaKTepHid, IeTau
JICTICHUST B 11€JIOM W3MCHSIOTCSI 3HAYUTEIBHO B 3aBUCHMOCTH OT (OpPMbI OAKTEpUHM M COCTaBa €€ KICTOYHOMN
creHku. Jlydme Bcero mporecc aeneHus usydeH y Escherichia coli. @opma 3Toil OakTepuu orpeaencHa
JKECTKMM CJIOE€M NENTUIOITIMKAHA WIM MYPEHHA, pACIOIOKEHHOIO MEXIy BHEIIHEM W BHYTpPEHHEH
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KJIETOYHbIMH MeMmOpaHamu. [lemTuiornmkan — orpoMHasi MOJEKyJa, oOpasylomas MOAOOHYI0 MEUIKYy, HO
JOCTATOYHO JKECTKYIO CTPYKTYpPY, KOTOpasi B COYETAHUU C BHICOKUM BHYTPEHHUM OCMOTHYECKHM JaBIICHUEM
JIEHCTBYET KaK 2K30CKEJET, ONMPEICISIONINA MOCTOSHHYIO (POpMY KIETKH W €€ MEXaHHUYECKYI0 MPOYHOCTH B
Pa3HOO0Pa3UM OKPYKAIOMIMX CPEd C Pa3IM4HON OCMOJISPHOCTHIO. [IeNTUAOTIMKAH — YHUKAIBHBIA TOTUMED,
COCTaBJICHHBIN M3 IENel TJIMKaHa, MOMEePEYHO CIIUTHIX KOPOTKUMH HENTUAHBIMH MocTHKamu. IlpucyrctBue
TaKOM KEeCTKOU CTPYKTYpPhl HaKJIaJbIBAET OTIEUATOK Ha BCIO (U3MOJIOTHIO OAKTEpUH, U, B IEPBYIO OYepe/lb, HA
nporiecc JiesneHusl. MypenHOBBIM MEIIOK J0JDKEH ObITh TyOIMpOBaH KaXKAbIi KIETOUHBIA LUK, TPUYEM TaKUM
CrocoOOM, KOTOpBII TapaHTHUPYET IOCTOSIHHYIO LEIOCTHOCTh A3TOM CTPYKTYpPHI, SBJISIOLICHCS aOCOIIOTHO
HEOO0XOAUMOM I OJAEPKaHUs (POPMBI M KUZHECTIOCOOHOCTH KIJIETKH. DTa IeNlb JOCTUraeTcs NPy MOMOIIU
CIIO)KHOTO KOMIUIEKCAa OEJKOB, BKIIIOYAIOIIEr0 MYPEHHCHHTETAa3bl, JUTHYECKHE (HEPMEHTHI U MHOXKECTBO
0enkoB, crneuuuuecKux IS ACNEHUs, HO HE CBSI3aHHBIX HEMOCPEJCTBEHHO C METabOIM3MOM MYyperHa.
DKcrpeccust 3TUX OEITKOB MMO/BEPIKEHA CIIOKHON CHCTEME PETYJISINH, YIPABISIONIEH MPUCYTCTBHEM HYKHBIX
KOJIMYECTB HYXHBIX OCIKOB B HY)KHBIX MECTax M B HY>KHOE BpeMsl U KOOpIUHAIMEH KJIETOYHOTO JIEJICHHS C
pETUTHKAIEe XPOMOCOMBI ¥ KIIETOYHBIM POCTOM.

OO0pa3oBaHre KJIETOYHOM MEPEropoAKH (CENThl) KaTATM3UPYETCS PSAIOM KU3HCHHO BaKHBIX OEIKOB,
KOTOpBIE MyTeM CaMOCOOpKH 00pa3yroT KOJIBIEBYIO CTPYKTYpYy (CemTocoMy) B MecCTe OyAyIIero IeNIeHUS.
COopka 3TOH CTPYKTYphl MPOUCXOAMT TOCIEIOBATEIFHO M WHULUUPYETCS Oenkom FtsZ — cTpyKTypHBIM U
(YHKIIMOHATILHBIM aHAJIOIOM 3YKapUOTUYECKUX TyOYJIHHOB.

BaxHpIM MOMEHTOM JieleHMsI SBISIETCS BBHIOOpP MPABUIBHOW TO3ULIMHU MJiE COOPKU CENTOCOMBI.
Wuruburop xneroyHoro aeneHuss MinCD OiokupyeTr cOOpKy cenTocoMsl, a aApyroi 6emnok, MinE, oGpasyer
KOJIBIIO B CEPEIMHE KICTKH, KOTOPOE 3aIIHIACT Oy YA CAUT NEICHHS OT NCHCTBUS HHTHOUTOpA.

Jlenenue TECHO KOOPAMHUPOBAHO C JAPYTUMHU KIETOYHBIMU IMPOIIECCAMU, NIPEKIE BCETO C PEIUTUKaIueit
XPOMOCOMBI, OJHAKO MEXaHU3MBI, YIPABISIONIAE TAaKOW KOOpAMHALMEH, WCCIIeIOBaHBl HEIOCTATOYHO. B
MoclieIHee BpeMs MHOTO BHUMAaHUS yAETSETCs ABYM CIIEIIUANBHBIM CIIy4asiM KIETOYHOTO JENIeHUs, CBI3aHHBIM
¢ muddepennmanmeit KIeTOK, — MOISIPHOMY NIEICHUIO MPU cropoobpa3zoBanuu (y B. subtilis) u nenenuto y
Caulobacter crescentus (KOTOpoe Bcerja MPUBOJAUT K 00pa30BaHUIO JIBYX MOP(OJOTHUECKH PA3TUIAFOIIHXCS
kinetok). Y C. crescentus moka3aHo cymiecTBoBaHue Oenka (CtrA), KOHTPOJUPYIOIIErO Kak PEIUTUKAIHIO
XPOMOCOMBI, TaK M TPAHCKPHIIIMIO KJIIOUYEBOrO reHa JeneHusi, FtsZ, u, Takum oOpa3om, 0OecrednBaroniero
HEO0XO0AUMYIO KOOPAMHAIUIO IBYX IPOIIECCOB.

10.1. Cmpyxkmypa mypeuna.

['mukaHOBBIE TIEMM MYypEWHA CIOXKEHBI M3 TOBTOPSIOUIUXCS CYOBEIUHUIl, COCTOSIIUX U3 JBYX
amuHOcaxapoB, N-anetmiriatoko3amuHa (GIcNAc) u N-anetunmypamoBoit kuciioTel (MurNAC), cBsI3aHHBIX [3-
1,4 rnuko3uanbeiMu cBsi3aMu (Puc. 10.1). [InunHa 3TUX 1eneil 3HaYUTeNbHO BapbUPYET CO CPETHUM YUCIOM 29
qUcaxapuaHbIX cyObenuHui. llemu riaukaHa NEPEKPEeCTHO CIIUTHI KOPOTKUMHU MENTHAHBIMHU MOCTaMHU.
[Mentanentun L-Ala-D-Glu-DAP-D-Ala-D-Ala (DAP — mMe30-a1uaMHHONTUMETMHOBAS KHCIIOTA) IPUCOSTUHEH K
naktaTHOM rpymnne MurNAc uepe3 aMuIHYIO CBA3b ¢ ocTaTkoM L-amanuna. IlpucyTcTBHe nBYOCHOBHOI
kucnotsl (DAP B E. coli) HeoOxonumo nmsi GopMUPOBaHUS MEPEKPECTHBIX CIIUBOK MEXAY COCETHUMU LEMSIMU
rukaHa. Kpocc-cimmBKa OCYIIECTBISETCA TPAHCIENTUAA30M, KOTOpas OTIICIUISIET KOHLEBOM D-amaHuH u
o0Opa3yeT MNEeNTUIHYIO CBS3b MEXAy ocTaroummcs D-amaHuHoM U cBoOOomHON amuHorpynmoid DAP wu3
MEHTAIENTH A, CBA3aHHOTO C APYro 1emnpto rmkaHa. GopmupoBaHue MENTUIHOIO MOCTa BCE €IIE OCTaBIsET
CBOOOJHYI0O aMUHOTPYNIy B OAHOM M3 ocraTkoB DAP, uTo 1emaer BO3MOXXHBIM TPUCOETUHEHHE
JOTIOTHUTEIBHON IIeMH TJIMKaHa. Takue CBsI3W, COCAMHAMONIEE TPU IeNH TIMKAaHa, OOHApPYKHBAIOTCS
npuOIM3UTENBHO B 5 % ciydaeB. B 3penom menTuaorivkaHe OIWH WM o0a ocTaromuxcs D-agaHWHOBBIX
OCTaTKa yNajsioTCs W3 MENTUIHBIX MOCTHKOB KapOoKcumnentuaazamu. llemTuaHbie 1enu pacrojararoTcs Mo
CHOUpaIM BOKPYTI IJVIMKAHOBBIX LieTed moj yrinamu npubnusurensHo B 90° npyr k apyry. Ecim mypeun
OJTHOCIIOCH, KakK B E. coli, menTUAHbIE MOCTBI MOTYT COCIUHATH KaXKAbI BTOpOoi octatok MurNAc B cocenHux
IEnsAX TJIMKaHa. PeallbHOE KOJMYECTBO IMOTNEPEYHBIX CIIMBOK OJM3KO K OXKHIAEMOMY IO KpailHeld Mmepe B
HEKOTOPBIX YCIOBUAX. Takoe CTpOeHUE MOJIEKYJIbl NMPUBOAUT K CO3JAHUIO MPOYHON KOBAJEHTHO CBSI3aHHOU
CETYATOW CTPYKTYphI, (haKTUICCKU OJHOH OTPOMHON MOJICKYJIBI, B KOTOPYIO 3aKJIFOUYeHA OOJIbIIas 4acTh
OakTepuanbHOM KIETKH. Takas CTpyKTypa TIO3BOJISIET MYPEHMHOBOMY 3K30CKEJIETy IMPOTHUBOCTOSITH
BHYTPEHHEMY JaBJICHUIO B HECKOIBKO arMocdep. I mMeHHO KOMOWHAIUST BBICOKOTO BHYTPEHHETO JABJICHHS C
KECTKOCThIO MyPEMHOBOTO Kapkaca omnpefenser (ukcupoBaHHyto (GopMmy OakTepuanbHOM KieTku. O4eBUAHO,
YTO Takas CTPYKTypa oOecreunBaeT 0aKTepHH MHOTO MPEUMYIIECTB, HO TAaK)KE CO3JAeT U HECKOJIBKO MpodIieMm,
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HanOosee BaKHOI M3 KOTOPBIX SIBISETCS POCT JKECTKOIO MYPEHMHOBOI'O 3K30CKEJeTa — OH JOJDKEH PAacTH U
JeTUTbCS TaKUM CIIOCOOOM, YTOOBI IIEIOCTHOCTh BCEH CTPYKTYpbl, INPOTHUBOCTOSAILIEH BHYTpEHHEMY
OCMOTHYECKOMY JaBJICHUIO, HUKOTJJa HE HAPYIIalach.
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NAG NAM NAG
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Puc.10.1. CTpykTypa nentugorinakana

10.2. Mooenu snoneayuu u 0eeHus MypeuHo8020 Kapkacd.

CambplM M[pOCTBIM ITyTEM BCTAaBKM HOBOIO Marepuajga B MNENTHAOINIMKAH SBISETCA CTpaTerus,
UCTIONb3yeMasi TPaMIIOJIOKUTEIIbHBIMUA ~ OakTepUsIMH, TI/I€ HOBBIE CIIOM MypeuHa JI00aBISIOTCS B
HEHAIPSHKEHHOM COCTOSIHUM HMKE BHEIIHMX CJIOEB, HECYLIMX MEXaHUYECKOE HaIpsHKEHUE. DTH HOBBIE LENU
BBOJIATCS B ICHCTBHE MEUIEHHO, [0 Mepe Aerpajallii BHEIIHUX ClIoeB Tuaponazamu. [logobunas ¢popma pocra
MYpPEHMHOBOTO Kapkaca, ckopee Bcero, umeer mecto u y E. coli (Puc. 10.2). JInsa coxpaHeHUs 1EIOCTHOCTH
MENTHAOTIMKaHa HOBBIM MaTepuain JODKEH ObITh MPHUCOEAMHEH K CYIIECTBYIOIIEMY CIIOI MyperHa Mpex/e,
YeM JI00ble KOBAJIEHTHBIE CBS3M MOTYT OBITh pacuielyieHbl. MHHHMMaabHas CTPYKTypa HOBOTo (hparmMeHra
MypEHHa, BCTABJISIOLIEIOCS B YK€ UMEIOIIYIOCS MOJEKYIY, JOJKHA MO CTPYKTYPHBIM IMIPUYUHAM COCTOSITh U3
Tpex meneil. COopka Takoro TpHUIUIETA HAUYUHAETCS C CHHTE3a MpaiMepHOW TJIMKAHOBOW IICTIH,
KaTaau3upyeMoro MOHO(DYHKIIMOHAIBHON  TpaHCTIHMKO3WIa30d. VICKOMBIM  Tpurjer Iemned TIiukKaHa
(dopMupyeTcsl TyTeM CHUHTE3a JIBYX HOBBIX IIeTIeH, COMPSIKEHHOTO C UX OJHOBPEMEHHBIM «IPUIIMBAHUEM) K
npaiiMepHOi 1enu. DTy peaklHio KaTAIU3UPYIOT OM(YHKIMOHAIBHBIE TPaHCTIIMKO3UIIA3bl/TPaHCIENTHAA3bI.
[TomyuyeHHBIH TPUIUIET 3aTeM MPHUCOETUHIETCS K CBOOOAHBIM aMuHorpynnaM DAP U3 nenTuIHBIX MOCTHKOB C
00enx CTOPOH LEMU-MHILEHU B CYIIECTBYIOLIEM MypeuHe. Llenb-MuleHs 3aTeM ynaiasieTcs, U TpU HOBBIX IeTH
BBIJIBUTAIOTCS B TNIOCKOCTh MypeHHa BHYTPEHHUM JiaBjieHueM. Bce (epMeHThI, KaTanu3upyrolme on1ucaHHbIe
BBIIIE pEaKIMH, CKOpee BCero padOTalOT B COCTaBE  KPYMHOTO MYJBTH(PEPMEHTHOTO KOMILIEKCA,
JIBUTAIOILIETOCS] BAOJb TJIMKAHOBBIX LENEW CYIIECTBYIOUIETO MYypEHHA, CUHTE3UPYs TPUIUIETHI TNIMKAHOBBIX
Lenem, NpUcoeIuHsAS UX U3HYTPU K MypPEHMHOBOMY KapKacy, a 3aT€M BbIpe3asi U Jerpaaupys "MaTpuuHyo" 1enb
craporo mnentupornukana (Puc. 10.3). Takum o0pazoMm, mpH SIOHTAllMM TENTHIOTIUKAHA BMECTO OJIHOM
CTapoil IIIMKAaHOBOM €N BCErJa BCTaBJISIETCS TPU HOBBbIX. JlJi TOro, YTOOBl TAaKUM IyTEM YBEIMUYUTH JJIUHY
UWINHIPUYECKOTO0 MYPEHHOBOTO KapKaca MaJOYKOBHAHON OakTepuu, HEOOXOJWMO BBIPE3aTh IOJOBHHY
HMEIOLIETOCS MaTepuaia MypenHa (3T0 MOATBEPKACHO IKCIIEPUMEHTANIBHO).
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Puc.10.2. DjoHranusa nenTuaoriInKaHa

MuHopHass MOTUGHUKAIHMSI COCTaBa MYJIbTH()EPMEHTHOTO KOMIUIEKCA JOCTaTOYHA U 0OeCreueHMs] CHHTe3a
MyperHa TpH KJIETOYHOM JeneHuu. Hebonbias 3amepikka yJaneHus cTapod LMy MPHUBEAET K MHBarvuHAIUU
MyperHa B pe3yJbTaTe MOOaBJIICHUS CIEAYIONET0 TPUIUIETa MypEHHa JO TOrOo, KaK cTapas Lemb Meper
MpeIbIAyIIMM TPUILIETOM OyJeT yAaleHa. A 3aJepkaB yaaJeHHe CTaporo maTrepuana euie JOJbIIe, MOXKHO
MOJIYYUTh TPEXCIOWHYIO MEPErOpPOAKY MEXIY JOUYePHUMHU KieTkaMu. [Ioka 4To 3KCIIepHUMEHTAIbHO MTOKAa3aHO
JUIIb TO, YTO B COCTaB€ MYJbTU(EPMEHTHOIO KOMIUIEKCa, paboTalolmlero mNpu [JeJleHHWH, 3aMEHEHa
MoHOo(yHKIIMOHANBHAs TpaHcnenTtuaaza (PBP3 paboraer BMecTto PBP2), HO moka HesicHO, KaK 3TO MPUBOAMT K
3a7€p>KKe yalIeHUs MpaiiMepHON LENH NeNTUIOTINKAHA.

10.3. 'envl K1emoyuHo2o OeneHusl.

OnpenencHue crenuPUYECKOro TeHa KIETOYHOTO JICJICHHUS MOXET OBITh HECKOJIBKO 3aTpPyIHEHO.
KnerouHnoe neneHne, KOHEYHO, HEBO3MOXKHO 0€3 MHOTMX M3 TE€HOB, HEOOXOIHMMBIX I OHOCHHTE3a
MENTHIOTVIMKaHA, ¥ MyTAallid B MHOTHUX M3 HMX JICTAIbHBI, HO TEPMHH "T€H KICTOYHOTO JCJCHUA" OOBIYHO
WCTIOJIb3YETCS, KOTJa MYyTallusi HETOCPEICTBEHHO BEAET K
BUAMMOMY  nedekTy B JleNIeHuH  0e3  Jpyrux
HETNOCPEACTBEHHBIX  A(P(EKTOB HAa  KJIETOYHBIH  POCT,
dhopmupoBaHHe KIETOUYHOM cTeHkH, perutukaruio JJHK wmm
cerperanito. OOBIYHO OJOK JeNeHHsT HE MPUBOAUT K
HEMEUICHHOMY MPEKPAIIEHUIO POCTA, U KIIETKU MPOJI0IDKAIOT
YAJIUHATBCS ~ HEKOTOpOE  BpeMs. JTO  MPHUBOJUT K
(hopMHPOBAHUIO JUTUHHBIX (huIaMeHTOB, MOATOMY
OOJIBIIMHCTBO  JKU3HCHHO BAXKHBIX T'CHOB  KJIETOYHOTO
nelieHust uMeroT abopesuatypy fis (filamentous temperature
sensitive). Ecnu ToBOpUTH O TeHE, KOTOPBIA SBISETCS
a0COTFOTHO HEOOXOTUMBIM JUTSl JISJICHHUS KaKIO0W OaKTepHH,
TO €AMHCTBEHHBI T'€H W3 M3BECTHBIX B HACTOSIICEC BPEMS
COOTBETCTBYET J3TOMY ompeaenenuto — fisZ. Ho fisZ B
OJTMHOYKY OKa3bIBACTCS JOCTATOYHBIM JUIsI JICJICHUSI TOJBKO Puc.10.3. MoJjiekyJisipHasi MalimHa
CaMBIX TPOCTBIX  Oakrepwii, Hanpumep Mycoplasma OMOCHHTE3a MeNTUIOTINKAHA
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genitalium, XUBYIIUX B HJA€aIbHOW OOraToil MNUTATEJbHBIMU BELIECTBAMM OKpY’Kalollel cpene mpu
MIOCTOSIHHOM TeMIEpaType M MOCTOSHHOM OCMOTHYECKOM [JAaBJICHHMM U, CIENOBATENbHO, HE HYKIAIOIIMXCS B
MYpPEUHOBOW KJIETOYHOH CTeHKE (M He uMeromux ee). Jpyrue OakTepuu NOJKHBI UMETh JOIMOJIHUTENIbHbBIE
CTPYKTYpbI, 4TOOBl ~BBDKMBAaTh B CBOMX MecTooOuMTaHMAX. OIHA U3 3THX JONOJHHUTEIbHBIX CTPYKTYp —
MYpEMHOBAs KJIETOYHAs CTEHKa, TUIIWYHAsS I OTPOMHOr0 OonbiHeTBa Eubacteria. IlpucyTcTBUE KICTOYHON
CTEHKHM HEMEAJICHHO CO3/IaeT Cephe3Hble MPOoOIeMbl Ipu JeseHuH. JKecTkol 1 Haxoasduecs noj MOCTOSIHHBIM
OCMOTHYECKHM JIaBJICHUEM HM3HYTPU MYPEHMHOBOW KJIETOYHOU CTEHKE TPeOYEeTCs OnpeieIeHHbI Habop OeIKoB
JUIs TIPaBUJIBHOTO pa3ziesieHHsl TONoJIaM IpU JeJIEHUH KJIETKH 0e3 HapylLIeHUs LEeIOCTHOCTH CTPYKTYPBI, U 3TH
O€NKM JOJDKHBI JIeHCTBOBOBATh KOOPAMHUPOBAHHO C JPYTMMHU OelIKaMu, HEOOXOTUMBIMH JJIS JEJCHUS KaK
TaKOBOTO.

fisZ — TeH KIIETOYHOTO JICJICHNUs, KOTOPOMY YAETseTCs HanOoJpIliee BHUMAHUE B ITOCIIEAHEE BPEMSI, TTOCIIe
OoOHapy»XeHHsI TOTO, YTO €ro MPOAYKT 00pa3zyeT KOJbI0 HAa BHYTPEHHEH CTOpOHE LUTOMIA3MATUYECKOM
MeMOpaHbI B IIEHTpE KIETKH. | eH fisZ, pacriojI0KEeHHBINA B KJIacTepe mra Ha 2.5 MUHYTE XPOMOCOMHOM KapThl
E. coli, xonupyer Haubojiee MHOTOYHCJICHHBIH OEJIOK KJIETOYHOTO JeJIeHUs, KOTOpBI NPUCYTCTBYET B
konugectBe ot 5,000 no 20,000 konwmii Ha kneTky. benok FtsZ romonorudeH sykapuOTHUECKUM TyOYJIHHAM,
4yTO corjacyercs ¢ ero cinaboii ['Tdaznoit akTuBHOCTHIO. HenaBHee onpesenenne KpUCTaUTMIECKUX CTPYKTYP
FtsZ u TyOynuHa mOATBEPANIIO, UTO TPEXMEPHBIE CTPYKTYPBI 3TUX OEIIKOB OYEHb MOXO0XH HECMOTPS Ha HU3KUH
YpOBEHb CXOJICTBA IMEPBUYHOM IMoOcCieqoBaTeIbHOCTH. Ha ypoBHE TpeTHMUHOI CTPYKTypbl aMHUHOKOHIIEBHIE
['T®-cBsa3biBatonue AOMEHBI 3TUX OEIKOB SBISIOTCS (DAaKTHUUECKW WICHTHYHBIMH, U KapOOKCHKOHIIEBHIE
JIOMEHBI TaK)KE€ OYEHb CXOXKH, XOTS TOMOJIOTHSI TIEPBHUYHBIX ITOCIEIOBATEIBHOCTEH KapOOKCHMKOHIIEBBIX
JIOMEHOB He JAeTekTupyercs. DyHKIMOHaIbHOE CXOACTBO FtsZ ¢ TyOynuHaAaMu TOATBEPKIACTCS €ro
CIIOCOOHOCTBIO COOMPATHCS in Vitro B MPOTO(UIAMEHTHl 1 MUHH-KOJIBLIA, KOTOPhIE HAIIOMHUHAIOT CTPYKTYPHI,
(dbopmMupyemble TyOyTHHOM. YUUTBIBasl AUAMETP ITHX MPOTOPUIAMEHTOB U TUAMETP KJIETKH, KonuduecTBo FtsZ
B KJIETKE JOCTATOYHO, YTOOBI 00pa30BaTh MPOTOMUIAMEHT, OKpYKarImui KIeTky 20 pas.

['omonoru FtsZ Obutn HaiineHsl B pa3HooOpa3HbiX Eubacteria v Archaea, BKItoYasi BCe OpraHU3MBI, IS
KOTOPBIX TOJHbIE TEHOMHBIE TOCIIEIOBATEIBHOCTHU yxke ornpeneneHsl (kpome C. trachomatis); 3TOT Oen0OK OBbLI
HalJIeH Jake B BBICIIEM pacTeHuH, Arabidopsis thaliana, Tine oH KOIUPYETCs sIAEPHBIM T€HOM, HO OYEBHIHO
TpeOyeTcst JUIs JeNIeHHsI XJIOPOILIaCTOB.

CBoiicTBa Z-K0mbIa, TIIaBHBIM 00pa3oM ero (opMupoBaHHE paHO B KIIETOYHOM ITUKIJIE, MECTOTIOIOKECHNE
B CepeluHe KJIETKH Ha OyayIieMm caidTe AeNeHUus, M ero BHAMMOE COKpAIlIeHHe B TEUCHHE Ipoliecca AeNeHus,
JAI0T OCHOBaHWE IPEAIoNiarath, 4ro KoibIo FtsZ Moxer OBITh caliToM COOpPKH aisi APYTUX OENKOB,
BOBJICUCHHBIX B [ICJICHHE, a TakKe BIDKYIICW CHJION WU, MO KpaliHeH Mepe, €€ COCTaBISIOIICH,
HaIpaBJISIOIIEH 00pa30BaHHUE CETITHI.

I'en fitsA, pacnonoxeHHbI miepen fisZ, koaupyer Oenok pasmepoMm 46 k/la, mpucyTcTByromuil B
KoJmdecTBe Mpuomm3uTenbHo 150 monekyn Ha kieTky. [IpaBunsHoe otHOmeHue FtsA k FtsZ (1:100) siBasieTcst
HE0OXOIUMBIM ISl ycnemHoro aenenus. Luronnazmaruyeckas gopma FtsA moxer gochopunnpoBaThes U B
dbochopmMpoOBaHHOM ~ COCTOSIHMHM ~ SIBIIICTCA  CMOCOOHOM K cBs3biBanuto  ATd, Torma Kkak B
Hedochopunupyemoit gopme O€lOK CBS3BIBAETCS € KJIETOYHONM MeMOpaHoW. bemok — uieH O60dbIIOTO
cemerictBa AT®-cBA3BIBAIOMINX OCJIKOB, B KOTOPOE BXOAAT aKTHHBI U Oenku TeruioBoro moka (HSP70). FtsA
MOSIBIIICTCSL HA CalTe JIeJIeHUs] HemocpencTBEHHO 3a FtsZ u, BeposATHO, BKIOYaeTCsl B (DOPMUPYIOIIYIOCS
CTPYKTYPY CENThI HEMEJIEHHO TOCIIe TOTo, Kak 00pa3yeTcst Koibio FtsZ.

ftsI HaxonuTcsi B OTHOM Kjactepe creHamu fisQAZ v KogupyeT CHelupUIecKyro sl CENThl CHHTETasy
mypeuHa, PBP3. benokx npucyrctByer B konmuectBe 50-100 xomwmii Ha kietky. PBP3 — TpancmemOpanHbIi
OENIOK ¢ KaTaIUTUYECKUM JIOMEHOM, PacrlojOXKeHHBIM B nepuruiazme. PBP3 — cnenuduueckas ans nenenus
TpaHcIenTuAa3a. benok gokanus3yercs B pailoHE CeNThl Ha MOCIEIHUX CTAIUsAX NEJICHUS; YacTh OelKa TakkKe
HaOIo/IaeTCs Ha KIETOYHBIX ToJiocax. JlJis MpaBWIILHOW CENTANIbHON JIOKaIu3aluu Oenka Tpedyercs ero
coOCTBEHHBIM TpaHCMEMOpaHHBIN ToMeH, a Takxke FtsZ, FtsA, FtsQ, u FtsL.

I'en fitsK pacrionoxen Ha 20 mMuHYTE Xpomocombl mociie SOS-uHAynuOensHoro npomoropa (dinH) n

KOJMPYET IUTOIIa3MaTHUECKUIT MeMOpaHHbIi Oenok pasMepoM 147 k/la. bemok BRICOKO TOMOJIOTHYEH OelTkam
SpolllE rpaMmonoXuTenbHbIX cropyiupyrommx Oakrepuit. Y B. subtilis SpolllE otTBercTBeuaer 3a
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IIPAaBUJIBHOE PACIIPEIEIICHUE OJHOW M3 CECTPUHCKMX XPOMOCOM B CIIOPOBBIM KOMIIAPTMEHT, a TAKKE MOKET
ObITH BOBJICUEH B 3aBeplueHue centsl (paszgenll). Kpome Toro, kapOokcukoHueBas yacte O6enka FtsK nmeer
CYILLIECTBEHHYIO T'OMOJIOTMIO €O MHOXecTBOM Tra OenkoB miasMuj Strepfomyces W KOHBIOTaTUBHOTO
tpancno3oHa Tn916. FtsK, mogo6no SpolllE, numeer runpodpoOHy0 aMMHOKOHLIEBYIO 00J1aCTh ¢ HECKOJIBKUMHU
TpaHCMEMOpPAaHHBIMH ~ CeTMEHTaMH M OOJBIIMM  LUTOIUIA3MATUYECKMM  JOMEHOM,  COJEp KalluM
HYKJICOTHICBS3BIBAIONINN MOTHUB. [ 'HapodoOHBIII aMHHOKOHIIEBOM JOMEH HEOOXOAWM Il TPaBHIBHON
JoKajau3anuy Oenka Mpu JAeJIeHUU (B 00JIACTH CTPOSIIIEHCS CeNThl) U, BEPOSITHO, UTPAET HEKOTOPYIO POJIb MPHU
3aBepIleHNH 00pa3oBaHMs cenThl. KapOOKCHKOHIIEBAs 4acTh Oellka, MMEIOoIas caMylo BBICOKYIO TOMOJIOTHIO €
SpollIE u npyrumu Oenkamu ¢ "JIHK-moOmnmsytomeit" ¢yHkime, Tpedyercs A1 HOPMAIbHOTO pa3/ieieHuUs
XPOMOCOM MEKJy CECTPUHCKMMM KJIETKaMU IIpY 3aBEPLICHUU JIEJICHUS, KOTJa HEPA3OLIEIINECs 110 COCEIHUM
KJIETKaM XpOMOCOMBI MOTYT OBbITh "TIOMMaHbI" 3aKpbIBAIOLIEHCS CENTOM, 3T0 MOTJI0 Obl IPUBECTH K JIETAILHOMY
HACXO.Y.

I'en zipA xonupyer O6eoKk HUTOIIIa3MaTHUYECKONH MeMOpaHbl pazMepoM 36 k/la ¢ HeoObIUHOI TonoIornein
- N-koHel 3asKOpeH B MeMOpaHe, a ocTalbHas 4acTh OelIKa pacrojioXkeHa B nuToriasme. HemocpeacTBeHHO
B3auMOJIeiicTBYss ¢ FtsZ B muTonmasme, 3TOT OENOK BBIMONHAET (YHKIUIO CBS3YIOIIETO 3BEHA MEXIY
MeMOpaHHBIMH U [IUTOIIA3MaTHUECKUMH KOMIIOHEHTAMHU CENTOCOMBI.

DyHKINUU elie HECKONBKUX fis-reHoB (fisQ, ftsW, fisN w fisL) mo cux mop 4eTKO HE BBIICHEHBI. Bee atn
OCNKU SIBISIOTCSI MEMOpPaHHBIMH M WX HMHAKTUBAIMS SBJSICTCS JICTATbHOH, a TEMIIEpaTypO4yBCTBHTEIBHBIC
MYTaHTBI B HETIEPMHUCCUBHBIX YCIOBUAX (QUIaAMEHTUPYIOT. fis W SBIsIeTCS MHTETPAIbHBIM MEMOPAHHBIM O€JIKOM
Y CKOpEE BCEro Y4acTBYET B TPAHCIIOPTE MPEANICCTBEHHUKOB MENTHIOTIMKAHA B TICPUILIA3MY.

10.1.4. Ceepecayus HyK1€0U008.

OueBUIHO, UTO KJIETKA JOJDKHA KOIMMPOBATh CBOIO XPOMOCOMY B T€UEHME Ka)J0I'0 KJIETOYHOI'O LIMKJIA U
rapaHTHpPOBATh, YTO IIOJYYEHHBbIE KOIWH OKaXyTCs B Pa3IMUHbIX AOYEpHUX KieTkax. [losTomy nenenue
JOJDKHO OBITh TaK WJIM MHa4Ye CKOOPAMHUPOBAHO C PEIUIMKALMEH XPOMOCOMBI M Cerperanueil HyKJIeouaoB.
[Tockonbky ckopocth permkanuu JHK mnpu mganHOW TemmepaType MOCTOSIHHA, KJIETKH JIOCTUTalOT
HEOO0XOIMMOTO YHCIA TOJHBIX XpPOMOCOM K BPEMEHHU JACNCHHS 4Yepe3 KOHTPOJIb MHULUAILMHM PETUTUKALMA —
MHTEPBaJIbl MEXy COOBITHSIMU MHUIMALIMKM PaBHBI HHTEPBAJIaM MEXIY AEJIECHHUEM. JTO NIPUBOJUT K TOMY, YTO
OBICTPO pacTyIIne KIETKH UMEIOT HECKOIBKO KOMUNA XPOMOCOMBI.

Pa3nenenue cecCTpUHCKUX HYKJICOUJOB SBIISETCS HEOOXOAMMOM MPEANOCHIIKON UIsl JeNIeHUs], U TIOXO0XKE,
YTO MPOCTPAHCTBO, CBOOOTHOE OT HYKJICOUI0B, MOXKET OMPEIEISITh PACIONIOKEHNE CEMNTHI (U, B CBOIO OYEPEIb,
(dbopMHpOBaHKE CENTHl MHTHOMpPYETCS B O0JIACTSX, TJe HYKJICOWJ IMPHCYTCTBYeT). B Hacrosimee BpeMs HET
MOJIHOTO COTJIacHsl MO MOBOJAY MEXaHU3MOB, OCYILECTBISIONIMX pa3/ielieHHe HYKJICOUJ0B, HO HElaBHO ObLIO
MIPOJIEMOHCTPHUPOBAHO, YTO E. coli (Takxke Kak Ipyrue OaKTepuu) IMEET aKTUBHBIN TOJOOHBIN MUTOTHYECKOMY
anmapar cerperaiui. K cokanenuio, He M3BECTHO, Kakue OEJIKH BOBJIEYEHBI B OBICTPYIO CErperaiuio TOYeK
Hayaja periuKaluyi XpoMocoM. /IBa BO3MOXKHBIX KaHAUAaTa Ha 3Ty posb — 0enku FtsK u MukB.

mukB-MyTaHTBI UMEIOT clleTKa (PHIaMEHTHPYIOMUNA (PEHOTHUIT M CYIIECTBEHHBIN MPOICHT OE3bsAAECPHBIX
KJIETOK. Y MyTaHTa XOpOIIO BBIPAXKEHO HEPETyNApHOE pasfeneHue HykieounoB. MukB — oauH u3 cambix
KPYIHBIX OXapaKTEpHU30BAaHHBIX MPOKApHUOTHYECKMX OenkoB. OH HMMEET HEKOTOpOe CXOJCTBO C
J9YKapUOTHYECKUMH MHO3MHAMU W HUMEET JOMEHHYIO CTPYKTYpY, HAIOMHHAIONIYI0 00 3yKapHOTHUYECKHX
MOTOPHBIX O€JIKaX KUHE3WHE U MHO3HMHE, YTO COBMECTHMO C MPEUIOKEHHON AJii Hero (yHKUMEH MOTOPHOTO
Oenka, mepemematoniero Hykiaeouasl. MukB Genok mmeer Huskyto AT®daznyio u ['TdazHyl0 aKTHUBHOCTH.
AmuHoKoHIIEBOH noMeH MukB cBs3bpiBaercst ¢ Beicokoi adpdunnoctrio ¢ FtsZ. FtsZ moxer cTUMynHpoBaTh
AT®aznyro u ['Tdaznyro aktuBHOcTH MukB. DTH CcBOHCTBa COBMECTHMBI C TpeAriojiaracMoir (QyHKIen
MukB kak MoTOpHOTO 6€JKa, UCHOIB3YIOMEro FtsZ-konblo Kak onopy AJsi TeéHepaliy CHUIIbI BHYTPHU KJIETOK
E. coli. Tlockonbky koinbiio FtsZ cobupaercst pano, MukB Mor ObI HCTIONB30BaTh €r0 KaK TOYKY OMOPHI, YTOOBI
OTOJIBUHYTb HYKJICOUIBI OT caiiTa, rje Oyaer copmMupoBaHa OyayIas cemnra.

10.1.5. Jugpgepenyuayus caiimog denenus. cucmema min.

[IponykThl TE€HOB, pacHOJOXKEHHBIX B JIOKyce minB, mnpenoTBpamiaroT (OpPMUPOBAHUE CENTHl B
HenpaBUWIbHOM MecTe. JIokyc cocTouT u3 Tpex re’oB, minC, minD n minE. benku MinC nu MinD neictBytoT
BMecTe, 00pa3ys Hecnienu(puIecKuii HHruOUTOp HOPMUPOBAHHS CENTHI, OJOKUPYIOLINH KIETOYHOE JIeJICHHE Ha
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BCEX JIOCTYMHBIX caitax. bemok MinE mpenoTBpamiaer AelcTBHE 3TOT0 MHIHOMTOpAa HA BHYTPEHHUX CalTax,
TEM HE MEHee paspelas eMy ACHCTBOBAaTh Ha KJIETOUHBIX momocax. XoTs MinC oObMHO Hy’KAaercss B
akTuBanuu OenkoM MinD, 4ToObI (QyHKIMOHMPOBATH JOJDKHBIM 00pa3oM, OH MOXET TakXe JeHCTBOBATH
BMECTE C ApYTUM MHTHOUTOpOoM nenenus, DicB. B mytantax minB (nmumennsix MinC unu MinD) centa MokeT
(opMHpOBATHCS MM B LIEHTPE KJIETKU WM Ha €€ MOJI0cax, HO 00Iee KOJIWYECTBO CENT TO XKe camMoe, YTO U B
HOPMaJIBHBIX KJIeTKaX. Kaxmoe mossipHOE neneHue moTpedsiseT "KBaHT NOTCHIHMAa JACNCHUS" W OJHO
LEHTPAJIbHOE JIeJICHHE yTPauuBaeTCs, TAaKUM 00pa3oM Jenas KIeTKy JuinHHee. CleayeT Takke 3aMeTUTh, YTO
BpeMsl 10 CJIEIYIOLIEro AejeHHs oOpaTHO MPONOPLUOHANBHO JJMHE KJIETKHM, HO Jak€ B CaMbIX JUIMHHBIX
KJIETKaX TOJBKO OJIHA CeNTa MOXeT (JOpMUPOBATHCA B KOHKPETHBIH MOMEHT BpeMeHH. MinD — meMOpaHHbII
6enok ¢ AT®a3zHOl aKTUBHOCTBIO i Vitro.

HecmoTpss Ha cBoum MaineHbkui pa3Mep (88 aMMHOKHCIOTHBIX OCTaTKOB), Oenok MinE umeer Tpu
OTICNBHBIX JIOMEHA C pa3IMYHBIMH (QYHKIUSMH. MalleHbKUH aMHHOKOHIIEBOW IOMEH HEOOXOIMM, YTOOBI
IIPOTUBOACHCTBOBATh AKTUBHOCTH uHruburopa paenenus MinCD, neHTpanbHass o007acTb MOXET OBITh
BOBJICYCHA B JMMEPHU3ALMIO WM OJWTOMEPU3ANWIo, a Ooibpmas KapOOKCHKOHIIEBAas YacTh OMNpEICIseT
TOTIOJIOTHYECKYIO crienupuanocTs GpyHkimu MinE, mo3Bossis eMy 1elicTBOBAaTh TOJBKO Ha BHYTPEHHHUX CaiTax
nenenust. HepaBHo Obu1o mokazaHo, 4yTo MinE o0pa3yeT KONbLEBHYIO CTPYKTYpY OKOJIO CepelHBI MOJIOIBIX
kieTok. @opMupoBaHUE 3TOTO KOJIbIa TpeboBasio npucyTcTBUs MinD, HO 6110 He3aBucuMO OT MinC u FtsZ.
Takum oOpa3oM, B Hacrosimee BpeMs MinE Beirssgur kak OeloOK, TEpBBIM MOSBISIONIMKACA Ha
(bopmupyroImemMcs: caifTe IeJIeHUs, YTO, BO3MOYKHO, SIBJISIETCS HEOOXOJUMBIM JUIsl NIPABUIIBHOM JIOKAJIN3alUH
FtsZ-konb1a.

10.1.6. Ilopsadox Oeticmsus 6enko8 KIemouHo2o OelleHus HA catme OeleHUst U cOOPKA MONEKYIAPHOU
MAUUHbL OelleHUsl.

Jlenenue OakTepuanbHON KJIETKH, KaXKylleecs MPOCTHIM Ha TMEPBBIA B3TJISNA, SBISETCS Ha cCaMoM Jele
BEChbMa CJIOKHBIM TPOIIECCOM, B KOTOPOM MPUHUMAET ydacTue MHOTo OenkoB. O4EeBHIHO, YTO ACHCTBHE ITHX
OCJIKOB JIOJDKHO OBITh CKOOPJAMHHUPOBAHO, H
CaMbIil  JIETKUM  IyTh, KOTOPBIM  Takas
KOOpJAMHAIMSA MOTJa Obl OBITh JTOCTUTHYTa —
gepe3 (GOPMUPOBAHHE MAaKPOMOJEKYJISPHOTO
KOMIUIEKCa Ha caitte nenenus. [Ipeanonaraercs,
YTO 9Ta, BCE €lIe B 3HAUUTENBHON CTENEHU
TUTIOTETHYECKasi,  CTpyKTypa  (cemrocoma),
coOupaercs Ha caifTe JeleHHuss B CaMOM €ro
Hauvane. [Ipouecc, BeposITHO, HAaYMHAETCS Ha
caiTe HyKJIeaIluH, T/Ie HHUIIMUPYETCs cOopka Z-
konbia. [lpeamonaraercsi, 4ro Apyrue OCNKU
JICJIEHUs] BKJIIOYAIOTCSI B COCTaB JIMBHCOMBI
nociue popMupoBaHUs Z-KOJbIIa.

XOTsI TEHETUYECKOe J0Ka3aTelIbCTBO B
MOJIb3Y BO3MOKHOCTHU B3aWMOJCUCTBUS MEXIY
OelkaMH KJIETOYHOTO JICJICHHS CYIIECTBOBAJIO B
TEYEHHE HEKOTOPOTO0 BPEMEHH, TOJIbKO MpsMast
JIEMOHCTpAIHS 0€eTI0K-0eTKOBOTO
B3aMMOJCHCTBHUS MOTJIa JI0Ka3bIBaTh, YTO 3TO
B3aUMOJICVICTBUE JCHUCTBUTEIBHO UMEET MECTO.
OTU NaHHBIE Hayajdy HAKaIJUBaThCS HETABHO.
I'en zipA Obln pakTUUEeCKH OOHApPYXKEH uepes
NpsAMOE CBSA3BIBAaHHE €ro npoaykra ¢ FtsZ.
HenaBHo OBUIO Takke MPOJEMOHCTPUPOBAHO
crenu(uIeckoe  CBSA3bIBAaHHUEC  OYUIICHHOTO

aMUHOKOHLIeBoro pomeHa MukB ¢ FtsZ.
MMeeTcst HeCKOIbKO KOCBeHHbIX nokasatenpcts  FHC.10.4. Coopka annapara nenenusi Escherichia coli

B3auMonencTeusa OenkoB FtsA  u  FtsZ.
B3anmopetictBue MEXITY
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BBICOKOMOJIEKYJIIDHBIMU ~ CHHTETa3aMM  MypeMHa M MYpPEHUH-IUTUYECKUMHU  (pepMeHTaMu  ObLIO
IIPOAEMOHCTPUPOBAHO MeTogaMH a(PUHHON XpoMaTorpadu.

HenaBnee  m3ydeHume  jokanu3aluumu — OEJNKOB — KJIETOYHOTO  JIEJIEHUS C  MCIOJb30BaHHEM
ummyHodiyopecueHuun U rudpugoB ¢ GFP oGecneunno uH(OpManuio OTHOCHUTENBHO JIOKATU3alUM B
cepeiMHEe KIJIETKM HEKOTOPBIX OEJKOB, a TaKXKe OYEPEeTHOCTH UX MOSABICHHA B 00JacTH (OpMHpYIOIIEHCS
centhl. JlOCTyIHbIE JaHHbIE NPEUIAraloT CIEAYIONIMHA MOPSJIOK COOPKH B CENTOCOMY HECKOJBKUX OEIKOB
nenenust (Puc. 10.4): FtsZ-FtsA-FtsQ-FtsL-Ftsl. FtsK Bkmiouaercs B centy mnocne FtsA, HO Heu3BecTHO,
3aBUCAT JI OoJiee To3HUE OeKu OT ero jJokanu3anuu. ZipA u FtsA jokanu3yrorcs B 00JacTH CENTHI MOCIIe
FtsZ u He TpeOyI0T NPUCYTCTBUSA YT Apyra Ajs 3Toil nokanuzauuu. FtsW moxer neiictBoBath npexne FtsZ,
1o kpaiineit mepe npucyrctBue FtsW tpeOyetcs nis crabunusanuu Z-KoJbla.

FtsI — dbepmenT, abcomoTHO TpeOyeMblii 1151 CHHTE3a MyperHa CEeNThl, — ABISETCS OJHUM M3 MOCIETHUX
O€JIKOB, BKIIIOYaEMBIX B TuBHCOMY. C Ipyroil CTOPOHBI, COKpalieHne Z-koiubia Tpedyer aktuBHocTH Ftsl. Oto
yKa3bIBa€T, YTO IOJIHOpa3MEpHasi CENTOCOMa, BO3MOXKHO, NOJDKHA ObITh coOpaHa Mpexie, YyeM HadyHEeTCs
CHHTE3 CeNnThl M ee cokpamenue. FtsI mMoker Takxke oOecrnedmBaTh CBSI3b MEXIY MEPHUILIA3MATHYECKUM
NEeNTUIOTIMKAaHCUHTE3UPYIOLIMM KOMIUIEKCOM (00CY K/IEHHBIM BbIIIE) U OelIKaMH KJIETOYHOrO JeleHHs. XOTs
npsimoe B3aumoeictsue Ftsl ¢ mo0bM 1pyruM GeskoM KIETOYHOTO JIeIeHUs] He ObLTO MPOJEMOHCTPUPOBAHO,
KOCBEHHBIEC JOKa3aTEIbCTBA TAKWX B3aMMOACHCTBUI CBUIETEIBCTBYIOT B MOJIb3y TOro, yro Ftsl — gacte
nuBucoMbl. IlockonbKy HenmocpeacTBeHHOE cCBs3biBaHUE Ftsl ¢ apyrumMum MypeMHOBBIMU CHUHTETa3aMu U
JUTUYECKUMU (epMEeHTaMu ObLIO OOHAapyXKEHO, 3TU OENKH TaKXkKe JOJKHBI BXOJIUTb B COCTAB JIMBHCOMBI.
Baxnass nmpobiema BO3HHMKaeT H3-3a TOTO, YTO MHOTME U3 OEJNKOB KJIETOYHOrO AEJICHHUS HPUCYTCTBYIOT B
KOJIMYECTBAX, HAMHOTO MeHbINX, ueM FtsZ. Hanpumep, cootHomenue FtsA k FtsZ o6srano coctassiet 1:100.
FtsQ, FtsL u FtsN BeposTHO NMpPUCYTCTBYIOT B €Ill€ MEHbIIMX KoiuuecTBax, yem FtsZ. IlpeanoxutenbHO
"MUHOpHBbIE" OenKku 00pa3yloT KOMIUIEKCHI JApPYr C APYyroM, KOTOpble HPHUCOEAMHEHBI K Z-KOJbIy, HO
pacIoyIoKeHb! AaJeKo APYT OT JApyra B Haudaie AeJeHMs, CABUrasch OJMKe APYT K APYry TOJbKO B Mpolecce
COKpAILCHUS CTPOSIIEHCS KIIETOYHOU IIEPErOpOaKH.

10.7. Peeynayus kniemouno2o Oenenus.

HauOosnee BaxHBIH BOIPOC O PErysiivU KJIETOUYHOTO JEJIEHUS — O MPaBUJILHOM BBIOOpE BpeMEHU COOpKHU
U TOYHOM pa3MEIEHHH CEeMThl, — BCE €Il OCTAeTCS B 3HAUMTENBbHOM creneHu Oe3 orBeTta. EcTh, omHaKo,
HEKOTOpasi UHPOPMALUS OTHOCHUTEIFHO IPYTUX ACMEKTOB PETYJSIUH JEJICHUS — PEryJIIus TPAHCKPHITIUU
HECKOJIbKUX T'€HOB JICJICHUS, Y4acTHe OCNIKOBBIX PEryJIATOPOB HA YPOBHE TPAHCKPUIIMM WIIM NPSMBIX O€lI0K-
OEJIKOBBIX B3aMMOJICHCTBUM U CrIeIMaNIbHBIN ciiyyail perysuuu aeiaeHus Bo Bpems SOS oTera.

Tpanckpunyuonnas pezynsiyus.

BOnBIMHCTBO TEHOB KIIETOYHOTO JIEJICHUSI PACIONOKEHBI B OOJbIIOM orepoHe dcw (division and cell
wall) unmu mra ua 2 muryte xpomocomsl E. coli (Puc. 10.5). [Tomumo fis HECKOIBKO mur TEHOB, BOBJICUEHHBIX B
CUHTE3 MENTUAOINIMKAHA, TAKKe BXOIAT B COCTaB 3TOro omnepoHa. CocelHUEe TeHbl B 3TOM ONEpPOHE OOBIYHO
pa3feneHbl TONBKO HECKOJIbKUMH MapaMH OCHOBaHMM, a B HEKOTOPBIX CIy4asX HaKe MEePEKPhIBAIOTCS, YTO
MpeNIoyiaraeT BO3MOXKHOCTh TPAHCISALMOHHOTO comnpsbkeHus. IlockoimbKy CTpyKTypa omnepoHa OOBIYHO
MO/Ipa3yMeBaeT KaKyl-TO KOOPAMHALIMIO TEHHOW PErylsilud, MPOBOJWINCH HCCICIOBAHUS PETYISIUN
TPAHCKPHIIIUU T€HOB B ATOH 00NacTH. BOJBIIMHCTBO T€HOB B KIIacTepe MMEET HECKOJIBKO IPOMOTOPOB, B
Pa3IUYHOM CTEMEeHM OTBETCTBEHHBIX 3a UX TPAHCKPHUIIIUIO U MHOTJA PEarupyIOLIUX HA Pa3UYHbIC CTHUMYJIbI
OKPYXAaIOIIEeH Cpeabl.

CunpHBIA IPOMOTOP PACMOIOKEH B CaMOM Hauaie kiactepa dcw. DTOT mpoMoTop P, HeoOxoaum st
MIOJTHOM SKCIIPECCUU TEPBBIX JEBATH T'eHOB, 10 fisW. VHakTUBaIMs 3TOr0 MPOMOTOpA HE JieTalbHA, €CIU
MepBbIC IEBATH T€HOB KJIACTEPA BBEICHBI B KIIETKY i {rans, 4YTO yKa3bIBaeT Ha MPUCYTCTBUE JTOTOIHUTEIbHBIX
IIPOMOTOPOB, CITIOCOOHBIX K TPAHCKPUIIMM HUXKeNeKalux reHoB. OKa3pIBaeTCs, OJJHAKO, YTO TPAHCKPHIILIUS
BCEX HIDKEJEKalINX T'eHOB, BKItoYas fisZ, yMeHblieHa, eciu 3T0T (P,,,) IpoOMOTOp HHAKTUBUPOBAH.

Xota npomotop P4, BEpOSTHO, BaXKEH A1 HOPMAIbHOM TPAaHCKPHIILIMU BCEX T€HOB B OINEpOHE dcw,
JIOTIOJTHUTEIbHBIE BHYTPEHHUE MPOMOTOPHI HE MEHEE BaXXHBI M OBUIM OXapaKTepHU30BaHBI NEpBBIMH. V3-3a
OUYEBUJHOW 3HAYMMOCTH fisZ B KJIETOYHOM JEJCHUU PETYJIIHs ero TpaHCKpUNIUU Oblla u3yuyeHa Hambosee
WHTEHCUBHO. ['eHy mpenmiecTByeT HaOOp MPOMOTOPOB PAa3IMYHON CHIIBI M THIIOB, YTO, BEPOSTHO, OTPaKaeT
MOTPEOHOCTh HACTPOMKMU OSKCIPECCHMH TE€Ha B PA3IWYHBIX ycloBHUsAX. [lepBOHAauanbHO OCHOBHAs pOJib B
TPAaHCKPHITLIUHY fisZ ObLIa MIPUITICAHA €r0 JABYM IMPOKCHMAJIBHBIM MpoMoTopaM. OIHAKO 1Mo3kKe OBbIJIO MOKa3aHo,
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Puc.10.5. dew (mra) onepoH reHoB KJIETOYHOTO JeJIeHUs] M OMOCHMHTe3a nentuaoraukana Escherichia
coli

4TO0 HanboJjee CUIbHBIN U3 3TUX "IPOMOTOPOB" Ha caMoM Jienie siBisieTcs caiitom npoueccunra gt PHKas3er E.
Koraa 310 6bU10 IPUHATO BO BHUMaHME, 0OKa3aJI0Ch, YTO ITOYTH MOJOBHHA TPAHCKPUIITOB fisZ MPOUCXOANIA OT
JIBYX IIPOMOTOPOB B Tpefenax reHa dd/B. OnHako mo3xe ObUIO MOKa3aHo, YTO ele 0ojiee CHIbHBINA TPOMOTOP
PAcCITOJIOKEH BBIIIE U JBE TPETH TPAHCKPUIITOB HAYMHAIOTCS Tiepen dd/B. ITo xoppenupyer ¢ Oonee paHHUM
HabmoAeHueM, uto Oosiee yeM 6 T.H.1. nepe fisZ TpeOyroTcs A ero HOpMaJIbHOW SKCIPECCHH.

Perymsmus sxcnpeccuu fisZ ¢ ero mMpoKCUMAIIbHBIX IIPOMOTOPOB OKA3bIBACTCS BAYKHOW TSI HA/IJICIKAIIETO
¢byHkunonupoBanus anmnapata aenenus (Puc. 10.6). BeraBka ynpasisieMoro fac mpoMoTopa HEMOCPEICTBEHHO
nepen fisZ Bema K 3aMETHBIM HW3MEHEHHSM HOPMAJBHOTO IHWKJIA JIEICHHUS, XOTS KIETKH OCTAIIUCh
AKHU3HECTIOCOOHBIMU. DTO MOXKET YKa3bIBaTh Ha TO, YTO HOPMAJIbHBIN MMPOMOTOP fisZ TaK WM UHAYE PEryIupyeT
TPAHCKPHIILMIO TeHa B TEUEHHE KJIETOYHOrO LUKJA (pe3yabTaT 3TOW PEryJsIUN MOXET MaKCHUMHU3UPOBATh
YHUCIO >KU3HECHOCOOHBIX KIJIETOK Ha EJUHMIy MAacChl). JTa BO3MOXKHOCTb TMOJJEP)KUBAETCA KoJieOaHUEeM
KOJIMYecTBa  TpaHCKpUNTa fisZ B
CUHXPOHM3MPOBAHHBIX KIeTKaX. Taxxke S
HaOJIOAATNCh U3MEHEHUS B 0-\
KOJIMYECTBE TPAHCKpUNTA fisZ, HO WX

IpUNIrChIBaJIN BPEMCHHOMY

RcsB

/TP

SdiA

WHTUOMPOBAHUIO TPAHCKPHIILIAU TOCTE
peIUIMKAUUK  3TOW  XPOMOCOMHOM
oOnacTH. TpanckpunTsl,
HadWHAOIINECI nepen ftsA,
CHUHTE3UPYIOTCS C NEPUOAUYHOCTHIO,
COBIAJAIOIIEN C MPOJATDKATEIBHOCTBIO
KJIETOYHOTO IMKJIa, W COCTaBIISIFOT

ffS.(_Qpr

@ ftsZ2-4p

ftsQ2p  fisAp
| [

stfZp

CYLECTBEHHYO IPONOPLHUIO
TPAHCKPHIITOB, 3axBaThlBaroIux FtsZ,
B TO BpeMs KaKk  aKTUBHOCTb
MIPOKCUMAJILHOTO  MpoMoTopa  fisZ

Puc.10.6. Peryasiuusi 3JKCnpeccuu NPOKCUMAIbHBIX
npomMoTopoB fisZ'y Escherichia coli
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SIBJIIETCS TOCTOSTHHOW B TEYEHHME BCETO KJIETOYHOTO LIMKIIA.

XoTss 3TH COOOIICHHS O KOJICOMIOMUXCS YPOBHSAX TPAHCKPUITA B TEUEHHE KIETOYHOTO LHUKIA
o0ecreunBalOT BO3MOXKHYIO CBSI3b MEXAY pEryssiuedl T'€HHON SKCIPEecCCMM W WHULMUALUEH KIETOYHOTO
JICJIeHUs], HEU3BECTHO, KaK YPOBHHM TPAaHCKpPUNTA YMPABISIOTCS, T.€. Kakue OCNKU U MPOMOTOPHI SIBISIFOTCS
OTBETCTBEHHBIMHU 3a 3TH Koniebanusi. C Apyroil CTOPOHBI, PEryJisius TPAHCKPUIIIMH, HAUMHAIOMIEHUCS C ABYX
MIPOMOTOPOB, PACIOJIOKEHHBIX B TIpefenax ddlB, Obina nzydeHa 6osee moapoOHo.

reH sdid (suppressor of division inhibition) ObUT M30JMPOBAH MO €r0 CIIOCOOHOCTH CYIPECCHPOBATH
NeiicTBIEe HECKOJbKUX MHTMOUTOPOB JAeNeHUs. byayun cBepXd>KCHpecCUPOBAaHbIM, €r0 MPOAYKT WHIYLHUPOBAI
(bopMHpOBaHNE MUHU-KJIETOK U TO3BOJISUT MYTAHTY fisZ84 nenuThCsl PpU HETIEPMUCCUBHON TeMmepaType. OTH
3¢ deKTh HAOIMIOJANCH U3-3a TOTO, 4TO 0enok SdiA aKTHBHPOBA TPAHCKPHUIIIIHIO C OJTHOTO M3 IPOMOTOPOB B
ddIB nepen ftsQAZ renamu. 3HaueHUE HTOW aKTUBAIIMM HE SICHO, TOCKOJBKY T€H HE SIBISETCS >KU3HEHHO
HeoOxoaumMbiM. OTHAKO TeH MOXKET UTPpaTh POJIb B CTAIIHOHAPHOH (Da3e, MOTOMY YTO OCIIOK MMEET OOIIMPHYO
roMOJIOTHIO ¢ OonbiuM cemeiicTBoM LuxR-mogoOHBIX TpaHCKPUMNIIMOHHBIX aKTUBATOPOB '"quorum sensing”
cemeiicTBa. Bece M3BecTHBIE aKTUBATOPBI ATOIO CEMEMCTBa pabOTalOT B ape ¢ APyrMM I'€HOM (FOMOJIOTMYHBIM
luxI), ybeli PyHKIMEH SABISICTCS TMPOAYKIMS MaJCHbKONH CcBOOOMHO mudPyHIUpyrOImel MoyeKybl, N-arui-
TOMOCEPUHIIAKTOHA, C allMJI-LENbI0, JUIMHA KOTOPOIl BapbUpYyET y pa3iMuHbIX BUJOB. [I0CcKONbKY 3Ta MOneKya
HAKaIlJMBAeTCsl MPHU YBEIMYEHUU IUJIOTHOCTH KJIETOK B TOMYJSIUMU, [uxR-OJOOHBIM TE€H aKTUBUPYET
TPAHCKPHIILIUIO COOTBETCTBYIOIEro peryioHa. MHTepecHo, uto E. coli sBHO He uUMeeT romojora luxl, 4to
MMOAHUMAET BOIIPOC: YTO JACUCTBYeT Kak akTuBaTop SdiA? Bei10 MPOIEeMOHCTPHUPOBAHO HE TOJBKO YBEIIMUEHUE
TpPaHCKpUIIUU C fisOp2 mpoMoTOpa B CTallMOHApHOM (ase, HO TaKkKe M aKTUBAIMS STOTO MPOMOTOpA
aBTOMHIyKTOpamu V. fischeri u V. harveyi, Tak ke, Kak Cpeloi, B KOTOPOH MpEIBAPUTEIHHO BBIPANTUBAIHCH
Oaktepun E. coli. DTO CBUAETENBCTBYET B MOJIB3Y TOTO, YTO SdiA AEWCTBUTENBHO NAEUCTBYET MOJOOHO IPYrHM
luxR-n1oI0OHBIM peryssTopam, X0Ts HaTUBHAsI MOJIEKYJIa aBTOMHAYKTOpa B E. coli ocTaeTcsi HEU3BECTHOM.

I'en rpoS, xomupyrommii curma-gakTop craroHapHOW (as3bl, TaKKe BOBICYEH B PETYJISAIUIO
Tpanckpunuuu fisQAZ renoB. B uwactHocTH fisOpl, OOMH U3 HECKOJBKHX MPOMOTOPOB, OTBETCTBEHHBIX 3a
TpaHCKpUTIIHUIO fis(QAZ reHoB, 3aBUCHUT OT RpoS.

Ilocmmpanckpunyuonnas pe2ynayusl.

XOTd MHOTME, €CJIM HE BCE, I'€Hbl B KJAacTepe mra TPAHCIUPYIOTCA C NoauuucTpoHHbIx MPHK,
OoTHOCUTENbHAs A(PQPEKTUBHOCTh TPAHCIALMM  Pa3IMYHBIX TEHOB H3MEHSETCS  3HAYUTENBHO. ITO
HEYIHUBUTEIBHO, MOCKOJIbKY MPOAYKTHI PA3JIMYHBIX I'€HOB KJIETOYHOI'O JEJIEHHS] NPUCYTCTBYIOT B KIIETKE B
BeChMa pa3NUYHbIX KonuyecTBax. FtsZ sBnsercs, BeposTHO, Hanbonee MHOTouHcIeHHBIM (110 20,000 Monekyn
B KJIETKYy), a FtsQ — onHuUM U3 HauMeHee MHOIOYMCIEHHBIX. Heckoapko T'€HOB B ATOM 00JacTU HE UMEIOT
XOpOILIUX PUOOCOMCBSI3BIBAIOIINX CANTOB M, KPOME TOT'O, HECKOJIBKO T€HOB UMeloT orTinuHbie oT ATG crapt-
KoZoHbI. [lo 3TOM mpUuYMHE TpaHCISIIMS Pa3IMYHbIX T'€HOB B 3TOH 00JIaCTH JIEMOHCTPUPYET CYLIECTBEHHBIE
paznuuus B 3QPEKTUBHOCTH.

Jlpyroii Ba)KHBIH aCMEKT MOCTTPAHCKPUIIIMOHHOTO KOHTPOJS KJIETOYHOTO JIEJIEHUS — MHTHMOMpOBaHHE
nenenust B teuenue SOS oreeta. [loBpexnenue [IHK B E. coli nHaynupyeT 3KCIPECCHI0 HECKOJIBKUX TEHOB,
KOTOpPbIE UCHOJHSIOT ABe (DYHKIMH, BasKHBIC JJIs1 BEDKUBAaHUS KIIETKH. HekoTopble n3 MHIYyLHUPYEMBbIX OEKOB
BoBJIeUeHbI B BoccTaHoBieHue JJHK, HO ¢yHKIMaA npyrux 3axitouaercs B TOM, 4TOOBI 3a/epKaTh KIETOYHOE
nenenue, noka JIHK nHe Boccranomiena. SOS-uHIynupoBaHHBIA OJOK JENEHUS SBISETCS PE3yIbTaTOM
neiicteus Oenka SulA.

ITponykt rena sulA (sfiA) Gnokupyer aeneHue, npenorBpamas cOopky Z-konbua. benaku SulA u FtsZ
B3aMMOJICHCTBYIOT HEMOCPEACTBCHHO, YTO MpeaoTBpamaet noaumepusanuto FtsZ. IMockonbky cOopka FtsZ-
KOJbIa — KJIFOY KO BCeMY Ipolieccy AeNeHHs, MHAYKIusa SulA momHoCThIo OnokupyeT nenenue. Kak Toabko
SOS-unaymmpyromuii  curian ucuezaer, SulA ObicTpo gerpagupyercss mnporeazoi Lon, u pgeneHue
BO30OHOBJISIETCS.

FtsK Taroke BoBnmeueH B SOS otBer. OnmHa M3 TNpPEUIOKEHHBIX (YHKIMHA 3TOro Oeika JI0JDKHA
rapaHTUpOBaTh, 4YTO XPOMOCOMBI HeE '"3aleMIIAIOTCS" 3akpblBarolleicss centod. MHakTHBaUMs TOJIBKO
nuTorazMarnuecko yactu FtsK mo3Bossier mpojoipkatrbes OENEHUI0 KIETKH, HO uHayuupyeT SOS oTser,
BO3MOXHO U3-3a nocieayromero nospexaeHus JHK.

58



10.2. Perynsinus kiaerouHoro uukiaa 'y Caulobacter crescentus.

bakrepuss  Caulobacter  crescentus
WHTEpECHA B IUIaHE HM3Y4YEHHUS KIETOYHOTO
LUKJIA TIOTOMY, YTO, IO KpallHEd Mepe Ha
MEpPBBIA B3IV, KJICTOYHBIA IUKI 3TOU
OakTepuu Hauboee OIM30K K
YKapUOTHYECKOMY': UMEIOTCS YETKO
BoipakeHusle G1, S u G2 mepuonst ( y
MIPOKApUOT CJIOKHO TOKa TOBOPUTH 0 M
¢aze); Oonee TOro, B pe3yibTare MEICHUS
0o0pa3yroTcsi HEpaBHOLIEHHBIE KJIETKU (T.€.
HalOo1aeTcs HEKOTOpas
i depeHIMpoBKa) — OAHA U3 JOYEPHUX
KJIETOK HMMEeT JKFYTHK W  ammapar
XeMOTaKCHca, a Jpyras HEMOABMW)KHA W
OCTaeTcsi MNPUKPEIJICHHOW K cyOcTpaTy
(Puc. 10.7).

B moaBmkHON KJIETKE peruIMKalus
JHK wu [genmenude KISTKH ITOJIHOCTBIO
3a0JI0KUPOBaAHbI (T.€. MMEET MECTO YETKO
BeIpaxkeHHast G1 (a3a KIeToyHOro IUKIIA,
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Puc.10.7. Knerounniii uukia Caulobacter crescentus

KOTOpOH He HaOmomaercs y OBICTpO pacTymux »HTepoOakTepuii). Uepe3 HEKOTOpoe Bpemsi OaxTepus
yTpayrBaeT CBOM €TWHCTBEHHBIN MOJSPHBIN KXI'YTHK (2 BMECTE C HUM U allapaT XeMOTaKCHCa) U Ha 3TOM Ke
MOJIFOCe  KJIETKH (OpMHpYeT cTebereKk, KOTOphIM NpHUKperusiercs K cyOctpaty. Takoe mopdosornueckoe
W3MeHeHue coBmnagaer ¢ uHunuanuer perukanuu JHK (magamom S ¢aser). Bo Bpems s1oit  dassl
NpUKpEIUIeHHass K cyOcTpaTy KieTka yAJIMHSeTCS M (OpMUpPYET HOBBIM JKIYTHK Ha IOJIOCE KIIETKH,
MPOTHBOMOJIOKHOM cTeOenbKy. [1o 3aBepmenun perukanuu JJTHK xpoMocombl mepemeniarores K MorocaM
(dpaza G2), 3a yem crenyer naencHWe KICTKH. TakuMm 00pa3oM, B KaKIOM IUKJIE JACNEHUS JBa THUIA
MOP(OJIOTHYECKU ¥ (PU3HOIOTUYECKH PA3IMYHBIX THITA KIETOK CMEHSIOT JPYT ApyTa: MOABIKHAS HECTIOCOOHAs
NENUTHCS KJIETKAa M HETOJBIDKHAS (MPUKPEIUIeHHAs1) CocoOHas K pocTy U AeneHuto. OueBHIHO, YTO Takas
9YeTKass CMEHAa MOBEJCHHS KJIETOK JOJDKHA CTPOrO KOHTPOJIUPOBATHCA, W HEKOTOpas HHMOpMAIus 00 3ToM

KOHTpPOJIE UMEETCSI.

eHnTpamsHBIM perysaTopoM
KJIETOYHOro IMKjaa sABisercss Oemoxk CtrA,
MPUHAUISKAIINA K YK€ XOpOIIO Ham
3HAKOMOMY KJIACCy pEryJsTOpOB OTBETA.
Ortor  O€lOK  KOHTPOJHPYET  CHHTE3
KryTukoB, MetwnupoBanue JHK wu ee
peruukanuio, nenenue kinetku (Puc. 10.8).

Kontpouns perMKanuu JHK
OCYIIECTBIISICTCS MIyTEM €€ METUIHMPOBAHUS.
CtrA aKkTUBUpYeT TPAHCKPHIIHMIO T'eHa
cerM, KOJUPYIOIIETO JAHK-
MeTHITpaHcdepasy, YKU3HEHHO
HeoOxonumyto ansa pocra C. crescentus.
TpaHckpunIusi 3TOro TreHa MPOUCXOTUT
ucKIoUnTeNbHO B (paze G2 KJIETOYHOTO
[MKIA, a TOCKOoIbKy Oemok CcrM oueHb

I <P

o lcerM — [fla ,_.,_|—) [ftsZ fftsQA
cor

Puc.10.8. OcHOBHBIE peryisTopbl KJICTOYHOI0 HHKJIA

Caulobacter crescentus

OBICTPO JerpajupyeTcs MpoTea3oi Lon, To W MPUCYTCTBYET B 3HAYMMBIX KOJWYECTBAX OH TOJBKO B TIEPHOJ
CBOETO aKTUBHOTO CHMHTE3a, T. €. B (paze G2. B pe3ynbraTre BHOBb PEIUIMIIMPOBAHHBIE XPOMOCOMBI HAXOIATCS B
MOJIyMETHIIMPOBAHHOM COCTOSHUU 3HAUUTENIBHYIO YacTh KJIETOYHOTO mukia ((pakrmuecku BCio S (dazy). A
MOCKOJIBbKY JUIsi mHMnManuu pervmmkanud JIHK momkHa ObITH B MOJHOCTHIO METHIMPOBAHHOM COCTOSIHHH,
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HoBbI payHn permukauuu JAHK y C. crescentus, B otnuuue ot E. coli, He MOXXeT HadaTbcs, MOKa HE
3aBEPLIMTCS NPEABIAY LU,

CtrA Taxxe oOecrieyuBaeT BPEMEHHOM KOHTPOJIb 3a SKCIPECCHEN reHOB KieTouHoro aeneHusd. C onHoM
croponbl, CtrA penpeccupyeT TPaHCKPUILMIO fisZ B TOABWXHBIX KIETKaX, a C APYrol — aKTUBHUPYET
TpaHckpunuuio fisOA omepoHa B KJIETKax mHepea cambiM jeneHueM. Takum obpasom CtrA obecneunBaeT
MOCJIeIOBATEIILHYIO TPAHCKPHUIINIO CHauana fisZ, a 3ateM fisQA. Takas mociaeaoBaTeIbHOCTh DKCIPECCHU
COOTBETCTBYET NPEAINOJIATAEMOMY TOPSIKY COOPKM MAIIMHBI KJIETOYHOTO JeJeHUs (IUBUCOMBI) B IICHTpE
NEJSIIIENCS KIETKH.

Ho naunbonee BaKHBIM, MOXalyil, B IUIaHE KOHTPOJS KIETOYHOTO LMKJA, SBISIETCS HEraTHBHAs
perymsinust npu nomoud CtrA  cuibHOro mnpomMotopa Pcoi, pacrosioKeHHOTO BHYTPH TOYKM Hadaja
perukanuu XxpoMocomsl (Cori). AKTHBHOCTb 3TOT0 HPOMOTOpa abCOJIIOTHO HeoOXoauma i MHUIMALUU
peruukanmu JIHK. Munumanehnsiii Cori conepxxut 5 CtrA-6okcoB (caiiToB cBsi3biBaHus CtrA), 1Ba U3 KOTOPBIX
MEPEeKPBIBAIOTCS € 001acThi0 Proi. KakuM-To 06pazom CtrA GiIoKUpyeT TPaHCKPHUIILUIO ¢ TPOMOTOPa P, @
3HAYUT, U PEIUIUKALMI0O XPOMOCOMBI, BO BCEX KJIETKaX 3a MCKIIIOUEHUEM TOJIbKO YTO COPOCHBIIUX JKTYTHK U
3aKpenuBIIUXCA Ha cyOcTpare (T.e. pempeccus He cpabaTblBaeT Kak pa3 B TeX KIETKaX, B KOTOPBIX M
HaunHaercs perunkanusa JJHK).

B03MOXKHOCTh MCIOJIB30BaTh BCETO OJUH PEryJIATOPHBIA OENOK A PEryJSLMU COBEPIIEHHO Pa3HBIX
GyHKIMA Ha TOPOTSDKEHHMHM  KIETOYHOTO LMKJIA JOCTUTAeTCsl 3a CYeT CTPOroro BPEMEHHOro |
MMPOCTPAHCTBEHHOTO KOHTpoJis akTuBHOCTH CtrA. Kak u OOJBIIMHCTBO APYTUX PEryisTopoB oTBera, CtrA
aKTHBEH TOJIbKO B (ocHOpUIMPOBaHHOM COCTOSIHUU. HO B TaKOM COCTOSIHUM 3TOT O€JI0K MPUCYTCTBYET TOIBKO
B TIOJIBIDKHBIX KJIETKaX M HEMOCPEICTBEHHO Tepen neieHneM (B G2 dase). DTo JOCTUTaeTCs MyTeM YaCTHIHO
MEPEKPBIBAIOLINXCS MEXaHU3MOB, KOHTposupyroumx CtrA Ha YpOBHE OKCIPECCUHM, CTaOMIBHOCTH U
dbochopmmpoBaHus.

Tpanckpunuus ctr4 NpouCXOAUT TOJIBKO MEpeN AEICHUEM, M0CIe NHULMALMY PEITIMKALUNA XPOMOCOMBI.
TpaHCKpUMNIUsT MPOUCXOMUT C€ JIBYX TNPOMOTOpPOB — cinaboro P;, aKTUBHOrO TOJBKO B paHHUX
"MpeMBU3HOHHBIX" KJIETKaX M CHIbHOrO P,, BKmouatomerocs mozxe. CtrA peryiaupyer oba mpomoTopa,
IpUYeM TEpPBBIM pernpeccupyeT, a BTOpOil akTuBupyer. TakuM oOpa3oMm, MO Mepe HaKOIUICHUS
dbochopmwmpoBannoro CtrA B paHHEH mNpeauBU3HMOHHOW KieTke P; ortkmrowaercs, a P, , Haobopor,
aKTUBHPYETCs, YTO JaeT BHICOKYIO KOHIEeHTparuio CtrA k koHIy S ¢a3bl. Takoil mpocToil aBTOPEryIsSsTOPHBIHA
MEXaHM3M CO3J1aeT OCHOBY JJisi oOecreueHus: HyKHbIX KoHUeHTpauui CtrA B cooTBercTBytomiee Bpems. OT
MIOCJIEI0BATEIBHOTO M3MEHEHUs! KOoHUeHTpauui CirA 3aBUCHUT, B CBOIO O4Yepelb, IOCIENOBATEIBHOCTh
HKCIPECCHH KOHTPOIMPYEMBIX 3THM PEryisiTopoM reHoB. Tak, apduaHOCTh CtrA K KI'YyTHKOBOMY IIPOMOTOPY
fliQ B 20 pa3 BbIlIe, 4eM K IPOMOTOPY ccrM, mo3ToMy poMoTop reHa fliQ, Tak *e Kak M Jpyrue 3aBUCSIIUe OT
CtrA >XTryTHKOBBIE IPOMOTOPBI, TPAHCKPUOUPYETCS B paHHEH NMPEAUBU3NOHHOMN KIIETKE, a ccrM aKTUBHPYETCS
3HAYUTEBHO 03Ke, Kora KoHueHTpanus CtrA Bo3pacraer.

Jnst Toro, 4toObl "mepe3amyCcTUTh TaiiMep" B HOBOM KJIETOYHOM IIMKIIE, TOCTATOYHO MPOCTO BOBpPEMS
ynanuth CtrA u3 kietku. M Takoe ynaneHue AecTBUTENbHO uMeeT MecTo — CtrA mpOoTEeOJUTUYECKH
JEerpagupyercs B IO3JHEN NpPEAUBU3MOHHON KJIETKE M BO BpPEMS NPUKPEIUIEHHUS IOABM)KHON KIETKH K
cyocrpary. Ynpanenue aktuBHoro CtrA 1m0 TOro, Kak KJI€TKa BCTYNUT B S-¢a3zy, BaXXHO HE TOJBKO JJIs
aBroperyssinuu CtrA, HO W A1 aKTUBAaLUU NPoMOTOpa Pcoi M mHMIManuu permukanuu. Jerpagamus CtrA
npoucxonut noj aevicteuem AT®d-3aBucumoii nporeassl ClpXP. Ilpudem, B otmune ot E. coli, ”HAKTUBAIUS
sToi mpotea3bl y Caulobacter sBnseTcst JeTalbHOW — KJETKa OKasbiBaercs "apectoBaHHOH" B ¢aze Gl
KJIeTOyHOro nukiia. OnHako KakuMm 00pa3oM "BKiIrodaeTcsa" U "BhIKIO4aeTcss" MpoTeosIn3 — IOKa HEACHO.

AxtuBHOCTh CtrA perynupyercs cpa3y udepe3 HecKojibko myTei ¢ocdopuinpoBanus. Kak usBecTHo,
perynsTopsl OTBeTa (K YHCIy KaKOBBIX NpUHAMISKUT U CtrA) axTuBHpyroTcs myTeMm ¢ochopuinpoBaHus
CEHCOPHBIMU THUCTHUJMHKMHA3aMH B OTBET HAa CHUTHAJIBI BHEIIHEW cpenbl. BHOBb cuHTe3npoBaHHBIN CtrA
HeMeJUIeHHO (ochopunupyeTcs, U Kak MUHUMYyM Tpu ructuauHkuHasbl (Div], DivL u CckA) moryt
y4acTBOBaTh B 3TOM Iporecce. K coxxaneHuro, curHaibl, Ha KOTOpPBIE PEarupyloT 3T KHUHa3bl, HCU3BECTHBI.
OnHako M3BECTHO, YTO 1B W3 3TuX KuHa3, Div] u CckA, mokanu3yroTcs B pasIMYHBIX YacTAX KICTKH, YTO
CBHUJICTEIILCTBYET B TIOJIb3Y YYacTHSl NMPOCTPAHCTBEHHOW WHGpopmanuu B KoHTpose aktuBamuu CtrA. Tak,
CckA, TunnuHast MeMOpaHHasi CEHCOpHasi KMHAa3a, paclpeielieHa paBHOMEPHO Ha MPOTSXKEHUH OOJbIleil 4acTH
KJIETOYHOTO nukia. OqHako B paHHEeH npeanBu3nOHHON kieTke CckA KOHIIGHTpHPYETCs Ha IMOJIOCE KIIETKH,
IIPOTHBOIIOJIOKHOM CTEOENIbKY M OCTAaeTCsl TaM /10 MoMeHTa jaeineHus. [lonspHas nokanuszanus aOCOIIOTHO
HeoOxomuMma Ui TposiBiieHUss KuHa3HOW aktmBHOCTH CckA u  dochopumupoBanus  CtrA. Div]
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KOHIIEHTPUPYETCS Ha MPOTHUBOIOJIOKHOM (CTeOSIIBKOBOM) TTOJTFOCE BO BpeMs repexoaa oT G1 x S daze. Takum

o0pa3oM, OYEBHJHO, YTO aKTUBHOCTh CtrA KOHTpOJMpYeTcs, MO KpailHed Mepe YacTH4YHO, pPa3IU4HOM

MPUPOIOH MPOTHUBOIONOKHBIX MOTOCOB KIETKU. Kaxplii BHOBb CPOPMHUPOBAHHBIM INPH AEIECHUHM IMOIHOC
1

KJIETKU CHayvaja "KI'yTUKOBBIN'", a 3aTeM ctaHoBHUTCA ""cTeOenpkoBbIM". [lomroca daktuuecku "Mapkupyrorcs" B

Hpouecce pa3BI/ITI/I5I paBJII/I‘-IHBIMI/I KHMHa3aMH, OT aKTUBHOCTH KOTOprX, B CBOIKO oqepem;, 3aBUCHUT aKTHUBHOCTDH
CtrA.
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4. J. A. Hoch. Initiation of bacterial development. Current Opinion in Microbiology 1998, 1:170-174

11. Cnopynsauusa y Bacillus subtilis.

[Ipouecc cnopynsituu y B. subtilis IPOXOIUT dYepe3 CEPUI0 YETKO BBIPAKEHHBIX MOP(OIOTHISCKUX
CTaIuid, U €ro pe3yJbTaTOM SBIISETCS MPEBPAIICHUE PACTYIIEH KIETKHM B ABYXKAMEPHBIM CIOpAHTHM, B
KoTopoM u (opmupyercs crnopa. M3BectHo Oonee 125 TeHOB, ydacTBYIOLIMX B 3ToM mporecce. Wx
TPAHCKPUIILUS KOHTPOJUPYETCs BO BpeMeHH U mpocTpaHcTBe ueThlpbMsi JIHK-cBs3biBaromumMu Oenkamu u
MATBI0 curMa (akTopaMu, a CHTHAN IS 3allycKa BCETrO MPOIEcca MOCTYMAaeT OT CEHCOPHBIX CHUCTEM M ITyTEM
niepeHoca (ochaTHON TPYMIBI MO CI0KHON (PochOoTpaHCISIITMOHHONW CETH OKa3bIBaeTCs HAa OJHOM KIIOUEBOM
peryJisiTope OTBeTa, KOTOPBIN U 3aIyCKAeT KaCKaJHYIO SKCIPECCHIO TPOMO3JIKOTO arapara CriopyJIsiuy.

Mopghonozusn cnopynsyuu :
IlocenoBaTenbHEIC ad N | €
MOP(OJIOTUYECKHE CTAIMH  CIOPYJIAILUH AN T
nokasansl Ha pucyHnke 11.1. Rl s 1

Hauano CIIOPYTISITHH /
oOHapy’KuBaeTcs Mo (HOpMUPOBAHUIO T. H. - 4

aKcHuajabHOro (UIAMEHTa, B KOTOPOM JABE [i/f 2 €
XpOMOCOMBI IIOCJI€ TOCIEAHETO payHJa
peIUIMKanu BBITSTUBAIOTCS BJIOJIb f
JUINHHOM OCH KIIETKHA. 3aTeM BO3Je
OJTHOTO U3 TOJIFOCOB KJIETKU (hOpMUpYyeETCs
neperopoaka (cemnra), 4YTO pasjaeiser
pa3BHUBAIOIIMICA CIIOPAHTMA HAa  JBa
KOMIIAPTMEHTA, MAaTEPUHCKYIO  KIETKY
(Oonpmmmit) u npecnopy. Kaxnplii u3 3tux
KOMIIAaPTMEHTOB IMOJy4YacT IO KOIUHU
xpomocoMmbl. Ha mocienyromux craausax
CHOPYJISIIMU  TIpecropa OOBOJAKUBAETCA
MAaTE€pUHCKOU KJIETKOM M B KOHLIE KOHIIOB
OKa3bIBa€TCsl MOJHOCTHbIO BHYTpU €€ (B
CBSI3U C YEM U Ha3bIBAETCSI SHAOCIIOPOiL).
Ha MOCIEAYFOIINUX CTaJusAX
IIPeCIiopa CO3peBaeT B pe3yJibTaTe CI0KHBIX OMOCUHTETHYECKUX M MOP(OTreHHBIX MPOLIECCOB, MPOTEKAIOIINX B
oboux KoMmmapTMeHTax. Yepes3 6-8 4acoB co3peBaHHE 3aKaHUYMBACTCS, W 3pejiasi cropa 0CBOOOKIAETCS MyTeM
nau3Mca MaTepuHCKOM KieTku. IlocnenoBaTeslbHOCTE MOP(OIOrMYECKUX COOBITHH pa3aensercs Ha CTaauu,
KoTopble obo3HavaioTess puMckuMu mudpamu 0-VII. Cragust 0 cOOTBETCTBYET KJIETKaM, €Ille He CTaBIIMM Ha

0-1

I A

v

v
L U g fnny |
_1 ,1_\‘1_.1-? oK -\G‘lu// |

Puc.11.1. Craguu cnopyasiuum Bacillus subtilis
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MyTh CHOPYJISIIAHA, CTaausl | — HAYaBIINM CHIOPYJISLUIO U C(OPMHUPOBABIIUM aKCHAIBHBIN (QuiiaMenT, ctaguu 11
u Il coOTBETCTBYIOT CIIOPAHTUSAM Ha CTaAUAX MOJSPHOTO JIEJCHUS U OOBOJAKMBAHUS MPECTIOPbl MAaTEPUHCKOM
kineTkod u T.1. Iloxoxast cxema McCHonb3yercst Al 0003HAUYEHUS TEHOB M OIEPOHOB, HEOOXOIUMBIX JIJIS
cnopyisiuuu. Tak, MyTtanuu B reHax spo() u spolll ocranaBnuBaroT crnopysiuuio Ha craausx 0 u I
COOTBETCTBEHHO. JlaTuHCKHe OyKBBI pa3inyaloT T€Hbl OJHOM CTaauu MeXay coOoil (Hampumep, spo0A u
spo0OB). B onepoHax IOMNOJHUTENbHBIE JJATUHCKHE OYKBBI MCIIOJB3YIOTCS Ul TOrO, YTOOBI Pa3InyaTh YJICHOB
OTIEPOHOB MEXTy co0o0ii (Harpumep, spollAA, spollAB u spollAC).

Kax npunumaemcs pewenue o nauane cnopynsayuu?

bakTeprun 1OCTaTOYHO CIIOKHO NPUHATH PELICHHWE O Hayajle CHOPYJIALUHU, MOCKOJIBKY 3TOT IPOLECC,
OyAyd4H 3aIyIIeHHBIM, YK€ HeoOpaTuM. A TOCKOJIBKY ATO pelleHHe KOPEHHBIM 00pa3oM MEHSET METaboIHn3M
KJICTKH, OIIMOKAa MOKET MMETh JUIsl Hee NedalibHble MocieAcTBUsA. [10aToMy [ MPUHATHS 3TOrO pEIICHUs
OakTepus NOJKHA IPOAHATIU3UPOBATH MHOXKECTBO CHUTHAJIOB OT BHELIHEH Cpelbl OT BHYTPUKJIETOYHBIX
MeTa0OJIUYECKUX CHUCTEM, OT KJIETOYHOro Iukia. CUTrHaJbl MOTYT HMPOMCXOJUTh OT HEXBAaTKU MHUTATEIbHBIX
BemiecTB, mioTHocTH nomyisiuuu, cunre3a JIHK, mospexnenuit IHK, mukna KpebGca. Bce stu curnams
WHTETPHUPYIOTCS Ha YpOBHE OAHOTO perynstopHoro 6emnka SpoOA (Puc. 11.1). Curnansr nepenatorcst Ha Spo0A
B BHAE ero (ochopwiInpoBaHUs depe3 Ienb MepeHOCYHKoB ¢ochaTta. Spo0A NpUHAUISKUT K Kiaccy
PETyJISTOPOB OTBETA U3 CEMEHCTBA JABYXKOMIIOHEHTHBIX PETrYJIITOPHBIX CHCTEM, KOTOPBIE BaM YK€ XOPOLIO
3HakoMbl. MH(poOpManuu, H3/10)KeHHOW B MPEOBIAYLIMX pa3/ienax, HaBepHOE, JOCTaTOYHO, YTOOBI CIENaTh
BBIBOJl O TOM, YTO B JaHHOM CJIy4ae CJOXXHO OyaeT OOOMTHCH MPOCTOW JBYXKOMIIOHEHTHOH cuctemoin. U
NEHUCTBUTEIBHO, OCHOBY pEryJSTOPHOH CHCTEMBI CIOPYJISILUM COCTABJIAET CJIOXKHAs pa3BETBICHHAs
dochoTpaHcnsoHHas ceTh. B KadecTBE WMCTOYHHMKA CUTHANIAa MOTYT BBICTYNAaTh HECKOJIBKO CEHCOPHBIX
0enKoB (TUCTUIMHKHUHA3), CUTHAII OT KOTOPBIX ((hocdaT) MOCTymaeT Ha KIIIOUEBOM PErysaTop uepe3 HeCKOIbKO
NepeHocuYnKoB. Takas cloXHasi cucTeMa CO3JA€T MHOI'O TOYEK, B KOTOPBIX MOKHO OCYIIECTBIISATH KOHTPOJIb
nepefayd CHUrHaja, YTO MO3BOJSET TECHO KOOPIAMHHPOBATh MHOTHE KIeTOYHble coObITHA. IlosTomy
MPAKTUYECKH KaxJas CTaaus Mepenadyd cursaiga mno (pocoTpaHCISIMOHHONW CETH B TOM WJIM MHOM CTEIeHU
MIOIBEPIKECHA PETYIISALIMHN.

@ocdar B curHaibHyio (ocHOTpaHCIAHMOHHYIO CHUCTEMY IOCTYNMaeT OT JBYX CEHCOPHBIX KHHA3,
nurortazmarndeckoid KinA u memOpannoit KinB, a B kauecTBe momydareneit 3toro ¢ocdara BhICTYIAIOT 1Ba
PO. Ilepsriit u3 Hux, SpoOF HemocpencTBeHHO (hocopuimmpyercss KMHa3aMu, TOrAa Kak (ocdar Ha BTOpOH
PO, Spo0A, nomamaer ot
SpoOF 4epe3 mepeHocuuk

Spo0B. Spo0A~P
SIBIISICTCS
TPaHCKPUITIHUOHHBIM

(hakTOpOM U BBICTYIIAET B

ponmu  perpeccopa TuOO (inactive)

(inactive)

ATP
Pep3: RapA <A )
g B \ ADP

aKTHBaTOPa 1o EXPV—\ N
OTHOIICHUIK K TCM I'CHaM, Pi + SpoOF <— SpoOF~P SpoOF
9pd  (DYHKIUH  SBIISIOTCS L RapB S >_<
KPUTHYECKHUMHU npu FhrA  RapA . TmA

MEPEKITIOYCHUU KIIETKH C ¢ S SpodB Spo0B-P
BEreTaTHBHOTO pOCTa Ha

ciopyssiuuio.  OnuH - 13 Pi +Spo0A <—— Spo0A~P Spo0A
TaKUX TEHOB KOIUPYET

pernpeccop AbrB, kotopsrit Tfﬂ“;ﬁ’;g:;;g;ﬁa“on
MpeOTBpaIIacT

9KCIIPECCUIO psila TCHOB, Sporulation
HEOOXOIUMBIX npu

MEePEKIIIOUCHUN Ha Puc.11.1. KonTpoab unHunuauuu cnopyassunu y Bacillus subtilis
CTIOPYJISIIIUIO.

Hakonnenne SpoOA~P B
KJIETKE CHIDKaeT ypoBeHb AbrB m aktuBHpyeT panHue reHsl cropyisiun. Kpome Toro, SpoOA~P sBisercs
HENOCPEACTBEHHBIM aKTUBATOPOM TI'€HOB M OINEPOHOB, TaKUX Kak spollA n spollG, Kogupyrolmux curma
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F E
Q)aKTOpr G U G , OTBCTCTBCHHLIC 34 JIOKAJIbLHYIO

JKCIPECCHUIO T€HOB CIOPYJISLIMU COOTBETCTBEHHO a pro-oE . \_L| oF
B [IPECIIOPE U MATEPUHCKOU KIIETKE. ! T L

ITepBrrii ypOBEHb KOHTPOJISI SpollGA| |
OCYILECTBIISICTCA, E€CTECTBEHHO, Ha YPOBHE SpolIR

kuHa3. K coxanenuto, 3¢h(hekTopHbIe MOJIEKYIHI,
AKTUBUPYIOIIKE 3TH KWHA3BI, TIOKA HE U3BECTHBI,

OJTHAKO OITHCaH WHTHOUTOP KMHA3HOM —
akTHBHOCTH Genka KinA. AktusHocTh sToro ||° : R
uaruburopa, Kipl, KoHTpomupyercst aHTH- BofA pro-oK— &7/
uaruouropom KipA, reH KOTOporo HaxoIHUTCS B SpoIVFB| | " )
SpolVFA — G /

OJJHOM OHEpoHE C kipl. DTOT ONEPOH pearupyer e :
Ha JIOCTYIIHOCTb TJIIOKO3bI M (PUKCHUPOBAHHOTO WA

a3oTa, 4TO IIO3BOJIAET 3aIyCKaThb HpoOIecc E K .
CHOPYISIMM  TPH  TONONAHMM 1O  OTHM Puc.11.3. AkTHBanUsi G M G B MATEPHHCKOH KJIEeTKe
KOMIIOHEHTaM IUTaHUs.

Crnenytouuit YPOBEHB KOHTPOJIS
OCYILECTBIIAIOT  acmapTui-pocdar  ¢ocdaTassl, KoTopble yaamstoT  ¢ochar ¢ momekyn PO
¢bochorpancnsmonHoi nenu. IlepBoii Opi1a o6HapyxeHa pocdaraza SpoOE, neiicTByromas HenocpeICTBEHHO
Ha Spo0A~P. K coxanennro, 10 CuX 1op OYeHb MaJI0 MHPOPMAIIUHA O TOM, KaK PETYJIHPYETCS aKTUBHOCThH WJIN
cunare3 camoir Spo0E. Heckonbko Oomnbliie n3BecTHO O ¢ocdaTazax, ASUCTBYIOIMX HA Oojiee paHHUX dTarax
curHasbHOTO MyTH. Pocdarazsl RapA u RapB neiictByror Ha SpoOF~P. A mockonpKy Bce peakiuu 1o MyTH OT
SpoOF~P k SpoOA~P sBnstorcst oOpatumbiMu, naedochopunupoanue SpoOF Bemer k  ObicTpomy
nedochopmmpoBanno u SpolOA.

RapA u RapB perynupyrorcss Ha ypoBHE TPaHCKPHUILUHU (DPU3MOJIOTHMYECKUMHU IPOLECCAMU, KOTOpbIE
COCTAaBIISIIOT ~ QJIbTEPHATHBY CHOPYJSAIUH. RapA HaxoguTcs TOJ KOHTPOJEM CHUTHAIBHOM CHCTEMBI
ComP/ComA, OTBETCTBEHHOW 3a MHIYKIMIO COCTOSIHUS KOMIIETEHTHOCTH K mnorjomenuto JITHK
(pu3mostornyeckoe COCTOSHUE, HECOBMECTHMOE cO cropyisinuei). A RapB wuHIymupyeTcs ycCIOBUSMH,
CIOCOOCTBYIOUIMMH BEreTaTUBHOMY pPOCTY KJIETKH, YTO TO3BOJISIET NPU MHULUALMU JEICHUS WIN JPYTHX
KJIETOYHBIX MPOIIECCOB, HECOBMECTUMBIX CO CIIOPYJIALHUEH, MPeaoTBpaliaTh 3TO MEPEKII0YeHUE METaboIr3Ma
myTeM crienuduaeckoro nedochopunrpoBanusi 0HOTO KOMITOHEHTA (HOCHOTPAHCIAIMOHHON TIETH.

Eme ogHa cTyneHb KOHTPOJIA — PETYJISLMS aKTUBHOCTU PETyITOpoB Spo0A (KOTOpBIM TOXKE SIBISETCS
peryiasaTopoM). 31ech OAHMM M3 PEryJSITOPOB SBISIETCS CUCTEMA KOHTPOJIA IJIOTHOCTH OaKTepHaIbHON
MOMYJIALMY, 3aBUCSIIAs OT MENTHIHOro (epoMOHa — MpoayKTa reHa phrA. I'eH 3TOT HaxoguTCs B OJHOM
onepoHe ¢ RapA, a ero npoaykrom siBisieTcsi He00IbIION (Bcero u3 44 aMMHOKHCIOTHBIX ocTaTka) Oenok. Ha
aMHMHO-KOHIIEe OelIka pacrojiaraeTcsi TUIUYHAs CHUTHAJbHAsl IOCJIEA0BAaTEeNbHOCTh, U OEJOK JEHCTBUTENIBHO
CEKPETUpPYeTCs M3 KIETKH 1Mo SecA-3aBucuMoMy TyTH. llocie oTpe3aHusi CHTHAJIBHOTO TENTHAA OT Oenka
ocraercid Bcero 19 aMHHOKMCIOTHBIX ocTaTkoB. Oka3anoch, 4TO 3TOT MENTHA, a TOYHEE, TOJBKO MATh
KapOOKCHKOHIIEBBIX aMHUHOKHCIOTHBIX OCTaTKa, MHruoupyer QocdarasHyio akTUBHOCTH RapA. [lns storo
UHTUOMpPOBaHUsl HEOOXOAMMa aKTHBHAs CUCTEMa TPAHCIOPTA OJMIONENTHIOB B KiIETKy Opp, KOMIOHEHTHI
KOTOpPOH M OTpe3aroT HEeOOXOAMMbIE 5 aMHUHOKHMCIOTHBIX OCTaTKa C KapOOKCH-KOHIIA COCTOsBIIEro u3 19
aMHHOKHUCIIOTHBIX OCTaTKOB MENTHJA U TPAHCHIOPTUPYIOT UX B KJIETKY. Takas JOCTaTOUHO rPOMO3/Kasi cucTeMa
MOJKET BBINIOJHATH HECKOJIBKO (yHKUMH. Bo-mepBbIX, cuHTe3, cexpeuus U peumnopt PhrA mentuna tpedyet
BPEMEHH, TIO3TOMY 3Ta CHCTEMa 33/ICP’KUBACT CIIOPYJISINIO, KOT/Ia BCE UL HEe yKe TOTOBO. BO-BTOPHIX, BCS
3Ta CUCTEMa OYEHb HAIIOMUHAET CIOCO0 MEXKJIETOYHBIX KOMMYHMKALUN MPU MMOMOIIM HU3KOMOJEKYJISPHBIX
MoutekyI-pepomoHoB. [ToaTomy emie oaHONM BO3MOXKHOU (yHKIMEH PhrA mMoskeT ObITH JETEKIHS TUIOTHOCTH
OaKTepHaIbHOM MOMYJISLMU, BO BCSKOM Ciydae, IPU BBICOKOMN MIIOTHOCTH 33/I€pPKKa OyJeT IBHO MEHbILIE.

Ponv akmusamopos mpanckpunyuu Ha pasHvlx cmaousx CnopyIayuu

Byayun axtuBupoBaHHbIM myTeM (ocopunrpoBanus, Spo0A HUHIYIMPYET TPAHCKPUIIHIO Kak
MUHHMYM CEMHU TE€HOB, YINpPABISAIOUNIMX BCTYIUIEHMEM OaKTepuM Ha IyTh CHOPYJSLMHM U IPEeBpalleHUuEM
BEreTaTUBHOMN KJIETKHU B IBYXKOMIIATPMEHTHBIN criopaHruid. Spo0A~P akTUBUPYET TPaHCKPUIILHIO, CBS3bIBASICh
C MPOMOTOPaMHU COOTBETCTBYIOIIUX T€HOB U OMEPOHOB, KOHTakTUPYs ¢ PHK-nmonuMmepasoii, uMeromieii B cBoem
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COCTaBE OCHOBHOH curmMa (akTop G  wim ofF

aJIbTEPHATHBHBIN o, o' obecnieunpaer ()
TPAHCKPUILIUIO HEU3BECTHOIO MOKA I'eHa (MJIU T'€HOB), ITABecF il i) IIABSIIAA
KOHTPOJIUPYIOLIETO MOJISIPHOE ACNIEHHUE.
ITocne pasmeneHus KIETKM Ha [BE 4YacTU B (&R LIAA
KaXIOM M3  00pa3oBaBIUIMXCA  KOMIIApTMEHTOB of
IIPOUCXOIUT aKTUBALUS KOMIIApTMEHT- I1IAB IE

crenuduyeckoro curma-hakTopa — G' B Ipecrope u

G" B MaTepHHCKO#I KIETKE. G' CHHTE3UPYETCS 3a101IT0

0 TIOJIAPHOTO JIEJIEHHS], ¥ TO, YTO €0 AKTUBHOCTh
NPOSIBIISIETCS TOJBKO B MPECIIOPOBOM Kommaptmente, (D)
ONIpENENsETC PETYJIAINE Ha YPOBHE AaKTHBHOCTH

Ocnka. DJTa pEryisMs OCYIIECTBIAECTCS TpeMs ABGF n][= oF
6enxamu, SpollE, SpollAB u SpollAA. Kak u 6", 1 l

OEJIKM CHHTE3MPYIOTCS B UCXOIHOM KIIETKE €IIe JI0 €€ [IAA-® L‘ [IABSIIAA

nossipHoro nenenus. SpollAB sBisieTcss aHTU-curma [E [] |T
J

ITAA-P

(haKTOPOM, KOTOPEIH CBSI3BIBACTCS C G M HHTHOMpPYeT
TPAHCKPUIILUIO ¢ ero ydactuem. SpollAA — antm-
aHTH curma (aKTop, KOTOPBIA MPOTHBOACHCTBYET
sbdexty SpollAB, cBs3bIBasCh € KOMIUIEKCOM
SpoHAB'csF ¥ BEI3BIBAsI OCBOOOKICHHE aKTHBHOTO G' . SpollAB sBisiercs Taxke KnuHa3oi, pochopunupyromeit
SpolIAA, mpeoTBpalas ero CBs3bIBaHHE ¢ co00i. TakuM 06pasoM, 10 06Pa3OBAHHS CENTH G' HAXOIUTCS B
komruiekce ¢ SpollAB, To ects siBnsieTcs mHakTHBUPOBaHHBIM, a SpollAA dochopunrpoBan u mosromy He
MOXeT 0cBO60IUTh G . Ilocie 06pa3oBaHUs TIEPEropoOIKU B AeHCTBHE BCTyMAeT euie oxuH depment, SpollE,
sapisroIuiics  gocdarazoit, cnemuduueckn  aedochopmmmpyromeii  SpollAA~P.  SpollE  sBisercs
UHTETPaJbHBIM MEMOpPaHHBIM O€JIKOM, JIOKAJIM30BaHHBIM B IEPErOPOAKE MEXAY JIBYMs KOMIIApPTMEHTaMHU.
benox nmpuOIM3NUTENBHO OAMHAKOBO SKCIIOHUPYETCS B 00€ CTOPOHBI OT MEPETOPOJIKH, B CBA3H C YEM MOXKHO
oxunate, uto nedochopunupoanue SpollAA~P Oyner uATH C OJMHAKOBOM CKOPOCTbIO B 00OHX
KommnapTMeHTax. Ho mockonmbky o0BbeM mpecropsl B 5-7 pa3 MeHblle 0oObeMa MaTEpUHCKON KIIETKH,
koHneHtpanus nedochopunupoannororo SpollAA B mpecriope OyaeT B HECKOIBKO pa3  BHIIIE,
ClIe[I0BaTE/IbHO, B 3TOM KOMIIAPTMEHTE G' Oy/IeT akTHBHpoBaH panbure (Puc. 11.2).

Bckope T0C/Ie aKTHBALMHE G' B MPECIIOPOBOM KOMIIAPTMEHTE HPOUCXOIUT AKTHBALHSA APYroro CHrMa-
daxTopa, ¢ , HO Temeph yxe B MarepuHCKoil kieTke (Puc. 11.3a). Tak %e, Kak ¥ G', G' NPHCYTCTBYET B
000MX KOMIAPTMEHTAaX CIOpPaHTusA. ODTOT curma-pakrop HEOObIYEH TeM, YTO CHUHTE3Upyercs B ¢opme
HEAKTUBHOTO IPEIICCTBEHHHKA, Ipe-G. CHHTE3 Mpe-G' HAYHHAETCS 10 MOJISPHOTO ACICHHUS TyTeM MHIyKIIHH
TPAHCKPHUIIIIUU ornepoHa spollG yxe 3HAaKOMBIM BaM aKTUBaTopoM TpaHckpuniuu Spo0A~P. CobcTBeHHO TIpe-
c" KOJIUPYETCsl BTOPbIM I'€HOM orepoHa, spollGB, a nepsblil reH, spollGA , HeoOXoauM ISl IPOLIECCUHTa Tpe-
" B 3penblii  6enmok. [Ipomykr eme onxHOro reHa, spollR, HeoOXOoAMM i MPOIECCHHTra npe-GE, u
TPAHCKPHIILMS 3TOr0 TeHA 3aBHUCHT OT G' . Takum 06pa3oM, MOSBICHHE G- B MATEPHHCKO# KIETKE IPUBS3aHO K
OTJICNICHHIO MPECIIOPBI TIEPErOPOKOiL, TOCKOIbKY TPAHCKPHIIIMS 3aBHCHMbIX OT G' T'€HOB MPOUCXOAUT TOTHKO
B MPeCcHIopoBoM KommapTMenTe. (SpolIR [o/KeH aKTHBHPOBATh G M B IPECIIOPE, HO 3/1eCh G [0 HEM3BECTHOI
MIPUYMHE OYEHb OBICTPO JErpaaupyeT.)

Yo e KOHTPOIHPYIOT [Ba HOBBIX cHrMma-axTopa? B G° perymioH BXOZAT TeHbI, pa3pyIIafoIue
TENTHIOTTHKAH CEeIThI, OTACNAIONEH MPecropy OT MATEPMHCKON KICTKH, a IeHbI, KOHTPOIHpyEeMbIe G,
OTBEYAIOT 3a OOBOJIAKMBAaHUE IIPECIIOPbl MaTepUHCKOW KiIeTKoH. K MOMEHTy OKOHYaHMS MOTJIOIIEHUS
MPECTIOPbl MATEPUHCKOMN KIIETKON B MPECHOPE HAUMHAETCA TPAHCKPUIILHS HOBOTO IreHa, spolllG, Koaupyroiero
eme OAMH CHrMa-HakTop, G°. ITOT cUrMa-(GaKTOp AKTHBHPYET TPAHCKPHIIIMIO MO3HHX TEHOB TPECIIOPHI,
HEOOXOMMMBIX JUISl 3aBEPIICHHS TPOLECCa CIOPYISIHr. IIpOMOTOp, ¢ KOTOPOTO CUHTHIBAETCS GO, OMO3HACTCS
PAHHHUM IIPECTIOPOBBIM CHIMa-(aKTOPOM G, HO JUI €ro aKTHBAIMH HEOOXOAMM HEM3BECTHBI Moka (akTop,
TPaHCKPUOUPYEMBIH C c" MIPOMOTOPA MATEPUHCKOMN KIIETKHU.

DKCHpeccHs MO3HUX IEHOB B MATEPHHCKOI KJIETKe HAXOAUTCS IO KOHTPOJIeM curma-(akropa ¢ (Puc.
11.3b). Kak u panHmii curma-(pakTop MATEPUHCKOH KIETKH, G, G CHHTE3MpYETCS B BHJC HEAKTHBHOIO
NPe/IIIECTBEHHIKA Mpe-G', KOTOPHI NpPEBPAIaeTCsi B AKTHBHYIO (OPMy MOCIE MPOTEOTHTHIECKOTO
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OTIIEIJICHWsT ~ aMUHOKOHIIEBOW  TocienoBareabHOCTH 13 20 [GA " SpoOA]
aMUHOKHCIIOTHBIX OCTAaTKOB. [IpoTeonuTudeckoe paciierieHne npe- / l \
c" ocylecTBIISETCS OXHUM M3 WIEHOB G peryinona, SpolVFA, s polar division

aKTHBAIlMM  KOTOPOTO  HEOOXOOMM  TPOAYKT TeHa spolVB, Mother cell ool Forespore

SpollE
TPAHCKPHOMPYEMOro ¢ G°  [poMOTOpa B IPECIIOPOBOM \1

KOMITAaPTMEHTE. — 19

DKcrpeccusi AByX CHUrMa-(hakTopoB B MATEPUHCKOM KIIETKE SIR
3allyCKaeT IMOCJENOBATENbHYIO IIellb PEryJISTOPHBIX COOBITHH, P
BEYILIyI0 K MOOYEpPEIHON aKTHBAIMM U WHAKTUBALMU KOMILIEKCa '
T€HOB, Pe3yJbTaTOM PabOThl KOTOPOTO SIBJISIETCS CHHTE3 CIIOPOBBIX oE
MTOKPOBOB, KOPTEKCa U BHeNTHEH o0onouku criopsl (Puc 11.4). Spo 14

F
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Puc.11.4. IlociienoBarejbHas

aKTHBAIUs CUTMa-(aKTOPOB NPU
12. MeXKKJIeTOYHbIe KOMMYHHKAIUH. CIOPYJISIHH

Jabb1 mpeycnerb, OaKTepUH [OJDKHBI OBITH MPUCHOCOONEHBI K BBDKMBAHUIO M CYIIECTBOBAHUIO B
CIIO)KHBIX MHUKPOOHBIX cOOOIIecTBax. B3amMomeHcTBHS MEXIy MHUKPOOPTaHW3MaMH B TAaKHX COOOIIECTBAaX,
paBHO Kak M MEXKAY TMaTOTeHHBIMH MHKPOOpPraHM3MaMH M HX XO035€BaMHU 3aBHCIT OT JKCIPECCUU
CHEeU(PUUECKUX T'€HOB, YYaCTBYIOUIMX B 3TUX B3auMoJelcTBUAX. He yIuBUTENbHO, UTO OaKTEpUU BbIpabOTaIn
MEXaHU3MBbl JETEKIMH KOHKYPEHTOB W PACTHUTENBHBIX JMOO JKUBOTHBIX XO35IeB U CHCTEMBI "OBICTPOTO
pearupoBaHus" Ha MOJOOHBIE KOHTAKTHL. BO MHOTHX cily4asix 3KCIpeccHs ONpeAeIeHHOro Habopa reHoB OyaeT
3aBUCETh OT JOCTIKCHHUS OaKTepuaabHOM TMOMYJSIIUEH OINpeAeieHHON TUIOTHOCTH. Hampumep, myrem
3aJIePKKHU IKCIPECCHH (PaKTOPOB BHUPYJIECHTHOCTU JI0 TE€X MOp, MOKa HE OyAeT JOCTUTHYTa BBICOKAs MJIOTHOCTh
MOMYJISILNH, TATOT€Hbl PACTEHUN MOTYT U30€eraTh 3alllUTHOM PEaKuu CBOUX XO35EB.

Y OKUBOTHBIX M pACTEHUIl NpPOHUKAIOIIUME dYepe3 MeMOpaHy CHUTHAJbHBIE MOJEKYNbI, TaKHe Kak
CTEpOMJIHbIE U OPAaCCHHOCTEPOUIHBIE TOPMOHBI, METUIDKACMUHAT U JIPYTHUE, SIBJSIOTCS XOPOILIO M3Y4YEHHBIMHU
peryisTopamMu pa3BuTHs, AU PepeHIInanuu KIeTOK 1 MeTaboau3Ma B 1iesioM. B mocneanue roabl y OakTepuid
TOXKE OBUTM OOHApPYXXEHBI CUTHAJIBHBIE MOJEKYJIbl TaKOro poJa — AalMJIMPOBAHHBIC IPOW3BOTHBIC
romocepuniaktona (AI'CJI), yuacTByromme B MEXKKJIETOUHOH KOMMYHHKAIuu. bakTepuu HCMONB3YIOT STH
MOJIEKYJIBI TIPEKIE BCEro ISl TOro, 4TOoOBl CIEAUTh 3a IUIOTHOCTHIO CBOEH MOMyJALUU. DTOT (heHOMEH
noyuyun HazBanue "Quorum sensing" (4yBcTBO kBopyMa). Kaxkas KieTka B MOMYJISIIIAN TPOYIUPYET HU3KUN
0a3anbpHBIN ypoBeHb cBOOOIHO muddynaupyomero AI'CJI 3a cueT akTMBHOCTH cnenrduyeckoro ¢pepmeHTa,
AT'CJI cunTeTasbl, kak npaBmio, wieHa LuxI-cemeiicTBa O6enkoB. C Bo3pacTaHWeM IJIOTHOCTH OaKTepHaTbHON
nonynsauun  koHueHtpauust AI'CJI Taxxe Bo3pacraer. IIpm A0CTaTOYHO BBICOKOW IJIOTHOCTH, T.€. IO
JOCTIDKEHUH KBOpyMa, HakoruieHHbIH AI'CJI B3auMOJEHCTBYET € pPelenTOpPHBIM OelKOM, OOBIYHO C YJICHOM
LuxR-cemeiicTBa O€TKOB-pEryIsiTOPOB TPAHCKPHUIINH, KOTOpPhIE HM3MEHSIOT ypoBeHb skcmpeccun AICJI-
3aBHCHUMBIX T€HOB. Y Pa3NUYHBIX Oaktepuii mpuHimn aewctBuss AI'CJI-3aBUCHMON perymsiun coXpaHsercs,
XOTsl Ha0Op PEryIHpPyeMbIX T€HOB MOXKET ObITh coBeplleHHO pa3HbiM. [lepBoit (B 1970 r.) Obina ommcaHa
AT'CJI-cencophas cuctema Mopckoii 0akrepuu Vibrio fisheri, e "dyBCTBO KBOpyMa' peryJMpPyeT IKCIPECCHIO
reHoB OwmosromuHectieHnu (lux). Y npyrux OakTepuid TOT K€ MEXaHHU3M PEryJupyeT 3KCIPECCHI0 T€HOB
BUpYJIEHTHOCTU (Pseudomonas aeruginosa, Erwinia carotovora), koubloramumonHoro mnepenoca T-JIHK
(Agrobacterium tumefaciens), MOABWKHOCTE (Serratia liquefaciens), MpoOayKIUIO aHTUOWOTUKOB (Erwinia
carotovora) n np (Puc. 12.1).

Korma Oaktepum Vibrio fisheri KOJOHM3UPYIOT CHEIHMAJIbHBIC OPraHbl HEKOTOPHIX BHJIOB PO U
KalbMapoB, OHU HAYMHAIOT CBETHTHCS B pe3yJibTaTe aKTUBALMU [ux-OMEpOHa, KOAUPYIOMIETO (EepMEHT —
mrorrdepasy, HEMOCPEICTBEHHO IPOW3BOAAIINA CBEYCHHE, M psAA (PEPMEHTOB,  ONMPEACISIOMINX CHHTE3

65



bakrepus LuxI/LuxR romomnor boxkosas nens AI'CJI 1 HazBaHHe peryimpyeMoe cBoiicTBO

0O 0
A. tumefaciens Tral/TraR MM N-3-okcookranoun (OOHL)  KOHBIOTallHOHHBIH NEpeHOC
H Ti-nnasmun
0O 0
E. carotovora Carl/CarR/Expl/ExpR A~ O N-3-okcorekcanonn (OHHL) CekperHpbiembie (GaKTOpbI
H BHPY/ICHTHOCTH M Kapbarie-
HEMOBbIE AaHTHOMOTHKH
0O 0
P. stewartii Esal/EsaR ’\’LL‘JLNQJ N-3-okcorexcanonn (OHHL) Bueknerounstii kancynsHeli
H noHcaxapH
@)
P, aureofaciens Phzl/PhzR /\/\)l\ O  N-rekcauoun (HHL) DenazuHe!
H
OHO
R. leguminosarum  Rhil/RhiR — O N-3-ruagpoxcu-7- (HTDHL) BsaumogeiicTeue ¢ pacTeHHeM
H IHC-TeTpa/ieKaHONIT u obpazoBanue Ki1ybeHbKOR
0]
R. solanacearum  Soll/SolR A/\)LN’%O N-reKcaHou.I (HHL) aidA?
H

/V\/\)'L O  N-okraHoun (OHL)
H

Puc.12.1 ABTOMHAYKTOPBI TPAMOTPUIATEIbHBIX OaKTEepHil

cyOctpara s moundepassl — amupaTHYecKOro allbJeTHaa, SHEPTUsl OKUCICHUSI KOTOPOTO U pacXoayeTcs Ha
cBeuenue. llponykr rena [ux/ xomupyer cunre3 AI'CJI, B nanHom ciydae N-(3-okcorekcanoun)-L-
TOMOCEPUHJIAKTOHA. JTO BEMIECTBO CHOCOOHO CBOOOMHO UGG YHAUPOBATH BO BHEIIHIOK Cpeay uepe3
OakTepuanbHble MeMOpaHbl. Bo Bpemsi mepuoga HecUMOMOTHYECKOW ku3HU Vibrio fisheri B MOpCKOW Bofe
AT'CJI B pesynbrare Takoi auddy3un HEe HAKaIUIMBACTCS B KIETKE M OakTepHs HE TPATHT SHEPTHUI0 Ha
ceeueHne. C Jpyroil CTOpOHBI, MPU OBICTPOM pOCTE B OOraTOW Cpele CBETOBBIX OpPraHOB XO3sAMHA, TIIE
IUIOTHOCTD KJIETOK OaKTEpHil JOCTUTaeT 10" Ha MuntunuTp, AI'CJI HakaruinBaeTcs B OakTepHalbHBIX KIIETKaX,
MPUBOJISA K MHAYKIMH JTIOUK(Eepa3HOro onepoHa.

Camoii mo cebe akkymymsimuun AI'CJI B kieTke HEAOCTATOYHO Ui AaKTHBAIMH DSKCIPECCHH
monudepa3Hpix TeHoB. Eme oawH TeH, [uxR, KOAWpyeT TPaHCKPHUMIIMOHHBIA aKTHBATOpP, KOTOPBIH
B3aumozeiicteyer ¢ AI'CJI. DTorT 0enok uMeeT JBa YETKO BBIPAKEHHBIX ToMeHa. KapOOKCHKOHIEBOM
conepxutr HTH motmB, orBewarommii 3a ces3piBanue Oenka ¢ JIHK B crmenmdudecknx CUMMETpHYHBIX
y4acTKax, Ha3bIBaeMbIX [ux-00kcaMu. ITu KopoTkue (20 H.II.) MOCIeI0BaTeIbHOCTH ObLTH UACHTU(UIIMPOBAHBI
B IPOMOTOPHBIX 0OJAcTIX MHOIMX reHoB, peryiaupyemblx AI'CJI. AmuHokoHueBoi gomeH LuxR
B3aumogeiicteyer ¢ AI'CJI. Ilpennonaraercs, uyto B otcyrctBue AI'CJI kap6okcukonueroit JIHK-
CBSI3BIBAIOIMI JJOMEH JKpaHUPYETCS aMHHOKOHLIEBBIM JOMEHOM, 4TO IpefnorBpamiaer cBssbiBanue ¢ JIHK.
CeszpiBanne AI'CJI ¢ aMMHOKOHIIEBBIM JOMEHOM BBI3BIBAET KOH(POPMAIIMOHHOE W3MEHEHHUE, MO3BOJISIONICE
aMHHOKOHIIEBOMY JioMeHy LuxR cBs3aTbcs ¢ /ux-60kcaMu ¥ aKTUBUPOBATH TPAHCKPHIILIUIO.

HNuTtepecHo, uto He Bce LuxR-momoOHpIe Oenku SBIAIOTCS akTUBAaTOpaMu TpaHckpumnuuu. benku EsaR u
ExpR, npoayuupyeMble pacTUTENIBHBIMU IatoreHamu Pantoea stewartii u Erwinia carotovora, sBISIIOTCA
penpeccopamu. s atux OenkoB cBs3piBanne AI'CJI cHmkaer ux adpdurHOCTS K [ux-O0okcam. Torma kak
0oapmHCTBO LuxR-mogo0HBIX aKTUBATOPOB CBsI3bIBaeTCsS C [ux-O0Kcamu, MEpeKphIBAlOIUMUCT C -35
obnacteio mpomoTopa, EsaR cBs3weiBaeTcss B obOmactu -10, 4TO, €CTECTBEHHO, MPEIOTBPATUT WHUIIMAINIO
TPAHCKPUIILIUU.

Cunmes AI'CJL

AT'CJI umerot o011yt CTPYKTYpy alM(PaTHISCKON METOYKHA Pa3IuIHON JUTHHBI, TPUCOCTUHEHHON Yepes
aMUJIHYIO CBA3b K JIJAKTOHU3UPOBAHHOMY OCTaTKy TOMOCEPHHA.

Luxl xkaranmsupyeT cBsi3bIBaHHE S-afcHO3WIMETHOHMHA (SAM) C JKUPHOKHUCIOTHOM IEMOYKOM,
CUHTE3UPOBAHHOW TpU ydacTuu anmi-auui nepenocsmero 6enka (ACP). INocnenyromas 3a oOpa3oBaHHEM
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Puc.12.2. Cute3z AI'CJI 1 MexXaHu3M ero aAeiicTeus

aMHJIHOW CBSI3U JIAaKTOHU3ALUS S-aJ€HO3WIMETHOHMHA NPUBOAUT K OOpa30BAaHUIO KOJbIA, OCBOOOXKICHHIO
AT'CJI u oOpazoBanuio moOOYHOTO MpoaykTa — S-metuntuoagaeHosuna (MTA) (Puc. 12.2).

Pezynayus cunmesa sx3oghepmenmos y Erwinia

@uronarorennsie Oakrepun Erwinia carotovora TPOAYUUPYIOT JOBOJBHO IIUPOKUN CHEKTP
THJIPOJIUTUYECKUX (DEPMEHTOB, AETPaUpYIOIUX KJIETOYHble CTeHKH pacteHMid. K Takum Qepmenram
OTHOCSITCSL TEKTATIMAa3bl, LEJUII0JIA3bl, MOJUTAAKTypOHa3bl W IpoTeas3bl. Pa3BuTHe 3TOro mnaroreHa B
pacTeHusIX BeAeT K MHIYKIMH ITUX (EPMEHTOB, PE3yJIbTATOM YETO SBIAETCS Mallepalisi paCTUTENIbHBIX TKaHEH
U pa3BUTHE CUMOTOMOB MATKOW THWIM. IIpoyKiusi BHEKJIETOUHBIX ()epMEHTOB 3aBUCUT OT HakoIuieHus N-3-
OKCOT€KCaHOWI-L-roMocepuH JIaKTOHA, CHHTE3 KOTOPOro aerepmuHupyercsa romonoramu LuxI, xoTopeie y
pa3Hbix mramMmoB HasbiBatorcss Expl, Carl u Hsll. Psanom c renom expl Haxomurcs expR — romonor /uxR.
MyTaHThI 110 TeHY expl UMEIOT CHUKEHHYIO, a 10 TeHY expR — NOBBILIEHHYIO MPOIYKIHUIO IK30()epPMEHTOB.

Kpome TOro, Hekoropsle mrTammbl Erwinia carotovora TpOAYyLMPYIOT [3-TaKTaMHble aHTHOMOTHKHU
IIMPOKOTO CHEeKTpa JeiicTBus — KapOameHembl. CuHTE3 KapOaneHEMOB KOOPAMHUPOBAH C JKCIpeccueit
9K30(E€PMEHTOB M MOXET CIY>KUTh JJISi HHTHOUPOBAHUS JAPYTHX OaKTepuil MPpH KOHKYPEHIIUH 32 MMUTATEIbHBIE
BEIIECTBA, BBICBOOOXKJAIOIIMECS MPU  MalEpaldd pacTUTEeNbHBIX TKaHe. CuHTe3 KapOarneHeMoB
KoHTposupyeTcs nmapoi 6enkoB CarR u Carl, romonioruunbix, HO HEe UACHTHYHBIX IO cBouM QyHKIMAM ExpR u
Expl. CarR u ExpR He B3aumosamensiemsl, Ho AI'CJI, nponynupyemsiii Carl, unentuuen takosomy Expl.
[Mpoxykuust 3x30pepMEHTOB y Erwinia KOHTPOIUPYETCS TOMOIHUTEIBHO €Il HECKOIBKUMH PEeryJISTOPHBIMU
cucrtemamu (Puc. 12.3).

Ponv AI'CJl-cucnanos 6 sxonoeuu 6axkmepuanvhvlx nonyasyui. Kpocc-cuenanvl (u umeubuposamue
AHMUOUOMUKAMUL).

PaccMOTpeHHBIH HaMH TOJBKO YTO CMOCOO KOMMYHHKAIIUA MEXIy OaKTepHATbHBIMU KJICTKAMH 33 CUET
CEKPETUPYEMBIX HEOOJBIINX MOJIEKYJI-(PEPOMOHOB JOCTATOYHO MIMPOKO PACIIPOCTPAHEH B MPHPO/IC, HO AAJIEKO
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HE BCErJa MOJIEKYJIIPHbIE MEXAaHU3MBbI, JIEKAIIUE B ~E R0

H g
ero OCHOBE, aHAJIOTMYHBI TOJBKO YTO OMHCAHHBIM. A
Cell Wall e ————
Hanpumep, rpaMIIoNOKUTEIbHbIE GAKTEPUH BMECTO ell Wall ;

1
AT'CJI ucnionb3yroT KOPOTKHE MENTHIbl B KauecTBe R = [EaRr |,
(depoMoHOB. Bynyun menTugamu, STH MOJIEKYJIbI HE ~Ay o —
MOTYT CBOOOJHO TMPOHUKATH 4Yepe3 MeMOpaHbl H ExplCal OHHL
MIO3TOMY aKTUBHO CEKPETUPYIOTCA u3 ‘ y
OakTepuanbHON KIETKH, HCIONB3ysl MEMOpaHHBIE _ expR _explcarl
tpancnoprepsl ABC-knacca. Ilentuansle curnamnsi, A
€CTECTBEHHO, HE MOTyT TakXe TIpPOHUKHYTb U ? ’/"/? —|
BHYTPb KJIETKH-MUIIEHHU, a TOCEMY paclO3HAITCS JPSe S H
CHapy XM TUINYHON CEHCOp-KWHA30H, Mepenaroleit e B ] = c::\\
curHan (B Buae ¢ochorpynmsl) BHYTPHUKIETOYHBIM * + —
perymstopam. Takum 00pa3oM  perynmpyroTcs 9 ? iR

KOMITIETEHTHOCTb W criopyJisiuust y Bacillus subtilis,
BUPYJIEHTHOCT, Yy  Staphylococcus  aureus,
KOHbIoTalWst y Enterococcus faecalis M poLyKIHst
MukpouuHa y Lactobacillus sake.

Puc.12.3. Peryasiuus cuHTe3a (pakToOpoB
BupyJeHTtHoctu Erwinia nocpeacrsom AI'CJI

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. Cekpeuuns 6enkos

Oxo1o 20% Bcex 6eIKOB, MPOAYLHPYEMbIX OAKTEPHUSIMH, JTIOKATN30BAHbI BHE ITUTOILIA3MBI.
Cexperuist OETKOB 3a TIpeleNbl IMTOIUIA3MBI SIBISETCS BaKHEHIEH CIIOCOOHOCTBIO BHPYJIEHTHBIX
OaKTepHii, MOCKOJIbKY OOJBIIMHCTBO CTAIHH IMpolecca HHPEKIUHN MPEACTaBIsAeT COO0H Ty WK UHYIO (opmy
B3aUMOJEHCTBHS C BHEIIHEH Cpefoil, U MHOTHe OCNKOBBIE NPOIYKTHI IOJDKHBI JHOO pacroyaraTbes Ha
BHEIIIHEH MMOBEPXHOCTU OaKTepuu JH0O0 CEKPETUPOBAThCS BO BHELIHIOI cpexy. Kpome Toro, cexperus 6enkoB
UMeeT BaKHEHIIee 3HaueHHe Uil OMOTEXHOJIOTHH, MOCKOIBKY OYHCTKAa OEJKOB W3 KYyJBTYpPaJIbHOW Cpeabl
MPOCTOTO COCTaBa 3HAYMTENBHO TMPOIIE, Ye€M M3 KICTOYHBIX JIM3aTOB, SBISIOIIUXCS CIIOKHOH CMEChIO
OOJIBIIIOTO YHCTa Pa3iIMYHBIX BEIIECTB. B CBS3M ¢ TakuM 3HAYEHHWEM CEKpPEIUH 3TOT MPOIECC WHTEHCHUBHO
nzydaetcs. OZHUM U3 HENpEeIBUJCHHBIX DPE3yJIbTaTOB TAaKOTO M3Y4EHHUS CTajJ0 OOHApy)KEHHE HECKOJBKHUX
myTel JKcropTa OeNKoB. AHAIM3 POJICTBEHHBIX CBSI3€H MEXAy OenKamH, BXOMSIIUMH B COCTaB Pa3IMYHBIX
CHCTEM CEKpEeIMH Yy pa3HbIX OPraHW3MOB ITO3BOJMJI Pa30MTh 3TH CHUCTEMBI HAa HECKOJBKO TPYII, BHYTPHU
KOTOPBIX MEXaHH3M CEKpELMH HWACHTHYEH WM O4YeHb cxox. Celyac BBLACISAIOT YETHIPE OCHOBHBIX THIIA
CeKpelnu, KOTOpble MBI MO odepean M pasdepem. VHTepecHO, YTO KOMITOHEHTHI CEKpPEIUH TPEX THUIIOB
CEKPETOPHBIX CHCTEM HMEIOT 3HAYMTEIbHOE CXOACTBO C OEJIKaMH, YYacTBYIOLUIMMHU B COOpKE XT'yTHKOB H
BOPCUHOK (TIHJICH).
K coxanenuro, HHOTAa B JTUTEPATYpe MO CEKPELUH HE OYEHb YETKO UCIIOJIB3YIOTCS TEPMHUHBI, B CBS3H C
4eM He BCerja MOHSATHO, O KaKOM THIIe TPAaHCIOpTa depe3 MeMOpaHbl uaeT pedb. [loaromy 31eck Mbl Oynem
MOJIb30BAThCS CICAYIOUIMMHU TepMHHAMH sl AU (depeHInauy OCHOBHBIX CEKPETOPHBIX MyTEH MO MECTy
Ha3HAYEHUS TPAHCIIOPTHUPYEMOTO Oerka:
® cexpeyus — TPAHCIIOPT OeJKa B OKPY’KAIoOIIyIo cpeny. B cirygae rpamMoTpuIiaTenbHBIX OaKTEpUi IS 9TOTO
0enKy Heo0X0IMMO TPEOA0IIETh BE MEMOpPaHBbI — IIUTOIUIA3MATHYECKYIO U BHELTHIOO.

® 9Kcnopm — BBIBEICHHE OenKa 3a Mpeaesibl IUTOIIa3Mbl. TepMHH HCHONB3YeTCs HCKIIOUUTENBHO IS
rpaMOTpHULATENIFHBIX OakTepuil. Pe3ynapraToM sKcropTa sSIBIseTCsS TPaHCHIOPT Oellka B MEPUILIa3MaTHIECKOe
MPOCTPAHCTBO.
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® mpaHciokayus — JOCTaBKa OelIKa MAaTOTeHHBIMU OakTepUsIMH B 3YKapUOTUYECKYIO KIIETKY XO3siMHa. B
cllydae TpPaMOTPHIATENBHBIX OaKTepud OSTOT THI TpaHCIOpPTa TPeOyeT TMPEOJOJICHUST YXKe Tpex
MeMOpaHHBIX 0apbepOB — JIBYX OAKTEpHUAIbHBIX U OAHOTO 3yKapUOTUYECKOTO.

BaxxHoit mpobnemoii cekpelnu SBIsSeTCs HANpaBlIeHHE CEKPETUPYEMOro OeKa K MECTY ero Ha3HaYeHMS.

Cekpetnpyembie OCIKH MOTYT OKa3bIBaThCS B PA3IMYHBIX MECTaX:

e OBITH MOJHOCTHIO BCTPOCHHBIMH B IIUTOIJIa3MaTHYECKYI0 MeMOpaHy (MHTerpajibHble MeMOpaHHbIE OEINIKH,
KaKOBBIMHU SIBJISIETCS OOJIBIIMHCTBO MEMOpaHHbIX TPAHCIIOPTEPOB);

e ObITh "3aAKOPEHHBIMHU" B LUTOIUIA3MATUYECKOH MeMmOpaHe TMpH TOMOLIM TpPaHCMEMOpPaHHOIO
rupooOHOTO cerMeHTa (MPaKTHYECKH BCErla aMHUHOKOHIIEBOTO), K ATOMY KIJACCy TPUHAICKHUT
OOJIBLIMHCTBO NEPUIITIa3MaTUYECKUX OEIKOB;

®  TIOJHOCTHIO HAaXOAMUTHCS B IEPUILIA3ME;

e OBITH MOJIHOCTHIO BCTPOSCHHBIMU BO BHEIIHIOI MeMOpaHy (TIOpHHBI);

® 3ajKOpUBATHCS BO BHEIIHEW MeMOpaHe TakK, YTO OCHOBHasg Macca Oelka pacrosiaraercs Ju00 CHapyXu
(game Bcero) MO0 B IEPUIIIA3MATHUECKOM MTPOCTPAHCTBE;

e BO BHemHEH cpeae (COOCTBEHHO CEKpETHpPyeMble O€NKH, K KOTOPBIM MPHUHAIICKHUT OOJBITUHCTBO
THJIPOJIUTUYECKUX (DEPMEHTOB MATOI'€HOB);

® ACCOIMHMPOBAHHBIMH C MEMOpaHOM SYKapHOTHYECKOM KIETKH (HEKOTOphle KOMIIOHEHTHI ammapata
cekpenuu III Tuna)

® BHYTPH JPYrod KIETKH, KaK MPaBUJIO dYKApUOTHYECKOH (OompmmHCTBO cyOcTpaToB cekpenuu 11 u IV
THUIIOB)

M BO Bcex 3TuX cilydasX MECTO KOHEYHOH IucioKanuu Oenka OmnpeAessercs ero aMHHOKHCIOTHON
MIOCJIEOBATEIBHOCTBIO  —  CEKPETOPHBIE  CHUCTEMBI  PACHO3HAIOT  OINpPEAEICHHbIE  KOHCEPBATHBHBIE
MI0CJIEI0BATEIbHOCTH (MOTHUBBI) M HAIPABISIOT CEKPETUPYEMBIN OEJIOK B COOTBETCTBUHU C 3alMCAaHHOW B ATHUX
MoTHBax uH(popMmanueld. TUIMYHBIM NPUMEPOM TOTO, KaK CIOKHO OBIBAET KIJIETKE ONpPEeNIUTh Ha3HAYCHHE
OeJka, SIBIIACTCS TPAHCIIOPT Yepe3 BHYTPEHHIO MEeMOpaHy MHTETPaIbHBIX MEMOpPaHHBIX OEITKOB U CyOCTpaToOB
Sec-cuctemsl (dacTu annapata cekperuu 11 tuma).

W s MmeMOpaHHBIX, W JUIS CEKPETHPYEMBIX 4epe3 Sec ammapaT OEJIKOB CHTHAJIOM HX JIOKAIH3alUu
SBJISIIOTCSL JIOBOJIBHO MPOTSDKEHHBIE YUYacTKM TUAPO(POOHBIX aMUHOKUCIOT (mopsaka 20 aMHHOKHCIIOTHBIX
ocTaTkoB). Takue ydacTKH, NpPUHUMAS O-CIIUPAJIBHYI0 KOH(OpPMAIMIO, CIOCOOHBI JIETKO BCTPaMBATHCS B
JUTUIHBIA OUCITON (TTOCKOJIBKY Ha Hapy>KHOW MOBEPXHOCTH TAKOW CIUPAIH PACIIOIAraroTCsl UCKIIOYUTEIIBHO
ruipooOHBIe OOKOBBIE TPYNIIMPOBKH, a JJIMHA CIHPAIN KaK Pa3 COOTBETCTBYET TOJIIIMHE JIMIHIHOTO OHCIIOsN).
Cynpba 6enka OyIeT 3aBUCETh OT TOTO, C KAKUM U3 CEKPETOPHBIX HIarepoHoB — OenkoM SecB (0 KoTopoMm MeI
[IOTOBOPUM UYyTh TIO3KE€) WM PUOOHYKIEONPOTEMHOBBIM KoMIlekcoM SRP — mnpoB3auMoneicTByeT
CEKpETUPYEMBbIii OeJIOK.

bakrepuanbHas "yacTuua, pacno3Haromas curHaisl" (signal recognition particle, SRP) sBnsercs
YIOPOIIEHHBIM aHAJIOTOM 3yKapHOTHYECKON YaCTHIIbl C TAKMM K€ Ha3BaHHEM. B kiieTkax MIIEKONUTAIOLUIUX BCE
CEeKpeTHUpyeMble O€NKH HAIPaBISAIOTCS B AHJOMIA3MATHYECKUH PETUKYIyM IPU IMOMOIIM OJHOIO MEXaHU3Ma,
OCHOBOH KoTOporo u sBisercs SRP. Dykapuorndeckas SRP — kpynHbiii ppOOHYKICONPOTENHOBBIN KOMILIEKC,
coctosmuid u3 6 momunentuaoB U Monekynsl PHK mmunoit 300 pubonykneorunoB. CHavana cyObeauHHUIA
SPR pa3mepom 54 xlla (SRP54) y3naer cneuudpudeckue rujpopoOHbIe CUTHANBI Cpa3y MOCIE TOro, KaKk OHH
BBIXOJIT C TpaHCIUpYHOIEH pubocoMbl. TakuMH CHUIHAJaMM SBISIOTCS JIMOO aMMHOKOHLIEBbIE OTpE3acMble
CUTHAJIbHBIE TOCJIEOBAaTEILHOCTH OO MepBbIil TpaHcMeMOpaHHblii cermeHT. Kak Tonbko SPR cBsxkercs c
CUTHAJIOM JIOKalIM3aluK, KomIuiekc pubdocoma-mMPHK-nomunentun murpupyer K -5HAOIUIA3MAaTHUYECKOMY
peTukyiIymy, rae B3aumopencTBue Mexay SPR u rerepogumepom penentopa SPR (SR) karanusupyer
BBICBOOOXK/ICHIE CHHTE3UPYIOUIETOCS TOJUMENTHIA U3 KOMIUIEKCa M €r0 MHCEPIHIO B TPAHCIOKAI[MOHHBIN
KaHall.

VY npokapuoT MHTErpajbHbIe MEMOpaHHbIE U MPOYHE CEKPETHUpyeMble OCNKU IBHXKYTCS K BHYTpPEHHEH
MeMOpaHe 10 pa3IuvHbIM My TsM. VIHTerpanpHbie MEMOpaHHbBIE OCJIKK HAIIPaBJISIOTCS K BHYTPEHHEH MeMOpaHe
npu nomouy 6aktepuansHoro Bapuanta SPR. Y 6akrepuii SRP cocTouT Bcero u3 AByx KOMIOHEHTOB: Oenka
Fth — romonora SPR54 u 6onee xopotkoii (okono 100 nykmeotuaoB) PHK (4.5S PHK), a SR (penientop SRP)
COCTOUT TOJBKO H3 TOMOJIOTA O-CyOBeAMHUIIBI Sykapuotuueckoro SR — Oenka FtsY. Hecmorps Ha
CYIIECTBEHHBIC CTPYKTYpPHBIC OTJIHYWS, OHOXMMHUYECKHE CBOHCTBa OakrepmanmbHOii SRP cxomHbl ¢
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sykapuoTuueckuMm aHaioroM. Kak wu y »sykapuor, SRP wu3 E. coli KOTpaHCISIIMOHHO pAaclo3HaeT
TpaHCMEMOpPaHHBIE CErMEHTHI KaK CEKpeTOpHbIe Mapkephl. C APyToil CTOPOHBI, MHOTHE CEKPETHPYEMbIe OCIKU
HaIpPAaBJIAIOTCS K anmapary CeKpel MOJIEKYJIIPHBIMU IIaniepoHaMu, Takumu kak DnaK nmm (waie) SecB.

SecB u SRP y3HatoT kaxnaplii cBOIO 4YacTh cekpeTupyeMmbix OenkoB. dDynknus SRP Hamnbonee
CYLIECTBEHHA NPHU HKCIOPTE HWHTETPAJIbHBIX MEMOpaHHBIX OenkoB. CaMble MOCIEAHHUE HKCIEPUMEHTATbHbIC
JaHHbIE CBUAETEIbCTBYIOT B MOJIb3Y TOTO, YTO JUISl TPAHCIIOPTa WHTErPAlbHBIX MEMOpPAaHHBIX O€lKOB (HE
MMEIOIUX MPOTSHKEHHBIX LIUTOIUIA3MATUYECKUX WIN MEPUILUIa3MaTHUECKUX IETENb) JOCTaTO4YHO ToJabKo SRP
(BMecte ¢ ee perenitopoMm SR), a HU o1MH U3 Sec OETKOB HE HYXKEH.

Brei6op SRP miu SecA/SecB mytu mpoucxonuT "Ha BbIXone" CHHTE3UpYIOIICHCS OETKOBON LEnu M3
pubocomsbl. bakrepuansaas SRP cenekTuBHO pacro3HaeT OelKH BHYTPEHHEH MeMOpPaHbI IO UX MPOTSHKEHHBIM
TpaHCMEMOpaHHBIM cerMeHTaM. A cxoaHoe B3ammojeiictBue SRP ¢ menee ruapodoOHbIMU U Oolee
KOPOTKUMH CHUTHAJBHBIMH TIOCJIEIOBATEIIEHOCTAMHU CEKPETUPYEMBIX OEIIKOB, BO3MOXHO, MPEAOTBPAIIACTCS
ACCOLIMMPOBAHHBIM C PUOOCOMAMHM IIANEPOHOM (TPUTTEPHBIM (PAKTOPOM), KOTOPBIM CHIIBHO CBS3BIBACTCS C
LUTOMJIA3MAaTUYECKUMH M CEKPETUPYEMbIMH O€lKaMM, HO HE B3aUMOJEUCTBYET C OeJKaMu BHYTpEHHEH
MeMmOpanbl. CeKpeTOpHbIC IIalepOHbl YCIENTHO Paclo3HAIT OoJjiee KOPOTKHE M MeHee THaApodoOHbBIS
TpaHCMEeMOpaHHBIE CETMEHTHI CUTHAIBHBIX MENTUAOB M HAPABISIIOT COACPXKAIIUN UX OEIOK K CEKPEeTOPHOMY
amnmapary.

OcHoBHas mpobiema, pemaemasi BCEMH CEKPETOPHBIMH CHCTEMaMU — OOECIICYUTh MPOXOXKACHUE depe3
ruapodoOHYI0 MeMOpaHy JJIMHHOW TOJIMIICTITUIHON TN, COJEpKallleld 3HAUYWTEIbHBIE THUAPO(HUIbHBIC
YYaCTKH, U K TOMY € B HATHBHOM COCTOSIHUM CBEPHYTOM B TPOMO3JAKYIO CTPYKTypy. MIMEeHHO mo3Tomy,
HECMOTpS Ha TO, YTO TPAHCHOPT UIET MO IPAJUEHTY KOHLIEHTPALIUU, BCE CEKPETOPHBIE CHCTEMBI PACXOIYIOT
sHepruto AT® — Ha pemienne KoHPOpPMAIMOHHBIX MpobaeM. B pemeHun koH)OPMAIIMOHHBIX MPOOIEM TaKkKe
y4acTBYET OCOOBIN KJIacC OCIIKOB — CeKpeTOpHBIC marnepoHbl. OT yke U3BeCTHRIX BaM ImarepoHoB GroE/DnaK
CEKPETOPHbIE OTIMYAIOTCS YYaCTHEM HCKIIOYUTENIBHO B TMPOLIECCE CEKpelUuu, W uX (yHKIUEH sBiseTcs
3amepxKa (onguHra CeKpeTHpyeMbIX  OeNKOB. BONBIIMHCTBO  CEKpPETHPYEMBIX OCNKOB  SIBIISIOTCS
IJIOOYJISIPHBIMM U B TOJIHOCTbIO CBEPHYTOM BHJI€ OHU IMPOCTO HE B COCTOSHUU MPEOJI0JIETh MeMOpaHy.
CekpeTopHbIe HIaNepoHbl, Kak MPaBUIIO, CBA3BIBAIOTCS C MpeIHAa3HAYEHHBIM I CEKpPEeLUU OEJIKOM cpasy XKe
Moclie ero cxoja ¢ puOOCOMBI U HE [AlOT €My MPHUHATh OKOHYaTeNbHYI0 KoH(popMmaiuioo. CeKpeTopHbIi
manepoH (pakTUYecku JOCTaBIsET OeloK ¢ puOOCOMBI K CEKpeTOpHOMY ammapary. Kpome Ttoro, mms
"pazBopauuBanus" (AeHartypanuu) Oenka, KOoTopas MOHanoOmiIach Obl, HE OyIb CEKPETOPHBIX IIANEPOHOB,
HeoOXoIuMa YHEPrHsl, U CEKPETOPHBIE IIANEPOHBI €€ SKOHOMST. HakoHell, B HEKOTOPBIX CIydasix CEKPETOPHBIE
IIaTIepOHBI ONPEACTAIOT CIeMH(PUIHOCTE CEKPETOPHOTO anmapara. Tak, B ciiydae cucteMsl cekperuu 111 tuma
MHOTHE €€ CyOCTpaThl ONO3HAIOTCS HE caMu Mo cele, a Mo MIanepoHy, ¢ KOTOPBIM OHU CBsi3aHbl. OYEBUAHO, UTO
B TakoM Cjy4yae UIanepoHbl JOJDKHBI O0JaJaTh BBICOKOM cHenupuuHocThio. M pelcTBUTENBHO, IS
CEKpPETOPHBIX IarnepoHOB ammaparta cekpernuu III Tuma cyOGcTparoM siBisieTcss oaWH, peke nBa Oenka. M B
cilydae APYTrUX CEKPETOPHBIX IIAIIEPOHOB UM B LI€JIOM XapakTepHa Ooubliast H30UpaTeabHOCTb 110 OTHOLICHHIO
K cyOcTpary 1o cpaBHeHHIO ¢ maneponamu cemeiicte HSP60 u HSP70.

HHTepecHO 3aMETUTh, YTO 3YKAapUOTHI HE UMEIT CEKPETOPHBIX LIANIEPOHOB [0 TOW MPOCTOM IPUYMHE,
YTO CeKpelusi Oelka y HUX CONpsbKeHa C TpaHCISIHEeH — CUHTe3upyemasi OellkoBas LIelb cpa3y, HE YCIeB
NPHUHITh CBOIO HAaTUBHYIO KOH(OpMaIHIO, MOMagaeT B CEKPETOpHbIM KaHan. [IpokapuoTbl HE MOTYT
BOCTIOJIB30BaThCSl TAKUM MEXaHU3MOM, TOCKOJIBKY Y HUX PHOOCOMBI PUCYTCTBYIOT B OTPOMHOM H30BITKE 10
OTHOIICHHI0O K MEMOpaHHBIM TpaHCIOKa3aM (y 3YKapHOT Takoro M30bITKA HET H3-3a ropaslo OOIbIIeH
MOBEPXHOCTU SHAOIUIA3MAaTHUECKOIO PETHKYJyMa) U COMNPSHKEHUE CEKPELMU ¢ TpaHCHsuued mpuBeno Obl K
CYILIECTBEHHOMY CHIKEHHUIO CKOPOCTH CHHTE3a OelKa.

CekpeTopHbIii animapaT nepBoro TUma.

BGHKI/I, CCKPCTHUPYCMBIC IO NCPBOMY IIYTHU, HC MMCIOT CUTHAJIBHBIX ICITUAOB W HC HCIOJIB3YIOT T.H.
obmuii cekperopHbii yTh (GSP), 3aBUCHMBIN OT Sec TEHOB. DTH OEJTKH B IMPOIECCE CEKPEIUU TOTHOCTHIO
MUHYIOT TEpHUILIa3My M CEKPETUPYIOTCSI HENOCPEICTBEHHO BO BHEIIHIOW cpeny. CekpeTopHbIH ammapaT
MEPBOTO THIIA YCTPOEH OTHOCHUTEIHHO IpocTo. Bo Bcex ciywasx oH cocrouT u3 Tpex OenkoB (Puc. 13.1).
[lepBeiii mpuHaanexutr k kiaccy AT®a3, naszpBaembix ABC Tpancmoprepamu u  oOecrneuyuBaeT
SHEPro3aBUCHUMBIC CTAJUHM TPOLECca TPAHCHOPTAa. ITOT OCNIOK SBISIETCS IUTOIUIA3MAaTHYECKUM U
ACCOIIMMPOBAHHBIM C JMMEPHBIM OEJIKOM, OOCCIICYMBAIONIUM CIUSHHE HUTOIUIA3MATHYCCKOH W HapyKHOM
MeMOpaHbI B (PaKTHYECKH 0Opa3yIONINM KaHa, Yepe3 KOTOPHIM M TPAHCIIOPTUPYETCS CEKPETHPYEMbBIH OCIIOK.
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N tpermii  Oenok-mBeinap  (gatekeeper)
JIOKaJNIW30BaH BO BHeEIIHeW wMemOpane. Ero
GyHKIMS — 3anmuparh MEMOpaHHBIN KaHa,
Korja cy0cTpar OTCyTCTBYET.

Kak mnpaBwiio, reHbl, KOAMPYIOIIUE BCE
TP KOMIIOHEHTa CEKpETOpHOro  ammapara,
OpPTraHU30BaHbl B OINEPOH, OOBIYHO BMECTE C
TEHOM (renamm), KOJIUPYIOIIIM
cekperupyembliii Oenok. Takas reHermueckas ....'-'
opranuzanysi (yHKIHOHAIBHO COOTBETCTBYET
O0COOCHHOCTSIM pabOThI CEKPETOPHOTO armapara
I Tuma, mpexae BCero €ro  BBICOKOM
cyOcTparcnenupuaHOCTH - KOHKPETHBIN Periplasm
CeKpETOpHBI  ammapar, Kak  IpaBHJIO,
CEKpPETUPYET TOJBKO OJUH WM HECKOJbKO (HE
Oomee Tpex-yeThIpeX ) OJM3KOPOJICTBEHHBIX
O0enkoB. B HEKOTOpBIX ciiyuasx omHa OakTepus
MOXET HMeTh O0ojiee OJHOTO0 CEKPETOPHOTO
anmapara | Tuma, TIpU  ATOM  KaXKIbIA
CEKPETOPHBIN amnmapar Oynet
TpaHCIIOPTHUPOBAaTh '"CBOH" M TOJBKO CBOM
cyOcTpar. NTP
Curnan nns cekpeuuu depe3 ammapar W
nepBoro TUma pacnonaraercs B ux C-KoHIe,
o0blyHO B mpenenax — mociegHux 60
AMHUHOKHCIIOTHBIX ~ OCTaTKOB.  CeKpeTOpHbIN

-------"

JEARL)

IMF

armapar OIIO3HACT XapaKTCPHYIO N
II0CJICIOBATCIIBHOCTD BTOpPI‘IHOfI CTPYKTYPHBI —
IBE aﬂ],(ba-cnnpaﬂp[’ COCIUHCHHBIE MEXKAY Puc.13.1. CereToprm anmapar I Tuna

c000i1 THOKUM JINHKEPOM.

Cexpertopubliii annapat Broporo Tuna (GSP).

N3 Bcex cucTeM CeKperyH TOJNBKO 3Ta, a TOYHEE, €€ YacTh, OTBETCTBEHHAs 3a JKCIIOPT OCIKOB B
nepuIuiasMy — Sec cucTeMa, — SBJISeTCs HEeOOXOAMMOM sl KM3HECHOCOOHOCTH KIIETKH; T'OMOJIOIMYHbIE
SKCHOPTHBIE CHUCTEMBl OBUIM HaWAeHbl Yy apxeil u sykapuoT. Yepe3 cekperopuwlii ammapatr Il tuma
TPAaHCIOPTUPYIOTCS ~ pa3HOOOpa3Hble  O€slKM,  Takue  Kak  MEeKTaTjauasbl,  IOJUTalaKTypOHAa3bl,
NEKTUHMETWIIICTEpa3bl M IEJUIIONIa3bl Y OPBUHUN (IO HECKONbKY HM30(EPMEHTOB KaXJIOro Kiacca);
MOJIUTaIaKTypoHa3a, LeJUlioia3a, mporeasa W amuiasa y Xanthomonas campestris; nunasza, ¢ocdonumnasa,
anacrasa, SHTEpPOTOKCHMH A u mienouHas docdataza y Pseudomonas aeruginosa; nymnynanaza y Klebsiella
oxytoca. IMEHHO B CBSI3U C OOJIBIIUM YHCIIOM U Pa3HOOOpa3neM cyOCTpaToB, CEKpeTUpyeMbIX uepes anmapart 11
THUIIA €ro 3a4acTyl0 Ha3bIBatoT "o0uumM cekpetopHbelM nyteM" (General Secretory Pathway, GSP).

XapakTepHOl 4epToi ammapaTra BTOPOrO THUIIA SBJSETCS CeKpelus OeslkoB B ABe craauu. CHayalla OHU
HKCHOPTUPYIOTCS Yepe3 LUTOIUIA3MAaTHUECKyl0 MeMOpaHy, I/ieé B clydae I'paMIIOJIOKUTENbHBIX OakTepui HUX
CeKpelLusl U 3aKkaH4yMBaeTcs. B ciydae rpamMoTpuLaTeNbHBIX OakTepuil OENKM OKa3bIBaIOTCA B MEpHUILIa3Me, U
100 ocTaroTcs TaM (M TOTJIa TOBOPST HE O CEKPEIHH, a 00 3KCIopTe), JIMOO BCTPAMBAIOTCS BO BHEIIHIOIO
MeMOpaHy, TU00 CEKPETUPYIOTCS BO BHEIIHIOIO CPELy MOCPEICTBOM OJTHON M3 TePMHUHAIbHBIX BeTBeil GSP.

Sec cucmema.

B ornamume oT cekpenmum y 3yKapHOT, CEKpeuus udepe3 OakTepHalbHYIO0 IUIa3MaTHUYECKYI0 MeMOpaHy
MIPOTEKAeT B OCHOBHOM MOCTTPAHCISIMOHHO. PaboTy Sec crucTeMbl MOXKHO pa3esiuTh Ha TPU CTAIUU:

- HampaBJIeHHEe OeJKa Ha TPAHCTIOPT

- COOCTBEHHO TpaHCJIOKalus Oenka yepe3 MeMOpaHy

- OCBOOOYX/IEHUE TPAHCIIOPTHPOBAHHOTO OEIIKa Ha MEPHUIIa3MaTHIECKON CTOPOHE MEMOpaHbI
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Ha MepBOU cTaguu c
npeOesKn  HampaBIglOTCS K = N e
TOYKaAM CeKpenun B
LMTOILIaA3MAaTHIECKOM SecB
MeMOpaHe (MecTaMm, rae coopaH
TPaHCIOKAIMOHHBIN
komrIuiekc). Ha BTopo#t craguu
TTOJTUTICTITH THAS Iernoyka
nepeceKaeT JTUMUAHBINA ONCIION, —
cKopee BCETO yepe3 Cvtosol
TpaHcimokazy. Ha  Tperbeit
CTaJd  TPAHCIOUMPOBAHHBIN

MTOJUIIENITHI OCBOOOKIAETCS M Cell membrane =
0o MPUHUMAET CBOIO SecYEG @
HaTUBHYIO KoH(opMaIuio,

1mmoo HarpaBJsieTcs IS

Puc.13.2. Sec-cucrema

JATbHEUIIEN CEeKpeluu B OIHY

13 TepMUHAIBHBIX BeTBel GSP.

Kak muanmym 10 6enkoB HeoOxomumbl it padbotel Sec cuctemsl (Puc. 13.2). [lepBas cragus peakiuu
TpeOyeT MPUCYTCTBUA CIIeUU(UIHOTO ISl CEKpelnu manepoHa SecB. DTOT manepoH SBISETCS TeTpaMepoM,
OTIO3HAET OCJIKH, COJIEPIKAIINE CUTHALHBINA MENTH/], H CBSI3BIBACTCSI C HUIMH, BBITTOJHSSA (PaKTHIECKU (DYHKITHIO
MOJIEKYJISIPHOTO IIIallepOHa, CBA3BIBAACH C OONACTIMHU MPECEKPETOPHBIX OENKOB, HE MPUHSBIIUMHU CBOIO
OKOHYATEJIbHYI0 KOH(POPMAIUIO U MOJAEPKUBasi UX B KOMIIETEHTHOM JUIsl TPAHCIOKAI[MN COCTOSHUU. BTopoii
¢bynkuueit SecB sBnsercs "moctaBka" TpPEOIIECTBEHHUKOB O€TKOB K SecA cyObeauHUIle MeMOpaHHOM
TpaHCII0Ka3bl. B HEKOTOPBIX CilydasiX MOTYT NpUBJIEKaThCsl romeoctaTnueckue maneponsl GroEL u DnaK.

Bropas cragus peakuuu KaTagU3UpyeTCs CIO0XKHBIM OEITKOBBIM KOMILUIEKCOM, PAacCHOJIOKEHHBIM B
LUTOIUIa3MaTHYECKON MeMOpaHe — TpaHCI0Ka30i. TpaHCcIoKa3a COASPKHUT MPOHU3BIBAIOLINI MeMOpaHy KaHall,
coctosamuid u3 cyowenuuuil Tpex 0enkoB, SecY, SecE m SecG. Dt Tpu Oenka SBISIOTCS WHTETPAJbHBIMU
MeMOpaHHBIMH O€JKaMH, COCTaBIISIOIIMMHU CTPYKTYPHYIO OCHOBY TpPaHCIIOKa3bl — Kapkac Wi pamy. SecY —
MHTETpaJIbHbII MeMOpaHHbIi 6enok (10 a-crupanbHBIX TpPAaHCMEMOPAaHHBIX CETMEHTOB — CTPYKTYpa, Mo100Has
MeMOpaHHBIM TpaHcmopTepaM, Hanpumep, LacY). SecE umeer Tpu TpaHcMeMOpaHHBIX CETMEHTa, a €IIe JBa
MeMOpaHHbIX Oenka TpaHciokasbl, SecD u SecF, — miectb. A «MOTOpOM» TPAHCIOKAIIMOHHBIM MAaITHMHbI
caykur AT®daza SecA. OToT O€NOK YHHMKaJICH i OaKTEepHil — DJYKApHOTHI HCIOJB3YIOT JPYTYIO
TpaHcnokanroHHyto AT®dazy. SecA — Oonbiiast BRITSIHYTas JUMEpHas MOJIEKyJia, coeprKalas ABa JOMeHa —
aMUHOKOHIIeBOM AT®a3Hplli U KapOOKCHUKOHIIEBOM, HEOOXOAMMBIA sl auMepusarnuu. KapOoKCHMKOHIEBOH
noMmeH mo3BossieT SecA cBszatbes ¢ SecYEG, uTo co3maeT (yHKIMOHAIBHYIO OCHOBY TPAHCIIOKAa3bl.
JlonoHHUTENBHBIE CYOBEAMHUIBI TpaHciaoka3el SecD u SecF ONTUMHU3UPYIOT CEKPETOPHYIO PpEaKIHio.
Hcrounukom sneprun i cekperuu ciyxkut AT® u npoToHaBrxKyas cuia (YyCKOpsieT TPaHCIOKAIHIO).

CueHnanvHolil nenmuo.

Cursaiom Uis CEKpelud CIY>KUT TaK Has3blBaeMas. JUAEpHas WIM CHTHAIbHAsS TOCJIEI0BATEIbHOCTD,
pacrosiararomasicst Ha aMUHO-KOHIIEe OeJIka U OTLIETIsieMast TI0CIIe TPAHCIOKAIMH CTICHU(PHUUECKON CUTHATIBHON
nentuaason. OOMKMHU Ui BCEX CEKPETOPHBIX CHUTHAIBHBIX IOCIEIOBATEIbHOCTEH SIBIAIOTCS CIEAYIOIINE
XapaKTEPUCTHUKHU:
® JUIMHA, KaK TIpaBuiio, He O6omee 35-40 aMUHOKHUCIOTHBIX OCTATKOB;

e OOJNBIIYI0 YacTh CHUTHAIBHOTO TMENTHIA 3aHUMAeT TIOCIeA0BaTeNbHOCTE W3 15-20 TuapodoOHBIX
AMUHOKHCIIOTHBIX OCTaTKOB, OOpa3ymomux aib(a-cnupanb, [0 JIMHE COOTBETCTBYIOIIYIO TOJIIHUHE
LUTOIUIa3MAaTHIECKON MeMOpaHbI

e rmepex ruApoPoOHBIM ydacTKOM (Ha camMoM N-KOHIIE Oelka) pacIoIOKEHO HECKOJIBKO ITO3UTHUBHO
3apsKeHHBIX OcTaTKoB (Arg mmm Lys), oOecneunBamomux 3a CYET B3aUMOACHCTBUSI C OTPHULIATEIBHO
3apsDKEHHON BHYTPEHHEH CTOpOHOW MeMOpaHbl MPaBWIBHYIO OpHEHTalMio Oelka B MeMOpaHe BO BpeMs
ceKpenyu — N-KOHILIOM BHYTpb;

e nocine ruApodoOHOro yyacTKa pacrlojaraercs HECKOJIbKO OTHOCHTEIBHO KOHCEPBATUBHBIX OCTAaTKOB,
OTHUM M3 KOTOpBbIX 00s3aTenbHO sBiIsgeTcss Ala B cilydae MEpUIUIa3MAaTHUYECKUX HIIM CEKPETUPYEMBIX
6enkoB wiu Cys B ciyyae JIMIIONPOTEMHOB BHEITHEN MeMOpPaHbI
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EcTh HECKOJILKO CHTHAJIBHEIX NEenTHaa3, Kaxaasd HW3 KOTOPBIX OTHICIIACT CHUTHAJIbHBIC IICIITHABL
crenu(puIeckoro Kiacca CEeKpeTUpyeMbIx OenkoB. CXeMaTW4YeCKH CHTHaJbHBbIE MENTH[IBI, PAaclO3HABaEMbIe
Ka)KJI0M U3 MEeNTU/Ia3, MOXHO U300pa3UTh CIEIYIONIMM 00pa3oM:

++hhhhhhhhhhhhhhhh (PG) NNANAP (LepB — ocHOBHas curHanbHasi IENTH 1a32)

++hhhhhhhhhhhhhLNACD (LspA — nunonentuia-cnenuduyueckasi CHrHaJIbHas eNTHa3a)

A

++QRGFhhhhhhhhhhhhNNNNNN  (GspO — npenuiauH-nienTuaa3a)

(+ - TIO3UTMBHO 3apsHKCHHbIE AMUHOKHMCIOTHBIE OCTaTKH; h — ruapodoOHble aMHUHOKHMCIOTHBIE
octaTku, N — 110001 aMUHOKHCIIOTHBIM OCTAaTOK, " — MECTO ACUCTBUS MENTHA3bI)

CurHanpHas TOCJEIOBATEIBHOCTD JIMIIONPOTEHHOB O00S3aTENIbHO COJEPKHUT IUCTEUH, KOTOPBIH
MOJIUGUIMPYETCS 10 TNIMLEPWILUCTENHA Mepe]l OTPE3aHUEM CUTHAJIbHOIO MENTHA, U UMEHHO 3]1eCh 3aTeM
MIPUCOETUHSIOTCS KUPHBIE KUCIIOTHI.

CurHanpHble NENTUABl OTPE3AIOTCS JMACPHOW MENTHAA30il B MOMEHT TpaHCHOpTa Oeinka depes
[UTOIIA3MAaTHIECKY IO MEMOpaHy.

SecB nampaBisieT cBA3aHHBINA O€NIKOBBINM MPEIIECTBEHHUK K MEMOpAaHHOW TpaHCJIOKa3e, CBSA3BIBASICH C
SecA, accouumpoBanHbiM ¢ SecYEG. Kpome Toro, mocime Takoro CBSI3bIBAaHUSI CUTHAJIBHBIA TENTH
CBSI3BIBACTCSl C KapOOKCHKOHIIEBEIM JIOMEHOM SecA, 4To elme Oosee ycuimBaeT B3aumozeicTeue SecA-SecB.
OTO B3aUMOJEICTBHE BBI3BIBA€T BBICBOOOXKICHME MoiMIenTHaa U3 komriekca ¢ SecB. Ilpe-6enok Takum
o0OpazoMm nepeHocutcs ot SecB k SecA.

SecA (MmyrtanThl HexuszHecnocoOHBI). Jumep. ATdaza. T'mapodunbHbli  OelOK, HO YacTo
oOHapyXuBaeTcs B accouualuu ¢ MemOpaHoil u pubocomamu. B ompeneneHHBIX YCIOBUSX in Vitro
MPUCYTCTBUSL TOJIbKO Oenka SecA MOXeT OBITh JOCTATOYHO JJISI TPAHCIIOKAIMu OENKOB uepe3 MeMOpaHy.
[IpucyTcTByeT B KieTKe B OOJIBIIOM M30BITKE IO CPAaBHEHHIO C APYTUMH Sec-Oenkamu. CBS3bIBaeTCS CUIBHO C
SecY.

[Tocne skcnopTa B mepumiaasMy Sec-CUCTEMON HEKOTOpble OEJIKM MOTYT 3/IeCh U 3aJepkKaTbes (MpuuemM
OOJIBIIMHCTBO MNEPUITIA3MAaTUUYECKUX OEIKOB OKaXeTCs 3asKOPEHHBIM B IMTOILUIa3MaTHYECKOH MeMOpaHe).
Yacte 0eNKOB, OHAKO, CIEAyeT Aajbllieé U CEKPETHPYETCsl BO BHEIIHIOI Cpeay, IMpHUYEeM Takas CeKpeLus
MOJKET OCYIIECTBIATHCS KaK MUHIUMYM TPeMsI Pa3JINYHBIMH CIIOCO0aMH.

Brixon 6enka B mepumia3My B 4eM-TO MOXO0X Ha €ro BbIXOA ¢ pubocombl. benok mpoxoaut uepes Sec-
amnmapar NpaKTHYECKd B TIOJTHOCTBIO DPa3BEpPHYTOM COCTOSHHUHM, ITOATOMY I€pell HHUM BHOBb BO3HUKACT
npobnema ¢ongunra. M, XoTh OOJBIIMHCTBO CEKPETUPYEMBIX OEIKOB CIOCOOHBI CaMU CIPABHUTHCS C ITOU
npoOIeMol, B NepuIuia3Me, Tak ke Kak ¥ B IUTOIUIa3Me, MPHUCYTCTBYIOT HIanepoHbl. Kpome kiaccnyeckux
manepoHoB  (GONAMHTY CrmocoOCTBYIOT eme u Oenku DsbA u DsbC, sBastomuMucs wu3oMepazaMu
mcynbGUIHBIX cBsi3e. DyHKIMENH 3THX OENKOB sBIsETCS 0Opa3oBaHME TUCYIb(QUIHBIX MOCTHKOB MEXIY
[IUCTENHOBBIMH OcTaTKamu. Jlucynb(uaHbIe CBS3M MPHUCYTCTBYIOT Y MHOTHX CEKpPETHpYyeMBbIX OenkoB. Takue
CBSI3U OOBIYHO CTAOWJIM3HUPYIOT TPETUYHYIO CTPYKTYypy O€lKka U COBEpIIEHHO HEOOXOTUMBI Ui €ro
¢byskuronupoBanus. JlucynbuaHple MOCTHKM HE MOTYT 00Opa3oBaThCs B BOCCTAHOBHUTEIBLHOW Cpere
LUTOIUIa3MbI (K TOMY K€ MOSIBICHHE TaKHX CBA3EH MPENsITCTBOBAJIO ObI CEKpELrH), TOATOMY OHU 00pa3yroTcs
B TIEpUIUIa3Me, YeMy M crocoOCTBYIOT ¢epmeHTHl DsbA u DsbC. Ecnu 3penbiit 6e10K JOKEH CoaepikaTh
nucynbpuaHbIe CBsI3U, 0e3 ux oOpazoBaHus mox aeiictBueM DsbAC cekpenus 3a mpeaesnbl MEpUILIa3Mbl, Kak
MIPAaBUJIO, HEBO3MOJKHA.

OcHosnas mepmunanvruas eemsev GSP

Cekpenss BO BHEIIHIOIO cpely O€lKOB, MMEIOIIMX MepUIIa3sMaTHYecKue WHTEPMEIUaThl, MOKET
MIPOUCXOJIUTh HECKOJIBKUMHM IyTSMH, Ha3bIBAEMbIMH "TEPMHHAIBHBIMU BETBSIMU OOILET0 CEKPETOPHOTrO IMyTH'".
MpI pazbepeM paboTy TOIBKO OJHOTO MYTH, KOTOPBIN CUUTAIOT OCHOBHBIM (Prc.13.3).

OcHoBHas TepMuHaibHast BeTBb GSP stydine Bcero usydeHa y kieOcueul U 3pBUHUN. Y o0oux OakTepuit
(BopodeM, Kak M Y BCEX OCTAJIbHBIX, U3YUYEHHBIX B 3TOM OTHOILIEHUHU) BCE I'€HbI, KOJUPYIOUIHE KOMIIOHEHTBI
TEPMHHAIBLHOW BETBH, cOOpaHbl B OJMH Kiactep pazmepoMm 13-15 T.m.H., B KOTOpOM JokanuzoBaHo 12-15
reHoB. [lo ucTopuvyeckuM MpUYMHAM 3TH T€HbI Ha3bIBAIOTCS M0-pa3HOMY — pul y KiieOcuel, out y SpBUHUAN, HO
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MBI OyZieM TIOJB30BaThCsl aOOpeBUATYPOI
gsp, IPUHATON Yy HEKOTOPBIX OakTepuil u
HaWJTy4qIIAM obOpazom OTpaKaroIen
(YHKIIMIO 3THX T'€HOB.

MyTaHThI o asp reHam
HaKaIUIMBAIOT B HOpPMe cekpetupyembie {77
HPOJYKThI B THIEPUILIA3ME, yro  §hassdliLsl

CBUJCTEIBCTBYET B TMOJIB3Yy TOrO, 4YTO
nepBas craaus (IKCIOPT) MNPOXOIUT Yy
TaKUX MYTaHTOB HOpPMajlbHO, M ammapar
gSp HyXCEH TOJBKO JUIsl TPAHCIIOpTa 4yepe3
BHELIHIOIO MeMOpany. IloaToMy soruyHo
ObUTI0 OBl MPEANOI0KHUTh, 4TO Oenku Gsp
OyIyT  JIOKQJIM30BaHbl BO  BHEIIHEH
MeMmOpane winu B mepuruiazme. K
YIUBJICHUIO UCCIefoBaTeNe, Ooblas
4acTb  3TUX  OEJIKOB  IPOHM3BIBAET
LUTOIUIa3MAaTHYECKyI0 MeMOpaHy, a OJUH
(GspE)  BooOmIe  JOKanTH3yeTcs B Puc.13.3. OcHoBHasi TePMHHAJIBLHAS BETBb 00111eTr0
nuTomiazMe. B OONBIIMHCTBE Cly4aeB CCKPCTOPHOIO MyTH

(GspGHIJKMN) 6enku uMErOT OUTOITHYIO

KOH(pOPMALIMIO C IMTOINIa3MaTHUYECKH JIOKAIM30BaHHBIM N-KOHLIOM U MepuIuia3MaTudeckuM C-KOHIIOM,
npuueM OoJibliasi yacTh OeKa JIOKaNIu3yerTcsl Bce-Taku B nepuriazMe. GspL nMeer Takylo ke TONOJIOTHIO, HO
¢ Oosbliel yacTeio, pacnoyiokeHHOH B nutoruiazme. GspO u GspF ABISIOTCS MOMUTONHBIMU MEMOpPaHHBIMU
OeIKaM¥ ¢ HECKOJIBKUMHU MTPOHU3BIBAIOIIUMHI MEMOpaHy JTOMEHAMHU.

OyHKIUA YETKO H3BECTHBI He st Bcex Gsp OenmkoB. GspO — crenuduueckas mnenTupasa s
AMUHOKOHIIEBBIX CeKpeTOopHbIX curHaioB 0enkoB GSpGHIJ(K?). MuiieHnb, Ha KOTOPYIO JEHCTBYET MenTHaa3a
y Ka)JI0r0 U3 3TUX YeThIpeX OENIKOB, Takas *ke, KaK U y NpeIIIeCTBEHHUKOB MOHOMEPOB MUJIMHA, U3 KOTOPBIX
ckiangpiBatoTcss nwiaum IV Tunma y  HekoTopwelx Oakrepuil (Hampumep, P. aeruginosa). Ilpenununel
mporeccupyrorcss  nentupasor  PilD, ocraBnsromeld MetwimpoBaHHBIH octarok  Phe Ha  N-KoHIE
nponeccupyemoro Oenka. Ilockonbky Oenku GspGHIJ wumeror TunuuHblil caiit paspe3anuss N-MePe-
nenTuAa3on u mpoueccupyrores npu nomomu GspO, uMX Has3blBalOT "NCEBAOMWIMHAMU', XOTSI OHU U HeE
y4acTBYIOT B oOpa3oBanuu nuieil. K ToMy ke, B OT/IM4Me OT MUIMHOB, IOCIIE MPOLECCUHTA NICEBAONMINHBI He
OCBOOOXKIAIOTCS, @ OCTAIOTCS 3afKOPEHHBIMH B LUTOIIA3MATUYECKOH MEMOpaHe CBOMMH aMHUHOKOHIIEBBIMH
ruipooOHbIMU yuacTKaMu. [103TOMy (QyHKIMS IpoLleCCHHra OCTAaeTCs HE COBCEM SICHOM, XOTSI U OYEBUIHO,
YTO MPOLECCUHT TCEBIONMUIMHOB HEOOXOAMM JJIsi HOPMAJIbHOW COOPKM CEKPETOPHOTO ammapara, MOCKOJIBKY
MyTaHThI 10 GSpO K CEKpEIuu HE CTIOCOOHBI.

Benok GspE sBrsieTcst UTOIUIa3MAaTHUECKUM U, TEM HE MEHEE, COBEPIIEHHO HEOOXOIUM JIsi CEKPEIHH.
DOTOT O€NoK SBISETCS TUMWYHBIM TipeactaButeneM ABC-TpancmopTepoB, W CKOpee BCEro SIBISETCS
tpancnoptHoii AT®da3oii, obecneunBaromiell SHEpPrueil Kakue-To CTaaud CEKPEeTOPHOro Impolecca (ckopee
BCEro, COOPKY TICEBIOMIIIOCA), YTO OCYIIECTBIsieTcs uepe3 Oenok GspL (moka3zaHo ero B3auMOJCHCTBHE C
GspE).

Tonpko ABa KOMIOHEHTa cekpeTopHoro annapara, GspD u GspS nokanu30BaHbl BO BHELIHEN MeMOpaHe.
GspD npuHagIeXUT K KpyIHOMY KJaccy CEKpETHHOB, IIPEJCTABUTENIN KOTOPOro 00s3aTelNbHO NMPUCYTCTBYIOT
BO Bcex ammaparax cekperuu He Tonbko II, HO m III Tuma. I'omomynbTHMEpsl 3TOro Oeiika 00pa3yroT
LWINHAPUYECKYI0 TIOpY BO BHEUIHEH MeMOpaHe, 4epe3 KOTOPYH0 M BBIXOAUT M3 KJIETKH CEKPETUPYEMbIH
npoaykT. benok umeeT [1Ba YETKO BBIPAXEHHBIX JoMeHa. KapOOKCHKOHIIEBOW HEOOXOIUM s
MyJbTUMEpH3alMy Oelka BO BHEIIHEH MeMOpaHe. AMUHOKOHIIEBOM JOMEH SBJSETCS MEPUIIa3MaTHUECKUM U,
CKOpee BCero, MIMEHHO OH OTBEYAeT 3a BUAOCTICHU(UIHOCTD anmapaTa CeKpeLuu.

Jlumoniporenn GspS sBisiercs cnenupuiyeckuM mmanepoHom aiast GspD, 3amuimas ero oT mpoTeoiInsa u
cnioco0cTBys nHcepuuu GspD BO BHELIHIOIO MEMOpaHy.

Ha cerognsimHuii 1eHb HET YCTOSBIIETOCS MHEHMsI O TOM, Kak paboraer ammapat GSP. Ckopee Bcero,
MHOTOYHCIICHHble KOMIOHEHTbl GSP B3aumoneicTByroT Ipyr ¢ JpyroM, o0Opasys TpaHCMeMOpaHHYIO
CTPYKTYPY, IPOCTHPAIOIILYIOCS OT IIUTOILIa3MaTHYECKOW CTOPOHBI BHYTPEHHEW MEMOpaHBbI, Yepe3 NepuIliazMy
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BIUIOTH 70 BHeHIHEeW mMeMOpaHbl. [lokazano, uto skcrpeccusi GspE momkHa mpeaBapsTh CHHTE3 OCTABbHBIX
OenkoB ammapara TepMuHanbHOM BeTBU GSP. Bo3moxHo, uyTo ruaponn3 AT® BbI3bIBacT y aMHUHOKOHIIEBOTO
nomeHa GspL, accoumupoBanHoro c¢ GspE, koH(popmManmoHHOE H3MEHEHHE, KOTOpOE MeperaeTcs depes
MeMOpaHy nepuruiazmMaTiHueckomy nomery GspL, 4To U BeI3bIBaeT COOPKY MEepUILIa3MaTHUYECKUX KOMIIOHEHTOB
TepMHHaIBHOU BeTBU GSP.

Cucrema cekpenuu Il Tuma Bwicoko crnemmuduuna. Hecmorps Ha TO, 4TO OEIKHU-KOMIOHEHTHI
CEKPETOPHOTr0 amrmapara O4eHb CXOJHBI JPYT C APYTOM, UX CyOCTpaThl He OyIyT CEKPETUPOBATHCA Jake OUCHb
OM3KOpOICTBEHHBIMU OakTepusiMu. Tak, Hampumep, NMekTatianassl E. carotovora He OynyT CEKpPETUPOBATHCS
13 OIM3KOPOACTBEHHOTO BUA E. chrysanthemi, HECMOTPS HA TO, YTO CXOJICTBO OEIIKOB CEKPETOPHOTO ammapara
npeBbimaer  90%. DTo  CBUACTENBCTBYET O TOM, YTO ammapar CEeKPEeIUu COACPKHUT KaKOH-TO
Bugocnenuduueckuii koMrnoHeHT. HalOmronaercss cBOeoOpa3HBbI MapagoKC: C OIHOM CTOPOHBI, KaKaas
OakTepust ciocoOHa CEKPETHPOBATh COBEPUICHHO CTPYKTYPHO HECXOAHBIE OCNKM — TEKTATIMAa3bl, [EJITI0NIa3kI,
MOJIUTANIaKTyPOHA3HI U T.1I., & C APYTOi — HECIIOCOOHA CEKPETUPOBATH MPAKTUYECKU UACHTUYHYIO TIEKTaTIINA3bI
13 OJU3KOPOACTBEHHOTO BU/IA.

Pecynayus GSP

Kak Bcerma B ciiyuae TrpoMO31KOH O€NKOBOM CHUCTEMBI, KIETKa 3aMHTEPECOBaHAa B TOM, YTOOBI
SHEProeMKHUIl CHHTE3 OOJBIIOro KOJIMYeCTBAa OEIKOB MPOMCXOAMUT TOJBKO TOTJa, KOra OH HEOOXOIUM.
[TosTOMy GONBIIMHCTBO OMEPOHOB, BXOAAMUX B GSP-KkinacTephl y pa3iuyHbIX OaKTepuid, YE€TKO PEeryIupyercs,
XOTSI ¥ TIO-Pa3HOMY Y pasM4YHBIX BUAOB. Tak, pul rensl Klebsiella konTponupytorcs aktuBaropoMm MalT, a out
reHbl SpBUHHI — peripeccopoM KdgR. B o0oux cimyuasx sxcnpeccus 0eIKoBOro amnmapaTta, HEOOXOAUMOTo s
CeKpenuy (PaKTOpPOB BUPYJIEHTHOCTH, IPOU30UIET P KOHTAKTE C XO3UHOM U IOSBJICHUH COOTBETCTBYIOIIETO
WHAYKTOpa — MaJIbTO3bI WM MPOAYKTOB METa0OIM3Ma KIETOUYHBIX CTEHOK pacTeHuil. Kpome Toro, skcmnpeccus
Gsp-0enKoB y MHOTUMX NATOI€HOB (3PBUHUI, ICEBAOMOHAX M T.[.) 3aBUCUT OT (ha3bl pocTa U MHIYLUPYETCS
MIPY BO3pACTaHUH IJIOTHOCTH MOMYJISIUH.

Cexperopubiii annapar III tuna

1.1.Cneyugpuxa annapama cexpeyuu Il muna u e2o KomnoHeHmul.

Cucrempr cexkpeuun Il  Tuma >Ku3HEHHO .
HEOOXOMUMBI NI MHOTHUX MATOTEHOB >KUBOTHBIX W
pacteHui, Takux Kak Bordetella bronchiseptica, Eukaryotic cell I}
Burkholderia pseudomallei, Chlamydia pitsitacii, YopB, ’lﬂ}
L. L. ; Plasma membrane D
Erwinia amylovora, Erwinia crysanthemi,

SHTepomnatorennsie Escherichia coli, Pseudomonas @
aeruginosa,  Pseudomonas  syringae,  Ralstonia - el
solanacearum, Rhizobium  spp., Salmonella o pilus
typhimurium,  Shigella  flexneri, = Xanthomonas Hook
campestris, v Tpu BuIa Yersinia. Filament YopN
OTIHYUTENIEHBIME ~ YE€PTaMH  JTHUX  CHCTEM lom
CEKpeluu SABIISAIOTCA pI[OCTaBKa ¢bakTopoB LAREILELEEE LLLEEES BERLRE SL8Y
BUPYJICHTHOCTH  HEMOCPEACTBEHHO B  KIETKY Basal body
JYKapUOTHYECKOTO XO3siMHa (XOTS 4YacTh OCJIKOB, J
CEKPETHPYEMBIX 10 3TOMY IYTH, OCTACTCS CBSI3aHHOU CF ! L
C TIOBEPXHOCTHBIMH CTPYKTypaMH OaKTepHH HIH EE%E D s A v E
momajzaeT B Cpedy), a TaKXkKe HCIOJIb30BaHHE FIhA LerD
OO0JIBIIIOTO KOJMYECTBA CIIEHU(PUIESCKAX CEKPETOPHBIX .
IIalICPOHOB. @) NP N y /‘ NTE 4
boneme Bcero wuwHpOpmMamuu 0  cHCTeMe (RNA) @ c
cekperuu Il Tuma wmMeercs I MaTOIEHOB N”%\/
KUBOTHBIX, TJle Oojiee WM MEHEee YeTKO MOKa3aHbI Flagellar biogenesis —
(dbyHKIMM HecKkoJMbkuX OenkoB. Hambomee xoporio
cucreMa cekperuu III Tuma usydena y uepcuHuit
(Puc. 13.4). Yersinia spp. CEKpeTUPYIOT KaK MUHUMYM

Puc.13.4. Cexperopnslii annapar III tTuna
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14 paznuunbix Yop 6enkoB (Yersinia outer proteins) mo 3toMy myTu. ['eHbl, koaupytomue Yops, TakK K€ KaK u
TeHbl, KOAMPYIOIIME CEKPEeTOpHBbIM ammapat, (ysc, Yop secretion genes) pacrlojOXEHbl Ha IUIA3MUIE
BuUpyJieHTHOCTH. [loBeIIeHne Temnepatypsl 10 37°C, npoucxoasiiee, HanpuMep, pHU NoNaJaHuu OaKkTepuu B
OpraHu3M 4YeJIOBEKa, MHAYLHMPYET 3KCIpEcCUI0 cekperopHoro ammaparta III Ttuma. Beicokas koHUEHTpanus
KaJIbIIUsl BO BHEKJICTOYHOW Cpelle TKaHEH YeOBEYeCKOro TeJla MHTHOMPYET CEeKPETOPHBIN ammapar, OJHAKO
KOHTAaKT C KJIETKOH XO3iMHA BBI3BIBAET CEKPEUUI0 Y Op-OelKOB, MPUYEM B JAAHHOM CIIy4ae MPOUCXOIUT HE
TOJIBKO CEKpelHs, HO W TPAHCIOKAamus OCKOB HEMOCPEJACTBEHHO B KJIETKH JTUMQOWIHBIX TKaHEH, TIe
WEPCUHUU U PA3MHOXKAIOTCA.

Cekperopnsriii anmapar Il tTuna Yersinia spp. cocTouT u3 kak MEHHUMYM 24 Ysc 6einkoB, 11 w3 KOTOpBIX
KOHCEPBATUBHBI y BCEX CEKPETOPHBIX CHCTEM JTOro THMa (BKJIIOYas TaKOBbIE NATOTCHOB PACTEHH).
Hexotopbeim cxoncTBoM ¢ anmaparom cekpennu 111 tTuma obnamaer cucrema cOOpPKH OAKTEPHATIBLHOTO KI'yTHKA
— u3 11 KOHCEpBaTMBHBIX CEKPETOPHbIX TIeHOB 31ech mnpucyrcteyer 10. He xBataer Ttombko yscC,
KOJIMPYIOIIETO O€JIOK BHENIHEH MeMOpaHbl (CEKpETHH), yepe3 KOTOphIi Yop OelKy U MonajgaloT BO BHEIIHIOO
cpeny. DTOT CEKpETHH SIBISETCS €IMHCTBEHHBIM OelKoM cucTeMbl cekperuu Il Tuma, umeronmm cxoIcTBo ¢
OpPYTMMH CEKpETOpHBIMU OelkamMHu, a UMeHHO ¢ cekpetuHoM GspD wu3 anmapara cekpeuuu II Tuma.
[Ipenmonaraercs, yto 11 KoHcepBaTHBHBIX KOMMOHEHTOB (Hrc-OemkoB) ¢opMuUpyOT OelOoK-IPOBOASIINI
KaHajl, KOTOPBIA MPOHM3BIBAET 00€ KIETOYHbIE MEMOpaHbl IPaMOTpULIATENbHBIX OakTepuil. Takas cTpykTypa
OblIa M30JIMPOBAHA U OXapaKTEepPH30BaHa IS CUCTEMbI COOPKH OaKTEpUaIbHOTO KTyTHKA (HA3bIBAEMOW TaKxkKe
6azanmpHBIM TesioM). CEKpEeTOpHBIM ammapar 0a3aJbHOTO Tela TPAHCIOPTUPYET CYOBEAMHHUIBI KpIOKA |
(biareinvH, KOTOpPbIE MOCIE CEKPELUU MOTUMEPU3YIOTCS U 00pa3yIoT NJIMHHBIN (QHUIaMeHT, 00eCreYrBaIOIIHiA
noABMKHOCTh Oaktepuit. Cekperopubiii ammapar Il tuma S. #yphimurium, Ha3pIBa@MBId HTOJIHYATHIM
KOMIUIEKCOM, HAllOMUHAET MO CBOEH CTPYKType 0OazaabHOE TENO JKIYTHKa (MMeeT XapaKTepHbIE KOIbla B
Pa3IMYHBIX CIIOSX OaKTepUAbHOW KIETOYHON CTEHKH), HO B €r0 COCTAB €IIe TOTIOJHUTEIFHO BXOJUT CEKPETUH
BHEIIHEH MeMOpaHbl. B fomonHeHne Kk MHTETrpalbHBIM MeMOpaHHBIM OejkaM B cocTaB ammapara cekpeuuu Il1
TUNIA BXOAMT M HECKOJBKO LMTOIUIA3MaTHUECKUX KOMIIOHEHTOB, KOTOpPbIE€ MOTYT y4acTBOBaTb B JIOCTAaBKE
cyOcTpatoB K calTy cekpernuu. HexkoTopble KOMIIOHEHTBHI CEKPETOPHOTO ammapara, OYeBUAHO, SBIISIOTCS
MOOUJIBHBIMHU, ITOCKOJIBKY MOTYT OBITh OOHApy’>KE€HbI KaK B LIUTOIIa3Me OaKTepHaJIbHOM KJIETKH, TaK U 3a €€
MpeaeIaMH.

[Ipn nossimenun temnepaTypsl 10 37°C B OTCYTCTBUM KallbLis HMEPCUHUM CEKPETUPYIOT MOJTOpa
necsiTka 6eKoB BO BHEIIHIO cpeny. CucteMa cexperuu 11 Tuna He 3aBucUT 0T sec-6enkoB. COOTBETCTBEHHO,
CeKpeTHUpyeMble OeNKH HE MMEIOT CUTHAIBHOTO MENTH/A, XapaKTepHOTo A cucteMsl cekpernu 11 tuma. Tem
HE MEHee, CUTHAJ Ul CEKPEelUU 3aKOIUPOBAaH B aMUHOKOHIIEBON YacCTH CyOCTPaTOB, C KOTOPBIMU MPOUCXOIUT
B3aMMO/JICICTBUE CHEIU(PUUECKUX CEKPETOPHBIX LIANIEPOHOB (2 B HEKOTOPBIX CIy4asiX, BO3MOXHO, CUTHAJIOM
spisgercs HenocpenctBeHHo MPHK). PacmosznaBanue cyOctpaTta sIBIsieTCS 4Ype3BBIUAWHO CHEHU(PUYHBIM U
TOYHBIM, ITOCKOJIBKY B MOMEHT CEKpeIMH OaKTepHsi crnocoOHa CHernu(HUECKHd TOCTaBUTh KOHKPETHBIN
cyOcTpaT B OJTHO U3 TPEX BO3MOXKHBIX “‘MECT Ha3HAUYCHHs — OaKTEepHATBHYIO 000JI0UYKY, BHEITHIOW CPEeay WIN
B LIUTO30JIb KJIETKH 3YKAPUOTUYECKOTO XO35MHA.

O cTpykType ammapaTta CeKpeuuu y (PUTOMATOreHOB HM3BECTHO OYEHb Mallo, OJHAKO JJIsi HECKOJIbKUX
OakTepHii MOKa3aHO HAJMYME OCOOEHHOW MOBEPXHOCTHOM CTPYKTYpHI, CBA3aHHOM c ammaparom cekperun 111
TUna. JTa CTPYKTypa, JUIMHHBIM TOHKUI (uiaMeHT — Arp-UIIOC, COCTOUT, CKOpEe BCEro, U3 OJHOro Oenka
HrpA u Heobxoauma ams cexpeunu. CekpeTupyeMble O€IKH MOTYT MPOXOJUTh Yepe3 BHYTPEHHUN KaHam hrp-
MUAJTIOCA, XOTS OH U UMeeT HeOombIon nuametp 8-10 HM. HeoOXoMMbIMU KOMIIOHEHTaMH ammapara CeKperuu
y ¢uronatorenoB sBusitorcs cekpetuH HrcC (romonor YscC uwepcuHMil), acCOUMUPOBAHHBIN ¢ Hapy>KHOMN
MeMOpaHnoil ntunonpotenH Hrel, nsate 6enkoB BHyTpenHelt MeMmOpanbl HrcR, HreS, HreT, HrcU, HreV (HrpO),
1 ABa nuroruiazmarudeckux 0enka HrcQ u HreN, mocneanuii u3 kotopsix spusercs ATdazoi.

1.2. Cybocmpamer annapama cexpeyuu 111 muna.

HaunbGonee xopomo u3yueHsl Oesku, cekpeTHpyemble nocpeactBoM ammaparta III tuma, omsate xe, y
[IaTOr€HOB 4€JOBEKa, Npexe Bcero, y uepcuHuid. Haunbonee uHTEpecHble M3 3THX OEIKOB M UX (YHKLUHU
IIEPEYUCIICHBl HUXKE.

YopN — ceHcop KOHTaKTa, "3aThiKaromuii" cekpetopHbiit kanai. [Toxoxen gynkiueit odmamaer LerG, HO
3TOT OeloK pacronaraercss B muroruiazme. I'omomnorom YopN y ¢uronaroreHos ssisercs HrplJ, omnako
CTENEeHb F'OMOJIOTUU HEBBICOKA, a POJIb 3TOr0 O€JIKa MPHU CEKpelMU y (PUTONATOreHOB HE NOKA3aHa.
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YopE — mmroTtokcuH. TpaHCIOIMpYyeTcss HEMOCPEACTBEHHO B IIUTO30JIb Makpo(aros, TI€ BBI3BIBACT
KOJIJIATC IIUTOCKETETa MyTeM pa3pylIeHUs] aKTHHOBBIX (PHIIaAMEHTOB.

YopH - twuposundpocdaraza (momamas B HHMTO307b Makpodara, aedocGopuiarpyer KOMIOHEHTHI
CUTHAJIbHOU 1ENMOYKH, Heo0XoauMbIe B (hochopunupoBaHHor dhopme Aiis (Hharounurosa)

YopB u YopD — memOpannsle TpaHciokassl. [Ipennonaraercs, uto, Oyay4dd CEKpeTHPOBAHHBIMH 32
npeaesbl 0aKTepruaaIbHOM KIETKH, 3TH OCJIKM acCOIMUPYIOT ¢ MeMOpaHoi Makpodara, oOpasys KaHall, yepes
KOTOPBIN U IPOMCXOIUT TPAHCIOKAIUS OCTAJIBHBIX OCTKOB BHYTPb 9YKAPHOTHUECKOM KIIETKH.

K ugucny 6enkoB, cekpeTupyeMbix mocpeacTBoM anmapara Il tuna ¢puronaToreHoB, OTHOCITCS TPEXKIIEe
BCEro HEIMOCPE/CTBEHHbIE WMHAYKTOPBI peakuuu rumnepuyBcrButenbHocTd (hypersensitivity reaction, HR) —
Avr-6enku 1 Xapnusbl. [lo kpaiiHeli Mepe HECKOJbKO I'€HOB, KOAMPYIOMIMX ATH O€JIKU, BXOJUT B COCTaB hrp
knactepoB. [Ipu BceM oTiMumM 3TUX OEJIKOB OT CEKpETHpPyeMbIX cyOcTpaToB ammapata Il Tuma y >kMBOTHBIX
MOXHO 3aMETHUTh YAMBHUTEIbHOE CcXOACTBO (yHKImi. Tak, 1Mo KpaifHed mepe 4dacTh AvVr-OCIIKOB BBI3BIBACT
HapylUICHHE CUTHAIBHBIX KacKaJoB B KJIETKE XO35SMHA, KOHTPOJHUPYIOMIMX €ro 3allUTHBI OTBET (KaKk U
docdaraszpl, mocTaBiIsieMble B IIUTO30JIb MaKpo(aroB HEPCHHUSMH) JIMOO HApyIIEHHE PEryJISIUN 3alIUTHOTO
OTBETa Ha ypPOBHE TPAHCKPUIIIUHU, a XapIHHbBI, CKOpEE BCEro, acCOUUUPYIOT C PACTUTEIHHOW KIIETOYHOM
CTEHKOH U 1100 camu (OPMHUPYIOT TPAHCIOKALMOHHBIA KaHall, TM00 CIOCOOCTBYIOT €ro (OopMUPOBAHUIO (UTO
HaroMuHaeT paboty 6enkoB YopB u YopD uepcunnii).

XapruHbl — BHEKJIETOUHBIE SJIMCUTOPBl PEAKIMHM TUIEPUYBCTBUTEIBHOCTH (OBICTPOM THOENTN KIIETOK
pacTeHuss B HEMOCPEJICTBEHHOW OJIM30CTH OT calTa BHEAPEHUS "HECOBMECTHMMOTro'" TaToreHa). ITo
oTHOcUTeNbHO Hebombiue (40-45 x/la) TepMmocTaOuinbHble Oenku ¢ BhICOKUM (mopsinka 20%) comepxaHueM
[JIMLMHA, HU3KUM THPO3MHA U COBCEM JIMIIECHHBbIE IUCTEMHA. XapHUHbI U3 PA3IUYHBIX (DPUTOMATOIEHOB IO
TOMOJIOTMH aMUHOKHUCIIOTHBIX IOCJIEIOBATEIFHOCTEH MOXKHO pa3fenuTh Ha Tpu rpymnnsl — HrpN, HrpZ u
HrpW. TIlpu BceM cxoacTtBe 0OIIEro aMHHOKHCIOTHOTO COCTaBa TEPBUYHBIE aMHUHOKHUCIOTHBIC
MOCIIEIOBATEILHOCTH TPEICTABUTENEH pa3HbIX TPyNH HE MMEIOT 3aMETHOTO CXOJCTBA, a BHYTPH Kauaou
IPyIIBI 3TO CXOACTBO HEBEIUKO. [I0CKOIBKY IO FOMOJIOTUM aMUHOKHUCIOTHBIX OCJIEI0BAaTEIbHOCTEN OTHECTH
0eNoOK K KJaccy XapnHHOB ObIBAaeT CIOXKHO, €AMHCTBEHHBIM KpPUTEPHEM SIBIISIETCS CIIOCOOHOCTH BBI3BIBATH
PEaKIMIo THIEePUyBCTBUTEIBHOCTU MPU MHOKYJISAIMU IpenapaTa OTHOCHTEIBHO OYMIIEHHOTO OelKa B TKaHU
(kak mpaBmiIO, JMCTa) MoAaxoxsmiero pactenus. OQHAKO, HECMOTPS Ha TO, YTO XapIHHBI MOTYT BBI3BATh
pEeaKLHI0 TUIIEPYYBCTBUTEIBHOCTH Y PACTEHUI, UX POJb B MPOLIECCE MATOI€HE3a HEOJIHO3HAYHA, IIOCKOJIBbKY Y
OOJIBIIMHCTBA IPOBEPEHHBIX IITAMMOB HMHAKTHBAllUsl XapIUHOB HE BBI3BIBAET 3aMETHBIX (DEHOTUIIUYECKUX
¢ dexktoB. O MONEKYJISIPHOM PONM XapHIUHOB TMOKAa M3BECTHO Maio, oAHako xapmuH HrpW umeer momew,
CXOJIHBIM ¢ TeKTaTiuazamMu (HO He OoOJajarouui, TeM HE MEHee, MEKTOJUTUYECKOW AaKTUBHOCTHIO), YTO
HAaBOJAMT Ha MBICIb O BO3MOXXHOM B3aWMOJEWUCTBUU OSTOro Oelka ¢ KJIETOYHOM CTeHKOW pacteHuit. U
NEHCTBUTENBHO, TAKOE B3aUMOJICHCTBUE HEJABHO OBLIO MPOJEMOHCTPUPOBAHO, IPaBaa, IS IPYroro xaprnuHa
— HrpZ. beuto nokazano, uro HrpZ, ckopee Bcero, oOpasyer mopy B MEMOpaHE PacTHUTEIBHOU KIETKH, YTO
MIPUBOJAUT K OBICTPOH MOTEpE SIEKTPOIUTOB U THOETIH.

B omnnune ot xapnuHOB, cekperupyeMbix ammaparoM Il Tuma B cpemy W yke mMociie CEKpeluuu
B3aMMOJICHCTBYIOUINX C IMOBEPXHOCTHBIMU CTPYKTYpPAaMH PACTUTENBHBIX KJIETOK, AVr-O0eJIKd B HOpPME BO
BHEIIHIOIO Cpey He MOMaJaloT, a IOCTABIIAIOTCS HETIOCPEICTBEHHO B PACTUTENIbHbBIE KIETKU. XOTs A0 CUX TOP
TpaHCTIOPT AVr-OeKOB B PacTUTENbHbIE KJIETKH HE MPOJEMOHCTPUPOBAH HEMOCPEACTBEHHO, TOMY HUMEIOTCS
MHOTOYHCJICHHbIE KOCBEHHbIE MoATBepkIeHus. [Ipexxne Bcero, yacte Avr-O€IKOB UMEET B CBOEM COCTaBe
AMUHOKHCIIOTHBIE TOCJIEI0BATEIbHOCTH, UMEIOIINE CMBICI TOJIBKO B JYKAPUOTHYECKOW KJIETKE, TaKhe Kak
CUTHAJI sIIEpHOM JIoKanu3anuu. B3aumopaeiictBue Avr-0eiakoB ¢ UX MapTHEPCKUMHU R-reHamu pacteHuii ObUIo
MIPOJIEMOHCTPUPOBAHO B JPOACGKEBON ABYXTHOPHIHOM cucTeMe Al HeCKONMbKUX Avr-R map.

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

HecmoTpss Ha 3HauyMTeNbHbIE TAKCOHOMHUYECKHE pa3luuus MexAy OakrepusMu, o00JIalalomuMu
cucremamu cekperuu Il Tuna, paznuuus B o0pase KHU3HHM 3THX NATOI€HOB M MPHUHAMJIEKHOCTb UX XO35€B K
pa3HbIM LlapcTBaM (pAacTEHUH M KMBOTHBIX), MEXIY BceMHM cucreMaMu cekpeuuu III tuna mmeercsa MHOro
obmiero. Hanboyiee HHTEPECHBIM SIBIISIETCS TO, YTO BCe M3BecTHBIC cucTeMbl Il Tuma, kak y (hpUTOMATOTCHOB,
TaK M y IaTOT€HOB >KMBOTHBIX, OPraHU30BaHbl B KPYIIHbIE KJIACTEPbl I'€HOB, COCTOSAIIUE W3 HECKOJIBKHUX
ONEPOHOB, IOJHOCTBIO KOIMPYIOUIUX BCE KOMIIOHEHTBI COOTBETCTBYIOIIMX CEKPETOpPHBIX amnmaparoB. Kak
IIPAaBUJIO, B COCTAB 3THX KIACTEPOB BXOJAT TAK)KE U I'€HbI, KOJUPYIOIIUE CEKpeTupyeMble cyocTpartsl. Crenyer
3aMETUTh, YTO BO MHOTHX CIIy4asX 3TH KJIAcTepbl OTpaHUYEHBbl MO KpasM MOOWJIBHBIMH T'€HETUYECKUMU
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9JICMCHTAaMH MW HUMCIOT HYKHCOTHI[HBIfl
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KJIACTEPOB [10-pa3HOMY. OcHOBHBIM

K hrpG hrpXv hre-hrp  hreC
perymnsitopoM y P. syringae n E. amylovora (2C RR) (AraC-like)
SBJISICTCS aJIbTEPHATUBHBINA CUTMa-(pakTop, a
y R. solanacearum w X. campestris (Kax,
KCTaTH, M y HepcuHmii)— aktmparop AraC Puc.13.5. TpancKpUNIHOHHAA Peryaslus CHCTEM
(Puc. 13.5) cexpeunu III Tuna

HaubGonee XOPOIIIO cucremMa

perymsinuu u3ydeHa y P. syringae pv. syringae. JIns sto 6akrepun O0bU10 mokazaHo, yto HrpR, HrpS, u HrpL
SBJISIIOTCSA YaCThI0O MHOTOKOMIIOHEHTHOM PEryJsiTOPHONW CHCTEMBI, KOHTPOJHUPYIOUIEH 3Kcmpeccuto Arp u avr
reHoB. HrpR u HrpS mpunagnexar k xmaccy NtrC-mogoOHBIX o>*-3aBHCHMBIX SHXAHCEPOB TPAHCKPUIIIIH.
HrpR u HrpS otnmuatorcst ot OonpmmHCTBa wieHOB ceMeiicTBa NtrC TeM, 94TO OHHM yTPaTHIIM aMHHOKOHIIEBOM
PETYISTOPHBIN TOMEH, KOTOPBIN U3MEHSET PETYISTOPHYI0 aKTUBHOCTH (B CBSI3U C YEM MOKHO IMPEIIOI0KUTD,
YTO B CHUTHAJBHOM IIETH, BEAYLIEH K aKTUBALMHM Arp-T€HOB, 0053aTENbHO JTOJIKHBI NPHCYTCTBOBATh IPyTUe
OCJIKM), OJIHAKO OHHU IO-TIPSKHEMY COJEpKaT KOHCEpBATHBHBIN KapOokcukoHieBor JIHK-cBs3piBaromuii
nomeH. [leiictBue NtrC-momoOHBIX 3HXAHCEPOB TPAHCKPHUIIIUHM OCYIIECTBISIETCS Yepe3 B3auMOJICHCTBHE C
aTbTepHATHBHBIM G-(hakTopoM RpoN (054), 1 OBLTO MTOKa3aHOo, YTO ¥polN Te€H HEOOXOIUM JIJIsi SKCTIPECCUu Arp
T€HOB y HECKOJBbKHX MaToBapoB P. syringae. RpoN ocyliecTBisieT CBOe ACHCTBUE YEpPE3 KOHTPOJIb IKCIIPECCUU
npyroro curma-dakropa, HrpL, npunamiexamero k ECF cemeiictBy (extra cytoplasmic functions) curma-
¢dakTopoB. A yxxe HrpL akTuBHpYeT TpPaHCKPUIIHMIO C 3aBUCAILIUX OT HETO MPOMOTOPOB, KAKOBBIMH SIBIISIOTCS
MPAKTUYECKH BCE M3yYEHHBIC HA CETOAHALIHHMNA JE€Hb NMPOMOTOPHI ONEPOHOB, KOAUPYIOMUX Arp W avr TEHBIL.
ITokazano ces3bpiBanue Hrpl ¢ koHcepBatuBHOW mpomoTopHOM mociienoBateabHOCTEI0 GGAACCNA-N4-
CCACNNA, na3biBaeMoli hrp-00KkcoM. AHaJIOrMYHas CXeMa peryJisiiuy UMeeT Mecto u'y E. amylovora.

CexpemopHvle wanepoHbi.

JIJis cekperuy MHOTHX CyOCTpaToB dWepe3 ammapaTr 3-To THIa HeoOXOIuMO JeHCTBUE crienu(DUIecCKuX
[UTOIIa3MAaTHYECKUX [IanepoHoB. [lepBbIMU OOHApYyXEHHBIMU M HauOoliee M3yYEeHHBIMH SIBISIOTCA SyC
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manepoHsl Yersinia, HEOOXOAUMBIE ISl CEKpenuuu YOp OelkoB. XapaKTepHON uYepTOM ATUX IIANEPOHOB
SIBIIICTCS CHEIU(PUUYHOCTh — BCe SyC ONKU B3aUMOJIEHCTBYIOT TOJBKO C OJHHUM CEKPETUPYEMBIM OEIKOM
(TONBKO B OJHOM Ciy4ae € JAByMs). YTpaTra OJHOrO LIariepoHa OJIOKHPYET CEKPELHI0 COOTBETCTBYIOIIETO
Oenka, TOr/Ia KaK CeKpelurs OCTaJbHBIX CyOCTpaTOB JAaHHOTO CEKPETOPHOIO ammapara He HapymaeTcs. bemnoxk,
JMIIIEHHBIN [aniepoHa, HAKAITMBACTCS B IIUTOIUIA3ME U 3a4aCTYI0 OBICTPO JeTpajupyer.

B TO Bpemsi kak B3amMOJEHCTBHE MEXIy cO00M M BOooOmIe cyapba (HakTOpoB BUPYJIECHTHOCTH TOCIIEC
CEKpelHH u3ydeHa ciiabo, MHOTo HH()OPMAIIMKA UMEETCS O B3aMMOJICHCTBUH MEXKIY COOO0 KTy TUKOBBIX OEJIKOB
(ucnonb3yromux (GakTUYECKH TaKylO YK€ CUCTEMY CEKPEIMH) MOCe WX DKCIOpPTa M3 KICTKH. JTH OCNKH, KaK
MIPABUIIO, MOJIMMEPHU3YIOTCS ¢ 00pa30BaHUEM XapaKTEPHBIX KTYTHKOBBIX CTPYKTYp. ba3aibHOE Teno KryTHka,
MIPOHM3BIBAIONIEE TIEPUTIIA3MATHIECKOE MPOCTPaHCTBO, cocTouT u3 5 Oenkos (FlgB, C, F u G, FliE). K nemy
npuKperieH noctatrouHo rubkuii kprok (FIgE), Beixomsmmii 3a mpeaensl MOBEpXHOCTH KieTkH. K Kproky
MIPUCOSAMHCHA JUTMHHASI HUTh JKTyTHKA, cocTosimas u3 oxHoro Oenka (FIiC), mis mpukperieHus KOTOPOro K
Kproky HeoOxoaumbl nBa Oenka, FIgK u Flgl, a xonen Huth xryTuka 3amuiieH emie oaHuM Oenkom, FliD.
BbazanpHOE Teo KryTHKa MpeacTaBiseT co00i He UTO MHOE, KaK CEKPETOPHBIN amiapar CeKpenuu IsTH OeTKOB
— cyowenunun kproka, HUTH U FIgK, Flgl u FliD. A mockonbKy AmameTp CEKpeTOpHOro KaHaja, depes
KOTOpBIH JOJKHBI IIPOXOJUTh 3TH GeskM, HeBenuka — Beero 25-30A, Bece i Genku (BKIIOYAs M HEKOTOPbIE
cyObeMHULbl 0a3albHOrO Tea) AOKHBI TPAHCIIOPTUPOBATHCA B YACTHUUHO Pa3BEPHYTOM COCTOSHHUH. UTO
MpoOIeMaTUYHO, UOO ITU OENKHU MPEUMYIIECTBEHHO UMEIOT Ol-CIIUPAIbHYIO CTPYKTYPY U UMEIOT BBIPAKEHHYIO
CKJIOHHOCTb K osiuroMepusanuu. Jlns npenoTBpalieHusi OKOHYATEeNbHOro (OJAMHTa U caMOCOOpPKH
KTYTUKOBBIX CYOBEAMHHUIl B LMTOIUIa3Me OaKTepusi UCHONB3yeT crhenu(uueckue ManepoHbl, KOTOPBIX Ha
ceroausimHui genb onucano Tpu — FIgN, FIiT u FliC.

Takum 006pa3oM, HcmoNb30BaHUE cyOcTpaT-crieupuIecKiX MIaepoHOB B MPOLIECCE CEKPELUHU SBISETCS
XapakTepHbIM 17151 06oux “moxarunos” ammaparoB III tuma. OOa Tuma mamnepoHOB OOBIYHO CBSI3BIBAIOTCS C
HeOobIINM paiioHoM cyOcTpaTta. Ho umerorcs u cymiectBeHnble oTanuus. s akTopoB BUPYJIEHTHOCTH 3TOT
paifoH pacronaraeTcs B Tpezene NepBbIX 125 aMMHOKHCIOT ¢ N-KOHIIAa M COOTBETCTBYET OOJIACTH,
He0oOXOIUMOM ISl TPaHCJIOKAaluU CyOCTpara B SYKapUOTHUYECKHUE KIIETKU, TOI/Ia KaK IIalepOoH-CBA3bIBAIOLINI
JIOMEH KT'YTUKOBBIX OETTKOB PACIIONIOKEH B Mpejaenax nocieqanx 40 aMHHOKUCIOTHBIX OCTaTKOB Oeska (camblit
KapOOKCHU-KOHEII) U HEOOXOAUM JIJIsi B3aUMOCHCTBUS KT'YTUKOBBIX CYyOBEIUHUIL MEXIY COOOM.

UYro xe mpeacTaBisieT co0oii cekpeTopHblid curHan? Kak y *KryTHKOBBIX CyOBbEAUHUIL, TaK U Y MIPOTYKTOB
TCHOB BHPYJICHTHOCTH OH pacmoioxeH B N-koHIe 6enka. Ho mo kpaiiHeld Mepe B ciydae Y op-0enkoB OeakoBast
MPUPO/Ia CUTHAIA HAXOAUTCS O] BOIIPOCOM. DKCIEPUMEHTHI C BBEJIEHUEM CIIBUTA PAMKHU B HAYaJIbHYIO YacTh
yOp T€HOB IMOKa3aJik, YTO CEKpELUs HE HapyLIAeTCs, €CJId ATOT CABUT KOMIIEHCUPYETCS €€ OJHOM MyTanuen
yepe3 15-17 komonoB. C npyrodi CTOpPOHBI, MO KpalHEW Mepe Juisi HEKOTOPHIX Y Op-OelIKoB IMOKa3aHa
abCoIIOTHAs 3aBUCUMOCTD CEKPELUH OT JCHCTBUS COOTBETCTBYIOIIETO MIATIEPOHA.

Cexpertopnblii annapat IV Tuna

Cucrema cexpenuu 1V Tuna umeeT BbIpa)KEHHOE CXOJCTBO C allapaToOM KOHBIOTAIUU psjia IUIasMUa U
CKOp€e BCEro IpOM30ILIa OT HEro. OJTa HKCIOPTHAs CHCTEMA XapaKTEpPU3yeTCs 4YpE3BbIYAHHO HIMPOKOM
Cenu(UIHOCTEI0O KaK MO0 OTHOIICHUIO K cyOcTpatam (KpyNHBIE HYKJICONPOTEHHOBBIE KOMIUIEKCHI,
MYJBTUKOMIIOHEHTHbIE OENIKOBbIE TOKCUHBI M MOHOMEpHbIE O€NKH), TaK W IO OTHOIIEHUIO K MHUIIEHSIM
CEKpEeIMH, KAKOBBIMH MOTYT CIY)XKHTh OaKT€pHH, TPUOBI, PACTECHHSI M KXUBOTHBIC (MHBIMU CIIOBaMH, KIJIETKH
MpeACTaBUTENCH BCEX MAPCTB 3a UCKIIOUCHHUEM apXeil).

W3navyanpHO cuctema cekperuu [V Tuma Obuta BbIgeNeHa NpH  OOHApYKEHHWH CXOJCTBA Tpex
cekpeTopHbIX ammapatoB — TpaHcnopta T-JIHK A. tumefaciens, Tra cuctembr IncN minazmuner pKM101 u
CHCTEMBl CEKpEeLUMH TOKCHUHA B. pertussis. 3aTeM CXOJACTBO C 3THMH CEKPETOPHBIMH amnmapaTamu ObLIO
o0OHapy’KeHO y elle Heckoibkux Tra cucteM M cucteMsl cekperuu Oanka CagA — ¢akTopa BUPYJIEHTHOCTH
Helicobacter pylori.

Takum oOpa3zom, mHorume cucrembl IV Tuma mepenocst JIHK, HO HeoOXomumMo OTMETHTH, YTO
nepenocutcst He JIHK cama no cebe, Ho JIHK, KoBaneHTHO CBsi3aHHasi ¢ OJHUM HJIM HECKOJIBKHUMU OelKaMu.
Ot O6enku ydactByroT B mponeccunre JJHK B Touke nHawanma mepenoca (oriT), Bemymem K 0Opa30BaHHIO
KOHBIOTAIIMOHHOTO HHTepMeanaTa. TpaHcacTepaza MHULMUPYET NpoLeccuHr, cBsasbiBasich ¢ JJHK B Touke oriT
(mubo ¢yHKUMOHANBHO SKBUBaJEHTHbIX Tpanunax T-JIHK y arpoOakrepuil) m BHOCS OIHOIETIOUEUHBIH
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paspeiB. [locie BHeCeHUsT pa3pbiBa TPAHCICTEPA3a OCTACTCS KOBAJICHTHO CBSI3aHHOM C 5' KOHIIOM OJHOW HHUTH
yepe3 THpO3UHOBbIN octaToK. OnHonuTeBas JJHK npu koHbroranuu nepeHoCUTCs Kak pas B HalpaBiIeHUH 5' ->
3", W cKopee BCEro MMEHHO TpaHCACTepa3a OOeCHeuMBaeT OMO3HABAaHHE KOHBIOTAIIMOHHOTO WHTEpMeauaTa
CEKpEeTOpHBIM amnmaparoM. B ciiydae 4. tumefaciens tpancacrepasa VirD2 skcnoptupyercs Bmecte ¢ T-JIHK B
PacTUTENIbHYIO KIETKY , TJIe CUTHAJIBI ePHON JIOKaIU3aluy, npucyrcrpyomue B VirD2, nanpasistor T-/ITHK
B AJpO KJIETKH. TakuM o0pa3oM, KOHBIOTAIMOHHBIE CUCTEMBbl MOYKHO paccMaTpUBaTh KakK anmapar CeKpeLuu
OemKa, MPUCIIOCOOICHHBIN I HKCIIOPTa KOBAJIEHTHO CBsi3aHHOi ¢ 6enkom JTHK.

Kpome Toro, HezjaBHO OBUIO MOKa3aHO, YTO KOHBIOTALMOHHBIE CUCTEMBI MOTYT TPAaHCIIOPTUPOBATh U HE
csizannble ¢ JIHK Oenku. Tak, Tra annmapat ruasmuasl RP4 cniocoGen cexperupoBats 0enok RecA, a cucrema
nepenoca T-JIHK crocobna cexperupoBats VirE2 (SSB 6enok) u eme oquH ¢aktop BupysneHTHOCTH, VirF.
WntepecHo, uto 1 cekpeunn VirE2 Heob6xonumo yuyactue manepona VirEl. VirEl crabunusupyer VirE2 in
VIVO U TIPENSTCTBYET €ro arperauy in vitro, 9To JeJaeT ero MoX0XUM Ha SycC IarnepoHsl Yersinia.

benkoBble cyOcTparhl cucteM cekpeunu IV Tuma maToreHoB >KMBOTHBIX PaJMKaIbHO OTIMYAIOTCS OT
cyOctparoB Tra cucrem, TeM HE MEHee, UMEETCS 3HAaYUTENbHOE CXOJCTBO amlmnapaToB cekpenuu. Hampumep,
cuctema Ptl B. pertussis cekperupyer cioxubiii TokcuH PT, mpuHammexamnuii k rpynmne A/B TOKCMHOB u
cocrosimmii u3 5 cyoweaunuil, S1-S5. JlomeH A TokcuHa cOCTOUT U3 cyObenuHuiel S1, a B nomen — u3 S2-S5
cyobenuuuil B cootHomenuu 1:1:2:1. B ortnuume ot Tra cucrem skcropt PT — nByxcraauitHbiid mporiecc.
Cy6benununpl [IT cHavana SKCHOPTUPYIOTCS Yepe3 LUTOIIa3MAaTUYEeCKyl0 MeMOpaHy Npu IMOMOIIM Sec
CHCTEMBI, 3aTE€M XOJIOTOKCHMH COOMpaeTcssi B IEpUIUIa3ME€ U B COOpPaHHOM BHJE€ TPAaHCIOPTUPYETCS uepes3
BHEIIHIOI0O MeMmOpany cuctemorr Ptl. Ilocme oskcmopra B 1gomMeH TOkCHMHa B3aMMOJCHCTBYET C
[JIMKOIIPOTEMHOBBIMU PELENTOPAMH XO3AUCKON KIETKH M 00€CleYMBACT TPAHCIOKALMIO JOMEHa A BHYTpb.
BHyTpHu X03siCKOIl KJIETKM JOMEH A HapyllaeT CUTHAJIbHbIE MyTH IMyTeM PUOO3MIMPOBAHMS PEryJISTOPHBIX
OEJIKOB.

Amnmnapat cekperu [V Tuma (KoTopslif MBI pacCMOTpPUM Ha Ipumepe Oosiee M3yueHHbIX Tra cucTeMm)
COCTOMT M3 JIByX IIOBEPXHOCTHBIX CTPYKTYp, KOHBIOIallMOHHOTO KaHalla, 4epe3 KOTOPBIH IMPOUCXOIUT
tpancnokanus JIHK u 6enkoB, 1 KOHBIOTAIIMOHHOTO MHITIOCA, HEOOXOAMMOTO JIJIsi KOHTAaKTa C PEeIUITUEHTHON
kJeTkor. CTpyKTypa CHCTEMBI CEKpPEeLIMU M3ydeHa HeI0CTaTOYHO, ¥ TIOKA BBIICISIIOT HECKOJIBKO TPyl OEJIKOB,
(YHKIIMU KOTOPBIX /10 KOHIIA HE BBISICHEHBI:

MIOBEPXHOCTHBIE OEJIKH, yU4acTBYIOLIHE B ((OPMUPOBAHUY THITIOCA U JP. OBEPXHOCTHBIX CTPYKTYD;

KOMIIOHEHTbI KOHBIOTAIIMOHHOTO KaHaJIa;

AT®a3bl HIUTOMIA3MATUYECKON MEMOPAHBI.

N3yuenue cucreM cekperuu 11-IV TUIIOB BBIABUIIO HEKOTOPOE CXOACTBO ME)ay HUMHU. Tak, cucremsl 111
n IV Tuma HauMHAIOT CEKPEIMIO TOJBKO IPHU KOHTAKTE C KJIETKOW-MuIIeHbto. O0e cHucTeMbl HCHOJIb3YIOT
cnenuduueckue mareporsl. O6e cucTeMsl (Kak MPaBUiI0) TPAHCTIOPTUPYIOT CYOCTpaThl B OJIHY CTAJIHUIO Yepe3
TpaHCMeMOpaHHBIN KaHal,
MPOHU3BIBAIOINA ~ 00€  MeMOpaHBI.
Haxkonen, o00e CHCTEMBI KaKHM-TO
o0pa3oM  HUCHONB3YIOT  TWIX B
CEKPETOPHOM IIPOLIECCE.

HNmeercss Takke CXOACTBO M C
cuctemoit cekperuu Il Tuna (ocobeHnHo
ecnu paccMmarpuBath cekpeunto PT B.
pertussis). VIHTepecHO, YTO XOJIEPHBIN
TOKCHUH, OuYeHb cxoxuit ¢ PT B.
pertussis, TpaHCIOPTUPYETCS  4Yepe3
cuctremy II  tuma. Kpome Toro,
o6akrepuopar CTX¢ V. cholerae
BBIXOJUT W3 KIJIETKH uepe3 ammapar I
TUMa — TakuM oO0Opa3oM, M CHCTeMa
cekpenuu Il Tuma moxxer obecnieunBaTh
tpanciopr JHK B accommamum c
OenKamH.

B nomnonHeHue K CEKPETOPHBIM

Type | Type ll Type HlI

Puc.13.6. CxoacrBo cucrem cexkpeunu I-111 tunos
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MeXaHu3MaM, TPeOYyIOIUM YYacTHsl CIEHUAILHOTO ammapaTa CeKpenud HeNaBHO OBUT OmHcaH Cirydait
"camoTrpaHcnopta" Oenka, a UMEHHO nipoTeasbl IgA Neisseria gonorrhoeae yepe3 BHEIIHIOI MeMOpaHy

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

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

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. 379-433 Vol. 62, No. 2

14. Ctporuii oTBeT

DT0 peaknus KJIETOK Ha aMHHOKHCIOTHOE TOJIOAAHHE, MPHUBOJAIIAS K 3HAYMTEIHLHOMY 3aMEICHUIO
cunaresa crabmwibHbix PHK (pPHK n TPHK) n nekotopsix MPHK, HeoOXoauMbIX Ui CHHTE3a pUOOCOMHBIX
oenkoB, (aktopoB smoHrammu EF-Ts, EF-Tu u EF-G, a-cyowemununet PHK-mommmepass, a Takke K
YCUJICHUIO TPAHCKPHIILIUU ONIEPOHOB OMOCHHTE3a aMuHOKUCHOT. O6muit cunre3 PHK cumxkaercs B urore 1o 5-
10% ot HopMmanbHOrO. Bo3pacTaetr ckopocTh erpaganuu 0eiaka, yMEHbIIAeTCsl CHHTE3 HYKJICOTHAOB, JTUIHIOB
U YTJICBOJIOB.

Crporas perysius OCylIecTBISETCS HECKOJIBKUMH I'eHaMu, Hau0oJiee N3yYEHHBIM U3 KOTOPBIX SIBIISIETCS
reH relA. DTOT TeH OTBEYAaeT 3a CHUHTE3 [BYX CHEeUU(DPUUECKUX HYKICOTHIOB, HAKAIIUBAIOUIUXCA TMPHU
AMUHOKHCIIOTHOM TOJIOJaHuK — TyaHo3uHTeTpadocdara (ppGpp) u ryanosmnnentadocdara (pppGpp). Otr
HYKJICOTUABl U SIBISIFOTCS WHTHOUTOpamMu cuHTeza crneuuduueckux tunoB PHK. Curnamom oGpazoBanus
ppGpp CIYKUT HE HEMOCPEICTBEHHO OTCYTCTBHE KaKOH-TMOO aMWHOKHCIOTHI, a HEJIOCTaTOK aMHUHOAIWII-
TPHK. benok RelA B accoumanuu ¢ pudbocomamu cunresupyet (p)ppGpp Tonbko Korna B A-caiiTe pud0oCOMBbI
OKa3bIBaeTCsl HEHarpyxeHHas aMuHokucinoro TPHK.

Crporuii oTBeT — (YHIAMEHTAIBHBI MEXaHW3M PETYJSIUH, CBOMCTBEHHBIM MPAKTHUYECKH BCEM
OaKkTepHsiM, HO UHTEPECHO, YTO HEKOTOpPbIE M3 HUX MPHCIIOCOOMIN €ro B KayeCTBE CEHCOPHON CHCTEMBI JUIS
peryJisiliud APYTHX KJICTOYHbIX (yHKIMA. Tak, MHUKCOOAKTEpHH WCIHOJB3YIOT TyaHo3uHTeTpadocdaT B
KauecTBE CHUTHaJIa K OOpa30BaHUIO TUIOAOBBIX Ten. KieTku MUKCcOOakTepuil HE MMEIOT JKTYTHKOB, OJHAKO
CTIIOCOOHBI MEPEIBUTATHCS 3a CUET CKOJIBKECHHUS 110 Pa3IMYHBIM MTOBEPXHOCTSIM, BKIIIOYAsi TOBEPXHOCTh IPYTUX
kinetok. Hcmonb3ys Takyl CHOCOOHOCTb, MHUKCOOAKTEpHUH CTPOST CBOM IUIONOBBIE Tela, HAuyWHAs C
OJIHOPOJIHOTO TOHKOTO CJIosl KJIeTOK. Bech mporecc 3aHMMaeT HECKOJbKO YacoB. CHayaja IMOSBISETCS
HECKOJIBKO JIOKAJIbHBIX CKOIUICHHMII KIIETOK, 3aTeM, KaK TOJBKO B OJHOM M3 HHX cobepercst okono 10° KieTok,
HAa4YMHAETCS MUIPaLMsl BCEX OCTAIbHBIX KJIETOK MOIMYJISIIIMUA B 3TO CKOIJIEHHE, (POPMUPOBAHUE IJIOJJOBOTO Tela
XapaKTEPHOU ISl KaXKI0ro BuAa GopMbl U auddepeHInans majJouKoBUAHBIX KIECTOK B C(HEPUUECKUE CTIOPHI.

lNonoganue mo 060 aMUHOKKCIIOTE BBI3OBET HakoruieHue (p)ppGpp, a MOCKOIBKY CUHTE3 aMHUHOAIIHII-
TPHK 3aBucutr or AT®, Hemocrarok sHeprum wim ¢ocdata Oymer uMeTb TOT ke IP(DEeKT, 4to u
aMUHOKHCIIOTHOE ToJoaHue. ¥ MukcoOakTepuii Hakoruierue (p)ppGpp umeet ToT ke dddekr, uto u'y E. coli,
HO JIOMOJIHUTEIIBHO ellIe 3alycKaeT nporpammy anddepeHnuaniii, KOHTPoJIb KOTOPOIl OCYIIECTBISETCS PSIOM
CEKpPETHPYEMbIX MENTUIHBIX (PAaKTOPOB U COOTBETCTBYIOIINX CEHCOPOB BKYIIE C CUCTEMAaMH Mepeaadn CUTHamA.
Crporuii OTBET WHAYIHMPYET OHKCIPECCHIO TEHOB, HEOOXOAWMBIX JJISi TEPECTPOUKH BHYTPHUKICTOUHOTO
MeTaboIr3Ma B COOTBETCTBUU C TOJOJaHUEM, a TaKKe HHIYIHPYeT CUHTe3 creunduyeckoro pepomona — A-
(dakropa. A-pakTop aKTHBUPYET IKCIPECCHUIO TPYIIBI TEHOB, HEOOXOIUMBIX ISl arperaiud MUKCOOAKTepuil.
OpHvM W3 ATUX TEHOB SBISETCS cSgA, KOOUPYIOUIMM CHHTE3 CIEAYIOIIEer0 MEXKIeTouyHoro curhaia, C-
¢dakTopa — moBepxHocTHOro Oenka pasmepom 17 k/la. C-dakrop, B CBOIO ouepenb, KOHTPOJIUPYET TPH
mpolecca — arperanuio KJIEeTOK, SKCIPECCHIO IENOro psijaa reHoB (BKIoYas caMm csgAd) u crnopyssnuio. C-
(akTop, 3aKperUICHHBbI HAa TMOBEPXHOCTH OJHOW KIIETKH, MPU KOHTAKTE C JAPYrod WMHAYLUUPYET aKTHUBAIIUIO
JIBYXKOMITIOHEHTHOM CEHCOPHOM CHUCTEMBI C PEeryIaTopoM TpaHckpumniuu FruA. FruA uMeer Tpu MuiieHu — frz,
devTRS wn csgA. TlepBas mumienb komupyer Oenku, romonornunbie Che Genkam E. coli m oTBewaromiue 3a
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HaIpaBJICHUE CKOJIBKECHHUSI MUKCOOAKTEpH, U pe3yJbTaTOM TaKOW aKTUBAIIUHU SIBJISICTCS arperanusi KJIETOK B
wiogoBbie Tena. [IpoaykTel onepona devIRS HE0OX0AUMBI HETTOCPEACTBEHHO IS CIIOPYJIAIIUU.

15. SOS-oTBeT

baktepun oO4YeHb YAcTO MOJBEPrarOTCs BO3AECUCTBUIO PA3JIMYHBIX MHPHUPOJHBIX M aHTPOIOIEHHBIX
BO3/eiicTBHM, KoTOpble HapymalT menoctHocTs JJHK. Tlospexaenus JJHK Omokupyior ee pemnukanui u
[IO3TOMY NPEJCTABIAIOT CEPbE3HYIO Yrpo3y BBDKMBAHUIO KIETKH. J[1s OOpbOBI C TaKUMHU IMOBPEXKICHUSIMU
OakTepuM HMEIOT ILenblii psa Oenkos, penapupyromux JIHK, Hopmamu3ymoomux KiI€TOYHOE JIeNeHue,
MOBBIIAIOIINX TOJEPAHTHOCTh K MOBPEXACHUAM, KOTOpPblE KOOPAMHHUPOBAHO O3KCIPECCUPYIOTCA IOCIe
noBpexaenus JJHK. Takas rimoGanpHas peakius nmonyuunia HazBanue "SOS-oTeet"

OcnoBnas perymauust SOS-otBera y E. coli ocymecTisiercs: 1ByMs OenkamMu — pekoMOnHa30ii RecA u
TPAHCKPUIIIUOHHBIM penpeccopoM LexA, KoTopble U camMu ToOXe SBIAIOTCS SOS-UHAYIUPYEMBIMHU.
Hakomnenne nopexaenuii B JIHK mpuBoguT K akTUBAIMM KONMPOTEa3HOW aKTUBHOCTH Oenka RecA. B
AKTUBUPOBAHHOM COCTOSSHUM RecA WHAyIHUpYyeT aBTOKaTaJuTHYeCKoe pacuieruienne Oenka LexA. B
pe3ysbTaTe pe3Ko MagaeT KOHLEHTpaluus (yHKIMOHAIBHO AaKTHMBHOrO auMepa LexA, o0cBOOOXKIAIOTCs
onepatopsl TeHOB SOS-peryaoHa u pe3Ko BO3pacTaeT UX TPAHCKPHUIIIIHSL.

[ToBpexnenne [IHK He maaynupyer SOS-oTBeT HenmocpencTBeHHO. lIpennonaraercs, 4To 0JTHOHUTEBAS
JIHK, koropas HakaruiMBaercs B KJeTKe Npu MHruOuposanuu pervivkanuu JIHK noBpexneHusiMu, gaet TOT
MeTa0OJUYECKUN CHUTHaJl, KOTOPbI M aKTUBUPYET KONPOTEa3HYI aKTUBHOCTb RecA. B akTuBupoBaHHOM
coctossHuu RecA o0pasyer crupaibHble HYKJICONPOTeHHOBBIE (uiameHThl Ha oxHoHuTeBo JIHK. LexA
PacIio3HaET 3Ty CTPYKTYPY M CBSI3bIBAaETCA C ITyOOKOH criMpaibHO# 60opo3nkoit RecA-HykieodunamenTta. ITo
CBSI3bIBAHME WHAYIHMPYET OBICTpOE aBTOKATAIMTHYECKOE paciueruieHue Oenka LexA B obnactu mapHHpa,
COCMMHSIONIETO aBa JoMeHa LeXA — KapOOKCHKOHIIEBOW IWMEPU3allMOHHBIN W aMuHOKOoHIeBou JIHK-
cBs3piBaromuii. Takum oOpas3om, pernpeccop LexA pacuiensiercss aBTOKaTATUTHUECKH, TaK K€ Kak U OesKH
UmuD, MucA wu pempeccop ¢ara A CI. A pomnp OGenka RecA 3akimrodaercs nWiib B aKTUBALUU 3TOMN
ABTOKATAJIMTUYECKON peakiuu (n3-3a uero RecA u Ha3pIBaIOT KOMPOTEa30i).

I'ensr SOS-perysnona MOXXHO pa3fenuTh Ha ABe rpynnsl. "Kiaccuueckue" HEraTUBHO PEryJUpPYIOTCS Ha
TPAHCKPUIILIMOHHOM YypoBHE OenkoM LeXA M HMHIynMpYIOTCs B pe3yJbTaTe €ro aBTOKATAIUTUYECKOTO
MIPOTEONIN3a, CTUMYJIMPYEMOTO aKTUBUPOBAaHHBIM RecA. DTH reHsl UMEIOT B CBOEH MPOMOTOpPHOU oOjactu
4eTKO BbIpakeHHBIN LexA caiit (koHcencyc 5'-taCTGTatatatatACAGta-3').

Haubonee 3naunmpiMu "knaccuueckumu" wieHamu SOS-peryjioHa SIBISIOTCS CIIEAYIOIIUE TeHbl (MX
ceifyac u3BecTHO okouio 30):

['ensl ‘ [TpoxykTel/pyHKITHH

lexA WNupykmus SOS-oteera

recA PexomOnHanmonnas penapanust; nHIykus SOS-oTBeTa

ruvAB PexoMOuHanmonHas penaparus

recN PexomOnHanmoHHas penapanus

uvr4 OKkcuu3noHHas penapanus (6enok, y3Haromuil nospexaenus B JJHK)
uvrB OKCUM3UOHHAs penapanus (3HIOHyKIeas3a)

uvrD DKCIM3WOHHAS pernaparus (Xeankasa)

umuDC CknonHas k ommmoOkam penaparus (SOS-myTareHes)

sulA MHrunbuTop KI€TOYHOTrO JeJIeHUs

Bce Gombmie u Oomnbiie oOHapykuBaercs SOS-HMHIYLUpPYEMBIX T€HOB, KOTOPBIE HE PEryJIHPYIOTCS
HerocpeacTBeHHO LexA (Bropast rpynma renoB SOS-peryiiona).

SOS-perynoH MHTEpPECEH TEeM, YTO BCEro OJHA Mapa PEryJATOPHBIX OENKOB 00ecreyrBaeT HECKOJIBKO
BapuaHToB oTBera Ha moBpexaenue J[HK. Takoe mnoBeneHHE YacTHYHO MOXHO OOBSACHUTH PA3THUUYHON
ad(UHHOCTBIO permpeccopa K ONEpaTOpPHBIM CailiTaM, pAacloONOXKEHHBIM B MPOMOTOPHBIX O0JIACTAX
COOTBETCTBYIOIIMX IeHoB. Uem cnabee CBsI3bIBaHME peIpeccopa € ONEepaTopoM, TEM paHbIIE MPOU30UIET
UHAYKIHS cooTBeTcTBYyIomero reHa npu SOS-orBere. Tak, UvrA 6enok, KOHTPOTUPYIOUINI SKCIIU3HOHHYIO
penapanuno, HHAYLUPYETCS MTPAKTHYECKH HEMEJIEHHO MOCIe BO3HUKHOBEHHMS noBpexaeHuii JIHK, u nepBbie
20-30 muayT SOS-0TBETa KJI€TKa penapupyeT MOBPEXKACHUS IMyTEM BhIPE3aHUS MOBPEKIACHHBIX HYKICOTHUIOB

82



n ocHOBaHMI. Yepe3 monuaca B KJIETKE HAKAIJIMBAETCS JIOCTAaTOYHO RecA (ero KoJM4YecTBO yBEJIWYUBAETCS
6onee, uem B 10 pa3), RuvAB u RecN nans axtuBanmuum peKOMOMHAIIMOHHOW pemapanuu, KOTopas
npoaospkaercs emie okoyio 30 munyT. [Ipubnu3nurensHo yepes3 yac mocie HHAYKIUMU "BKIIIOYaeTcs" CKIOHHAS K
omnOkaM penapanus (koHTposupyemas renamu umuDC), xotopas npopospkaercs eme 30-40 munyT. Takas
BpPEMEHHas MOCJIE0BATEIIbHOCTh COOBITHI XapaKTepHa AJIsl KIETOK KyJIbTypsl E. coli, pacTyieil OTHOCUTEIBHO
MEJICHHO Ha CUHTETUYECKOM Cpesie C BpEMEHEM yABOEHHUs 50 MUHYT.

Haubonee BaXHBIM CIEACTBUEM TAaKOW PETYNSIHUU SIBISETCS TO, YTO Takas "CTyneHYaras' WHIYKIIHS
qieHoB SOS-peryioHa NO3BOJSIET KJIETKAM C MUHHMAJIbHBIMH IOBPEXKIECHUSAMHM HHIYLHMPOBATh CHUCTEMBbI
6e301M00YHOM (HO JOCTaTOYHO MEUIEHHON) penapauy (Takoi Kak SKCIU3UOHHAs M peKOMOWHAIIMOHHAA), HE
BKJIIOYasl JApyrue, NOTEHUUAIbHO CKJIOHHbIE K omuOkaMm (XOTsS M ObICTphle) penapaluoHHble myTH. U
JNeUCTBUTENbHO, UHAYKUUSA TreHOB umuDC, HeoOXOAUMBIX JUIsl CKIOHHOM K omMOKaM pemnapanuu B 00X0[
KPYIIHBIX TOBpEXIEHHH, TpeOyeT ropa3no Oomnee cuimbHOro mopexaeHus JIHK. U, Hakonen, amutenbHOE
IPUCYTCTBUE B KIETKE HEpPEeNapupyeMbIX NOBPEXKICHUH NPUBOAUT K MHAYKIMH SulA-3aBHCHUMOM
¢bmraMeHTanuu 1 o3BoJseT mpodaram "ynpars" U3 rHOHYIIEH KIETKH ITyTeM WHIYKIHHA JATHIECKOTO IIHKJIA.

SOS-mymacenes

JoctarouHo naBHO ObLIO 3aMedeHo, 4TO HHAyKuus SOS-oTBeTa NPUBOIUT K CYIIECTBEHHOMY
YBEJIMYEHUIO YacTOThl MyTalMid. OTOT ()EHOMEH OKa3ajcs CBSI3aH C BapUaHTOM penapanuu, KOTOPbIH
unayuupyercs npu SOS-o1Bere B nocaeaHwow ouepens. Maes UmuDC-3aBucumMoil penapanyy 3akitodacTcs B
TOM, YTO, KOTJja KJIETKa HE MOKET (WJIM HE YCIEeBAET) BOCCTAHOBUTh UCXO/HYIO nocieaoBaTensbHocTh JJHK, ona
nbITaeTcs NpoaoskuTh perukanuio JJHK, BcraBmss cioyyaiiHble OCHOBaHMSI B CHHTE3UPYEMYIO LI HAIPOTUB
MOBPEXKICHUM. DTO MO3BOJSAET PEIJIMKALMOHHON BUJIKE MPOJOJKUTE paboTy (M TakuM 00pa3oM BOCCTaHOBUTh
AKHU3HECTIOCOOHOCTh KIIETKH). TakuMm 00pa3oM CHUMAaeTcs HEMEJUICHHas yrpo3a >KU3HECHOCOOHOCTH KIIETKH,
OJIHAKO CO3JIAI0TCSA MOTEHUUAIbHbIE MPOOJEMBbl s €€ IOTOMKOB H3-32 OYEHb BBICOKOW BEPOSTHOCTH
BO3HMKHOBEHUS MyTallU.

Hnsa maaykimun SOS-myTtarenesa TpeOyrorcss (epMeHThl pertucomsbl, 6enok RecA u 6enkun UmuD u
UmuC, mpuyem UmuD nomwkeH mpereprneTh aBTONPOTEOJMTHYECKOE pacHieruieHue (aHamorndHo LexA) ¢
obpazoBanrem UmuD', nBe cyoweaunauiibl koroporo oopaszyror komiuieke ¢ UmuC (UmuD',UmuC), koTopsrii
BMECTE C IPYTUMH KOMIIOHEHTaMH PEIUIUCOMBI M o0ecrieunBaeT MmytareHHbiid cuare3 JIHK (moatomy komrieke
UmuD»UmuC na3zsiBator eme JHK-momumepazoit V). UmuD'»UmuC cBs3biBaeTcs ¢ koHIoM RecA-
Hykieoduimamenra, 3areM ¢ JIHK-momumepasoif, uro mo3BoisieT kieTke Bo300HOBHUTH perumkanuto JTHK, a
BO300HOBJIEHHE PEIIMKAllMK MPUBOAMUT K pa3pyLICHUIO HykieouiamMeHTa (1, COOTBETCTBEHHO, JTMKBHUIALIUMH
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. in Escherichia coli and Salmonella: Cellular and
Molecular Biology, eds. Neidhardt, F. C., Curtiss R., IIl, Ingraham, J. L., Lin, E. C. C., Low, K. B.,
Magasanik, B., Reznikoff, W. S., Riley, M., Schaechter, M. & Umbarger, H. E. (ASM Press, Washington,
DC), pp. 1400-1416

16. Perynsius craouabnoctu MPHK

Cunte3 onpezneneHHoro koiuuectBa MaTpuuHoii PHK He o0s3aTenbHO rapaHTHpyeT HpOIyKIIUIO
MPONOPIIMOHATIFHOTO KomdyecTBa Oenka. Cuiia SKCIPECCHH IreHa 3aBUCHT HE TOJBKO OT 3()()EKTUBHOCTH €ro
TPAHCKPHUIILUHU, HO B 3HAUUTEIILHON MEpPe OT TOT0, YTO NMPOUCXOIUT C TPAHCKPUIITOM Iocie ero cuHre3a. Cpasy
MocJie CHHTE3a TPAHCKPUNT MPHOOPETAeT ONPEACTICHHYI0 BTOPHYHYIO CTPYKTYpY, OT 4YEro B 3HAYUTEIHHON
cTerneHu OyIyT 3aBHCETh €ro CTaOUIBHOCTh U CKOPOCTh MPOILIECCUHTA, a Takke 3(PPEeKTUBHOCTD TPAHCIIALUY.
JlononHuTENbHBIE BO3MOKHOCTH PETYIISALMN UMEIOTCS Y 9yKapuOT B CBSI3M C HAIMYUEM CIIOKHOTO IIPOLIECCUHTA
NEpBUYHBIX TpaHCKpunToB. Hakonen, 53¢QeKTuBHOCTE SKCHOpEecCMM TIeHa OYEeHb CUJIBHO 3aBUCUT OT
crabmibHocTu ero MPHK. Tak, y npokapuoT Bpems monyku3Hu pa3znuunbsix MPHK Bapeupyer B npezpenax ot
20 cexyna mo 6omnee uem 20 MUHYT.
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CrabwibHocth MPHK 00BIYHO HE 3aBUCHUT HampsMyl0 OT €€ pa3Mepa, a ONpelNeisieTcss MHOTMMH
(dakTopamMM, OCHOBHBIMH M3 KOTOpPBIX SBJSIOTCS €€ BTOPUYHAs CTPYKTYpa, 3JIEMEHTHl IEPBUYHOM
MOCTIeIOBATEIBHOCTH (CalThI y3HABAHUS IS CTIeU(pUIEcKuX pruOoHyKiIea3) U 3)(HEeKTUBHOCTh TPAHCIISIIH.

Hanuuue SMEMEHTOB 51 (1o G musmpyromuii

< REP nocnenoBareilLHOCTD
BTOPHYHOM CTPYKTYPBI, Kak MPABUIO, -0 oo
crabmwmupyer PHK, mockombky crapr TepmunaTop
npernsaTcTByeT padore mHorux PHKa3 TPaHCISALIH TPAHCKPUIIIUN
(Puc. 17.1). bompmmuacrBo MPHK . RBS Komen

TPpaHCIIAIUA

HMEIOT Ha CBOEM HETPAHCIUPYEMOM
3' KOHIIE JOCTATOYHO CTAaOMIIbHBIE 5 1 ] ] 3
LWINWIEYHbIE CTPYKTYpbl. JTO B
NCpByIO  O4YCpCAb  TCPMHUHATOPHI, CalThI ICHCTBUS
OJIHAKO UMEIOTCS U JPYTUE IEMEHTBI pHbOHYKITEa3

BTOpUYHOU CTPYKTYphL. Tak, y E. coli
nmMeercst 0koio 500 Tak Ha3bIBa€MbIX
REP (repetitive extragenic
palindromes) AJIEMEHTOB —
MAJIMHAPOMOB, CIIOCOOHBIX OOpa30BBIBATH JOCTATOYHO KPYIHBbIC UINMHUJICYHBIE CTPYKTYphl Ha 3' KOHIAX
MmatpuuHbix PHK. B HEKOTOpBIX cilydasx IIMUICYHBIE CTPYKTYpPbl MOTYT MPUCYTCTBOBaTh M Ha 5' KOHIAX
MPHK.

HemanoBaxxubim aist ctabmibHoct MPHK siBnisiercst Hanmuane xoporero puG0oCOMCBSI3BIBAIOIIECTO caiiTa
(Ha HaANEXKaIlEeM PAcCTOSHUU Mepel cTapT-KoJoHoM). Pubocoma, Tpancnupyromas MPHK, 3amumiaer 35-50
HYKJICOTHZIOB OT aTaku puOoHykiea3, kotopele wmoryT paspymmts PHK. Ecmm MPHK sddexTuBHO
TpaHCITUpPYETCs, OHAa (PAKTUYECKH IMOJHOCTHIO OyJeT MOKphITa pUOOCOMAMH, YTO CYIIECTBEHHO YMEHBIIUT
BEPOSITHOCTH €€ JIerpaaliui puOOHyKIIea3aMH.

Haxe Bo Bpems Tpancisiiiun MPHK MoskeT BeIcTymath cyOcTpaToM aiis puOoHyKIIea3. Yke OJAUH pa3phiB
B Mosiekyie MPHK ¢ Gonbmioll BeposiTHOCTBIO ee MHakTHBHpYeT. Eciin B pesysbrare pa3pbiBa OKa3bIBaeTCs
yaajieH puOocoMcBsi3bIBaronMii cait, takas MPHK, ecrecTtBeHHO, HE MOXKET TpaHCIUpoBaThesa. Ecnmu ke
pa3pbIB MPOU30MIET T'/Ie-TO MOCEPEANHE KOAUPYIOIIECH MOCIeI0BATEIbHOCTH, TPAHCIISALUSA Oy AT IPOUCXOIHUTD,
OJTHAKO OEJIOK OKaKeTCs YKOPOUEHHBIM U MOYTH HaBepHsAKa HeQYHKIHOHANBHBIM. KpoMe Toro, kietka, ckopee
BCEro, MOBECHT Ha TaKOW yKOPOUEHHBIH OeloK "ApibIK", HAMPaBJISIONIMIA €ro Ha MPOTEoNH3 (Hampumep, MmpH
nomouu ssr4A PHK y E. coli — cm. pa3nen 4). Kpome Toro, o0bruno, ecnu aerpaganus MPHK yxe Haganace,
MIPOLIECC €€ pa3pyIlIeHUs 3aBEPILaeTCsi OUYeHb OBICTPO.

Herpananus MPHK y E. coli ocymiecTBnsieTcss COBMECTHO Protected
9HJO- U dK30pubonyKieasamu (Puc. 17.2). JIBe sk30HYyKI€a3bl, 3’ end
PHKas3a II n nonunykneotundpochopunasza (IIHDaza, PNPase),
paspymator  PHK B HanpaBiaenun  3'->5'.  Iloxoxue
9K30pUOOHYKII€a3bl IUPOKO PACHPOCTPAHEHBI KaK y Mpo-, TaK &' 3
u y osykapuor. PHKaza Il — rugponutuyeckuii QepmeHr,
naromuii npu pacwmeriennn PHK  nykneotuamonodocdarsr.
[MH®a3a ucnonb3yeT Mpu THIPOIH3E Heopranuieckuii ¢ocdar,
reHepupys  Hykieotuanudocdarel. MuakTuBanms — obeux
9K30pHOOHYKJI€a3 NPUBOJUT K HAKOIJICHUIO B  KJIETKE 5 3
MPOMEXYTOUHBIX NpoaykToB nerpanaunun MPHK u sBnsercs
JIETAIBHOM.

3' xkonmel wmHormx MPHK (B mepByio ouepens Exonuclease
oOpa3oBaBIIecs B pe3yjbTaTe P-HE3aBUCUMOW TEPMUHAIIUN)
00pa3yloT CcTaOWJIbHBIE IIMHJICYHBIE CTPYKTYpPBI, KOTOpBIC
samumialor  PHK ot nmerpagammm  3x30puOOHYyKII€a3aMu.
Pacmermenne MPHK "B cepeamne" mnpu  momomu
SHAOPHOOHYKIIEa3bl MOXKeT yOpaTh IIMHUIBKY, 00pasys
HE3aIIUIIEHHBIA 3' KOHEll, JOCTYNHBIA s 3K30puOOHYKIIeas. Puc.17.2. lerpapanus MPHK
Ounopudonykieaza E (PHKaza E, RNAse E), nepBonayanpHO NpoKapuoT
UAeHTHQUIIMPOBAHHAS KaK HeoOxomumasi i MPOLECCHHTa

Puc.17.1. D1eMeHTHI BTOPHYHOM CTPYKTYPbI
npoxapuornyeckoit MPHK u ¢paxropsl, Biausionue Ha ee
CcTa0MJIBHOCTD

Endonuclease

5! 3
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pubocomuoit 5S PHK, Ttakke omnpenenser craOMIBHOCTH
mHorux MPHK. (a) 3 pathway PAB PAB  PAB
Duponykieasnoe paciiemienne PHK Mmenee BaxHO y 5 Geep {AAAA TAAAA [ AnAA |5
JyKapuoT, rae ocHoBHas aerpananuss MPHK obGecrneunBaetcs
sk3oHykneazamu (Puc.17.3). ¥V gpoxokeil omucaHo JBa
9K30HYKJICOJUTHUECKUX  MeXaHu3Ma,  paboTaroImmx B
HanpasieHusix 5'->3'" u  3'->5'. DOyxkxapuornmueckue MPHK s 3
3aIMIIEHBI OT Jerpajalii KA3MOM Ha 5' KoHIEe W Mmoiu(A)
XBOCTOM B KOMIUIEKCE C TOJH(A)-CBSA3BIBAIOIUM OEITKOM
(PAB) na 3' xoHIle, U ACKAINMUPOBAHUE U JCAJACHHIUPOBAHUE (b) 3 -5 pathway
SIBIIAIOTCST HEOOXOJUMBIMU MPEANOChUIKAMH ISl JIerpajalii.
VY npoxokeit B 5'->3' myTu gerpaganuu JeK3MUPOBAHNE 3aBUCUT
ot neanenunupoBanusi; MPHK nerpagupyetcs sx3oHykieazoi chadcnylation
XRNI1. 3'->5' yTh Jerpaganiu o0ecrieunBaeTcs
MYJIbTHOCIIKOBBIM KOMILJIEKCOM — 3K30CcOMOM. MHTEpecHo, uTo
E. coli ne umeet 5'->3' sx3onykieaznoro myTH. 5' konery MPHK
y TPOKApUOT HE KAMUPOBaH, a 5'->3' 3k30puOOHYKIIE€a3bl HE
W3BECTHBI, OJJTHAKO CTPYKTYpa, MOJO0HAs KIMY, BCE K€ UMEETCS.
Ha 5' xonne sy6akrepuansaeix MPHK |, kak mpaBmiio, HaxoauTcst Puc.17.3. lerpanauus MPHK
tpudocdar, U ero NPUCYTCTBHE HHTHOUpYET JAeicTBHE JYKApHOT
supopubonykiea3. Ilocne mepBoro pacmerieHuss MPHK
SHAOpHOOHYKIIea30i Ha BHOBb oOpasoBanHOM 5' konue PHK ocraercs monodocdar, yxe HecrmocoOHbII
OJIOKMPOBATh JaJIbHEUIICe SHIOHYKJICOTUTHUECKOE pachieruienne. VIMEHHO TIodTOMy TiepBas —araka
SHAOPHOOHYKIIEa30H SBISETCS TMMUTUPYIOLIEH MO BpeMeHH, a JanbHeiiee pacuiernsienrne MPHK mpu momoru
sHIOHYKJIea3 u 3'->5' sk30HyKnea3 (i mocienHux mnepBoe paciierienne MPHK Ttakke obGecneunBaer
HE3aIMIIEeHHBIN 3' KOHEI) MPOUCXOAUT OYEHBb OBICTPO.

l Deadenylation and decapping

PAB PAB  PAB
5' Gppp {AAAAIAAAAIAAAA)S

5' Gppp 3!

16.1. bakrepnanbubsie PHKa3b1, yuacTBywmue B gerpaganuu MPHK

PHKasza E

Onucana y E. coli. Kogupyetcst renom rne. [Iponykr rena — kpynsbsiii 0eiok (1061 aMUHOKHUCTOTHBIN
OCTaTOK), aKTMBEH B BHJE romMoauMepa. beaok MOXHO pa3fenuTh Ha TpU JoMeHa. B meHTpe pacnosoxeH
Oorarbiii aprunuHoM PHK-cBsi3bIBaromuii JoMeH. AMUHOKOHIIEBOM KaTaJUTHUYECKUNA JIOMEH HMEET Clladylo
romojioruto ¢ pubocomHeiM Oenkom S1. Mmeercs Tarke Hekoropass romoisorust mexnay PHKazoit E u
MHO3UHOM.

Cnemuduunocts PHKa3el E mo oTHomeHnto k cyOcTpaTy He OoueHb udeTkas. B kauecTBe KOHCEHCYC-
MOCTIeIOBATEeIbHOCTH  CaiTa  MPEANOYTUTENHOTO  y3HAaBaHMs  ObLI  NPEAJIOKEH  MEHTAHYKJICOTH[
(A/G)AUU(A/U), omHako MO JApyrdM JaHHBIM E€JUHCTBEHHBIM OTpaHUYCHHEM TI0 OTHOIICHUIO K
nocnenosarenbHoctu PHK sBnsiercss paspesanue "cneBa" or nuHykneotuaa AU B OZHOHUTEBBIX y4dacTKax
Mosekynbl. Eme omauM orpanudenuem spisercst To, uro PHKaza E maunGosee akTUBHO JEHCTBYET TOJIBKO B
HEMOCPEACTBEHHON OJIM30CTH OT CBOOOAHOTO 5' KOHIIA, MPHYEM 3TO JOJDKEH OBITh KOHEN ¢ MOHO(OoChaTOM.
Hakonen, nsyxuenoueunass PHK pesuctentna x nerpamamuu PHKazoit E. Takum o0pa3oM, 17 yCHemHoro
pacmernnenus cyoctpara PHKaza E nomkna pacnosnats crienupudeckuil BHyTpEHHUI caiT U cBOOOIHBIH 5'
HyKJIeo3uIMoHOdochar.

Okcnpeccuss PHKa3pl E HaxoauTes mox HeraTMBHBIM KOHTPOJIEM, IIPUYEM PETYJIATOPOM SIBISIETCS caMa
PHKa3za E, u xonTtponb ocymectBisercss 3a cueT ee coOctBeHHo PHKasnoii aktuBHOCcTH. B ycioBusax
HKCHEPUMEHTA MOXKHO J00UThCS 40-KpaTHOrO pa3iuyMsl B KOJIMYECTBAX rne-TPAHCKPUITA 33 CUET U3MEHEHUS
KJICTOYHOM KOHIeHTpauuu (ynkuuonansHoit PHKas3s! E.

PHKasa 111

PHKas3a III (kogupyemasi reHOM rnc) Obuta oOHapyxeHa y E. coli kak sHIOpHOOHYyKJIea3a, pa3pe3aromas
nByxuenoueuynsie Monekyiasl PHK. Pa3zpe3 MoxeT ObITh OfHO- WM JBYHHUTEBBIM, YTO YAaCTUYHO 3aBHCHUT OT
CTENEHH CIIapEHHOCTH OCHOBAaHMM BOKpYT caifta paspesanus. CrerupHUuHOCTh 10 OTHOIIEHUIO K KOHKPETHOM
MIOCJIEIOBATEILHOCTH KOHTPOJIUPYETCSI HEraTUBHO, T.€. NPUCYTCTBUE psAJa OCHOBAHUN B OINpEAENIEHHBIX
MO3ULMAX CUIBHO MHTHOUPYET pa3pe3aHue.
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PHKaza III yuactByer B mnpomeccunre pPHK wu nerpamanum psna MPHK, xors crabunmbHOCTbH
6onpiuHcTBa KieTouHbix MPHK He m3mensercs y myrtanta mo PHKaze III. UnaktuBauus rnc neransHa y B.
subtilis, Ho He netanbHa y E. coli.

PHKa3za III — romogumep u3 cyonpenunun pazmepom 25.4 k/la. DepMeHT COAEPKUT YETKO BBIPAKEHHBIE
PHK-cBs3piBatomuit 1 PHKa3ub1ii nomen. Dkcnpeccust rnc aBroperynupyercs (kak u B cinydae PHKazsl E |
katasmtrueckas aktuBHOCTH, PHKa3wr 111 Hanmpsimyio yuactByeT B aBTOperyssmnuu). AxktuBHocTh PHKazer 111
perynupyercs Takke ¥ Ha OCTTPAHCISIIMOHHOM YPOBHE IyTeM (pochopHIupoBaHus.

THonunyxneomuogocghopunaza

Komupyetcs renom pnp. T'omorpumep u3 cyObenuuui] pazmepom 77.1 x/la. Katanusupyer oOpaTuMslii
dbocdoponus TOTUPUOOHYKICOTHIIOB C OCBOOOKIeHueM Hykieosmmaudocdaros. Comepxkutr nsa PHK-
CBSI3BIBAIOIIUX JIOMEHA — OJIMH TOMOJIOTHYEH HEKOTOPBIM dykapuoTuueckum rsaPHII, a BTopoit — pubocomHOMY
oenky S1. depMeHT MIMPOKO PACIPOCTPAHEH y OaKTepuid. DKCIpeccust MOJIMHYKICoTuAPochOopmiIaspl, Kak u
onucaHHbIX Bbie PHKa3, HaxoquTcs moa aBTOKOHTPOJIEM.

PHKasa 11

Koaupyetcs renom rnb. Kak u nonunykneotuadochopuiaza, npouecCuBHO ErpagupyeT 0OJHOHUTEBYIO
PHK c¢ 3' xoHma, omHako Jemaer 3T0 MyTeMm ruaponusa, a He (ochopommza MPHK, ocBoboxmas
HyKJIeo3uaMoHopochaTel. MoHOMEp ¢ MoJiekysipHOi Maccoit 72.3 k/la. Coaepxkut kapbokcukonieBoi PHK-
ces3piBatomuit S1 momen. Oxcmpeccuss PHKaser Il HaxomuTcss B OOpaTHON KOppENsMU C YPOBHEM
nonuHyKIeotuadochopmiiasel, 4To npeanonaraet yuyactue 3Tux a8yx PHKa3 B nerpanmanum matpuansix PHK
ApYT Apyra

AKTHUBHOCTh 00€UX DJK30pHOOHYKJI€a3 HMHTUOUPYETCS SJIEMEHTAaMHU BTOPHUYHOM CTPYKTYPBI, OJHAKO
nonuHykiaeotuadochopunaza kK TakoMy HHTHOUPOBAHUIO 3HAUUTEIHHO MEHEE UyBCTBUTEIbHA.

Mynvmubenxogvie komniexcwl deepadayuu PHK.

IIpu ounctke PHKa3pl E u3 E. coli Obin1 0OHapyXeH KpyHHbIH MynbTuOenkoBbiii komriekec — PHK-
nerpagocoma. OCHOBHBIMH KOMIIOHEHTaMH 3Toro komiuiekca seisaoTca PHKaza E, [IH®a3a u PHK-xennkaza
RhIB (Puc. 17.4). Accouunanus PHKa3sl E ¢ [TH®a30ii B 0HOM KOMIUIEKCE JAET MPSMOE JOKa3aTeIbCTBO MX
kooneparuu npu aerpaganu MPHK. B cocraBe kommiekca Takke BBIJCISIETCS €HOJa3a (TITUKOIUTHICCKUN
¢bepmeHT) 1 (B cyOcTexnoMeTpuueckux konndecrsax) nonupocdarkunaza PPK u maneponst DnaK u GroEL;
poJIb 3TUX KOMIIOHEHTOB B Aerpaaanuu MPHK nHescHa.

PHKa3a E — kpynHblii Tpex1IOMeHHBIN 0el0K. DHIOHYKIIea3Hasi aKTUBHOCTh CBS3aHA C AMHUHOKOHIIEBBIM
JOMEHOM. DTOT K€ JOMEH 00Ja/laeT JOTIOTHUTEIBHOW aKTHBHOCTBIO, OTBEYAIOICH 3a JeTrpagaiuio noiau(A) u
nonu(U) xBocToB. KapOokcukoHIIeBas MooBrHHA Oellka B3aUMOJICHCTBYET C TpeMsi OCHOBHBIMU KOMIIOHEHTaMHU
nerpagocombl, Rhi1B, PNPa3oit u enonazoii. Takum o6pasom, PHKa3a E — citoxHBII MyJIBTHIOMEHHBIH OCIIOK,
N-KOHeI[ KOTOpOTro SBJSETCS KaTaluTuueckuM, a C-KOHell BBIIOJIHAET PoJib KapKaca, Ha KOTOPOM COOHparoTcs
OCTaJIbHbIE KOMIIOHEHTHI JETPaZ0COMBI.

Heckonbko wmyneTHOenkoBeix PHK-merpamupyrommx KOMIUIEKCOB, CTPYKTYpPHO W (DYHKIIMOHAIBHO
romoJioruuHbix OakrepuanbHoit PHK-gerpagocome, onmcano y sykapuot. Bece 3TH KOMIUIEKCHI OTBEYAIOT 3a
nerpaganuio PHK B 3'->5" nanpasnenuun. Kommeke, conepskamuii romonoru PNPassl 1 PHKa3e1 E, yuactByer
B mponeccunre u aerpagamuu MPHK B RhIB enolase PNPase
XJIoporulactax MmnuHara. Eine 1Ba KomIuiekca -
omucanbl y gapoxokei. Kommieke mtEXO, RNase E
coJlepKalluii  IK30HYKJIea3y, CXOJHYI0 C
PHKa3zoit Il u3 E. coli, nerpagupyeT UHTPOHBI
MPHK B mutoxoHmpusx  Saccharomyces
cerevisiae. DKk30coMa S. cerevisiae,
y4acTBYIOILIasi KaK B MPOIECCUHTE PUOOCOMHOM
PHK, tak m B pgerpamanmu MPHK, conepxut
mate  3'->5'  sk30puOOHyKI€a3, dUeThpe U3
kotopsix romonornudsl PHKase 11 wim PNPaze Amino terminal Carhoxyl terminal
u3 E. coli. YenoBeueckuid TOMOIIOT APOKKEBOM Catalytic Protein Interactions
9K30HYyKJIea3sl Rprdp ObI1 0OHAPYKEH B COCTABE
0O0JIBIIOTO KOMIUIEKCA, YTO CBUAETEIbCTBYET B
MOJIb3Y HAJNU4MsS DK30COMBI U B KJETKax

Puc.17.4. Illpokapuornyeckas PHK-1erpagocoma
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KUBOTHBIX.

PHK-xenuxaswel 6 decpaoayuu PHK

Unentudpukammst PHK-xemukassr RhlIB B cocraBe OakTepmalibHOW JIETPasiocoOMBbl SBHJIACh TIEPBBIM
cBugerenscTBOM akTuBHOM ponu PHK-xenuka3 B nerpaganuu PHK. RhIB npunagnexut k knaccy DEAD-60kc
oenkoB. Oto cemeiictBo ATd-3aBucumbix PHK-xenukas, uMeronmx 8 KOHCEpPBATHBHBIX MOTHBOB, B COCTaB
KOTOPBIX 00s13aTeILHO BXOAIT aMUHOKUCTOTHI acnaptat (D), rmyramar (E), ananun (A) u onare acnaprar (D).
benku-uneHpl 3TOro ceMeicTBa ydYacTBYIOT B Pa3HOOOpA3HBIX Ipolieccax, BKJIIOYass cOOpKy pubdocoM,
vHunManuio TpaHcasaiuu u crutaicuar PHK. B skcnepumentax in vitro ¢ynkmus RhlIB B coctaBe
JIeTPagoCcoOMbI OblIa YETKO TOKa3aHa. DJIeMeHThl BTopuuHOU cTpyKTypsl B PHK wacto co3zmaror mpensrcTBust
JUIE TIpOJBMOKEHUS TakuxX ¢epmeHToB, kak [IH®aza. Ilokazano, uro mnpucyrctBue RhIB B cocraBe
nerpagocombl ctumynupyer B AT®d-3aBucumoii Manepe aerpaaauuto mpu nomornu [TH®a3er cyberpara c
BBIpa)KEHHOW BTOpHYHOU cTpyKTypoil. RhIB "packpyumnBaer" nByxnenodeuynsie yaactku PHK, uro mo3Bosnser
9K30pHOOHYKII€a3e MPOABUHYThCS Aanblie mo cyoctpaty. RhIB cunpHO akTuBHpyeTcs B3auMMOACHCTBHEM C
kapOokcukonieBoit yacteto PHKa3er E. JlposxokeBsie sk3ocoma u komruiekc mtEXO Takke UMEIOT B CBOEM
cocTaBe XellnKa3ssbl, mogoonsie RhiB.

Tonuaoenunuposanue okasviéaem NPOMUBONONONCHYIU dpdhekm Ha cmaburbHOCMb OAKMEPUATbHBIX U
sykapuomudeckux mPHK.

[onu(A)-nonumepasa 1 (PAP 1) u3 E. coli xonupyercst renoM pcnB (plasmid copy number), KOTOpbIit
OBLIT IEPBOHAYAIILHO UACHTU(GHUIIMPOBAH 10 €T0 JACHCTBUIO Ha KomuitHOCTH miasmua ¢ ColEl perumnkonom. PAP
I ygactyer B nerpagaumu PHK I — HeGonwimoit perynaropnoit PHK, koropas B3aumoneiictsyer ¢ PHK II —
npaiimepom, nnunuupytomumM pervtnkanuio JTHK ColEl. PHK I, Bpemsi momy>ku3Hu KOTOpOW COCTaBIsIET 2
MHUHYTHI, nepBoHayanbHO ykopauuBaeTcsi PHKazoii E Ha 5 nykneorunoB ¢ 5' koHma. Bpems mosyku3Hu
nonydenHoro uurepmenuara (PHK 1.s5) Bozpacraer B 10 pa3 B pcnB mramme (y kotoporo otcytctByeT PAP I
aKTUBHOCTD). E. coli umeer emie oquH 6enok ¢ nmonu(A)-nonumepasnoit aktuBHOCThIO (PAP II). MnaktuBanus
obeux momu(A)-nmonumepas netanbHa. PAP I w3 E. coli TOMONOTMYEH SyKapHOTUYECKHM MOIH(A)-
MOJIMMEPA3AM.

Crenenp nonuaneHuwnupoBanus OaxrtepuanbHbix MPHK HeBbicoka, u y E. coli Tonpko HeOOBIION
MPOLIEHT BCEX TPAHCKPUNTOB  MOJAMAAeHWIMpoBaH. (OOHAKO, HECMOTpPST HAa  HU3KYK  CTEIEHb
MOJTMA/ICHUIIMPOBAHMS, OHO BBINOJHACT CyIIeCTBeHHYI0 (yHkuuio npu nerpananuun PHK. JloGaBnenue
nonu(A) crnocobctByeT aerpaganuu PHK, ubn KOHIIBI 3amUIIEHBI OT JEHCTBUSI IK30HYKJI€a3 BTOPUYHOU
cTpykTypoiil. Takue sx30pubonykneassl, kak [IH®aza u PHKa3za I, nHy>xgarorcs B ogHolenouye4yHoM "xBocte",
3a koTopbiil MOkHO "yxBatuth" 3' koneny MPHK u Hauats ee nerpagauuto. [lonmanennnuponanue 3' KOHIA Kak
pa3 ¥ CO3MIaeT CalT CBA3BIBAHUS I SK30PHOOHYKIIEa3.

OtkpeiTHe nectabwimmsupyromero BiausHus 3' monu(A)-xBoctoB Ha MPHK y OGakrepuit sBuiock
CIOPITPU30M, TTOCKOJBKY Y 3YKapHUOT (PYHKITUS TOJUAICHUIMPOBAHUS TTPOTUBOIIOJIOKHAS (CTAOMIN3UPYIOIIAs).
Takoe ornuune OOBIACHAETCS TeM, YTO MOJHU(A)-XBOCTHI 3YKapHOT 3HAUUTENBHO JUIMHHEE M, KPOME TOTO,
3ammiieHbl  ocoObiM  Oenkom PAB  (poly(A)-binding). KopoTkue He cBs3anHble ¢ OenkoMm  momiu(A)
MOCIIEZIOBATEILHOCTH U Y DYKapUOT OKa3bIBAIOT JecTadmmm3upytomiee neiicteue Ha MPHK.

16.2. Poas co3peBanust MPHK u ee nerpaganuu B KOHTpOJIe IKCIPECCHUU I'€HOB.

OYHKIUOHAIBHO CBSI3aHHBIC T€HBI TPOKAPUOT YaCTO OPTaHU30BAHBI B MOJIUIIUCTPOHHBIE ONIEpOHBI. Takas
opraHuzainus oOyerdaerT KOOPAMHHPOBAHHYIO SKCIIPECCHI0 T€HOB OMEpPOHA, OJHAKO, MOCKOJBKY MPOAYKTHI
pPa3IUYHBIX TEHOB OJHOTO OIEPOHA MOTYT TPeOOBATHCSA KIETKE B PA3IMIHBIX KOJIMYECTBAX, 3a4acTYIO
HE0OXOUM JOTOMHUTEIBHBIA 3Tall, Ha KOTOPOM MOXKET KOHTPOJIUPOBATHCA HSKCIPECCHUsT TE€HOB OJHOTO
onepoHa. Takas "TouHass HacTpoWKa" SKCIPECCHH MOKET MPOMCXOIUTH HA CTAIUU TPAHCISIMH, HO KJIETKa
MOXET OCYHICCTBIISTh €€ M paHblie nmyTem auddepeHmanpsHoro KoHTposias cradmibHoctd PHK. Crnepyer
pasnuyath JBa THUIA BapHAlMid SKCIIPECCHH TeHOB. Bo-mepBhIX, 3(()EKTUBHOCTh TPAHCISIIIMKA U CTAOUIHLHOCTh
MPHK moryT BappupoBaTh OT T'eéHa K I€Hy IOJ JEUCTBUEM LHMC-ACHUCTBYIOMIMX 3JEMEHTOB. Takas Bapuarus
00bIYHO Ha3biBaeTcs Moayssuei. [Tog coOCTBEHHO perylsnueil 0ObIYHO TOHUMAIOT U3MEHEHHE JKCIPECCHH
OTpe/ICNIEHHOTO I'eHa B OTBET HA KaKUe-TO BHEUIHHE WJIM BHYTPEHHUE BO3IEHCTBUS, YTO OOBIYHO MPOUCXOIUT
MOJ1 BIUSTHUEM TPAHC-IEHCTBYIOMINX (HaKTOPOB.
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16.2.1. Mooynayus sxcnpeccuu 2enog uepe3 cmabuivrHocmos ux MmPHK.

B cocraB pap-onepona E. coli BxoauT 11 reHoB, ydacTBYIOIIMX B CHHTE3€ NMHJICH Ha MOBEPXHOCTHU
OakTepwuii, HEOOXOIMMBIX MM JJISl a[re3Ud K MOBEPXHOCTH SIUTEIHAIBHBIX KIETOK MIIeKonHTaomux. [lepBoie
JIBa LIUCTPOHA, papB u papA, npucytctBytoT Ha MPHK, cunTe3upyemoii ¢ mpomoropa papB u TepMUHUPYEMOU
nocie reHa papA. OcTalbHble T€HBl OINEPOHA HKCIPECCUPYIOTCS 3a CYET TPAHCKPUMLIMU Yepe3 ATOT
TepMuHatop. PapA — Hanbosnee MHOro4MCICHHBIH MPOIYKT onepoHa. B o0nactu mMexny renamu papB u papA
umeetr mecto 3aBucuMbiii o PHKasel E nponeccunr MPHK, uto mpuBonut x nHakomnenutro MPHK papA B
3HaYUTENbHO OoJbinuX (Oosee yeM B 40 pa3) KOIMUECTBAX M0 CPABHEHUIO C NIEPBOHAYAILHBIM TPAHCKPUIITOM
papB, 4TO OOBSCHSETCS 3HAYUTENbHO Oosblied xumuueckod cradmibHocThio MPHK papd — Bpems
nonypacnaga MPHK papA coctaBnsier okono 20 MUHYT, TOTAa Kak papBA-TpaHCKpUNTa — TOJIBKO 2.5 MUHYTBHI.

rpsU-dnaG-rpoD onepon E. coli xomupyet Oenok manoi cyobenuHunbl pudocomsl S21 (rpsU), THK-
npaitmasy (dnaG), u ocHOBHO# curma-(axrop PHK-momamepasst 670 (rpoD). Mexuy renamu dnaG u rpoD
pacnonaraercsi cait mnpoueccuara MPHK, uto oOecnednBaer ObICTpYyIO Aerpananuio komupywomed dnaG
nopuuu MPHK. B HopMme kietka comepxut okosio 30,000 monekyn S21, 30-100 monekyn npaitmassl u 3000
Monekyn curma-70. JlecaTukpaTtHblii H30bITOK S21 10 CpaBHEHMIO C CUTMa-(aKTOPOM OOBACHSIETCS HATUYUEM
TEPMHMHATOpPA IIOCJIE IIEPBOrO TEHA OINEpPOHA, TOrJa KaK MaJoe KOJIMYECTBO IpaiMasbl OIPEAEIAETCS
cesiekTUBHOU Aerpanauueit ee MPHK, kotopast nannmupyercs nporeccurom npu nomomu PHKaser E.

16.2.2. Pecynayus cmabunvnocmu mPHK.

CrabwibHocts MPHK ompA 3aBucUT OT cKOpoCcTH pocTa: BpeMsl €€ MONyXU3HH — 17 MHH B
ObICTpOpacTyIIMX KJETKaX, TOTAa Kak B MeJUIeHHO pacTymmx — 4 muH. Takas pasHuLa B CTaOMIBHOCTH
3aBUCHUT OT 5'-HeTpaHcnupyemoi obnactu MPHK ompA. menHo ¢ 3tum ydactkoM cBsizbiBaetTcst 6enok Hfq
(HF-1; mponmykt rena hfg). Css3piBaHue 3TOro Oelika CYIIECTBEHHO CHMkaeT crabuinbHOocTh MPHK.
KonnuectBo Hfq, B cBOIO 0uepenp, CylecCTBEHHO BBILIE B pacTyLIMX MEJIEHHO KieTkax. Takum oOpasom, Hfq
OKa3bIBacT peryisaTopHoe aeiictBue Ha MPHK ompA, perynupys ckopocTs ee nerpajalyy B 3aBUCUMOCTH OT
CKOPOCTH pOCTa.

CrabunbHOCTh TpaHcKkpunrta rnc, kogupytomero PHKa3zy III, 3aBucut ot ckopoctu pocta. OCHOBHas
posns PHKaser III B kiterke — npoueccuHr jummHHBIX pIHK-Tpanckpunrtos, a xosmuectBo 3toii PHKa3zel B
KJIETKE HAXOAUTCS MOJ ayTOreHHbIM KOHTpoieM, nmockoinbky PHKaza III merpaaupyer u cBoil cOOCTBEHHBII
tpanckpunt. Komnyectso pPHK B Ki1eTke 3HaUMTENBHO BO3PACTACT IPU YBEIMYEHUH CKOPOCTH POCTA U MOKET
nocturatb 85% Bceil PHK. Ilostomy Bospocmee xkommdectBo p/IHK-TpaHCKpunTOB KOHKYpUpyeT C
TpaHCKpuITaMu rnc 3a uMmeromuecss moisiekyiasl PHKaszper III, 94TO npuBOOMT K 3aMEUIEHHMIO IIPOLIECCHHIA
MOCJIEIHUX U, CIIEI0OBATENbHO, BOo3pacTanuio konndectsa PHKaszer I11.
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