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PaccMmoTpeHBI 4eThIpe OCHOBHBIX ceMelicTBa TMCTOHOIIOMO0HBIX OeKkoB bakTepuii: HU, IHE H-NS u FIS,
00BbEeIMHEHHBIX HA OCHOBAHUM CTPYKTYPHOTO CXOJICTBA, BHITIOJHSIIOIINX B KJIETKE CrielIu(pUIecKre CTpyK-
TypHBIE U PeryIsiTOpHble PyHKIIMU. [MCTOHOMOMOOHBIE OEJIKM OCYIIECTBIISIOT TOMOJOTMYECKY0 MOIUMU-
KallMIO XpOMOCOMEI (CKpy4YrMBaHMe, U3TMOaHNe, KOMITIAKTU3allKsI) U HENOCPEICTBEHHO PeryJIMpyIoT (PyHK-
LIMOHUPOBAHUE IPOMOTOPOB OTIIEJIBHBIX OTIEPOHOB. [MCTOHOITOIOOHBIE GEJTKU SIBJISIIOTCSI BAXKHBIM 3BEHOM
B PETYJISIIIMM MeTaboJIM3Ma KJIETKH, YYaCTBYIOIIMM B OTBETe Ha U3MEHEHMUSI BHEIIHUX YCJIOBUI M UTpalo-
IIIMM CYIIECTBEHHYIO POJIb B TIepeXo/ie U MOIeP>KaHUY TTOKOSIIIIETOCS COCTOSIHUS Y OaKTepuid.

Posib rTMCTOHOB B OpraHM3alliy XpOMaTUHA SIBJIsI-
€TCsl MPEAMETOM TOAPOOHBIX, UMEIOIINX JUTUTETBbHYIO
HWCTOPUIO HUCCIIEIOBAaHUI B MOJIEKYJISIPHON OMOJIOTUH
9YKapMOTUYECKUX opraHu3dMoB. [Tomumo Toro, 4to
OHU UTPAlOT POJIb CTPYKTYPHBIX PETYJISITOPHBIX 3Je-
MEHTOB, Ha3bIBAEMbBIX “apXUTEKTYpHBIMH  OcIKaMH
(HYKJIEOCOMHBII YPOBEHb KOMITAKTU3allMU ObecIie-
yyUBaeT 6-KpaTHOE YMEHBIIEHUE UITMHBI (QUOPHILIBI
JHK). IicToOHBI 5yKapuOT BBICTYIIAIOT TAKKE B POJIU
peryasiTopoB, KOHKYpUPYS ¢ (paKToOpamMu TpaHCKPUII-
nyuy 3a Mecta cBsa3biBaHud [1]. I1o aHanoruu ¢ syka-
PUOTMYECKUMU TUCTOHAMU Yy TIPOKApUOT BblJEIEHA
rpyIina Tak Ha3blBaéMbIX TMCTOHOMOJOOHBIX OEJIKOB.
OTO0 OCHOBHBIE, accoumupoBaHHble ¢ JJHK Oenku,
KOTOpPBIE XapaKTepU3YIOTCS HEBBICOKOW MOJIEKYJISIp-
Hoii Maccoii (16—20 kJla) ¢ OTHOCUTEIBHO BBICOKUM
conepxxaHueM B kjeTke [2]. [lepBoHayasibHbIE TIpe-
CTaBJIEHUST O TUCTOHOMOMOOHBIX OelKax, Kak OpraHu-
3aTopax OaKTepuaIbHOTO HyKJIeoMaa, OKa3aJluCh He-
MoJIHBIMU. B HacTosiiiee Bpemsi HAKOIMWJIOCh AOCTa-
TOYHO JIaHHBIX, TO3BOJISIIOIIMX YTBEPXIATb, YTO
O€JIKM 3TOro CEMEeCTBa UTPAIOT POJIb KaK B PETYJISILIMA
aKTUBHOCTH OTIEJbHBIX TCHOB, TaK U APYTUX ITPOLIeC-
coB, cBs3aHHbIX ¢ [IHK, Takux, Kak peKoMOUHAIs 1
peruukanys. BBIIENSIOT 4eThlpe OCHOBHBIE TPYITITHI
TMCTOHOITIOOOOHBIX OEJIKOB, OObEAMHEHHbBIX IO CTEIIe-
HU TOMOJIOTMM aMMHOKMUCJIOTHOM TOCjen0oBaTeIbHO-
ctu: HU (histone-like proteins Escherichia coli, U93),
H-NS (histone-like nucleoid structuring proteins), IHF
(integration host factors), FIS (factors for inversion
stimulation). Takxke CyIIECTBYIOT TMCTOHOIIOJOOHBIC
0eIK1, He UMEIOLIUE TOMOJIOTUM C MPEACTaBUTEISIMUA
YEeThIPEeX OCHOBHBIX I'PYII.

Cemeiictso HU. Briepsoie HU oxapaxktepr3oBaH B
1975 1., KaK TMCTOHONOIOOHKI OeJiok mTamma E. coli
U93 [3]. benku cemeiictBa HU, obHapy>keHHbIE IpakK-
TUYECKH Yy BCeX 2y0aKTepuii (TabJIMiIa COCTaBIeHa C MC-
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nosib3oBaHueM 0asbl gaHHbIX NCBI 1 mporpamMmbl
BLAST), o6pazoBaHbl 1Bymsi cyobenvHuiiam, HUa 1
HUP [4]. Cyorenuuuiia HU mipencrasieHa o-crivpa-
JIbIO, HAKPBITOM [3-CIIOSIMU, KOTOPBIE TIPOIOJDKAIOTCS B
B-Tsoxu, opmupyone TOABMXHBIE “pyku”. DTH
“pykn” comepxkaT Ha KOHIIE OCTaTOK ITPOJIMHA, KOTO-
poiii mo3BosisieT u3rnbath JAHK myrteM BcTpauBaHus
MeXIy TmapamMu ocHoBaHUM [5]. TTo-BuaMMomy, ogHOMI
monekynsl HU goctaTouyno mist oOpa3oBaHus M3ruoa
OHK [6]. CesaseiBanue HU ¢ IHK nmeer Hecnierdu-
YeCKHU XapaKTep, HO CYIIECTBYeT MPEANIOUYTEHUE B CBSI-
3bIBAHUU CO CTPYKTYPHBIMM MCKaXKEHUSIMU, TAKUMU,
Kak pa3pbIBbl OJTHOM WJIN IBYX LIETIEN, a TAKXKE C PEIIv-
KaTMBHBIMM BWJIKamMu [7, 8]. ITToMMMO OCTaTKOB IIpO-
JuHa, B obpaszopanue m3rnda JHK, mo-sBumumomy,
BHOCSIT BKJIaJ] O€JI0K-0€IKOBbIEC B3aMOJIEUCTBUST MEXK-
Iy numepamu. Takrie B3auMOAEHCTBYS, HAITpUMep, 00-
Jieryarot (popmMupoBaHue HUKInYeckux Mosiekya JTHK
in vitro |9]. ®yakIIMoHanbHasI posib HU, Kak mosararor,
COCTOUT B y4aCTMU B TIpOLIECCax CyMEepPCKpyUYUBaAHMSI
JHK. Tak xpoMocoMBbI 1 TU1a3MuIbI E. coli, sKcTipeccn-
pytoieit myrantHblii HU, yacTiaHo pacruieTeHs! [3,
10]. Cynepckpyuusanue JAHK, BeizBanHoe HU, npu-
BoauT K crabmmzaunn JIHK-6e1KoBbIX KOMITUIEKCOB
[11]. HU MoxeT ObITh 3aMEHEH 3yKapUOTUUECKUM TH-
CTOHOBBIM OesikoM cemerictBa HMG1/2. ®dusnonoru-
geckue aedeKkTel MyTaHTOB E. coli 110 reHaMm hupA, hup B
MOTYT OBbITh YCTPaHEHbI TTPOIYKIIMEN MUTOXOHIPHAIb-
Horo 6erka apoxckeit HM n snepHoro 6enka JposcKei
NHP6A/B. Tak xe, kak HU, a1t Genku CriocoOHbBI
cBs3biBaThesl ¢ JIHK, BbI3biBast u3ruoe [12, 13].

OpnHako, KpoMe cTpyKrypHoii ponu, HU nmpuHuma-
IOT y4acThe B PEryJisiiiy aKTUBHOCTU Psida MPOMOTO-
poB. Tak, Hanpumep, HU ydacTByioT B obecrieueHUMn
GalR-3aBucumoii pernpeccuu rpomoropa E. coli gal P2.
BzaumoneiicteBue HU ¢ JIHK mo3Bosiser Tterpamepy
GalR dopmuposath neTio Ha MecTe rmpomoTopa. [1pu
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AHYYUH u np.

CrerieHb TOMOJIOTUY TUCTOHOIOAOOHEIX OEJIKOB B HEKOTOPLIX TAKCOHAX 6&KT6prI I10 CpaBHCHUIO C TUCTOHOMNOAOOHBI-

Mu 6eakamu E. coli

TakcoH HU IHF H-HS FIS

Actinobacteria 32-47% - — —

Bacteroidetes 59—-60% — — OO6HapyXeH ToJIbKO Y Para-
bacteroides distasonig (41%)

Chlamidiae — 25—-35% - —

Cyanobacteria 41-47% - — —

Bacillales 37—47% - — —

Clostridia 32—46% - — OOGHapyxeH Tolbko y Thermo-
anaerobacter sp. (35—43%)

Lactibacillales 44—-39%, y Carinobacterium sp. — - -

u Enterococcus sp. He oOHapyKeH

Mollicutes 22—-39% — — —

Rickettsiales 27-32% — — —

Bordetella 42% 65% — 40—45%

Burkholderia 38—40% 75% — —

Neisseriaceae 36—40% 69—73% - O6HapyxeH TobKo y Chromo-
bacteria violaceum (47%)

Enterobacteriales 61-100% — 48—100% 41-100%

9TOM UMEET MECTO CITelIM(UIHOE COeAMHEHNE AUMEpPa
HU u GalR [14]. [TonoGHBII MexaHW3M ompenessieT
JIOKaJIM3a1yio Havajaa Mu-TpaHcro3unuu [4].

JIns1 HEKOTOpBIX OaKTepHWii IMPOAESMOHCTPHUPOBAHA
BaxKHOCThb OejikoB ceMelictBa HU s menenwms. Tak,
roKazaHa HeBO3MOKHOCTb TTOJTy4eHUsI HOJIb-MYTaHTOB
o TeHy rucroHoromobHoro Oeinka HLP (romosory
HU) nna Streptococcus intermedius, 11TaMM KOTOPOTO €
WHOYLMPOBAHHON TPAHCKPUIILMEN AHTUCMBICIOBOM
Si-Alp PHK Tepsu1 crtocoOHOCTH K POCTY U IEMOHCTPH-
poBajl 3HAYUTEJIbHbIE U3MEHEHUST MOP(OJIOTMU KJie-
TOK U KJIETOUHOI cTeHKU [15]. CTOUT 3aMeTuTh, 4TO
WHAaKTUBALIMSI TEHOB Ay y psiia IpYTuX OaKTepuid Mpu-
BoJMJIA K JepeKTaM UX pocTa, HO, TEM HE MEHee, TaK1e
KJIETKM OCTaBAIMCh CIIOCOOHHI K JejieHnI0. bblTo Tak-
ke nokazaHo yyactue HU B mpoleccax penapauyu
JHK in vitro [16].

MuKoOGaKTEpMU TaKXKe CUHTE3UPYIOT THCTOHOITO-
nobnbie 0esiku — HLP (HupB, MDP1), 6imm3kue K 6en-
KaMm HU npyrmnx sydbakTepmii, HO OTIIMYAIOIINECS OT HUX
aMUHOKUCJIOTHOU TtocienoBaTesibHOCThi0. HLP 60i1b-
uie 1o pasmepy apyrux HU GenkoB, N-KOHIieBas Mo-
cirepoBaTennbHOCTE HLP MmkoGakTepmit roMmonornasa
N-koH1eBoit nocnenoBaTenbHocT HU, C-KoH1ieBoi
JIOMEH, OOraThIii IIPOJIMHOM, aJTAHMHOM U JIN3HOM, CO-
JIEP>KAT MOTHUB, COOTBETCTBYIOIINI 3yKApUOTUIECKOMY
rictoHy H1, KOoTopbIii BKITIOUAET ITOBTOPSIIOILIMECS T10-
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cienoBarenbHocT PAKKA, obecnieunBarorye Hecre-
mmduyeckoe cBs3biBaHue 6enka c JHK [17].

benxu HLP mukobakTepuii, 1mo-BUAUMOMY, HEOO-
XOIWMBI JUISI TIepesKUBaHUST CTPECCOBBIX YCJIOBUiA. Tak,
XOJIONOBOM 10K Y Mycobacterium smegmatis NpUBOIUT
K ycwieHu1o aKkcnpecuu Alp reHoB [18]. Honb-MyTaHT
M0 TUCTOHOITIOAOOHOMY O€JIKY OKa3aJICsl HECITOCOOHBIM
K pocty nipu 10°C [19]. YeuneHue ypoBHSI 5KCIIPECCUU
hlp Takke OBUIO BBISIBIEHO Y MOKOSIIINUXCS KIIETOK
M. smegmatis B MUKPOa3pOPUITbHBIX YCIOBUSIX (MOMIETh
Boaiina) [20]. ITo-BummMomMmy, 3To 00yCJIOBIEHO HEOOXO-
JIMMOCTBIO CTPYKTYPHOI MEPECTPOMKU HYKJIEOU 1A ITPU
¢GopMUPOBAaHUM COCTOSIHUSI TIOKOsl. TeM He MeHee,
HOJIb-MYTAHTHI 10 TeHY //p 0Ka3aJI1Ch CIIOCOOHBI Mepe-
XOIUTb B HEPEIUIMKATUBHOE COCTOSTHUE, 1 XKU3HECIIO-
COOHOCTB KJIETOK B 3TOM COCTOSTHUM HE OTJINYAJIach OT
IUKoro tura M. smegmatis. ABTOpPBI TIPEITTOJIOXKWIIN,
YTO 3TO MOXKET OBbITb CBSI3aHO C HAJIMUMEM JPYTUX
JHK-cBsi3b1BaloInx 0EJIKOB, CIIOCOOHBIX KOMIIEHCU-
poBaTb HeocTtatok HLP [20]. DTuM naHHBIM IPOTUBO-
peyaT pe3yabraThl SKCIIEPUMEHTOB, TTOJIYYeHHBIX Ha
npyroit Moaenu nokost M. smegmatis. bblio mpoaeMoOH-
CTPUPOBAHO, YTO HEKYJBTUBUpPYeMble (DOPMbI HOJIb-
MYTaHTAa 110 TeHY /1/p HeCOCOOHBI K PeaKTUBALIMKU B OT-
JINYKE OT KJIETOK JUKOTO IIITAMMA, YTO CBUAECTEILCTBY-
eT o BaxHereit ponu 6enka HLP B (hopmupoBaHuu
COCTOSTHMSI TTOKOsT MuKobakTepuii [21]. Ha Mmonenm o6-
pa3oBaHUsl KYJBTUBUPYEMbBIX TOKOSIIUXCS (DOpM,
Ne 6
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MOpPGOJIOrMYecKU OTJIMYHBIX OT BET€TaTUBHBIX KJIETOK,
nokasaHo, yto orcyrctBue HLP He Biusier Ha ob6pazo-
BaHME MOP(POJIOTMYECKU OTJIMYHBIX (POPM, HO €ro OT-
CYTCTBUE MIPUBOAMT K IMOTEPE YCTOHUMBOCTU 3TUX (DOPM
K CTpeccoBbIM (hbaKTOpaM TaKKWM, KaK MOBBIIIEHHAs
TemIieparypa 1 yisrpaduoet [22]. VIuBUTEIbHBIM SIB-
nstercs pakt, yro HLP, moMruMo mpucyTCTBUS B 1IIMTO-
ria3Me, BO3MOXHO, JIOKAJIM3YeTCsl TaKKe M Ha BHEI-
Hell MOBEPXHOCTU KJIETOYHOM CTEHKM MUKOOAKTEepUi
(3ameTuM, TeH Alp He coOepXUT CUTHAILHOM ITOCIIEI0-
BaTeJIbHOCTH, OOECIIeUMBAaIOIICl CEKpelrio OesKa).
boiee Toro, mokazaHo, uro HLP peryimmpyet GyHKIIMIO
MUKoJITpaHchepas, HeMOCPEACTBEHHO CBSI3bIBASICh KakK
C HUMM, TaK U ¢ CyOCTpaTOM — TPerajlo30MOHOMMKOJIa-
TOM Ha MOBEPXHOCTH KJIeTouHOI cTreHku [19]. HLP ur-
paeT poJib B KOJIOHM3ALNM TKaHeit S. infermedius i My-
cobacterium leprae. Bo3MOXHO, UIMEHHO C KJIETOYHOM
CcTeHKoM cBs13aHo ydyactiie HLP B omHOM M3 KITFOUeBBIX
3TANoB IaToreHe3a — aare3uu [23, 24]. OgHako Takas
cBs13b HLP c 6akTepranbHOU cTeHKou M. smegmatis He
ObL1a oOHapyxeHa [24].

CemeiictBo IHF. benok IHF nepBoHayasibHO ObLI
OTKPBIT KaK Ko(aKTop caliT-crieliMdruIecKoil CUCTEMBbI
pexomomnHatmu [2]. ITo cBoeit crpykrype IHF sasisieTcs
romosioroM HU (30—40% uneHTHIHOCTH).

B ommmuue or HU, IHF — oGnuraTHbIit retepoau-
Mep. Ero criocoGHOCTh K HecIeIM(MPUIECKOMY CBSI3bIBa-
auro ¢ JIHK 3naynTensHo cnabee, ywem y HU [25]. IHF
crienGUIEcKu CBA3bIBAaeTCsl ¢ caiiTaMu, coaepKalliu-
mu niocienoBaTesbHocTh Buga WATCARXXXTTR. Tie
W—-sr0o Anmn T, X —s10 A, T, Criut G; R — 310 A 1ym
G. Takas cBsi3b o4ueHb TpouHa [5]. IHE, no-Buarmomy;
UrpaeT BAXKHYIO pOJib B OpraHU3allMy Hykjieouaa. bbuio
noka3aHo, 4yto IHF MozkeT koHneHcupoBaTh TMHEHHYIO
mosiekyity JIHK B Gosiee KOMITAaKTHYIO TPOW3BOJBHO
CKpy4deHHYIO CTpyKTypy [4]. TToMmMoO opranmzanum
Hykiteonaa, IHF ydacTByeT B HEKOTOPBIX PEryIsITOPHBIX
nporeccax. Tak, 3ToT 6eJI0K UrpaeT BaxKHYIO POJib B IO-
PUM30HTAIBHOM NepeHOCe TeHOB. AKTUBAINS OaKTepH-
aJIbHOTO TpaHcIio30Ha Tnl0 obecneunBaeTCss MHIYLIM-
poBanHoit IHF niepectpoiikoii JIHK u cBsizbiBaHUEM
0eJika ¢ TpaHCITO30COMOHA.

IHF mpucoenunsieTcs K crieluprIecKIM caiiTaMm B
poMOTOpHOU obnactu, opmupys netu JHK, mos-
BoJssTIone B3ammopelictBoBath PHK-mommmMepase u
yIaJICHHBIM PeTyIITOpHBIM Oenkam. [TomooHbIM 00pa-
30M, OH 0O0Jier4yaeT cOOpKY KOMILIEKCOB MHUIIMALIUY B
ori-caiitax mna3mun [6]. Tak ke, kak u HU, IHF ctumy-
mupyet paciuieranue JIHK B obnactu oriC'y E. coli, pe-
TyIMpyst COOPKY MpPepeIuIMKaTUBHOIO KoMITIeKca [26].
V Pseudomonas fluorescens 1HF ydacTtByeT B peryiasinumn
aKcnpeccuu onepoHa styABCDE, OTBETCTBEHHOTO 3a
cuHTe3 ctupeHoB. IHF cBs3bIBaeTCs1 ¢ yyacTKOM Ipo-
MOTOpa, KOHKYpHUpys ¢ StyR-P u nipensitcTByst hopmu-
posanwuto nemn JIHK, mogasistonneit sKCrpeccuto sty-
ABCDEFE [27]. AHanornuynbiM obpa3oM y E. coli IHF
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obecrieunBaeT perysuuio Ipomoropa hpaGEDFHI
OIIepOHa, OTBETCTBEHHOIO 3a KaTabo/IM3M apoMaThie-
ckux coenuHeHuii. IHF konkypupyet ¢ CRP (catabo-
lite repression protein), KOTOpBI IIOAABJISIET TpaH-
ckpunuuio hpaGEDFHI oniepoHa [28].

Cemeiicteo H-NS. Pasmepnl 6esikoB H-NS 0113ku
kK HU (15.5 x/1a). Monekyna conepxut 136 aMrUHOKMC-
JIOT X COCTOMT 13 IBYX HE3aBUCUMBIX TOMEHOB. I1epBhie
64 octarka GOPMUPYIOT CTPYKTYPY, CITIOCOOHYIO OJI0KU-
POBaTh aKTUBHBIN LEHTP MOJTHOPA3MEPHOI MOJICKYIbI
B pe3yJibTaTte 0e/I0K-0eKOBbIX B3auMoaeicTBuil (00-
pasyercs rerepoaumep). OcraBiivecss aMMHOKMCIIOTHI
(bopMupyIOT aHTUTIApAJUTENBHBIN [3-CIIOM, OL-CITMPaTh
u 3 -crvpaib, GopMUpPYIOLTYI0 TUAPOGOOHOE SIIPO.
MIMeHHO 3TOT JOMEH OTBETCTBEHEH 32 B3aMMOIEHCTBHE
H-NS ¢ JIHK [29]. Bo MHOTUX GaKTepUaJIbHBIX TAKCO-
Hax H-NS konupyercst HECKOJTbKUMU T'eHaMu, He3Ha-
YUTEIBHO OTIIMYAIOLIUMUCS APYT OT IpyTa (0 MATH KO-
it y Pseudomonas putida v Shigella flexneri) [30]. D10
JIaeT BO3BMOXKHOCTD MPEAIONOKUTh, YTO B OMHOM KJIeT-
K€ MOXET HaXOIUThCS HECKOJIBKO TUITOB TaKUX MOJIC-
KYJI, KOTOPbIE CIIOCOOHBI (DOPMHUPOBATh I'eTEPOANMEPHI
u omuromMepsl [31, 32]. CeaseiBanue H-NS ¢ ITHK He
crneun(pUIHO, OTHAKO OOJIACTH C BHICOKHAM COIEpXKa-
HueM AT okasbIBaloTCsl 0oJjiee MPearnoYTUTETbHBIMU
[4]. Pematomiee 3HauyeHue ajis cBsi3biBaHUSI ¢ H-NS
nmMeeT cterieHb u3ornyroctu AHK. In vitro 6110 T1IO0KA-
3aHO, uro H-NS 1m1oxo camurcst Ha c1abo M30THYTHIN
yagactok JIHK, HO aeMOHCTpHpyeT O4YeHb BBICOKYIO
a¢GUHHOCTH K CJIbHO M30THYTHIM Y4aCTKaM MOJIEKY-
bl [33]. CienyeT oTMETUTD, YTO 3(P(MEKTUBHOCTD CBSI-
3piBaHNsT H-NS ¢ TpaHCIT030HOM OKa3ajlach He3aBUCH -
Moli ot cTerieHu n3orayroctu JIHK [25].

OCHOBHBIMU (PYHKIIMOHAJIBHBIMU €IWHUILIAMU
H-NS gaBnsiorcst aMMepbl, KOTOPBIE, B CBOIO OYEpEb,
OJIMTOMEPU3YIOTCS, (DOPMUPYS CIOKHbBIE CTPYKTYPBI 1
cBsi3bIBast pasnuHbie yuactku JIHK. H-NS cnocobeH
coennHATh nBa yyactka JJHK HamomoOme 3acTekkii-
MoOJIHUM [2].

IMo-Bumnmomy, H-NS sBasiercsi aHTaroHMCTOM
HU, BBITOTHSS TIPOTHUBOIIONIOXKHBIE (DYHKIIMU B (POp-
MUPOBAaHUM CTPYKTYPHI HyKJICOMIA U B PETYJISILINUA DKC-
nipeccuu reHoB. ITpu HU3KkMx KoHueHTpaumsix HU yme-
peaHo kKommnakTusnpyeT JAHK, dhopmupyst mogsrkHBIC
M3TMOBI ¥ CYIIEPCKPYIEHHOCTbD.

ITpu yBenmmyennu koHueHTpauuu 6enka HU JHK
nprodpeTaeT (PopMy KECTKUX, CITMPAIBHBIX TSKEi,
npu 3ToM HU He BbI3bIBaeT 3HAUMTEbHON KOHIEHCa-
1 [IHK, a obecrieyrBaeT OTKPBITOE COCTOSTHUE LIUK-
ymaeckuMm Monekynam JHK (Hanpumep, mmasmune
pUCI19). Monekyaa riprooperaer (opMy MIeaTbHOTO
KOJIblIa, KOTOPOE TTOAIEP>KUBAETCS 3a CUeT OeTI0K-0e-
KOBOI'O B3aMMOJENCTBUS MexXIy numepamu. B 1o xe
Bpemsi B ripucytctBurM H-NS npoucxonut KoMmakTH-
3alIMsT TAKWX TUIA3MUJI 10 TAaHTEJIC00Pa3HOM CTPYKTYPHI.
Ne 6

ToM 47 2011



638

benok HU crioco6eH JiokanbHO 00paniath BEI3BAHHYIO
H-NS xongencauuio JHK [10].

AxtusHocTh PHK nonvmMepasbl chara T7 3HauuTE b~
Ho BbIre B ripucyrctBur HU, B 10 ke Bpemst H-NS, xak
MpaBUJIO, pabOTAEeT B KAUECTBE peIpeccopa TPaHCKPUII-
uuu. [Tomumo 3toro, y Hojb-myTaHToB o HU Ha-
OromaeTcsl yCWICHME ITOHABJIICHUSI TPaHCKPUIILINN
HEKOTOPBIX T€HOB, ITO-BUAVMOMY, 3a CUYET JEHCTBUS
o6enkoB H-NS. HU cnocobeH ocinabuTh Takoe Io-
JIaBjieHue TpaHckpuliuuu [34]. BeUio mokazaHo, 4To
H-NS nopapisieT 3KCIIpecCuio MHOTMX, HE CBSI3aH-
HBIX MeXIy cOo00li reHOB IpaMOTpHLIATEIbHBIX 0aK-
Tepuii [35, 30], yTo mo3BonsieT paccmarpuBath H-NS B
KayecTBe TIToOabHOTO peripeccopa. Peakue ciayyan
ycuieHus aKkcnpeccuu reHoB H-NS, Buaymo, oobsic-
HSTIOTCSI €TI0 HETIPSIMBIM JIEICTBUEM, BEPOSITHO, 3a CUET
B3aUMMOJICUCTBUSI CO CITeU(PUIECKUM JIJIsI TaHHOTO Te-
Ha peripeccopoM [36]. CyiecTByeT psif OOLIMX YePT B
MexaHrn3Max nomasineHust H-NS TpaHckpumiium pas-
HbIX TeHoB. IlociaemoBaTenbHO IIPOMCXOAAT CIEIYIO-
e coObITUsI. beok caguTcst Ha M30THYTHIN Y4aCTOK
JAHK, comepxammuii mpoMOTOp, MPUYEM CAUTOB CBSI-
spBaHus H-NS, kak muaumywMm, asa. [1pu aTom 4acth
JHK, “orceuennass” H-NS komriekcom, hpopMupyer
MEeT/II0, B KOTOpOIi oKa3biBaeTcsl 3axBauyeHHo PHK
noymmMepasa [4, 10].

Cnocobnocte H-NS o6pazoBeBate JIHK mnernm
0o0ycJIOBJIEHA ero CTPYKTypoit. N-KOoHel obecrieynBacT
BO3MOXHOCTb (hOPMUPOBaHUSI OJIMTOMEPOB, a JBa
(GYHKIMOHANIBHBIX HOoMeHa Ha C-KOHIE MO3BOJISIIOT
obpaszoBeiBaTh cBsi3u ¢ JJHK. Ommromepsr H-NS 3a-
MBIKAIOT CMEXHbIE€ O00JIACTM PacCTSHYTbIX YYacCTKOB
JHK, B pe3ynsrate oopasyercst newis [31]. DT cTpyK-
TYPBI MOT'YT OBITh Pa3pyLLIEHBI APYTUMU TMCTOHOIIOO00-
HbiMH Oenikamu (HU) mim oObIMHBIMM TPaHCKPUITIIA-
OHHBIMU (PaKTOpPaAMU, a TAKKE TeMIIepaTypHBIM BO3ICI -
CTBHUEM U U3MEHEHUSIMU OCMOTUYECKUX XapaKTEPUCTUK
cpenpl. TaknM 00pa3oM, MHOTMM T'eHaM HEOOXOIMO
BHeEIITHee Bo3deiicTBUe i TipeomoieHuss H-NS pe-
nipeccuu [37]. Cnemyet otMeTuTh, uTo H-NS MoxkeT 006-
pa3oBBIBaTh TeTepoMepbl ¢ APYrMMM Oenkamu. Tak, y
HEKOTOPBIX IPaMOTPULIATEIIEHBIX OaKTepHii TOT reTe-
poMep BKITIOUAeT 0esToK StpA, ocIe10BaTe IbHOCTD KO-
TOpOoro umeeT 58% CXOACTBa C MOCIEN0BATEILHOCTRIO
H-NS. BiugHue momoOHBIX KOMITUIEKCOB Ha aKTUB-
HocTb H-NS B Hacrostiee Bpemst He sicHO [4]. Hakor-
JIEHO OOJIBIIIOE KOJIMYECTBO JaHHBIX, CBUIETEIbCTBYIO-
X o kmouyeBoit po H-NS B obecrieueHnn “moirya-
HUST” TEHOB, BXONSIIMX B TaK Ha3bIBacMBIC “OCTpOBa
natoreHHoctn” PI (pathogenity islands), HarpuMmep y
Yersinia v Salmonella |38].

IMo-Bumumomy, H-NS, Tak ke, xak u 6enku IHE,
MIPUHUMAET y9acTHe B TOPU30HTAILHOM IIE€peHOCE Te-
HOB. Tak, y MyTaHTOB C TTIOBPEXXKIEHHBIM T€HOM /s Ya-
crota TpaHcrno3uuuu Tnl0 3HAYUTETLHO CHIDKaIach
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[39], a nobaBnenne H-NS B peakiinio TpaHCIO3UIINM in
vitro ctumynuposao ee [40].

CewmeiicTBo FIS. FIS sBnsieTcs roMmoaMepoMm, Kax-
Jiasi CyObeIMHUIIA KOTOPOI'O COCTOUT U3 98 aMMHOKUC-
JI0T. N-KOHell ri0oK 1 HeopraHn3oBaH. OH MepexoauT
B 4 o.-cIiipaiu, COefUHEHHBIE C IBYMS CITMPaJISIMU
C-KoHIIa, OTBeTCTBeHHOTO 3a cBs13piBaHme ¢ JJHK [41].
B Boicokux koHneHTpanusx FIS criocobeH cBsI3bIBaTh-
cs ¢ IHK necrienmnguuecku, ogHako B kiietke FIS cBsi-
3pIBAaCT W M3TM0OaeT TOJBbKO onpeneneHHbie JJHK mu-
1reHu [42]. OTHocuTebHOE conepxkaHue B KieTke FIS
HaunboJiee BEJIMKO B OKCIIOHEHIIMAIBHOU (pa3e pocTa, a
C HACTYIUIEHHEM CTallMOHAPHOM (ha3bl €ro KOJIMIEeCTBO
pe3ko nagaet [43—45].

FIS wurpaer cylleCTBEHHYIO pOJb B PEryjsSLn
JAHK-cBs13aHHBIX TTPOIIECCOB. DTOT OEJIOK paccMar-
puUBaeTcs Kak ri100aJIbHBII PEryJIsiTop MeTaboanu3ma,
BAUSTIONINI Ha (PU3MOJIOTUIO KIIETKU ITyTeM M3MEHE-
HUS CTPYKTYpHI XxpoMocoMHI [44]. Tak, FIS crmoco0-
CTBYeT YCWJICHUIO TPAHCKPUIIIUU IIyTeM yYMEHbIIIEe-
HUS yPOBHS HeraTUBHOM cynepcrimpanu3anuu JIHK.
Csa3p FIS ¢ IHK obecrieunBaeT BbIIEICHUE TIETIN
U3 CyIepCKpy4eHHOM MoJieKyibl. IIpemmonaraercs,
yto FIS nokanbHO peryaupyeT YpOBEHb CyNEepCKpY-
gyuBanusd JIHK, nis o6ecrieueHust ero Ha ypoBHeE, OII-
TUMAJILHOM IjIs1 (PYHKIIMOHMPOBAHUSI IIPOMOTOPOB,
KOTOPBIE pacIiojiararoTcsl Ha arekcax chopMUPOBaH-
Hol netnu [46]. YposeHb cyrnepckpyunBanus JHK
KOHTPOIUPYETCS ABYMSI IIPOTUBOMNOJIOXHBIMU IIPO-
neccamu: padorou JJHK-rupassl m Tormomsomepas.
FIS nonaBneT akcnpeccuto reHoB gyrA u gyrB, xkonu-
pytomux JIHK-rupasy y E. coli. OH cBSI3bIBaeTCs C
KOMILJIEKCOM MHULMAIUWA TPAaHCKPUIILIMU gYyTA U
gyrB 1 IpeIsITCTBYET ero IIepexoay B OTKPHITOE, aK-
THUBHOE COCTOSIHME, OJIOKMPY# 3Kcrpeccuto [47]. OH
TaKKe aKTUBUPYET OIUH U3 IIPOMOTOPOB f0pA, KOTUpY-
IOILIMI TOOM30Mepa3y 1, B OTBET Ha AEHCTBIE OKMCIIN-
TeJbHOTO cTpecca [48].

FIS yyactByeT B peryiasiiimy reHOB BUPYJICHTHOCTH
6akrepuii. OH moganisieT BhI3BaHHYI0O H-NS penpec-
CUI0, HaIlpUMep, aKTUBUPYS Te€Hbl BUPYJICHTHOCTH Yy
Shigella. TToBbilieHUe KoHLeHTpalmu FIS mpuBoaut K
orcoenuHennio H-NS or ITHK un mHmynupyer skc-
npeccuto virF [49]. YpoBeHb TpaHCKPUITLIMY TeHa fis 3a-
BUCUT OT KoHIeHTpaumu FIS Genka, KoTopblit mogaB-
JIsIeT COOCTBEHHBIIA IPOMOTOP I10 IIPUHITAITY HEraTuB-
Hoit ayroperyssiumu [50]. FIS yBennunBaeT cKOpocTh
TPaHCKPUIILIMU B IIPOMOTOPAX HEKOTOPHBIX TeHOB E. co-
li, B3aumoneiicTBys ¢ o-cyobeauHuieii PHK -mmomame-
passl [51]. Tak, FIS obecrieunBaeT peryisiuuio ImpoMo-
TOPOB pMOOCOMAJIbHBIX T€HOB, BBI3bIBAsl YBEIMYCHUE
ypoBHs ux TpaHckputiuu [52]. Kpome toro, FIS mo-
>KeT paboTaTh B Ka4eCTBE perpeccopa TPaHCKPUIILIUH,
HampuMep, OCJIa0JsIsI AeCTBUE IPOMOTOpa, KOHTPO-
JIUpyIoLIEero guaBA oniepoH, OTBETCTBEHHBIN 3a CUHTE3
I'M® [53].
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Hapsny ¢ IHE FIS perymupyer mpoMoTop orriepoHa
hpaGEDFHI, oTBeTCTBEHHOTO 3a KaTaboJu3M apoMa-
TUYECKUX coeauHeHuii v E. coli. Ha Goraroii cpene
(LB), FIS monapisier paboTy 3TOro mpoMoTopa, BbI-
KJIIo4asl JaHHBI KaTtaboaudeckuii myTh [28]. PaGota
MHOTMX ITPOMOTOPOB 00ECIIeUrBaeTCs IMyTeM B3auUMO-
neiictBus ¢ IHF u FIS. Tak, aktuBaums xir ornepoHa
E. coli (komnpyeT NADH-3aBUCHMY10 HUTPUTpPEIyKTa-
3y) peryiastopHbiM FNR 6enkom Mmonynupyetcst IHF u
FIS. IIpomoTop nir conepXuT ABa caiiTa CBSI3bIBAHUS
IHE CsaszbiBanue IHF ¢ nmepBbIM NpuBOAMT K perpec-
CHUH, CO BTOPbIM — K aKTUBALIMM TpaHCKpUITIu. CBsi-
3piBaHue FIS ¢ atmiM mpoMoTOpoM IIOHaBIISIET TpaH-
ckpuriuio [54]. ITopaBiieHre TPaHCKPUIILIMM OIIepOHAa
BBI3BaHO HapylleHneM cBs3biBaHusT PHK-nmomimepa-
361 ¢ TpoMoTopoM nocie cBsi3biBanms ¢ IHF u FIS. ba-
JIaHC MEXIy aKTUBAIME U perpeccueit orepoHa oe-
kKamMm IHF m FIS obGecrnieunBaeT TOHKYIO PETYJISIIIAIO
npoliecca CUHTE3a HUTPUTPEAyKTa3kbl [S5].

CylecTBYeT psili MaJIOM3Y4eHHbIX TMCTOHOIOA00-
HBIX 0€JIKOB, KOTOpble HEBO3MOXHO OTHECTH HU K OI-
HOMY U3 MSITU ONMCAHHBIX CEMENCTB U3 BbIILIEIPUBE-
JIeHHol kinaccudukanum. Tak, y Mycobacteium tubercu-
losis GbU1 OOHApPYKEH T'MCTOHOIIONOOHBIN OeaoK Lsr2.
Ero nocienoBaTeibHOCTb HE SIBJISIETCSI TOMOJIOTUYHOM
HU OIHOMY JIPYTOMY TMCTOHOIIOAOOHOMY OefiKy. DTo
HeOOJIBILION OCHOBHBIN OeIoK ¢ Maccoit 12 x/la, cro-
COOHBIIi O0pa30BbIBaTh MYJIBTUMEPHBIE CTPYKTYPHI.
Lsr2 necneumdpuuecku cps3biBaercs ¢ JJHK, otmaBas
MPEANOYTEHUE €€ LIMKIMYECKUM BapraHTaM, BbI3bIBasI
cynepcnvpaim3ainio. OToT 0el0K OTBETCTBEHEH 3a
nojaBjieHue akcapeccu efpA n ini BAC, BBI3bIBAIOIINX
ycToituuBocTh M. tuberculosis K anHTuOMoTKaM (multi-
drug tolerance). MHakTuBaums [sr2, Kak 1 B Cllydae C
HLP, npuBoauiia Takke K UI3MEHEHUIO JTUTTUIHOTO CO-
CTaBa KJIETOYHOM CTEHKU [56].

Tictononono6Hwie 6enku Hel n He2 (H1-like pro-
teins) xmaMuauii 00EeCIIeYrBAIOT CTPYKTYPHBIC IIepe-
CTpOIKM XxpoMaTtrHa. 2KM3HEHHBIN LIUKJT XJIAMUOWN Xa-
paKkTepu3yeTcsl HaTMurMeM JABYX (hOpM, — PETUKYISIP-
HBIX TeJ1 (BHYTPUKIIETOUHAsI (popma), 1 31eMEeHTapHbIX
TeJ1 (BHEKJIETOUHbIE, TTO-BUAMMOMY, MOKOsIIIIecs (pop-
mbl) [57]. Benok Hel koHcepBaTuBeH, B TO BpeMs Kak
macca Hc2 BapbUpyeT y pa3HbIX BUJIOB, & Y HEKOTOPbIX
BUIOB OH oTcyTcTBYeT [58]. Tumepakcnpeccuss Hel u
Hc2 B E. coli TipyBOIMT K MOBBIIICHHONM KOMITAKTH3a-
LIMA XpOMaTWHa, 4YTO JIeJaeT HEBO3MOXHBIM TpaH-
CKPMIILMIO, TPpaHCSIUUIo U aeiaeHue. OmHaKo CHSITh
NeTaabHBIN 3 @PEeKT TaKOH THUIEPIKCIIPECCUN ITHUX
0EJIKOB 0Ka3ajloCh BO3MOXHBIM ITyTeéM BHECEHMSI B
E. coli mnasmuapl, Hecylel reH isp FE XaaMuauu, KOau-
PYIOIIUIA OWH U3 TIPOMEXYTOUHBIX META0OOJIUTOB He-
MEBaJIOHATHOTO IIyTM CHHTE3a M30IpeHOuAOB [58].
Ipeanonaraercs, uro 6enxku Hcl u Hc2 yyactBylor B
repexoze KJIeTOK XJIaMUAUIA B TIOKOSIILIEEeCs] COCTOSTHUE
(BHeKJIeTOUHbIe (hOPMBI), 2 METAOOJIUT HEMEBAJIOHAT-
HOTO ITyTU KOHTPOJUPYET 00OPaTUMOCTb 3TOTO COCTOSI-
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HUs1. Bo3aMoXHO, 3Ta cxeMa padoTaeT 1 B IPYTUX CTyda-
sIX 00pazoBaHMsI Mokostmxcs ¢hopM. Tak, ObLI0 OOHa-
PYXEHO, 4TO runepakcnpeccusi reHa ispE M. smegmatis
MPUBOIUT K CITOHTAHHOM PEaKTUBALIMU ITOKOSIIINXCS
¢opM, UTO MOXKET TOBOPUTH O BIIMSTHUY IPOIYKTA 3TOTO
reHa Ha IpeanoaaraeMyto komrmnaxkruzayo JHK y Mu-
KOOaKTepHuii, BEI3BAHHYIO THCTOHOIIOAOOHBIMU OeJIKa-
mu [59].

* kK

bakTepranbHbIil HYKJIEOUT — CJIOXKHAs CTPYKTYpa,
MMelollasi HECKOJIbKO YPOBHEN OpraHU3aluy oT nep-
BUYHOI TIOCJIeOBATEILHOCTU T1ap OCHOBaHUM HYK-
JIEOTUZIOB 10 TPETUYHOW CTPYKTYpPbl OaKTepuaibHOM
xpoMocoMmbl. Ha mpoTsikeHuu XXM3HEHHOro LMKIIa
OakTepuu TIPOMCXOAUT CTPYKTYpHAasl peopraHu3alius
HyKJIeouia ¢ 00pa30BaHUEM CYINEPCKPYYEHHbBIX y4acT-
koB JIHK. CtpyKkTypa 10MEHOB HEIIOCTOSIHHA 1 B TIPO-
liecce MeTadoJIM3Ma M3MEHSIETCSI, UTO OOecIieunBacT
TMOCTOSTHHYIO pEOpraHu3aliio XpOMOCOMbI, HEOOXOAM -
MYIO JUTSl UBMEHEHUS! (p13MOJTOTMIECKOTO CTaTyca KJeT-
K. [McTOHOMOI00HBIE OEJIKM UTPAIOT KITIOYEBYIO POJIb
B 9TOM TIpoliecce, TIPUHMMAas yyacThe B OpraHu3aliuu
OTIEIbHBIX CYMEPCKPYUYEHHBIX MeTesb, MOAACPKUBAsI
“TOITOJIOTMYECKUIA ToMeocTa3” B kierke [60]. Dra
(YyHKILIMSI OCYILIECTBIISIETCS TUCTOHOIIOMOOHBIMU OeJI-
KaMu 3a CYET pa3IMnYHbIX MEXaHU3MOB, B UMCJIe KOTO-
pbIx n3rudaxHue (oeysxku Tuma “benders”), CKpyduBaHUe
(6enku Tuma “wrappers”) u (GopMUpOBaHNE TETE/Ib-
cIIMBOK (Oesiku Tuma “bridgers”). [ucToHONoOn00HbBIE
OeJIKM TPOKAPUOT TMPEACTABICHbl HECKOJIbKUMU Ce-
MeMCcTBaMU OCHOBHBIX O€JIKOB C MaJI0i MOJIEKYJISIPHOM
Maccoil, 00beTUHEHHBIX ITO OCOOEHHOCTSIM CTPYKTYPBI
n cea3eiBanug ¢ JAHK. TlpencraBurenm pa3HBIX ce-
MEeMNCTB FTMCTOHOIOAO0HbBIX OETIKOB OCYILIECTBIISIIOT pa3-
JIMYHBbIC (DYHKIIMU, XOTSI MHOTAA Y HUX HaOIIodaeTCsT U
nx nepekpeiBanne. KpoMe cTpyKTypHOI (hyHKIINN TH-
CTOHOIIOAOOHBIX OEJIKOB, KOTOpasi XOPOILO U3yYeHa y
BYKapUOT, y 0aKTepuii 3TH OEJIKM yJaCTBYIOT HETIOCPE I~
CTBEHHO B PETYJISILIMUA OTHEJIbHBIX ONepoHOB. B aToM
CMBbIC)Ie (PYHKIIMN TMCTOHONOZOOHBIX OEJIKOB IMpPOKa-
PUOT 3HAYUTEJIBHO IIUPE, YEM Y SYKAPUOTUUECKUX TH-
cTtoHoB. IlokazaHo, 4TO pe3yasrar (PyHKIIMOHUPOBA-
HUSI TUCTOHOIIOJIOOHBIX OEIKOB KaK PEryIsiTOPOB MO-
2KET ObITh TTPOTUBOIIOJIOXEH, HAIPUMED, CTUMYJISILIUS
U pernpeccuss TPaHCKPUIILMU, YTO TO3BOJSIET OCY-
LLIECTBJISITh TOHKYIO PETYJISILIMIO SKCIIPECCUU TEHOB.

Ocobast pojib THCTOHOIIOJOOHBIX OEJIKOB COCTOUT B
WX YYaCTUU B TIIYOOKOM PEeOpraHU3allMi XPOMOCOMBI
(cTabMmM3anuy ee CTPYKTYPhl) IPU IIepeXoie KJIETOK B
cocTtostHue TTI0Kos1. TToTepst cmocoOHOCT MUKOOAKTE-
pHii K peakTUBALIMM B OTCYTCTBHE TMCTOHOIIOAOOHOTO
OeJika TMO3BOJISIET paccMaTpuBaTh COOTBETCTBYIOLIMI
JIeJeIMOHHBI MYTAaHT B KauyeCcTBE MOTCHIMWAIBHOTO
BaKIMHHOTIO IIperiapara.

Hamwm 3HaHust 0 GakTepualbHBIX T'MCTOHOMOAO0-
HBIX OeIKax B HACTOSIIIIEEe BpeMsI OrpaHUYeHbI, HO O4Ye-
Ne 6

ToM 47 2011



640 AHYYUH u ap.

BUIHO, YTO UX JCTAJIbHOC MCCJICIOBAHUC BaKHO JIA
TIOHMMaHWA MOJIEKYJIAPHBIX OCHOB adarnTalnn Oakre-
pVIf[ K UBMCHAIOIIMMCS YCJIOBUSM UMX CYLLIECTBOBAHUA.

PaGora BbpimosHeHa 1ipu mnoxagepxke OIITT
“HayuHble ¥ Hay4YHO-IeJaroru4yeckKme Kaapbl
WHHOBallMOHHOU Poccumn”. TocymapcTBeHHBIE
kKoHTpakThl No 14.740.11.0801, Ne 14.740.11.1056,
Neo 14.740.11.0246.
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Histone-Like Proteins of Bacteria (Review)

A. M. Anuchin, A. V. Goncharenko, O. I. Demidenok, and A. S. Kaprelyants

Bach Institute of Biochemistry, Russian Academy of Sciences, Leninskii pr. 33, Moscow, 119071 Russia
e-mail: demidenoksana@gmail.com
Received December 8, 2010

Abstract— Four major families of bacterial histone-like proteins (HU, IHE, H-NS, FIS), united on the basis
of structural similarity and performing specific structural and regulatory functions in the cell, are discussed.
Histone-like proteins perform topological modification of the chromosome (twisting, bending, and folding)
and directly regulate the functioning of promoters of individual operons. Histone-like proteins are critical for
the regulation of cell metabolism, are involved in the response to environmental changes, and play a key role
in the transition to and maintenance of the quiescent state of bacteria.
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