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Parosm3uc TPOMBIIIIJIEHHBIX KYJIbTYP ABJIAETCA aKTYAJbHON MPO0JIeMOii OMOTEXHOJOTUU MUKPOOpTa-
HU3MOB. Ero nposBieHns HeoOpPATUMBI 1 IPUBOAAT K 3HAUNTEIbHBIM S9KOHOMUUYECKUM yObBITKaM. B HacTo-
smree BpeMs IJiA KOMMEPUYECKU IEeHHBIX IIITaAMMOB MUKPOOPTaHU3MOB CYII[ECTBYIOT T'eHHO-MHIKEeHePHbIe
CHCTEMBI 3aIIIUThI, HAIIPABJIEHHbBIE HA IIPeJOTBPAIlleHe 9HIOTeHHOTO 1 9K30TeHHOTo (harosusuca. [louuma-
HIIe MOJIEKYJIAPHO-TeHETUYECKUX OCHOB BOBHUKHOBEHUS, OAAEPIKAHUA U TIepelaull JIUTUUECKUX U JIU30-
TeHHBIX BUPYCHBIX NHMPEKIINH B OaKTepUATbHBIX ITONYIIINAX, HECOMHEHHO, OyeT MOJe3HBIM U ITOMOYKEeT
OMOTEeXHOJIOTAM ONTUMU3UPOBATh TEXHOJOTUYECKUE IPOIECChl U 00eCIeUnTh TPUOBLILHOE TPOU3BOICTBO.
B 0030pe ananusupyioTca HanboIee U3yUeHHBIE JIU30TeHHbIE CUCTEMBI, JAIOTCA KJIIOUEBbIE OIIPeeeHNnd,
OTHOCHAIINECA K JU30TeHNH, 1 00bACHAIOTCA OMOJIOTUUECKIIEe 0COOEHHOCTH acCOI[MAIINY «yMePeHHBI OaK-
Tepuodar—KJjaeTKa».

Knrouesvle cnosa: nu3oreHus, peryisaius, yMepeHHbIe 6akTeprodaru, mpoTenH-perpeccop,

JIN30T'€eHHasdA KOHBEPCUud.

MaHHbIe TEHOMUKH, IOJYUEHHBIE B TIOCJIEI-
Hee JecATUJIeTHE, CBUAETEIbCTBYIOT O TOM, UTO
moJaBJsdoIlee OOJBIIMHCTBO OaKTepUaJIbHBIX
TeHOMOB HECYT MHOJKECTBEHHBbIe Ipo(daroBbie
asemeHnTsl. Hanpumep, xpomocoma Escheri-
chia coli O157:H7 mramm Sakai comeps:kuTt
0K0J10 16% TaKuxX 971eMEeHTOB — POICTBEHHBIX
dary nambga, P2 u Mu [1, 2]. B saBucumoctu
or mramma Streptococcus pyogenes MOKET
umMeTs oT 4 10 6 Tpodaros, KOTOPbIE COCTABJIAIOT
1o 12% HYKJIEOTHUIHON IIOCJIeL0BATEJIbHOCTHI
[1]. He numrens! mpodaroB m MOJOYHOKUCJIIbIE
baxTepuu [3, 4], a TakKe APyrue IPaKTUUECKHU
3HAYNMBbIe MUKDPOOPTAHU3MBI.

Nudopmanusa o mpodaroBeIX IIOCJIeOBa-
TEJIbHOCTAX Ba’KHA HE TOJIBKO AJA (pyHIaMeH-
TaJbHOW HAyKU, HO U OJA 5PPEeKTUBHOTO
NpUMeHEeHUSA MUKPOOHBIX KYJIbTYP B IPOMBIIII-
JeHHocTu [5, 6]. Mcmoab3oBaHue OMOTEXHOJIO-
ruii, OCHOBAHHBIX Ha MHUKDPOOHOM CHHTE3e
u (epMeHTaI1, CBA3AHO C OMpPeAeJeHHBIM
PHUCKOM, B YaCTHOCTHU CO CIIOHTAHHBIM JIT3UCOM
OaKTepuil, IPUUYNHON KOTOPOTO ABIAIOTCA OAK-
Tepuodaru [7]. @aronusuc Biaeuer 3a coOOM OC-
TAHOBKY TEXHOJIOTUYECKOT'0 IpoIlecca, mOTepio
CHIPbA U MPOAYKIINU, & TaKiKe YXYIIIeHUe ee
KayecTBa 1, CJI€NOBATEJIbHO, IIPUBOIUT K 3HA-
YUTEJTbHBIM 9KOHOMUUECKUM YOBITKAM.

g npenynpekaeHus daroamusuca Heo0Xo-
IUMO TJIyOOKOe MOHMMAaHUWe He TOJbKO (hU3mo-

Joruu 6aKTepuii, HO U JIN30TeHnun. YuTraTeasam,
MHTEPEeCYIOIUMCS 6aKkTeprodaraMyu KOHKPEeTHBIX
rpynn MUKPOOPTaHM3MOB, a TaKiKe II0JX0Ja-
MU, TTO3BOJAIONIUMU IPEeAYIIPERAATD (HaT0JIN-
3WC, COBETYEM O3HAKOMUTHLCA C COBPEMEHHBIMU
TeMaTUYecKUMu 0030paMu U MOHOTpadpuamMu
[8—14]. B maumoii paboTe HAMU PACCMOTPEHBI
MMOHATHE JIN30TeHNM, HanboJee N3yUeHHbIe JIN-
30TeHHbIe CUCTEMBI U 3HAUEHWE JIU30TeHUU I
MUKOPOOHOI KJIETKU.

Jluzozenus (ot rpeu. lysis — pacmang
" ... geneia — co3paHre) — reHeTUYECKU 00yC-
JIOBJIEHHAs CIIOCOOHOCTH OAKTepUil JU3UPO-
BaThCA C BhIJeeHUeM OakTepuodara [15]. Ona
ompenesisieTca HaluumeM mpodara — ocoboit
dopmer BHyTpuKJeTouHoit BupycHou [HEK,
peIIuIupyoleiica KOOPANHUPOBAHHO ¢ 0aK-
TepUuaJIbHOM XPOMOCOMOI 1 IIepefaroIieiica o-
YepHUM KJIeTKaM. Baktepuodaru, crocoOHBIE
CYIIIeCTBOBATH B BUEe mpodara m JIM30TeHU3U-
poBaTh KJIETKU, HA3BIBAIOTCA YMEPEHHBIMMU.
Crparerusa pasBUTHSA BCEX yMEPEHHBIX (aros
BKJIIOUAET BHIOOP MEKIY JIUBUCOM U JIN30TEHU-
3alrell KJIeTKU-X03A1nHa. Bo MHOTOM 9TOT BBI-
00p 3aBUCUT OT (PUBUOJOTUUECKOTO COCTOAHUSA
0aKTepuun-x03sinHa. B ompeneeHHbIX YCIOBU-
Ax mpodar MOYKeT MHAYIIUPOBATHCA U II€PEeX0-
IUTH K JUTUUYECKOMY Pa3BUTUIO C 00Pa3OBaHU’-
€M BUPYCHBIX YaCTHUI[ W JHUBUCOM KJETKH

(puc. 1).
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Puc. 1. Cxema KU3HEHHOTO IUKJIa (para aamoma:
1 — HavasbHBIE 9Tanbl HHGeKIUN. ParoBas yacTUIla IPUKPENNIach U nHbenuposasa csoio JJHK B KIeTKy;
2 — BupuonHaa [[HK B Kietke; 2a — autudeckoe passutue ara. Bupuonnasa [[HK pemmumnupyerca mo O-THUITY.
VnakoBKa B KacuIbl IPOMCXOUT 32 CUET Hape3aH!sI KOHKATeMePOB II0 COos-caiiTam;
3 — OaKTepUAJIbHLIN HYKJIEOU; 3a — JIM30TeHHas OaKkTeprabHasg XpoMocoMa (C MHTerPUPOBAHHBIM IIpodarom );
4 — npodar. IIporeun-pemnpeccop CI 6/10KupyeT JuTHuYecKue TeHbl ¢dara;
5 — mouepHMe KJIOHBI JINB0TeHHOI 6aKkTepun. JIN3oreHHbIE KJIETKU PA3MHOMKAIOTCS, Ipodar HacaeyeTcs JOUePHH-
MU KJIeTKaMIU;
6 — RecA — GaxkTepua/IbHBIN IIPOTENH, YYACTBYIOIIUH B IIpoIleccax KJIETOYHON PEeKOMOMHAIIUY, Perlapaliu 1 uMe-
IO TPOTEOJUTUUYECKYI0 aKTUBHOCTh. AKTHUBHUpPYeTCSa KopoTKuMu ogHonutuateivMu JJTHK, KoTopbie MoryT 06paso-
BBIBATHCSA B Pe3yJIbTaTe CUJIbHBIX CTPeccoB (00/IyueHre, XUMUYEeCKIe MyTareHbl, I'OJIOAAHNE) 1 OCYII[ECTBIIAET IIPOTE0-
JIU3 BCeX IIPOTEMHOB-PEIpeccopoB, cBaA3aHubix ¢ [[HK, mbiTasgchk TakuM o6pasoM O0HAPYKUTh W Pa3pPYIIUTH
Lex-mpoTenH, OGioKkupyromuii reHs! 6akTepuansbaoit SOS-cuctembl penaparuu [32, 46]. RecA-porenH paspyiiaer
Cl-penpeccop (ara nambaa (6a), samyckasa mosguue arosble reHbl, 1 Ipodar mepeKaIodyaeTcs Ha JUTUYECKOoe pas-
BUTUE;
7,8, 9, 10 — nutuueckoe pasBurue baxTepruodara. Coopka BupruonoB. O6pasoBaHre XBOCTOBOTO OTPOCTKA U KaTICH-
Jla IPOMCXOANUT OTAebHO. Y nakoBKa JJHK sBisieTca oHOI 13 cTafunii co3peBaHus (paroBoii rosoBku. ITocse ynakos-
KU KalICUJ U XBOCTOBOH OTPOCTOK O0BEeIUHAIOTCS, 00pasdysi BUPUOH. BeIxof (haroBoro moTomMcTBa COIIPOBOMKIAETCA

JIN3UCOM KJIETKIN

Kpome moTeHIIMAIBHOTO SHIOTE€HHOTO JIH-
3uca 0aKTepuaJbHON KJIETKHU, BBIBBAHHOTO UH-
IyKIuen npodara, CyIecTBYeT ellle 1 ee JIU3UC
us3BHe. O6pasoBaHMe (ParoBoro MOTOMCTBA B JIU-
30T€HHBIX 0AKTEPUATBHBIX TOMYJIAIUAX ITPOUC-
XOJUT TTePMAaHEHTHO, HO C JOCTATOYHO HU3KOM
gactoToii — 107-10"° Ha KJIEeTOUHYIO reHepa-
muio. JlusoreHHas KJETKA yCTOHUYMBA K S9TUM
(haram, omHAKO IIPU STOM MOIKET ITPOUCXOIUTH
CeJIeKIUs ¥ HaKOILJIeHWe BUPYJEHTHBIX (aro-
BBIX MYTAHTOB, CIIOCOOHBIX PA3MHOYKATHCSA B JIN-
30reHax, HeCyIuX TOMOMMMYHHBIH (ar [1].

OHIOTeHHBIN JM3UC OaKTepUaJIbHOI MOIIY-
JSAIUU MOKeT OBITh OOYCJIOBJIEH HE TOJbKO
nmosHONeHHBIMU (paramu. lledeKTHBIE TpOoda-
', OTBeualoIire 3a (popMupoBanue gedeKTHO!
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auszorenuu [16], TakKe CIIOCOOHBI MHAYIIUPO-
BaThCs, IPUBOJAS K JIU3UCY OAKTEePUN-X03I1HA,
KOTOPBII COIPOBOXKIAaeTcA O0pasoBaHMUEM He-
MOJHBIX (ParOBBIX YACTHIL JIMOO IIPOUCXOMUAT
6e3 cOOPKU BUPUOHOB.

YcraHOBJIEHUE U MOAAEPKAHNE JU30TeHNH.
Nuayknus nmpodara

Jluzoreunnas cucrema para JaM6a SBISAET-
Csl KJIACCUUECKHUM IIPUMEPOM KUBHEHHOTO ITUK-
Ja ymepenHoro 6axrepuodara [17]. IIpomeccsr
YCTAHOBJIEHUS U IOAJEepKaHusd JU30TeHUU
y aaM0ma HauMHAIOTCSA C MOMEHTA BBEIEHUS
darom cBoeit [JHK B KJIETKY U TECHO COTIPSKE-
HBI KaK B IPOCTPAHCTBE, TaK U BO BPEMEHU.
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ITognep:xanme cocToaumA Ipodara ocyiec- eTcdA peryaaTopHbiM nporeunrom CII, KoTopbIit
TBJIETCSA MpoTremHOM-pemnpeccopom CI [17, HecTabuJieH W paspylraeTcsa 6aKTepruaJIbHBIMU
18]. 9roT mpoTenH OGyIOKUPYyeT MO3mAHUE (haro- nporea3damu [24]. [lyis ero 3amuThl OT TPOTEO-
BbIe TeHEI JIM3WCA U TAKUM 00pPa3oM COXpaHseT Jan3a HeoOXOAUM APYTOU PeryaaTOPHLIN IIpoTe-
JIN30TeHHOE COCTOsSHUE B KJeTKe. OgHAKO pe- un CIII [25]. B cayuae medexra B omHOM MIHN
IIeHre 0 BBIOOPE CTpaTerny pasBUTUA OaKTepuo- oboux reuax, cII u cIII, yacTora Ju30TeHMU3a-
(hara mpruHUMAaeTCA Ha YPOBHE PAHHETO ITPOTEN- WU CHUXKAETCd, HO He oTcyTcTByeT. Ilommep-
"Ha CII [19]. 9ToT peryaATOpPHBIA IPOTEeNH JKaHue JIN30TeHUH o0ecIlieunBaeTCA 3a CUeT KO-
uHUIMUpyet cuaTesd mporenHa CI ¢ mpomoTopa OPAVMHUPOBAHHOM PENPeCcCuu ABYX OIEPATOPOB
Prp (Promoter for repression establishing). Og u Oy, (puc. 2, A). I'mtaBHOI peryiaTopHOi 00-
ITocsie o6pasoBanus oMpeneIeHHOTO KOJIUYECT- JIaCThIO B ATUX TIPOIECCaX BCE K€ CUUTAETCS
Ba mporeunna Cl peryasanus skcupeccuu reHa cl npaBwii onepaTop Oi. OH cocToUT U3 Tpex ome-
nmepekJyaeTcss Ha mpomotop Pgy (Promoter PaTOPHBIX CANTOB, C KOTOPBIMU CBSA3BIBAIOTCS
for repression maintenance), ¢ KoToporo B 10- aderxTopubie mpoTenubl — pemnpeccop CI u Cro
CJIeAYIOIEeM 1 OCYIIECTBJIAETCS TPAHCKPUIIIIIS [26, 27] (puc. 2, B). IlociemoBaTeIbHOCTD OIIe-
(puc. 2). IIporeun CII Tak:Ke aKTUBUPYET IPO- paTopa Og IepeKPBHIBAETCS C IIOCJIe[0OBATEIHEHOC-
motop P; (Promoter for integration), ¢ koropo- TAMU OBYX IpoMoTopoB Pp u Pry (pue. 2, IN).
T0 UHUIUUPYETCA TPAHCKPUNIUA (DAaroBOM MH- IIpomorop Py (Promoter right) sBnsgerca opa-
Terpasbl Int, 4TO TPUBOAUT K BCTpPaMBaHUIO BBIM IIPOMOTOPOM XPOMOCOMBI (para Jaambaa
darosoit JITHK B 6akTepHasbHYI0O XPOMOCOMY M OTBeYaeT 3a SKCIIPECCUIO TeHa Cro U IMO3THUX
[20, 21] (puc. 2). gutudeckux (aroBblx reHoB. IIpomotop Pgy

YcranoBienue JausoreHuu Qarom JamOaa oTBeuaeT 3a 95(Q(GHEeKTUBHOCTL CUHTE3a ITPOTEN-
3aBUCUT OT MHOTUX (DAKTOPOB, B TOM YKCJIE U OT Ha-perpeccopa W, COOTBETCTBEHHO, 3a IOAJAED-
(hUBUOTOTUYUECKOTO COCTOAHUA KIETKU-X03AM- JKaHUe JIN30TeHUNU.

Ha[22, 23]. TpancKpunmnusa reua cI UHUITUUPY-
P, P
attl int xis elll i ¢l jeoidl O P Q attR
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Puc. 2. O6pazoBaHue M MOaEPsKaHUeE JIU3OTeHNHU y (para JaamMoma:
A — Kapma nesoil obaacmu zenoma 6axmepuogpaza aimb60a. OTHOCUTETHHO IpaBoro onepaTopa OR TpaHcKpui-
U 9TOI 06JIaCTY TeHOMa OCYIIECTBJIAETCA B IPOTUBOIOJIOMKHBIX HAIIPABJIEHUAX. TPAHCKPUNIUA IIPEIPAHHUX
(aroBbIX IreHOB int u xis 3anyckaercsa nporernsoMm CII ¢ mpomoropa Py (Promoter for Integration). Ilpu smuruuec-
KOM PasBUTHUHU SKCIIPECCUPYIOTCA IO3AHNE (DAaTOBBIE T€HBI C IPOMOTOPa PR € TOMOIIbIO PEryIATOPHOrO IPOTENHA Q.
attL, attR — caiiThl aKCIU3UN IIpodara aambaa 13 6aKTepuaIbHO XPOMOCOMBI;
int v Xis — reHbl UHTErpasbl U 9KCIIU3MOHA3hI, KOTOPbIE YIIPABISIOT NHTerpalueil 1 BpipesaHueM mpodara cooT-
BETCTBEHHO;
cIIl — reH, mpoayKT KoToporo sarruiiaet nporeud CII oT mpoTeonnsa;
cI — reH mpoTenHa-penpeccopa;
cro — reH nporenHa Cro, 6JIOKUPYIOIIETO TPAHCKPHUIIIIUIO ¢ IpoMoTopa Pryys
cI] — reH IpOTeMHA, WHUIMHUPYIOIIEr0 TPAHCKPUIIIIUIO C TeHa cl;
O, P — reHbI pelinKaInm;
Q — res kKodakropa PHK-mosimmepassbl, yCUINBAIOIIETO TPAHCKPHUIIIIHAIO TO3JHUX JUTUUYECKUX (haroBbIX I'€HOB.
B — monkasa cmpyxmypa npaeozo onepamopa Op. OnepaTopHble caifTsl (1o 17 IH B KaXI0M) B IIpaBOM OIlepaTo-
pe mepekprIBatoTcA ¢ npomoropamu Pr u Pgry. IlocienoBarensHocTu Ogl u O3 mepekphIBaloTCA C OJHUM U3
JBYX IIPOMOTOPOB, & IOCIeA0BaTeJbHOCTE OR2 — ¢ 060MMH TPOMOTOPAME OZHOBPEMEHHO
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YcranoBieHue jau3oreHuu y (ara jgamoaa
00s3aTeJIBbHO COIPOBOKIAETCA IIPOIECCOM WH-
rerpanuu ¢aropoirt [[HK B GaxTepualbHYIO
xpomocoMmy (puc. 3). Ero karaiusupyoor rpore-
uH Int — ¢aroBaa muTerpasa u nmporeun IHF
(Integration Host Factor) — 6GakrepuaabHas
pexoMOmHAa3a, yU4acTBYIOIlasd BO MHOTHX IIPO-
Imeccax, OCHOBAaHHBIX Ha pekomOumHanuu [28].
WnaTerpanusa sunerinon [JTHK dara aamobma mpo-
WCXOAUT MO0 MEeXaHU3My CauT-clernupuiecKkoi
PEeKOMOMHAIINY ITOCPEICTBOM 00Pa30BAHUS KOJIb-
IeBOi1 (POPMBI C IOCJEAYIOINel IIepMyTanueii re-
HOB [29]. KonbneBasa garosas [IHK, samMKkHyTasd
yepes cos-caiiT [30], cogep:KuUT caiiT MHTErpaIrun
attP u mHTerpupyercsa B cHeU(PUUECKUNA CAUT
OaxTepuaIbHOI XpoMocoMbl, attB, pacmomoiken-
HBII Mexay reHamu gal u bio. B pesyabTaTe oopa-
3yeTcsa XUMepHas CTPYKTYpa, COCTOAIIAA U3 0aK-
tepuasibHoi [THK u mepmyTupoBaHHOII (DaroBoi
IOHEK, B KoTOpO#i ITpodhar orpanuyeH rmOpUIHbI-
mu cavitamu attL u attR [31].

SOS-conpskenHasI UHAYKIIUSI COIPOBOKIA-
eTcs BeIMerienueM mpodarosoit JHK us 6ax-
TepuaJIibHOU XpoMocoMbl. OZHAKO HEJIb3s CUU-
TaTh 9TOT IIPOIIECC «3EePKAIBHBIM OTPAYKEHUEM »
MHTErpaIiuu, MOCKOJIbKY 3/IeCh KPOMe IIPOTENHOB
Int u IHF npurumaet yuactue (paroBasi 9KCIH-
suoHasza (Xis) [32], a BeIpe3aHUe ITPOUCXOIUT
mo caritam attL u attR, nmmeronium mocaegosa-
TeJIbHOCTHU, OTJImuHbIe oT attP u attB [31].

cos A E

attP

ITo Tuny mopmepskaHmA B KJeTKe IIpodaru
MOJKHO Pas3/leJIUTh Ha JBE I'PYMIIbI: MHTEIPUPO-
BaHHBIE B TeHOM ¥ aBTOHOMHBIE Ipodaru-mniias-
MuAbl. B 3aBUCHMOCTH OT 9TOr0 pPa3jiMuyaroTCsA
¥ TIpoItecchbl GOPMUPOBAHUA JU3OTEHUU. Y CTa-
HOBJIEHUE JIN30T€HUY Y AaBTOHOMHBIX ILJIa3MU/I-
HBIX ITPO(aroB IPOUCXOIUT IO TOMY Ke TIPUH-
MUY, 9YTO U Y WHTETPATUBHBIX — HE00XO0auM
3allyCK CUHTe3a (paroBoro mpoTenHa-perrpeccopa,
OJIOKMPYIOIIEr0 SKCIPECCUI0 BCEX JIUTUYECKUX
reHoB. B nporeccax nogaep:xanud ILJIa3MUTHOTO
npodara, KpoMe TOro, yYaCTBYIOT IJIA3MUIHBIE
cucteMbl perinkamnuu u cerperamuu JJHEK, Koop-
IuHUpyore (GaroByio u OaKTepHUaIbHYIO pe-
OPOAYKIINIO, O0ecIeunBaoIlie pPacXoKIeHue
KOHKATeMEePOB W pacIipefiejieHre KOIUN 1O J0-
YepHUM KJIETKaM, & TaKsKe T'eHbI, ITO/[IePyKIBAI0-
mue CTabMJIBHOCTH JIUBOTE€HUUW B IIOIIYJIAIINU,
YHUUTOXKAA KJIETKU, ITIOTePABIINE Ipodar.

B kieTke, TM30reHU3NPOBAHHON IIpodarom
JaAMOma, IMOCTOAHHO HaxoguTcsa okoio 100 mo-
JIEKYJI IPOTeNHAa-Perpeccopa, B3auMoIeiCTBHIe
xoroporo ¢ [JHK me craTuuyHoOe, a AUHAMUYHOE.
Penpeccop mocTossHHO CBA3BIBAeTCA C OIlepa-
TOPHBIMU CaliTaMU ¥ CUJIa PEIIPecCCUU 3aBUCUT
OT KOJIMYECTBa ero MoJIeKyJI B IfuTomnasme [18].

IIporenn-penpeccop 3amiuiiaeTr JU30Te€H-
HYI0O KJETKY OT 3apa’KeHUA TOMOJOTUYHUMU
baxkrepuodaramu. B ciyuae, eciiz B Hee moma-
maet ITHK npyroro ¢gara, nMerolirnas aHaJIoTAd-

c D cos

1 Bupuonnas AHK cpara nambaa

cos

p LUwuknuueckan gopma AHK
tpara nambaa, oGpasyowanca
nocne nonagaHuA B KNeTKy

3 Xpomocoma E. coli gal

attB  pjo

Int, Xis Il int, IHF

atL ¢ D

cos

A B attR
-

4 gal

bio

WuTerpupoBaHHbii npodar
naMoaa B cocTaBe XPOMOCOMBI

E. colf

Puc. 3. HuTerpanud u sxcuusud (para aamoaa us xpomocomsl E. coli.

Bupuonnasa [THK umeer suHeiinyo ¢hopMy u npamoii nmopsanok resos (1). Ha ee koHImax pacmosararmTcs COS-
caliThl — KOTe3WBHBIE OMHOHUTUATHIE YUACTKHU, 00eCIIeunBaoIe 3aMbIKaHue ()aroBOi XPOMOCOMBI B KOJIBIIO ITe-
pen uaterpanueii (2). O6pasoBaHue KOJIbIIeBOI (DOPMBI IIPeaoTBpAaIaeT aerpagamnuio ¢garosoii [[HK 6axkTepuainb-
HBIMU HYKJeasamMu. VHTerpanus IPOUCXOAUT C yUyacTHUEM TOMOJOTMYHBIX caiToB attP u attB daropoii
U 0aKTepuaJbHOM XPOMOCOM COOTBETCTBEHHO II0 MEeXaHU3MYy caiT-cremuduueckoit pexomounanuu. Caiit attB
PpacIoJioKeH B XpoMocoMe 0aKkTepun-xo3sanHa Mexay reaamu gal u bio (3). O6pasyiorces jaeBbiii (attL) 1 mpaBbIit
(attR) canitel mpodara. ITocae mHTerpanuu B mpodare IocjaefoBaTeIbLHOCTh I'€HOB CTaHET MEePMYTUPOBAHHON
u 0ymer umeTrsb mopAgok CDAB. MHTerpamus 1 sKCIU3USA KaTaJIU3UPYyOTCA 0akTepuaabubiM nporernuom IHF u
daroseim mporenHoM Int. s sxcusum Takke Heobxonqumo Hanmnure ¢harosoro nporemnHa Xis (4)
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HBIE CAlThI CBSABBIBAHUS, PEIIPECCOP PACIIO3HAET
ux u OJOKUPYeT JajbHeliliee PasBUTHE 3TOTO
Bupyca [17, 18, 31], T. e. n3oTeHHAA KJETKA
SABJISIETCS UMMYHHOM K 3apasKeHUI0 TOMOJIOTIY-
HbIM Bupycom. O6jsiacTh reHoMa (hara Jasamba,
coJiepaKalas red ImpoTenHa-pemnpeccopa cl, re-
HBI PEryJIATOPHBIX IPOTEMHOB U OIlePATOPHBIE
calThl, Has3bIBaeTCA 00JIaCThI0 MMMYHUTETA,
a aru, UMeIoIre TOMOJIOTUYHbIE 00JIACTHA UM-
MYHUTETa, — TOMOUMMYHHBIMHU.

NMMyHUTET K MOBTOPHOMY 3apaskeHuIo (a-
TOM MOJKET IIPeO0JIeBaThCS 34 CUET MYTAIluit
B OIIEPATOPHBIX caiiTax. OTU CAWTHI HE CBSABBI-
BAIOTCS C PEIIPECOPOM, U IPHU IIOMaJaHUU MyTa-
"Hraot [THK B Jn30TeHHYIO KJIETKY HAUMHAIOT
9KCIIPECCUPOBATHCA JUTUUYECKUE TEeHBI, UTO
IPUBOAUT K 00pa3oBaHMIo ()aroBOro MOTOMCTBA
U JIUBUCY JIUBOTE€HHOW KJIETKH. ITOT 3(PdeKT
yCUIMBaeTCsa TaKsKe 3a cueT MHAYKITUY UHTET-
pupoBaHHOrO mpodara MYTaHTHBIM (darom
BCJIEZICTBYE KOHKYPEHIIMM 3a OOIUil perrpec-
COPHBIN mpoTemH. MyTaHTBI T'OMOJOTHUHOTO
(dara, cmocoOGHBIE IIPEOJOJIEBATH MMMYHHUTET,
Has3bIBAIOTCSA BUPYJAeHTHBIME [17, 33].

Kax ymomuHasocsk BbIIlie, IPU POCTE JIM30TE-
HOB B OOBIYHUX YCJIOBUAX YACTOTA MHIYKITUU ITPO-
¢ara cocrasisger 10—107° Ha KJIeTOUHYIO reHepa-
110, Ta MHAYKIIUSA HOCUT Ha3BaHUe CIIOHTAHHOMN
U BbIBLIBAETCS PA3HBIMU IPUYMHAMU, TAKUMU
KaK HesHAUNTEeJbHOe M3MeHeHNe (DU3MOJIOTHIIeC-
KOT'0 COCTOSTHUSA KJIETKY, BDEMEHHBIMU CTPECCAMU
u T. 0. OqHAKO IPYU 3HAUNUTETbHBIX BO3IEUCTBUAX
BHEIITHUX (haKTOPOB, BHI3BIBAIOIITUX 3aITyCK Pera-
panmorHO# SOS-cucTeMBbI, IIPOUCXOIUT MaccoBas
MHIYKIUA Ipodara 1 BbIX0Z (paroBoro mroToMcTBa
B HOITYJIAIINHY JINB0T€HOB, UTO MOKET BHI3BATh I'-
6es1b 99,9% wiertox [34].

Bakrepuanpuasa SOS-cucTeMa — 3TO CJIOMK-
Had CUCTeMa perapanuy, THAYIUPyeMas IOaB-
JeHreM omHOoHUTYATBIX (parmenToB JJTHK [35,
36]. OmHUM 13 OCHOBHBIX €€ KOMIIOHEHTOB SB-
nsgerca RecA-mporeasa, ruapom3upyromias
perpeccopHbIe TIpoTenHbl, cBA3aHHbIe ¢ [THEK.
AxrtuBuposannasa RecA-mporeasa E. coli pac-
IIeTJISeT He TOJbKO OaKTepHrabHBIN permpeccop
LexA, HO M HeKOTOpbIe (haroBble PEIPecCOpPHI
[37, 38]. BecaemcTBue aTOT0 3ayCKaIOTCA JIUTH-
yecKue (paroBbie TeHbI, YTO IPUBOAUT K 00paso-
BaHMUIO (haroBOTO TOTOMCTBA U JIUBUCY KJIETOK.

IMommep:xanue Ju3oreHun y para aamoga

Y (ara mambaa Bce JuTHUYECKUE QPYHKIIUUA
coOpaHbl B OMEPOHBI, KOTOPhIe PEeIpeccrupoBa-
HBI HA JINB0T€HHOU cTaguu ero passutud [39,
40]. Kak ykasbIBaI0Ch BBIIIIE, 38 X PEITPECCUIO0
orBeuaeT (aroBwiii mporenn CI, reH KoTOpPOTO
moaBepIKeH aBToperyaanuu [17].

Penpeccop CI B3ammomeiicTByeT ¢ MpaBbIM
oneparopoMm ¢arosoro remoma Og, cOCTOAIIINM
u3 yuactkoB Ogl, Or2 u Oy3 (puc. 4). IIpu ero
CBABBIBAaHUYU C omnepaTopHbIMu caditamu Ogl
u Ogr2 yrueraloTcsA Bce DaHHUe JUTHUUYECKUE
(yHKIIMHU, IperKae BCero akTUBHOCTh IeHa Cro.
MoJiekyanbl IpOTEMHA-PEIIpECCOPA UMEIOT pPas-
HOE CPOJICTBO K OIlepaTOpHBIM cariTaM. I1o cuie
CBSIBBIBAHUSA C TPOTEMHOM-PEIIPECCOPOM OTepa-
TOPHBIE CAUTHI paCIOJaraloTcs B IIOCJIeNoBa-
reabHOCTH Ol — Og2 — Og3 [41, 17]. Kpome
TOTr'0, AUMePHI pelpeccopa, CBA3aBIIINeCd C caii-
ramu Ol u Og2, oCyIIECTBIAIT KOOIIEPaTHB-
HOe B3amMo/ielicTBue cBouMu C-KOHIIEBBIMU JI0O-
meHamu (puc. 4). IIpu 3amoIHEeHUN 3TUX IBYX
CaliTOB PEIIPECCOPOM DKCIIPECCUA BCEX MO3THUX
JUTUYECKUX TeHOB CTAHOBUTCS HEBO3MOXKHO.

T'en mporemna-penpeccopa sKcIIpeccupyer-
ca ¢ mpomoTopa Pgy, IocIenoBaTebHOCTD KO-
TOPOTO IIePEeKphIBAETCA C OIIePATOPHBIMU caii-
ramu Or2 m Ogr3. 3amonHenue caiita Og2
CTUMYJIUPYET SKCIpeccuio reHa cl, TeM caMbIM
MO Iep:KMBaA IOCTOAHHYIO KOHIIEHTPAI[UIO
IpoTenHa-penpeccopa B muroiiasme [42, 17].
IIpu cBA3BIBaHUY IIPOTENHA-PEITPECCOPA C CATTOM
Ogr3 ocranaBiuBaeTcsa CHUHTe3 pelipeccopa.
ITocKoIBKY 5TOT OIIEPATOPHEBI CAUT MMeeT Hau-
MeHBbIIlee CPOACTBO K PEIIPeCCOPHOMY IIPOTeu-
HY, TO OH 3aII0JIHAETCA TOJIBKO B CJIydyae U30bIT-
Ka pempeccopa B uTomaasMme. Takum o6pasom,
TOHKaA aBTOPEryJALUsA MMOANEeP KUBAET IIYJ
IIpOTeNHA-PeIrpeccopa Ha IOCTOAHHOM YPOBHE.

Bilkn

Puc. 4. AnprepHATUBHBIE COCTOSTHUS IIPABOTO
omeparopa Oy 6akTepuodara aamoaa.

ITono:xenne «BKJi» obecmeuuBaeT ImOAIep KaHUe
npodara B IU30TeHHOM COCTOAHUM. II0OCKOIBKY MO-
JIeKyJIBI IpoTenHa-penpeccopa Cl 3aHuMaroT omnepa-
ropuble caiiTel Ogrl um Or2, bsKcopeccua IO3THUX
JUTHYeCKUX (ParoBbIX reHOB ¢ nmpomoropa Py 6uro-
Kupyercda. Ilosoxenme «BbpIKJI» BO3HUKaeT Korjga
gumep nporemHa Cro sammmaer cailr Ogr3. Takum
o6pasoM OsoKupyeTcd sKcmpeccus resa Cl ¢ mpomo-
Topa Pry
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IIporens Cro ocyiiecTBIsSEeT CTPOTO Hera-
TUBHYIO PEryJIAIUio dKcIpeccuu rexa ¢l u cBs-
3BIBAETCSA C TEMH JKe OIePaTOPHBIMH caliTaMu,
uyT0 U nporeuH-pemnpeccop [18]. Cuna cBsas3biBa-
HUS 9TOT0 PEryJisaTopa ¢ OllepaTOPHBIMHU caiiTa-
MU HaIlpaBJeHa IIPOTHUBOMIOJOKHO TaKOBOM
nporenna CI: Og3 — Or2 — Oyl (puc. 4). Mo-
aexyygaMm Cro-mpoTerHa He CBOMCTBEHHO 00'he-
IUHATHCA B AUMEPhI. AKTUBUPOBAHIE PAHHIX
JUTUYECKUX PYHKIUH IPUBOSUT K KaCKaIHO-
My BKJIOUEHHUIO IIO3AHUX JUTUYECKUX T'€HOB
mpodara, o6pa3zoBaHUI0 BET€TATUBHBIX YaCTHI]
U JINBUCY KJIETKH.

TaxuMm 00pas3om, 3a yCTaHOBJICHUE U IIOALEP-
sKaHWMe JJU30TeHUN y (ara Jsamb1a oTBedaert c-00-
JacTh (vmiu 06J1acTh UMMYHUTETA) eTo TeHoMa. B
Hee BxomaT renwl cl, cIl, cII] u omepaTOpHO-
IIPOMOTOPHBIN PeryJIaATOpHbINA yuacToK. IIpoTe-
unbl CII u CIII oGecieunBarOT HavaJILHBIN ATAM
YCTaHOBJIEHUSA JU30T€HHOTO COCTOSAHUSA B MHPU-
mupoBaHHOM KJeTke. CrabuiabHOE MHOAIep:Ka-
HIe JIN30TeHUN OCYIIeCTBJISIeT MMMYHHBIN IPO-
teuH-penrpeccop CI. Ilpum muaykmumm mpodara
baxkTepuanbHaa RecA-mporeasa paspyIaer myJa
pelipeccopa B IIUTOILIa3Me, 0OCBOOOKasd TEM ca-
MBIM OIIePATOPHBIE CANTHI, X 3alyCKAaeT CUHTE3
Cro-tiporeuna. IlociemHuii GJIOKHPYET IIPOMO-
Top Py ¥ TakumM 06pasoM BKJIIOUAET KaCKas-
HYIO 9KCIIPECCUI0 JUTUUECKUX (PAaroBbIX I'eHOB.

Kopenpeccusa onepornos Oy u Oy,
HMJIN PEeTYJISINI 9KCIPeCCHu
myTeM IeTjaeo0pa3oBaHuA

ITocienHme MccaeOBAHUSA PETYIAINUN TeH-
HOl aKTWBHOCTHU (para JasambIa MOKasau, UTO
IJs1 CTaOUIBHON perpeccuu U Iepernpeccuu
npotertbl CI u Cro cBs3bIBAIOTCA C oIIepaTopa-
mu Oy u Oy, [43, 44] onHOBpeMenHO. VI3BecTHO,
YTO IJA CTAOMJIBHOII pempeccuyd MOHOMEpPHI
nporenHa Cl o0befuHAIOTCS B AuMepbl. B Ta-
Kux nuMmepax N-KOHIIeBbIe JOMEHBI IPOTENHO-
BBIX TJIOOYJI B3aMMOJAEHMCTBYIOT C OOJIBITOH 60-
posakoii mosieKkysbl [ITHK B catiTe cBA3BIBAHUA,
a C-xoHIeBble TJ00YJILI B3aUMOIEHCTBYIOT
Mekay coboii (puc. 4). Kpome Toro, mumepsi,
Haxogamuecs B caiitax Ogl u Or2, cBA3BIBA-
forcs C-KOHIIEBBIMU JOMEHAMU C aHAJOTUYHBI-
MU JUMepaMu, HaXoAAamuMucs Ha cairax Opl
u 0.2, c o0pazoBaHVEM CTPYKTYPHI TUIIA IIET-
au. IIpu TaKoM pAacCIOJOKEeHUU Aeperpeccus
JUTUYECKUX TEeHOB IIPOUCXOIUT KOOPAUHUPO-
BaumHO. ITo TaKkOMy MeXaHU3My B JU30TE€HHOMN
KJIeTKe GJIOKUpyeTcs dKcnpeccus rena N ¢ mpo-
motopa Py, [40]. IIporeun N aBnaerca aHTuUTED-
MUHATOPOM TPAHCKPUIIITNHT, 00sI3aTEJIbHBIM IJI
JIUTUYECKOTO Pa3BUTU (HaroBoil XPOMOCOMEI.
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OcHOBHBIE JIN30T€HHbIE CHCTEMBI

K macroaiemy BpeMeHn reHeTHYeCKasa opra-
HUBAnuAa o0JIaCTU MMMYHUTETa Y HEKOTOPBIX
yMepeHHBIX 0aKTeprmoaroB m3ydyeHa JOCTATOU-
HO ocHOBaTebHO. VIM, KaK u (pary asamoma, Heoo-
XOJUM UMMYHHBIHN TPOTENH-PEIIPeccop 1 IPoTe-
WHBI, 3aITyCKAIOIIIe eT0 HAaUaJIbHBIN cHTE3. Tem
He MeHee, JeTaJbHasd apXUTeKTypa UMMYHUTETa
yMepeHHBIX (aroB MOKET CYIIIeCTBEHHO pPa3Jii-
YyaTbCsd, BKJIOUAA B ce0A OIOJHUTEIbHBIE pe-
IPeccophbl, aHTUPEIIPECCOPHI, BCIIOMOTaTeJIbHbIE
MIPOTENHBI U APYTHE PEryJIATOPHBIE 3JIEMEHTHI.

Hcxonsa us numenIuxcs B JuTepaType gaH-
HBIX JJIA YCTAaHOBJIEHUA U IOAAEPKAHUSA JIU30-
TeHUU yMepeHHble OakTepuodarm MOTYT
WCTIOJIB30BATh HE TOJILKO OTHO-, HO IBYX- U TPEX-
KOMIIOHEHThI€ CUCTEMBI nMMyHUTEeTa. OHU OT-
JIMYAIOTCs KOJIUUYECTBOM IIPOCTPAHCTBEHHO pas-
IeJIeHHBIX TeHeTUYEeCKUX KJIaCTEPOB, B KOTOPBIX
coOpaHbl TeHbl JIN30T€HUU U COOTBETCTBYIOIIME
peryJAaTOpHbIE II0CIeI0BATEeITbHOCTH.

CiiemyeTr OTMETHUTD, UTO PEryJIAINA TeHHOH aK-
TUBHOCTHY y 6aKTepudaroB IIPOUCXOIUT IO TTPOCT-
PaHCTBEHHO-BPEMEHHOMY IIPUHITAIY C YYacTHUeM
POTENHOB-TPUITEPOB, K KOTOPHLIM M OTHOCUTCS
MMMYHHBIHN Perrpeccop. 3TO BO3MOKHO JIVIIITH BCJIE]-
CTBUE TOT'O, YTO T€HOMBI BCceX DaKTeprodaroB mme-
IOT MOAYJIbHOE cTpoenme [45, 46, 47].

OO0HOKOMNOHEHMHAS CUCMeMa UMMYHUMe-
ma gaza aamb6oa

®dar 1amb1a ABAAETCA TUIUYHBIM IIPeICTa-
BUTEJIEM TPYINbI JIAMOZouAHBIX (aros. Ero
YaCTUIILI OTHOCATCSA K Mopdorumy Bl c umso-
METPUYECKUM WMKOCA3APAJIbHBIM KAaICHUAOM U
MUIMHHBIM HECOKPATUMBIM XBOCTOBBIM OTPOCT-
KoM [48]. Pasmep ero reHoma COCTABJISIET
48,502 Twic. map HyKJeoTumpoB (r.m.H) [49],
npu ausorenusanuu ero [JHK wuTerpupyer
¢ baxkTepuanbHOIT Xpomocomoii. [Ipodar samo6-
la MHAynupyeTca o0JaydeHMeM yJabTpaduoe-
ToMm [34, 50]. Bupmnonnaa JHK dara mambza
YIaKOBBIBAETCA B KAIICHUZ II0 COS-MEXaHU3MY
[61, 52]. CucTrema nMMyHUTETA, €€ CTPYKTypa U
OPUHIIUIEI PETYJIAINY ObLIN ITOAPOOHO OIIUCAHBI
B TpenbiayIiieM paszaesne. CiemyeTr JIWIIbL OTMe-
TUTb, UTO C-00J1aCTh (Para JAMOLa ABJIAETCA OLHO-
KOMIIOHEHTHO, TaK KaK B IMOAAEeP:KaHUM! JIN30-
TeHHOTO COCTOAHUA B KJETKe IMIPUHUMAeT
ydJacTue TOJbKO OJUWH IpOTenH-pernpeccop. Bia-
rofiaps ero CTPYKType IPOUCXOJUT KOOPAUHUPO-
BaHHAas PEeIpPeccus IPaBoTO U JIEBOT'O OIIePaTOPOB
Og u Oy, uTO ObecneunBaeT IOAIEePIKAHIE JIN30-
TeHHOT0 cocTosHUsA mpodara. Ilpu TmusoreHHOM
UHIYKIINY IIPOUCXOAUT KOOPAUHUPOBAHHASA Jie-
pempeccusi BceX MO3MHUX JUTHUUYECKUX TEHOB,
4TO 00ECIIEUMBAET MX COTJIACOBAHHYIO DKCIIPEC-
cuio u obpasoBauue (GaroBoro IOTOMCTBA.



Oznsdu

Jl8ykomMnoHeHmHas cucmema uMMYyHUmMe-
ma ¢aza P22

Ywmepenusniii 6aktepuodar P22 Salmonella
typhimurium cyIiecTBEHHO OTJIMYAETCS OT KO-
audara aamM061a Kak 1o MOP(OJJIOruI YaCTUIIEI,
Tak ¥ 1Mo crpareruu ynakosku ero [JTHK. Bupu-
oubl P22 orHocarca k¥ Cl-mopdoruny (umeroT
M30METPUUYECKUN KalCHuJ ¢ KOPOTKUM XBOCTO-
BbIM oTpocTKOM) [48], a ynakoska JTHK B xaim-
CHUJl MPOUCXOJUT O MeXaHU3MY 3alOJTHEeHUS
rosioBku [53]. B arom cryuae [JTHK ynakoBbiBa-
eTcs 10 3aTl0JTHeHU A 00'beMa TOJI0BKY 1 Hapesa-
eTcsl 10 TaK-Ha3bIlBaeMbIM pac-caiitam. B pe-
syabrare sToro Bupuonuas [THK nmpuobperaer
KOHIIEBYIO U30BITOYHOCTh, & €€ HYKJIEOTUIHAA
IOCJIeOBATEIBHOCTh CTAHOBUTCA IIEPMYTHPO-
BaHHOI1. Pasmep renoma ¢ara P22 cocraBiser
42 r.1.H. [54], HO mMeeT TOT Ke caMbIil IOPALOK
TeHOB U cIocobeH co3maBaTh ¢ (pharoM JaAMOIa
JKM3HecIrocobHbIe peKoMOuHAHTHI [50, 55, 56].
Crparerus passutus ¢ara P22 amajgoruuna
dary nambaa [50, 57]. OcHOBHBIE OTJIUYUA COC-
TOSAT B TOM, UTO c-TeHbl para P22 pacmosoxe-
HBI B IBYX Pas3JUYHBIX KJIACTEPAX, & JU3OTEeHUA
TMOAAEPIKUBAETCS 32 CUET HEIPEPHIBHOTO CUH-
Te3a ABYX PEIPeccopoB.

T'en mepBoro pempeccopa, c2, HaXoqUTCA B 00-
aactu ImmC [55]. [elicTBue ero mpogyKTa aHa-
JgoruuHo peticteuio CI-pempeccopa dgara iamoza.
Oo6snacts Imml [58] comep:kuT reH BTOPOTO pe-
mmpeccopa mnt, KOTOPBIH IIPeIOTBPAIIAET SKCIIPeC-
cuio aHTupenpeccopa ant. HeratuBHyio peryJis-
IO TeHa ant OCYIeCTBJAET MPOoTenH Arc, reH
KOTOPOT'0 TaK)Ke HaXOJUTCA B 9T0# obstactu [59].
Arc-pempeccop KOHTPOJUPYET TPAHCKPUIIIUIO
Kak ¢ nmpomotopa P, , (IpoMOoTOp aHTHpempecco-
pa), TaK U ¢ IPOMOTOpPa APyTroro pemnpeccopa P, .,
3a CUET X PA3JINYHOM OPUEHTAI[UM. ¥ CTAHOBJIE-
HYe€ JIN30T€HNU IIPOUCXOANT C YIACTHUEM ITPOYK-
TOB TeHOB ¢l 1 ¢3, KOTopble 00eCIIeYnBAIOT BbICO-
KHUU HavaJIbHBIN YPOBEHb MMYHHOI'O PeIrpeccopa
C2 c nepBuuHOro npomoropa Prp.

Nunyxknua npodara P22 nmpoucxogut aBy-
Ms He3aBUCHUMBIMHU APYT OT Apyra mMyTIMH —
aKTuBaImuei nporeassl RecA u geticrsuem Ant-
nporenHa [55, 60]. Ilocieguuii He ABIAeTCA
PeryJIATOPHBIM, a HEIOCPEeICTBEHHO CBA3bIBA-
erca ¢ C2-pemrpeccopoM u IIpeaoTBpAIllaeT ero
B3aumogeiictsue ¢ [[HK.

Taxum o0pasoM, yMepPeHHBIT OaxTepuodar
P22 umeer ABYKOMIIOHEHTHYIO UMYHHYIO CHC-
TeMy, PYHKIIMOHUPOBaHNE KOTOPOH obecmeun-
BaeTCs ABYMs PEIPecCOPHBIMU IMTPOTEUHAMU.
ITepBsorii, C2-pemnpeccop, HETATUBHO PETYJIUPY-
€T Bce JIUTUYeCcKue (paroBble TeHBI, B TO BpeMA
Kak apyroii — Mnt-penpeccop — IpemoTBpa-
I1aeT 9KCIPECCUI0 TeHa aHTUPEeIpeccopa.
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Puc. 5. CxemaTuueckasi CTpyKTypa oéaacreit
uMmvyHurera ¢garos xamona (A), P22 (B) u P1(B).
HampaBieHre 9KCIPECCHM YKA3aHO CTPEJIKaMU.
Onucanue JaHO B TEKCTe

TpexkomnoHeHMmHAA CUCeMA UMMYHUMe-
ma ¢gpaza P1

®ar P1 aBnsgerca oueHDb CI0KHBIM YMEPEH-
HBIM O0axTepuodarom E. coli ¢ paszMepoM BUPU-
ounoii [IHK oxoso 105 r.1m1.1. [61, 62]. OH, Kak
u P22, ynakoBbIBaeT CBOU T€HOM IO ME€XaHM3-
MY 3aI0JIHEHUSA TOJIOBKH, ero BupnonHada [[HK
epMyTHPOBaHa U comepKuT okoao 10% KoH-
IIeBOM M30BITOUHOCTH. B oTamume oT JaAMOIA
u P22, y ¢para P1 QpyHKIMOHUPYET CJIOKHAA
TPEXKOMIIOHEHTHAs CUCTEeMa NMMMYHUTETA, KO-
Topas ObLiIa M3yueHa JIUIID 6JIarofaps UCIIOJb-
30BaHUIO TeXHOJOTrHU peKkoMOouuHaHTHEIX [THEK.
Brigensaior ciaenyoIiue KOMIOHEHTHI UMMYHU-
teta P1: 1) ummyHnHBIH pernpeccop Cl, ocyrec-
TBJIAIONINN KaK MO3UTUBHBIN, TAK HETATUBHBIHA
KOHTPOJIb PA3JIMYHBIX (PArOBBIX T'€HOB, a TAKKe
cobcTBeHHYI0 aBToperyaanuo; 2) PHEK-pe-
mpeccop ¢4, KOTOPBLIH HETaTUBHO PEryJIupyeT
cuHTe3 auTupernpeccopa Ant; 3) Bcmomorareib-
HbIl npoTenH Lxc. I'ersl ¢l u ¢4 J0KaIu30Ba-
HBI B o0sactax immC u immlI coorBeTcTBEeHHO,
KOTODbIe aHAJOTUUHBI ABYKOMIIOHEHTHOM CHC-
Teme ummyHuTeta ¢gara P22, I'en lxc maxomur-
cda B obsactu ImmT renoma ¢ara P1.

Oosnacts ImmC [61, 62, 63] conep:KuUT reHbl
cl, coi n Habop omepaTopoB. IIpoayKT rema cl
B3ammozercTByer npubsausuTenabHo ¢ 20 omepa-
TOpamu, pasdpocauHbIME 110 reHoMy P1. Cpenu Hux
BBIZIEJIAIOT MOHOBAJIEHTHBIE, COJEPIKAIIIe OTUH
CaliT CBA3BIBAHUS, U OMBAJIEHTHEIE. Ilocienunue
UMeIOT ABa MEePeKPBLIBAIOIINXCSA PEIIPEeccoOpPCBsi-
spiBaroIux carita. Cl aBToperyampyer cobOCT-
BEHHBIN CHHTE3 3a CUeT B3BamMOIeCcTBUA ¢ OmBa-
JeHTHBIM onepaTopom Op99a-b u ocyriecTBisgeT
HEraTMBHBINA KOHTPOJIb TeHa coi. IIpogyKT moc-
JIeTHETO TIPEeIOTBPAIIaeT HEKOBAJIEHTHOE CBA3bI-
Baume pempeccopa Cl ¢ IHK. IIpexmonararor,
uTo mpotenH Coi IpuUHUMAaeT yuacTue B BLIOOpE
cTpaTeruu pasBuTuA mmpodara.
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O6sacte ImmlI [61, 62, 63] comep:kurt ome-
POH, COCTOAITNY 13 TeHoB ¢4, icd, antl /2. 3toT
OIIEPOH TOABEDPIKEH [IBOMHOMY KOHTDOJIIO CO
cropoHbsl Cl- m C4-pemnpeccopos. I'ennr icd
u antl /2 onpenesAioT MOCJIeI0BaTeIbHOCTD IIPO-
TeNHA-UHTUOUTOPa KJIETOYHOTO DPA3ZMHOKEHUS
¥ aHTUPEIPEeCCOPHOTO IIPOTEMHA COOTBETCTBEH-
Ho. I'en ¢4 kogupyetr anTucmbicaoByio PHKE, ko-
TOpas AeHCTBYeT KaK Perpeccop TPAHCISIIUN
IBYX BBIIIIeyKa3aHHBIX ImpoTenHoB. OHA B3au-
MOJEMUCTBYET ¢ O0IIIMM TPAHCKPUIITOM OIIePOHA
ImmI ¢ oO6pasoBanmeM CTPYKTYPhI THUIA «KJIe-
BEPHOTO JIKCTa», OJOKHUPYIOIIEH TaJbHEHIIyIo
TpaHcaAanuio. Bmecre ¢ pernpeccopom C1 PHK-
petmipeccop ¢4 ABasgeTcAa HEOOXOAMMBIM (aKTO-
poM mopepsKaHmA cocToaHmA mpodara P1.

Hanuuwe omepoHa C ABOMHBIM KOHTPOJIEM
CBU/IETEJILCTBYET O CBSA3HU, CYIIIECTBYIOIIE MeiK-
ny ImmC- u ImmI-obmactamu. Ogaaxko posas Cl-
pelrpeccopa B 3TOM KOHTPOJLJIE ellle He OIIpeseJie-
Ha. YCTaHOBJIEHO, UTO IPU OTCYTCTBUU AKTUBHOMI
C4-PHK cunrtes antupenpeccopa Ant crumy.iu-
pyetca BanmoyierictBueM Cl-rpoTenHa ¢ TPOMO-
Topom Op51 [63]. Takum obpazom, C1-KOHTPOJIH
ATOTO IIPOMOTOPA HE MOYKET ITOJIHOCTHIO PaccMaT-
puBaThCA KaK BTOpas CCTeMa perpeccuu (ara.

Tperbss ob6sacTh umMMyHHTeTa (ara Pl,
ImmT [61, 62, 63], comep:kuT rex lxc, TPOAYKT
KOTOPOTO yCcUJIMBaeT cBAs3bIBaHme mporerHa Cl
¢ oneparopamu. [lokasaHo, YTO B MPUCYTCTBUU
Cl-penpeccopa mporemH Lxc cBsA3bIBaeTcsa €O
BCEMU COOTBETCTBYIOIITUMHU OIlepaTopamMu ¢ oopa-
3oBaHueM Komiuiekca Cl-Lxc-omepatop. Ilpm
9TOM CHJIBHO YMEHBIIIAeTCS CIIOCOOHOCTH WHIH-
outopa Coi yruerars Bzaumozeiicteue Cl ¢ JIHK.
Kopernpeccopusblii nporenH Lixc paccMaTpuBaeTcs
KaK CpeACTBO «TOHKOII HacTpoukwu» (fine-tu-
ning) peapeccopa C1. IIpu 3TOM He UCKJII0UAeTC
BO3MOKHOCTb yUacTuA LXC B yCTaHOBJIEHUU COC-
TossHUA npodara Pl myTem yrHeTeHUs WHAKTH-
BaIlMOHHON (pyHKIIMY Irporenta Coi.

OueBUIHO, YTO CPEAUN BCEX XOPOIIIO M3YyUeH-
HBIX OaKTeprodaroB yMepeHHBIN OakTepuodar
P1 dopmupyeT camyro CIIOKHYIO JIMBOT€HHYIO CHC-
TeMy. 3a YCTAHOBJIEHWE U TOAAEP:KaHUe JIM30Te-
HUU OTBEUYAET TPEXKOMITOHEHTHBIM KOMILIEKC, KO-
TOPBII BKJIIOUAET WMMYHHBIA pempeccop Cl1,
PHEK-penpeccop C4 u monmotTHUTEIbHBIN pempec-
cop Lxc. Perynsaiusa reHHo aKTUBHOCTH B COCTO-
SHUU TIpodara MPOUCXOIUT KaK Ha YPOBHE TPaH-
CKPUIIIIUY, TaK U TpaHcaanuu. IIpu sTom ogHa u3
TeHOMHBIX obJiacteii (para P1 momgumHsieTcs ABOI-
HOMY KOHTPOJIIO. B HacTodAlee Bpems HOEUCTBU-
TeJIbHASA POJIb UMMYHHOT0 perpeccopa Cl B hyHK-
muoHupoBanuu mpodara P1 yrounsaercs.

PaccmoTpennnie B aTOM riiaBe 6axTepuoda-
M He OXBATHIBAIOT BCETO PA3HOOOPA3Us N3BECT-
HBIX (paroB. OmHaKOo omucaHHble 3aKOHOMED-
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HOCTH UMMYHUTETa MOKa3LIBAIOT OCHOBHELIE M3-
BECTHBIe IPUHIUNLI CTPYKTYPHO-(PYHKIIKIO-
HaJIbHOM OpTraHU3aIlu JU30TeHHBIX CUCTEM.

ledexTHaa TU30TEHUS

HedexTHas tuzoreHus GOPMUPYETCS IIPO-
daramu, yrpaTUBIINMH YacTb reHoB [16]. Ecau
Cpely OCTaBIIUXCS CTPYKTYPHBIX T'€HOB €CThb
TOJBKO T€HBI XBOCTOBOTO OTPOCTKA, TO IIOCJE
JIN30T€HHOI MHAYKIINY OaKTepuaJIbHONA KIeTKHU
obpasyiorca aedeKTHbIe (paroBble YACTUIIHI —
0aKTepUOIUHBI THUIIa ()AarOBBIX XBOCTOBBIX OT-
pocTKOB [64]. OHU cTOCOOHBI yOMBATH KJIETKU
TOTO 2Ke WJIN APYTUX BUAOB 6aKTepuUil, HO He sIB-
Jsi0TcA MHPeKIuoHHbIMU. TaKkue KuJjijiepHble
areHThI IITMPOKO PaCIPOCTPAHEHBbI y OaKTepUii
pona Erwinia [65] u Pseudomonas [66]. Tak,
reaoMm P. aeruginosa comep:kut P2-momo0HBII
KJIacTep TeHOB (paroBbIX XBOCTOBBIX OTPOCTKOB
tunoB R2 u F2. IIpu ero uHAYKIIMYU 00pas3yioT-
cs OTPOCTKM, XapaKTepHble AJsA (aroB cemeii-
crBa Myoviridae u Syphoviridae coorBercTBeH-
Ho. CymepuH(puiiupoBaHue OaKTepuii pojaa
Pseudomonas parom Ps17 npuBoguT K o6paso-
BaHUIO (PeHOTUIINYECKON CMeCH C ITHOIIMHOM
R2 u pacmiupenunio kpyra x03sieB s IOTOMKOB
cynepuuduinupyoiiero gara [67]. [lockoabKy
PEeKOMOMHAIINY IIPU 9TOM He O0HAPYKeHO, CUM-
TaeTcs, YTO IPOUCXOAUT KOOIEePaIlis IPOaYK-
TOB ()aTrOBBIX U MUOITMHOBLIX I'eHOB. HTEepecHO
OTMETHUTH, UTO0 y E. coli cpeiyn 3HAYUTEIHHOTO
KOJINYeCTBa KOJIMIIMHOB, KOTOPbIE ITPOSABJISIOT
KUJIJIEPHOE JeHCTBUE II0 OTHOIIEHUI0 K POJICT-
BEHHBIM 0aKTepUsIM, CTPYKTYP THUIA (ParoBbIX
XBOCTOBBIX OTPOCTKOB He 00Hapy:KeHo [68].

3HaueHHe MPo(aroBoro KOMIIOHEHTA
B 0aKTepMAaJbHOM IOILYJISI[MH.
JIn3zoreHHas KOHBEPCHUA

C mIOMOIITbI0 METONOB 6MOMH(MOPMATUKH IIO0-
KasaHo, UTO B CJy4Yae TaKuUX OaKTepuii, Kak
Staphylococcus aureus [69], Streptococcus pyo-
genes [70], Listeria monocytogenes, L. innocua
[71], S. enterica serov. typhi u serov. typhimuri-
um [72], E. coli 0157 u K12 [73], BHyTpPUBUIO-
BOe pazHoobpasre GOpMUPYETCA UMEHHO 3a CUeT
npodaros. MHorounciieHHbIE TYOJIUKAIIUU O-
HO3HAYHO JOKAa3bIBAIOT, UTO (haru He SBJISIOTCS
MacCUBHBIM TpysoM OaxTepuu. Bes comHeHwus,
OHU MPUHUMAIOT aKTUBHOE yuyacTue B (DU3UOJIO-
' He TOJILKO OTAEeJbHOII MUKPOOHON KJIETKH,
HO 1 6aKTepHUaSIbLHON MOMYJIAIUYN B [IEJIOM.

WsBecTHO, UTO KpoMe TeHa IIPOTEWHAa-pe-
mpeccopa B cocTaBe mpodara sKCIPecCupyoTcs
U Ipyrue reHbl. YacTo OHU ABIAIOTCA HECYIIe-
CTBEHHBIMHU [JI KU3HEHHOTO ITMKJIA CaMOTO
baxTepuodara. Oguako Osarogaps HUMeHHO
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9TUM TeHaM JU30TeHHAaA KJIeTKa MOYKET IMPuo0-
peraTh HOBbIe TPU3HAKM, IOBBINIAIOINNE ee
IIaHChHI Ha BBIXKUBAHUE B OKPYsKaIOIIel cpese.
Jlusozennasa Koneepcus UIN (Pazoéas KOHEep-
Cusl — 9TO U3MeHeHUe CBOMCTB OaKTepUuu BCIeI-
CTBHE 3apPaKeHUA U JIN30NeHUBAI[UY €€ YMEePeH-
HbIM OaxTepuodarom [15]. Xopoiro n3BeCTHBI
IpUMepPHI JUB0TEeHHON KOHBEPCUM, KOTAA IIPU-
obpereHue mpodara obecrmeunBaeT O0aKTEPUIO-
X03AWHA [TOIOJHUTEJbHBIMU (WJIW HOBBIMU)
daxTopamu BupyJsentHoctu [1]. Bosiee Toro,
mpodaroBbie TeHbI MPUHUMAIOT YUaCTHe B aJall-
TaIuu JU30TeHHO OaKTepUN K CIeuPUUecKo-
MY OKPYIKEHUIO0 He3aBUCHUMO OT TOTO, SIBJISETCS
JI KJIETKA-XO03AWH IIaTOT€HOM, KOMMEHCAJIOM
WJI CBOOOMHO »KUBYyIen popmoii [1].

B cocraBe mpodara aambaa, KpoMe c-MOAY-
JIs1 BKCIIpeccupyioTcsa reHbl rexAB, obecmeun-
BaloIye OTpaHnUYeHre MPOAYKTUBHOTO Pa3BU-
tusa rIl-myranToB BupyseraTHoro gara T4 [74].
O6Hapy:KeHo, uTo IpoTenH RexB Tak:ke mpeIo-
TBpAIllaeT CMePTh JU30IMeHHBIX KJETOK, KOTO-
pas BBI3BIBAETCA [OMOJHUTEJIbHBIM MOIYJIEM
phd/doc nnasmungaoro npodara P1[75], u 6ak-
TepuaJbHUMU TeHaMU, UHAYIUPYEMBIMHU BO
BpeMs aMWHOKMCJIOTHOTO TOJOJaHUs OaKTe-
puu, — rel/mazEF [76]. IloaTromy Rex-omepon
(hara mAMOma MOYKHO Ha3BATh «OMEPOHOM BBI-
JKUBAHUSA» [Js JU30TEHHBIX KJETOK. ['eHBI
npodara gambaa bor u lom [77] TakKe cunuTa-
IOTCA KOHBEPCUOHHBIMU, OOeclieunBas JU30re-
HaM YCTONUYMBOCTL K CBIBOPOTKE W YCHUJIECHUE
CcIIOCOOHOCTY BBI’KMBAHUSA B MaKpodarax.

Yro KacaeTcs OMMCAHHBIX B 9TOM 0030pe
daros P22 u P1, To y HUX U3BECTHO JOCTATOUYHO
MHOTO T€HOB, CBSIBAHHBIX C JIMBO0TE€HHOMW KOH-
Bepcueii. Hanmpumep, y tusoresos mo ¢ary P22
IIPOUCXOAUT XMMHNUYECKad MoguPUKaIusa paro-
BOT'O PeIernTopa m (PYHKIIMOHUPYIOT Ipodaro-
BbIe cucTeMbl SieA m sieB, obecmeumBaroliue
CYIEePUMMYHUTET K 3apa’KeHUI0 TOMO- U TeTe-
POJIOTUYHBIMU Bupycamu [55].

Kpowme Toro, nns nusorenos no ary P1 xa-
pPaKTepeH CyIepuMMYHUTET, 32 KOTOPBIH OTBe-
yaer ortepoH simABC[61]. SimC aBisiercs ana-
JIOTOM TIPOTEMHOB CYyHepUuH(EKI[MOHHOTO
UCKJIIOUEHNA, OOHAPYKEHHBIX Y JPYTUX yMe-
peHHBIX 6akTeprodaros. Takue IpOTEeNHBI IIpe-
IYIIPEKIAI0T TTPOHUKHOBEHNE CYHEePUHQMUITUPY-
formedt parosoit [IHK B mmroriasmy Jim3oreHHOM
KJIETKU. ¥YCTAHOBJIEHO, UTO IJisA 3(PPEeKTUBHOTO

JUTEPATYPA

1. Canchaya C., Proux C., Fournous C. et al.
Prophage genomics // Microbiol. Mol. Biol.
Rev. — 2003. — V.67, N 2. — P. 238-276.

2. Herold S., Karch H., Schmidt H.Shiga toxin-
encoding bacteriophages- genomes in motion

(GYHKIIMOHUPOBAHUA Sim-T€HBI NOJIKHBI OBITH
amituduupoBausl [78]. 9ra dyHKIIMA Qara
P1 anamornuna cynepuH(GEKITMOHHOMY UCKJIIO-
YeHUI0, KOTOpoe Koxupyercsa remamu immT
u gsp BupyJeHTtHoro ¢ara T4. BepoaTHo, 006-
1e0MoJ0TNYeCKoe 3HAUeHNe YKA3aHHBIX CHC-
TeM COCTOUT B 3aInuTe (DaroBoi MONYJIAIUUA OT
JI00BIX IPYTUX BUPYCOB, CIIOCOOHBIX PasMHO-
JKaThbCA B JUBOTEHHBIX KJETKAX.

dar P1 ob61amaeT MexaHU3MOM CTaOMJILHOTO
HacJiefoBaHUA Ipodara-nIasMUALI 3a CUeT yIHe-
TeHUs PocTa 0eCIIa3MUIHBIX JOUEPHUX KJIETOK
[75]. Tennl onnepona doc/phd KogupyIOT ABa IPO-
TerHa, 13 KOTOPbIX Doc — CTabUIbHBIN TOKCHUH,
a Phd — mecrabunbubli antugor. Ilpu yrpare
IJIA3MUALI IT0cJIe fAejaennda Kiaetku Phd menien-
HO paspyIaeTca X03ANCKOU IIpoTeasoil, BHICBO-
6osxmas TokcuH Doc, KOTOPBIH ABIgeTCA (aKTO-
POM «IIOCTCETrPEeraroOHHOT0 YOUCTBa» KJIETOK.

B mesom, y dara P1 6osee 20 renoB cBsA3a-
HEI ¢ Tu3orenueii. Ux GyHKIINYU B OCHOBHOM M3-
BecTHBI. K 9T0i rpynne oTHOCAT elle 12 reHoB
(isaB, mlp, ppsA, plp, upl, upl A—-C, upl M—O0,
upl®), GyHKIIUU KOTOPHIX ceiiuac erre CI0KHO
IpOruo3mpoBaTh [62].

Takum 00pasoM, MHTEHCHBHOE NCIIOJIh30BaHIEe
0aKTepuil-IPOAYIIEHTOB CaMbIX pPasHOOOPas-
HBIX BEIeCTB IIPOMBIIJICHHOTO, MEeIUIIUHCKO-
r'0 ¥ CeJIbCKOXO03SMCTBEHHOTO MpeHasHAYeHU A
CTAaBUT IIepe] COBPEMEHHOI OMOTeXHOJOoruei
PAL aKTYaJbHBIX 3a/1aU HEOTJIOKHOTO XapaKTe-
pa. OmHolt U3 HUX ABJAETCA Hpobyema (Paroam-
31ca MIPOMBITIIJIEHHBIX KYJIbTYP. JIU3UC KJIETOK
3a cueT pasBUTHUA 6aKTEepUODaroB MOKET UMETh
KaK 9K30TeHHYI0, TaK U SHIOTeHHYIO IPUPOIY.
B mepBom ciyduae ero o0ycJIOBIMBAIOT (paru,
KOHTAMUHUPYIOIEe OaKTepUaTbHYIO MMOMYJIs-
IIUI0, BO BTOPOM — yMepeHHbIe 0aKkTepuodary,
KOTOpBIE B BUje Impodara MOTYT HECTH MOAAB-
JIsTIoITee OOJIBIITMHCTBO OaKTepuii. DHIOTeHHbII
(harosmsuc — III0X0 MPOTHO3UPYEMOE COOBITHE,
IPeIOTBPATUTh KOTOPOE MHOTAA HEBO3MOIKHO
13-3a HEJOCTATOYHOTO 3HAHUSA O JU3O0T€HHOM
COCTOSTHUM TO¥ MJIM MHOU OaKTepum. PaccmoT-
peHue MpoIeCCOB BOBHUKHOBEHUS U IOAJAEP-
JKaHUSA JUB0T€HUM Y TaKUX MOZEJIbHBIX 0aKTe-
puodaroB, Kak Jgambma, P22 u P1, a Taxke
reHeTUYeCKUX 3(P(eKTOB, 00YCIOBICHHBIX JI30-
TeHU3aImel KJIeTOK, ABIAETCA BAXKHBIM JJIA TI0-
HUMaHUA (aroJnsnca 1 ero IpeJoTBPaIle s .

// Int. J. Med. Microbiol. — 2004. — V. 294, N
2-3. — P.115-121.

3. Ventura M., Canchaya C., Bernini V. et al.
Comparative genomics and transcriptional
analysis of prophages identified in the geno-
mes of Lactobacillus gasseri, Lactobacillus
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_ JII30TEHIA Y BAKTEPIN )
TA If BHAYEHHS JIJI1 BIOTEXHOJIOT'TI

A.I. Kywrxkina
D. 1. Tosrau

TacTuryT Mikpobiosorii Ta Bipycosorii
im. 0. K. 3a6onoraoro HAH Vxkpainu, Kuis

E-mail: a.kushkina@gmail.com

Parosiszrc TPOMUCIOBUX KYJIBTYP — aKTyaslb-
Ha 1Ipo6JieMa 6ioTexHoIoTii Mikpoopramismis. Horo
MIPOSIBU € HE3BOPOTHUMMU i TPU3BOAATH O 3HAUHUX
eKoHOMiuHUX 30uTKiB. Ha choromHi mia KomepIriii-
HO I[iHHUX IITaMiB MiKpOOpraHisMiB iCHYIOTb I'€H-
HO-iH)KeHepHi CCTeMU 3aXUCTY, AKi CIIPAMOBaHi HA
3a00iraHusa eHIOreHHOMY I €K30reHHOMY (haroJri-
3ucy. PodyMiHHA MOJIEKYJIAPHO-TEHETUUHUX OCHOB
BUHUKHEHHA, MiATPUMAaHHA i mepemadi JiTHUHUX
Ta JIiB0reHHUX BipycHUX iH(eKIiil y 6axTepiayib-
HUX IIONYJIAIIIAX, 0e3 CYMHIBY, OyZe KOPUCHUM JIJIsI
0iOTeXHOJIOTIB i [OIIOMOXKe OITHUMi3yBaTU TEXHO-
JIoTiuHi mporiecu Ta 3ab6e3ledynuTy MPUOYTKOBE BH-
pobuuiiTBo. B ornsaai mpoaHasizoBaHO HaGiIBII
BUBUEHI JIi30TMeHHI CHCTEeMM, IOJAHO KJIIOUOBi BIU-
3HAYEHHA, K1 CTOCYIOThCS JII30TeHi1, Ta ITOsICHEHHA
OioJsioriunmx ocobamBocTeil acoriamii «mmomipHMit
O0akTepioar—KJIiTHHA» .

Knwuosi cnoea: nis3oreHid, perynanisa, moMmipHi

OakTepiodaru, mpoTeiH-pempecop, Jdi3oreHHa
KOHBepcid.
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Lysis of industrial bacterial cultures caused by
bacteriophages is an actual problem for microbial
biotechnology. Its outcome is irreversible and leads
to large financial losses. For commercially valuable
species of microbes genetically engineering strains
resistant against exogenous and endogenous phage
lysis are used today. However, understanding of
molecular genetic basis of nascence, persistence
and carry over lytic and lysogenic phage infections
at bacterial populations, surely, is useful for
biotechnologists and will help them to optimize
technological processes and to ensure profitable
productions. In the review the circuits of the most
well known lysogenic systems are analyzed, the key
concepts concerning lysogeny are provided, and
biological feature of «temperate bacteriophage-
host bacterium» interaction is explained.

Key words: lysogeny, regulation, moderate
phages, protein-repressor, lysogenic conversion.





