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IIpoBeaeH MUPOKOMACHITAOHBII MOUCK MOTEHIIMAIBHBIX ATTEHIOATOPHBIX PEryJIATOPHBIX CTPYKTYp y OakTe-
pHii, KOTOPbIii ONUPAETCS HA JIBE OPUTHHAJIbHbIE KOMIIBIOTEPHbIE MPOTPAMMbI — MOJIEJIb MIPOLECCA ATTEHI0ATOP-
HOIi PeryJsiiiy ¥ MHOKEeCTBEHHOE BHIDABHMBAHME IO TAHHOMY (PHIIOreHeTHIECKOMY JepeBy. DTH MPOrpaMMbl
JIOCTYIHBI JJisi CBOOOIHOTO MOJib30BaHus Ha caiite http://lab6.iitp.ru. Haiinensl noTeHNUaIbHO BO3MOXKHbBIE
CIOCOOBI ATTEHIOATOPHO# PEryJIsiiii y MHOTHX OaKTepHii U3 TAKCOHOB O.-, 3-, Y-, -mpoTeodaKTepmii, Actino-
bacteria, Bacteroidetes/Chlorobi, Firmicutes m Thermotogae u Cloroflexi nepen renamu hisG, hisZ, hissS,
pheA, pheST, trpEG, trpA, trpB, trpE, trpS, thrA, thrS, leuA, leusS, ilvB, ilvl, ilvA, ilvC, ilvD, ilvG. TIpoBeaen
MOUCK 10 BCeMy pa3Ho00pa3uio ceKBeHMpoBaHHbIX reHomMoB 0akTepuii B [enbanke NCBI. Ilpu uzyyenuu apy-
rHX OAKTepuii HAIMM METOIOM ATTEHIOATOPHAS CTPYKTYpa He OOHApy:KeHa. B HEKOTOPBIX CIy4yasx MOXKHO
NpeanoJoxkuTh, 4To pob PHK-tpuniekcos npu dopmupoBannu 3¢¢GeKTUBHBIX AHTUTEPMHUHATOPA U TEPMU-
HATOPA, a TAKIKe MCEBA0Y3JI0B B MPoIlecce TEPMUHALINN BeCcbMa cymecTBeHHa. [Ipeanoiaraercs, 94To aTTeHIO-
aropHas peryasiys rena lys Qy Lactobacillus lactis 3asucut ot Konuenrpamuu ructuamia-TPHK. Pacemarpu-
BAIOTC# Pa3IMYHbIE THIIBI ATTEHIOATOPHO PEryJISAIMA H 00CYKIAETCA ee 3BOJIONHU.

Karouesnte caoea: sKcnipeccusi TeHOB Y 0AKTEPHii, ATTEHIOATOPHAS PEryIsIMs, NIMPOKOMACIITAOHBIN MONCK,
AJITOPUTM MOMCKA ATTEHIOATOPHOI PEryJisiiiu, AJrOPUTM BHIDABHUBAHKUS 11O JAEPEBY.

ATTENUATION REGULATION OF AMINO ACID AND AMINO ACYL-tRNA BIOSYNTHETIC OPER-
ONS IN BACTERIA: COMPARATIVE GENOMICS ANALYSIS by K. V. Lopatovskaya*, A. V. Seliverstov,
V. A. Lyubetsky (Kharkevich Institute for Information Transmission Problems, Russian Academy of Sciences,
Moscow, 127994 Russia; *e-mail: kristina@iitp.ru). We performed a large-scale search for attenuation regu-
lation in bacteria based on two original computer programs modeling attenuation regulation and multiple align-
ment along a phylogenetic tree. The programs are available from http://lab6.iitp.ru. Candidate attenuations are
predicted in many bacteria from o-, B-, y-, 3-proteobacteria, Actinobacteria, Bacteroidetes/Chlorobi, Firmi-
cutes and Thermotogae; in Cloroflexi — upstream genes hisG, hisZ, hisS, pheA, pheST, trpEG, trpA, trpB, trpE,
rpS, thrA, thrS, leuA, leusS, ilvB, ilvl, ilvA, ilvC, ilvD, ilvG. Other bacterial taxa were not predicted to have
attenuation; searches were conducted across all bacterial genomes contained in GenBank, NCBI. Evolution of
attenuation is discussed.

Key words: gene expression in bacteria, attenuation regulation, large-scale searches, attenuation prediction al-
gorithms, tree-based multiple alignment algorithms.

BBEJIEHUE 1 TIOCTAHOBKA 3AJIAUM

Ota paboTa NpeacTaBiIsieT COO0M MPOTOILKEHNE pado-
TBI, OITyOJIMKOBAHHOM paHee [1], Kak B 4acTH TIpeACcTaB-
JICHHOI'O TaM METoJa INouckKa rNoTeHUUAJIbHbIX aTTECHIOA-
TOPHBIX CTPYKTYp, TaK U B YaCTHU CaMOTo IIIMPOKOMAC-
IITAOHOTO MOMCKA; B YACTHOCTU, 3[IECh MPE/IITOIaratoTCst
HOBBIE BApUAHTHI aTTEHIOATOPHOI PETyJISILIK, UCCIIETY-
ercs postb PHK-TpuriiekcoB 1 riceBIoy3i1oB B 3TOM ITPO-
riecce. HazBaHue HacTosiieid paboThl MPOAODKAET Ha-
3BaHUE NpeabIayllei [ 1], KoTopast BKIIto4aeT oapoOHbIA

* Dn1. moura: Kristina@iitp.ru

0030p JiuTeparypbl. IToaTOMy B clieayrolieM ad3ale Mbl
JIAILIIb KOCHEMCST ICTOPUUYECKOTO aCIeKTa MPOOIeMBbl.

bakTepuu nCnonb3yIoT paziMdHbIe MEXaHU3MBI Pe-
TYJISILIMU 9KCIPECCUM TEHOB Ha YPOBHSIX KAK COOCTBEHHO
MPOLECCOB TPAHCKPUIILINY Y TPAHC/ISILINN, TaK 1 TTOCT-
TPAHCKPUITLIMOHHBIX M MOCTTPAHC/SIIIMOHHBIX MPeod-
pazoBaHuii. Cpeay HIX 0OCOOEHHO IIMPOKO UCCIIEIYIOT-
Cs CJIeAyIOIIME: PeryJisaiusi, OCHOBaHHAas Ha OEIOoK-
JHKOBBIX B3auMOIEUCTBUSIX (perpeccust M aKTUBALIMS
VHUIIJAINY TPAHCKPUIILIMY TeHa), — 3TOM TeMe MOCBSI-
IIIEHO OOJIBIIIOE YMCJIO padoT; peryasiusi Ha OCHOBE
¢dopmupoBanust T-00kcoB [2—4] wm pubonepexioya-
Testel |3, 6]; KiraccudyecKkas aTTeHIOATOpHAsT PETYIISLIS,
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omucaHHas B padotax SIHoBckoro u coasnt. [7—9]. Ccbui-
KU, KacaloIlUeCs 3TOM PErysiliud 1 TIOSICHSIIOIIME €€
PUCYHKM, TaKKe IMPHUBEACHLI BO BBEICHMM K Halleit
npenbimyiieit cratee [1]. YTo KacaeTcsl yHOMSIHYTBIX
ITOCTIIpe0Opa3oBaHMIA, TO 3Ta TeMa UCCJIEAYETCS B psilie
padoT, CpeI KOTOPhIX OCOOEHHO OTMETUM CJIEAYIOIIUE
[5, 10]. ¥ MHOrmx mporeobakTeprii 1 aKTUHOOAKTepUiA
OIIEPOHBKI 17p, thr, his, leu, ilv, Komupyroniye (hepMEHTHI
CUHTE3a aMUHOKMUCIOT U amMruHoauui-TPHK—cuHTeTas,
PETYJIMPYIOTCS aTTEHI0aTOPHOM CTpyKTypoii [11, 12]. AT-
TEHIOATOPHAsI PETYJISILIMS 3aBUCUT OT KOHLIEHTPALIU CO-
otBercTBYIOolIe amuHoauwI-TPHK u 4dacto pacmnpo-
CTpaHSIETCSI Ha HECKOJIBKO OIIEPOHOB M3 OIHOTIO TEHOMa,
a MMEHHO — Ha KOIMpYIolIye (pepMeHThI CUHTe3a CaMOM
aMUHOKUCIOThI 1 aMuHoauwiI-TPHK—cruHTeTasbl.

B 31011 paboTe MpMHUMAETCS, YTO TIOHSITHE amme-
HIOaMOpHAs pe2yasylisi OTHOCUTCS K CTPYKTYpe, KOTopast
OCYILIECTBIISIET 3TY PETYJISILIAIO M KOTOPask BKIIIOYAET T'eH
JIMIEPHOTO TIETITUAA C PETYISITOPHBIMU KOJOHAMU B
HEM M CBSI3aHHBIE C HUM aJIsTepHAaTUBHBIC BTOPUYHbBIC
crpyktypbl MPHK. OnHu 13 Hux (“tepMuHuUpyoime”
WIN “CEeKBECTUPYIOIINE”) IPUBOIAT K MPEXKIeBpEeMEH-
HOM TepMUHALIMA TPAHCKPUITLIMU CTPYKTYPHOTO reHa
WIN K TTONABJICHUIO €ro TPaHCIISILY, a apyrue (“aHTu-
TepMUHUPYIOIIE” WIN “aHTUCEKBECTUPYIOIINE ) TI03-
poysiioT PHK-1tommMepase mpomgo/sKuTh TpaHCKPUII-
LIMIO CTPYKTYPHOTO r'eHa. DTa ajisTepHaTUBa 3aBUCUT OT
CKOPOCTH, C KOTOPOM prOOCOMA BBITIOHSIET TPAHCIIS-
LIVIO JTMAEPHOTO MEeNTUAa, a, TOYHee, OT CKOPOCTH, C KO-
TOPOI1 OHAa MPOXOAUT PETYJISITOPHBbIE KOMAOHBI. B cBOIO
oyepeib CKOPOCThb 3aBUCHUT OT KOHIIEHTPALIUU PEryIn-
pyeMoro cyocTpara Wiv CBSI3aHHOTO C HUM BEIIECTBA.
TepMuHUpYIOILLIKE U CEKBECTUPYIOILINE CTPYKTYPHI BO
BCeX HAOMOJaeMBbIX Clydasix Oojiee KOHCEPBATUBHEIL,
YeM aHTUTEPMUHMPYIONIME M aHTUCCKBECTUPYIOIINE
CTPYKTYpHI.

Iousatne aumumepmunamop najiee OTHOCUTCS K
LIMAJIbKE, pa3pyliacMoii pudoCoOMOit TIpU ee OBICTPOM
JIBUDKEHUU TI0 TeHY JIMIEPHOTO MeNnTuaa U UMeroleit
PEryIITOPHOE 3HAYCHUE, a MEPMUHAMOp — K IITAJIbKE,
KOTOpasi 0ObIMHO MPUBOIUT K TIPEXKICBPEMEHHOI Tep-
MUWHALMY TPAHCKPUIILIUY CTPYKTYPHOTO T'eHa.

Cpeny TUTOB aTTEHIOATOPHOM PETYIISIIIMM OCOOSHHO
BaXXHa Kadccuveckas, KoTopasi AeHCTBYeT Ha ypOBHE
TPAHCKPUITLMU CTPYKTYPHOTO I'eHa, U €€ TepMUHATOp-
Hble M AHTUTEPMUHATOPHBIE BTOPUYHBIE CTPYKTYPbI
aJIBTEPHATUBHBI 6 MOM UAU UHOM CMblcie. A UMEHHO, B
MOHSITUE KJIACCMYECKOW aTTEeHI0ATOPHOW peryJsiiuu
BXOJAT CJEyIollve ciydau. Bo-TIepBbIX, peryssiius
“mo SIHOBCKOMY”; TEPMUHATOP U aHTUTEPMUHATOP HE-
MOCPENCTBEHHO aJbTepHATUBHbI IPYT APYTY U UMEeTCs
y4JacTok, oboramieHHbii U (ITOIypaliiioBblii TPaKT),
PpacIoIoXKeHHBII 0KoJIo 3'-Kpast TepMuHaTopa. Bo-BTo-
pbIX, “lienb crnvpayeil”: TepMUHATOP U aHTUTepMUHA-
TOp HE aJITePHATUBHBI APYT APYTY, HO UMEETCs lieMb
OOBIMHO M3 4YeThbIpeX IIMUWIEK, B KOTOpPOH IiepBast
LLIMWIbKa, aHTUTEPMUHATOP, B CIydyae ee o0pa3oBaHMSI
3arpelaeT ciaemylomnyio (“Bropyio”, Win “KOTepMUHA-
TOp”); TOoraa obpaszyeTcsl caemyrolas Imuibka (“Tpe-
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Puc. 1. PHK-tpumniekc nepen redom hisG'y E. coli. “Tpe-
The TIeuo” Tpuruiekca paBHo UCUUU, cnimpaib uMmeet
wieun GGAAG u CUUCC.

ThsI”, WIM “KOAHTUTEPMUHATOP ), KOTOpast 3aIlpelacT
TepMuHaATOp (“4eTBepTYIO” IIIWIBKY); 30eCh TaKXKe
npucyrcTByer U-0OoraTelii y9acTOK, pacITOIOKEHHBIN
okoJjio 3'-Kpasi TepMuHaropa. B 3ToMm ciydae oObIYHO
HaMU NpearionaraeTcsi, YTo CTabMIbHOCTh KOTEpMUHA-
TOpa W/WIM KOAHTUTEPMUHATOpA TOANECPKUBACTCS 3a
cyeT oopazoBanusi PHK-tpuriekcoB. B-tpeTbux, “aH-
caM0J1b aHTUTEPMUHATOPOB”: KOHCEPBATUBHbBINM aHTU-
TEPMUHATOP OTCYTCTBYET, €r0 PoJib OepeT Ha cebsi aH-
caMOJ1b IITTWJIEK, KaXasl U3 KOTOPBIX aJIbTepHAaTUBHA
KOHCepBaTMBHOMY TepMUHaTOpy. Kak v B mpeablmyimx
ciydasix, 3[1eCb MMeeTCs MOJUYPUIMIIOBBIN TpakT, U
YCTOMUYMBOCTh HEKOTOPBIX IIIUJIEK MOXET MOIAepKI-
BaThCs 3a cueT (popmupoBanus PHK-Tpuriekcos.

Hanomuaum, uyrto U-60eamwbiii  yuwacmox (mionu-
YPUAWIOBBIA TPaKT) — 3TO YYaCTOK JJIMHON OOBIYHO
OKOJIO CEMU HYKJICOTUIOB, B OCHOBHOM — OCTAaTKOB
ypauuia; o APYTUX MCIOJIb30BAHHBIX BBIIIE TEPMUHAX
MOXKHO y3HaTh B Hallleu craree [13].

OTMeTM OTHEIBHBIN CIydail KJIaCCMYECKOM aTTe-
HIOATOPHOU perysiiyu “6e3 U-6oraroro yyactka”, Ko-
I1a TEPMUHATOP U aHTUTEPMUHATOP HEITOCPEICTBEHHO
aJTBTepHATUBHBI ApYT ApyTy, HO U-00raThlii y9acTOK OT-
CYTCTBYET WJIM CONEPKUT 2—3 ocTaTka ypalujia Ha 3a-
METHOM PacCTOSIHMM Apyr oT apyra. Ilo-Bummumomy,
ATOT CJIy4ail peaIbHO BCTPEYaeTCsI, HO €ro HEOOXOIMMO
OTJIMYATh OT CIy4asi, OIIMCAHHOTIO B CJIEIYIOIIEM ad3alie,
KakK OBl IPOMEXYTOUYHOTO MEXIY KJIaCCUYECKOM aTTe-
HIOATOPHOM pPETYJISILUEN UM PETYJISlMEd Ha YpPOBHE
TPaHCJISILIVU.

Cexgecmp-ammeHioamopHas  peeyasyusi  COOCPKUT
Bce aeMeHThl 1o fAHoBckomy kpome U-6oratoro
yJacTKa, HO OCYIIIECTBIISIETCSl Ha YPOBHE TPAHCIISIIVIN:
IIITWJIbKA, AaHAJIOIM4YHAsg TEPMUHATOPY, MMEepeKpbIBACT
CaliT CBSI3bIBAHUSI PUOOCOMBI.

Hcronb3ysi MHOXKeCTBEHHbIE BbIpaBHUBAHUS, TPY/I-
HO BBISIBUTH aHCAaMOJIb TEPMUHATOPOB, KaXKIBIN 13 KO-
TOPBIX CJIA00 KOHCEPBATHUBEH; AJIs1 pa3IMUeHUsT BapyaH-
TOB peryJisiinu 6e3 U-0oraroro yyactka, BOOOIIE TOBO-
psI, TAKXKE HETOCTATOYHO TTPETbSIBUTH MHOXECTBEHHOE
BbIpaBHUBaHUE (3TU CJTydyaud HUXKE He TTOKa3aHbI).
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Puc. 2. LEU1-niceBnoysen riepen reHoM leuAy D. shibae. Co-
OTBETCTBYIOIIAST PETY/ISILIMS BKJIIOYAET TeH JIMAEPHOTO TTeT-
TUJIA C ISUIIMHOBBIMU KOIOHaMU. JIeBoe MJ1e40 CIIMpaiv Ha-
XOIUTCS BOJIM3K 3TUX KOJOHOB. YepeHOK OTCYTCTBYET.

Llermu PHK mMoryT 00pa3oBbIBaTh mpuniexcs. B Hux
BXOJISIT TPU Yy9acTKa, OJWUH U3 KOTOPBIX COCTOUT TTOJIHO-
CTBIO U3 MyPHUHOBBIX HYKJICOTUIOB, a IBA IPYTHMX UMEIOT
OTHOCUTEJIBHO IMyPMHOBOI'O YJacTKa ITapauIeJIbHYI0O U1
aHTUIapaijieJibHyto opueHTaumu (puc. 1). INapa aHTu-
napauIeIbHBIX y4acTKOB o0pa3yeT crimpanb PHK, B ko-
TOPOIi KOMILUIEMEHTAPHBIMIA CUYMTAIOTCSI YOTCOH-KPH-
koBckue napbl 1 napa GU. TakuMm o0pa3om, aBa ydgacT-
Ka TpuIUleKca oOpa3yloT OOBIYHYIO CHUpaib, a eIlle
OJIMH, MapaJlJIENbHbIN, CBSI3aH C Hell XyTCTUHOBCKUMMU
BOIOPOIHBIMU CBsI3siMu. [locaemaunii y9acToK Ha3bIBa-
eTCsl mpembum nae4om TPUILIEKca, KOTOpoe, KaK U CO-
CTaBJISIIOIIME €r0 HYKJICOTHIbI, B 3alTUCU OTIESIETCS
3HaKOM * OT caMmoli criipaiu (OT ee HyKJIeoTUIoB). B
TPUIUIEKCE BO3MOXHBI TpHanbl HykKieotumoB: C*GU,
G*GC, G*GU, U*AU, A*AU, A*GC, C*GC u HeKo-
TOpbIe Apyrue. Tpuaabl XapaKTepusyroTcsl PSIAOM OCO-
oenHocrei. Hanmpumep, C*GC npoyHa JvIIb B c1abo-
KHCJION cpefie, KOIa IIPOMCXOIUT IIPOTOHNPOBAHME TIO
aromy N3 nutosuHa. ITo teme PHK-TpurinekcoB ume-
€TCsI MHOTO TTyOIMKAIIWi, CpeIr KOTOPhIX OTMETUM He-
Kotopsie [14—19]. Eciu TpeThe 11e4o TpuIniekca Haxo-
JINTCS Ha 5'-KOHIIE €ro CIMpaii, TO HEOOXOIUMO, YTOOBI
OHO pacrojiaraJioch Ha OTNPEAEJICHHOM PACCTOSTHUU OT
COCEIHETO K HeMy Iuleda CIUpaIu, JOCTATOUHOM JIJIsT
CBOpAYMBaHMs TpUILIeEKCa. Mbl IPUHUMAIIH: €CJIN Tpe-
ThE TUICYO COOCPXKUT / HyKJICOTUAOB, TO OHO OTACJICHO
He MeHee YeM Ha / + 6 HyKJICOTHIIOB OT COCEIHETO IlIe-
ya. Eciii TpeTbe 1iedo HaxoauTcsl Ha 3'-KOHLIe cripa-

JIOITATOBCKAS u np.

JIM, TO OHO MOKET OBITh M BOJIM3M Hee, KaK ITOKa3aHo pa-
Hee [18, 19].

B kauecTBe Heksnaccuueckoili ammeHHOamopHoU pezy-
AA4uY B 3TOU paboTe, KpOMe YITOMSTHYTOI BBIIIIEe CEK-
BeCTp-aTTeHIoaTopHOI, paccMarpuBaiorcss LEUI- m
LEU-perynsimu. UX CTpyKTyphI OIpeaeIsiioTCs] Haau-
YueM reHa JIMASPHOro MenTUaa ¢ peryasiTopHbIMU KO-
JTOHAMU B HEM B (hOpMUPOBAHMEM TICEBIOY3JIOB, TTOKA-

3aHHBIX COOTBETCTBEHHO Ha puC. 2 1 31. Ilcesdoyzen B
Halem ciiyyae (opMUpyeTcsl IByMs CIIMpPaIsIMU, OHA
U3 KOTOPBIX UMEET TUIeYO BO BHEIIHEN TeTie ApYyroi.
“Jlesoii” HA3BIBAIOT Ty U3 3TUX CIIMpaJiei, 5'-Kpail KOTo-
poii 6irKe K 5'-KOHILy MICXOTHOM MOC/IeI0BaTeIbHOCTH,
" “npaeoil” — Ty U3 HUX, 5'-Kpaii KOTOPOil HAXOIUTCS BO
BHEIITHEH T1eTyie JieBor cripaiv. CoOCTBEHHO IICEBIO-
y3eJ1 pacroJjiaraeTcsl BO BHEIIIHEH TeTie JIEBO Cupaiy.
YepeHKOM MceBIoy3/ia Ha3bIBaeTCs OJvKakas K HeMy
CIUpaTb, B METJIe KOTOPOK HAXOIUTCS BECH MICEBIOY3E.
LEU- u LEUI-nceBnoy3/ibl UMEIOT HEKOTOPOE CTPYK-
TypPHOE CXOJICTBO MEXITy COOOI1, HO, B TO XK€ BpeMsl, 3Ha-
YUTEIBHO OTJIMYAIOTCS MO pa3MepaM, HYKJIEOTUIHOMY
COCTaBY, 110 MOJIOXKEHUSIM HYKJICOTUIOB OTHOCUTEJIEHO
CTPYKTYPHOTO I'eHa 1 TeHa JIMJIepHoro nentuaa. B yacr-
HocTH, y LEU-CTpyKTYyphl OOBIYHO MMeEeTCsI YePEHOK, a Y
LEU1-cTpyKTyphl €10 HeT.

Mexanuzm LEU-perynsiiiuy oCHOBaH Ha MepeKpbl-
BaHUM caiiTa CBSI3bIBAHUSI PUOOCOMBI: €CJIM prudocomMa
OBICTPO MPOXOJUT IeH JIUAEPHOTO MENTUIA, TO YEPEHOK
obpazyeTcs; ecir pudocoMa “CToUT” Ha PeryIsITOPHBIX
KOJIOHAX, TO OHa MPEISITCTBYeT 00pa3oBaHUIO YepeHKa
(puc. 3). I[TompoGHO 3TOT MeXaHM3M OOCYKIACTCS B Ha-
mieii padore [2]. Bo3amoxkHo, Bo3HmkHOBeHUe LEU-
3JIEMEHTA CBSI3aHO C TOPU3OHTAJIBLHBIM TIEPEHOCOM OT
npenka Bifidobacteriales kK mpenky Actinomycetales: y
Bitiaobacteria longum coxpaHuiIach OTKpBITas paMmKa
CUMTBIBAHUSI TPAHCII03a3bl, B KOTOPOI pacrojiaraercs
LEU-miceBnoysen, a y Actinomycetales 3Ta pamkKa 3BO-
JIIOLIMOHHO TpaHC(HOPMUPOBATIACh B PETYJISITOPHbBIMN
3JIEMEHT nepelt reHoM leuA [2]. Boripoc o MexaHu3Me U,
TeM Oostee, aBomouyn LEU 1-perysiuny MeHee sICeH U
KpaTKO o0cy:KaaeTcs B pazuelie “Pe3ysbsraTtel m 00CyXK-
JICHWE” B CBSI3U C PETYIISILIMCH Y O-TIPOTE00aKTEPHIA.

B aT10ii padoTte uccaemayercst BOIpOC O TOM, UMeeTCs
JIV aTTeHI0AaTOPHAs PETYJISILIMS SKCIIPECCUM TeHOB AisG,
hisZ, hisS, pheA, pheST, trpE, trpEG, trpA, trpB, trpsS, thrA,
thrS, leuA, leusS, ilvB, ilvl, ilvA, ilvC, ilvD, ilvG Bo BceM
pa3HOoOOpa3uM CEKBEHUPOBAHHBIX T€HOMOB OaKTepHii
n3 [erbanka NCBI [20, 21]. B pesyibrare, B OMHUX TaK-
COHAax MpeAcKa3aHo OOJIbIIIOE YUCIO HOBBIX TUIIOB aTTe-
HIOATOPHOM PeryJIsiLiuiu, B IPYTUX — HAILLIIM METOIOM €€
O0OHapYKWTh Mepe/l STUMU FreHaMU He YIaloCh.

IlepeuncieHHble Bblllle OETOKKOMUPYIOIIUE TeHbI
OTOMpaIM MO MPU3HAKY TOrO, HACKOJIBKO CUCTEMATHYE-
CKU B UX JIMJIEPHOI 001acTU OOHapy>KUBAeTCsI TeH JIU-
JIEPHOTO TIETNTHA, BKIIOUAIOIIUI PEryIsSITOPHbIE KOI0-

lPlzlcyHKI/I 3—37, moanucH K HUM U TabiuIla 2 paciojoKeHbl Ha
B30-cTpaHuie http://www.molecbio.com/downloads/2010/1/
supp_lopat_rus.pdf
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HBI 111 aMIHOKMCJIOT, KOTOPbIE OMOXUMUYECKU CBSI3a-
HBI C TIOCJICAYIOLIMM CTPYKTYPHBIM T€HOM.

Tlepeuncimm GyHKIUINM 3TUX TeHOB. [eHBI hisG W his/
KonupyloT cyobeauHuLbl ATP-docdopubdosmnrpaHc-
depaznl (EC2.4.2.17), koTOpast KaTaanu3upyeT (POpMU-
poBanue N'-5'-dochopubo3mwi-ATP u3 dochopubdo-
sunmupodocdara. benku HisG and HisZ dopmupyior
rerepomyisTuMep. [eH AisS KoaupyeT TUCTUIWI-
TPHK—cunrerasy. IeH pheA konupyeT chepMeHT mpede-
HaTaeruaparasy, y9acTBYIOIIIM B CUHTE3e apoMaThye-
ckux amuHokucor (EC 4.2.1.51). OnepoH pheST Konu-
pyert a.- u B-cyorenuauIs hermtananmi-TPHK—cuH-
TeTa3bl; CYOBEIMHUIIBI 00Pa3yIOT IreTepoTeTpaMep o3,
7 CBSI3BIBAIOT [1Ba IOHA MarHwst. [eHbI rpA v trp B xomm-
PYIOT CYyOBEOVHUIIBI TPUNTOMAHCUHTA3bI, a TeH frpE
WK oniepoH #pEG — cyObeqMHULIBI aHTPaHWIATCUHTA-
3bI, YACTO COEIMHEHHbBIC B oIuH OeJiokK. [eH #p.S Komu-
pyet tpuntodaHmwi-tTPHK—cunrerasy. Ien thrA xomu-
pyeT OMpyHKIIMOHAIBHYIO aclapTaTKMHA3/TOMOCEPUH-
JeruaporeHasy, a thrS konupyet TpeoHuiI-TPHK—cuH-
terasy. [eH leuA KogupyeT 2-M30MPONIMAIaTCUHTA3Y.
'Y MHOTHX Y-TIpOT€00aKTEPHMIA ITOT I€H BXOAUT B ONIEPOH
leuABCD, konupyoIuii reHbl ITyTH CUHTE3a JIeInHA, Y
IIPYTUX BUOOB TeH leuA 9acTo He BXOOUT B TIOJUIIN-
CTpOHHBIN oniepoH. IeH leuS xkomupyet nevmm-TPHK—
cuHrerasy. [eH ilvD xonupyeT hepMeHT Ieruaparasy av-
TUIPOKCUKUCIIOT, KOTOpasi KaTajau3upyeT Aervapara-
ouIo 2,3-IUTUAPOKCHU-3-MEeTHUI0yTaHoaTa 10 3-MEeTHII-
2-oKcuOyTaHoaTa TpyU CUHTE3€ BalMHA U U30JIeHIIMHA.
MHorue y-npoTeodbakTepru coaepxar onepoH ivGME-
DA, xomupyromuii 4eTbipe 13 ST (DepMEHTOB ITyTH
CMHTe3a M3ojeiiMHa W BaymHa. IeH ilvB xomupyeT
OOJIBLIYIO CYOBESAMHMUILY alleTONaKTaTCUHTAa3bl, 4YacTo B
coctaBe oriepoHoB ilvBNC wm ilvBHC, tne ilvN u ilvH
KOIVPYIOT MATyIO CYOBETUHUILY alleTOMaKTaTCHUHTA3bI,
a ilvC KkonmupyeT KeTOJI-KUCIOTHYIO PeIyKTOM30Mepasy.
[en ilvA xomupyeT TpeOHUHIETUAPATA3Y.

CpaBHMM MeTOJI, UCTIOJIb30BaHHBII B 3TOM paboTe 1
M3JIOXKEHHBIA HIDKE, C Y2Ke OITyOIMKOBAaHHBIM METOIOM
[1]. MeTton, uziioxkeHHbIN B [1], COCTOUT B MCMOJIB30Ba-
HUM TIpeACTaBIeHHOM TaM nporpamMmMbl LLLLM, KoTopas
0 CIIeHMaIbHBIM KPUTEPHSIM ITOCIIEA0BATEILHO UIIET B
KaXIION JIMAEpHON 00JacTh  OCTOKKOIMPYIOIIETO
CTPYKTYpHOTO TeHa (OOBIYHO 3TO (hepPMEHT ISl CUHTE3a
HEKOTOpPOM aMMHOKMCIOTHI WM amMuHoai-TPHK—
CHMHTETa3a) BapyMaHThl BO3MOXHOI'O PACIOJIOKEHUS T'e-
Ha JuaepHoro renTtuaa. Jaigee, K KakaoMy U3 3TUX Ba-
PHMaAHTOB OHa MIIET BO3MOXKHOE pacronoxenue U-00-
raToro yyacTka v TepMUHATOPHOM IITWJIBKH, 2 K HUM —
BapUaHTbl BOBMOXHbBIX aHTUTEPMUHATOPHBIX IIITJICK.
3areM HaliIicHHBIE TAKMM 00pa30oM JIMAEPHEIE 00J1acTH,
MOTEHLIMAJIBHO COIepXKallle CTPYKTYPhI KJIaCCUYECKOM
aTTEHI0ATOPHOW PETYJISILIUU, BBIPABHUBAIOTCST OTHOM U3
CTaHIAPTHBIX IIPOrpaMM JIOKAJIBHOTO BbIPAaBHWBAHUSL.
Eciu nosrydaeTcss Xopoliero Ka4ecTsa JIOKaIbHOEe MHO-
JKECTBEHHOE BbIPaBHMBAHWE HYKJIEOTUIHBIX ITOCEI0-
BaTEJIBHOCTE — Y4aCTKOB JIMJEPHBIX OOJIACTEN TE€HOB,
TO OHO paccMaTpHUBaeTCs Kak IpeIcKa3aHre Kiaccuae-
CKOIM aTTeHIOATOPHOM PEryJISILUU Y COOTBETCTBYIOLLIMX
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BUIIOB TIEPE], COOTBETCTBYIOIIMMU TeHaMu. MTak, ymo-
MSIHYTBI MeTof, [1] 3akimouaeTcst B oTOOpe cHavasia OT-
JIETbHBIX TUACPHBIX 001acTeit mporpammoit LLLM, a 3a-
TE€M B TIOMCKE XOPOIIIETO JIOKAJTbHOIO MHOXKECTBEHHOTO
BbIpAaBHMBAHMSI OTOOpAHHBIX 00JacTeli, IIpU KOTOPOM
3JIEMEHTBI CTPYKTYPbl KJIaCCMUECKOM aTTeHI0aTOPHOM
PeryJisiLiii BbIPaBHMBAIOTCS MEXAY co0oil. OueBUAHO,
nporpamMma LLLM mMmeer ynucTo KOMOMHATOPHBIN Xa-
pakTep 1 He OIKChIBaeT IMHAMUKY (T.€. caM MPOLIECC)
KJIACCUYECKOM aTTEHIOATOPHOM PETYJISILIUUA.

B Harteii pabote [13] mpenjioxkeHa Moesb Mpoliecca
aTTeHI0aluK1, KOTopasi peai30BaHa ObICTPOI KOMITbIO-
TepHoit mporpammoit RNAmodel, moapobHo ornucaH-
HOI Hamu [22] ¥ AOCTYITHOM Ha caiite lab6.iitp.ru mis
CBOOOIHOTO MOJIb30BaHMS. DTa MOMIEb MPUMEHSIETCS K
OTIEJIbHBIM JIMACPHBIM MOCJIEIOBATEILHOCTSIM U, B 3TOM
OTHOIIIEHUH, TogoOHa rporpamme LLLLM, Ho 1o cBoe-
My COEepXaHHWIO paIMKaIbHO OTIudYaeTcs ot Hee. s
HacTosILIel padoThl B Mofes b 1 IporpaMmy RNAmodel
BHECEHBI TTPUHLIMITUAIbHbIE UBMEHEHUSI, YKa3aHHbIe B
paznene “Merton”. ITak, MeTOI, KOTOPHII MCITOIb30BaH
B BTOI paboTe, COCTOUT B MpuMeHeHur Bmecto LLLM
nporpamMbl RNAmodel. B Tex ciryyasix, Korna noyJai-
Cs OOCTAaTOYHO 4YeTKuii (MHMOpMaTHBHBIIN) OOpasell,
MPUMEHSLTU Y IOUCK PETYJISILIMA MO 00pasLy.

Mo morcka LEU- u LEU 1 -peryssitmii B OTIeIbHBIX
JIMAEPHBIX 00IACTSIX TTPUMEHSITA aHAJTOTMYHBIN MOIXOT C
TOI pa3HULICH, YTO BMECTO MOJEIN U MPOrpaMMBbl, OTTH-
CaHHBIX paHee [13, 22] npyUMeHsUIM MX aaanTHPOBAHHBIE
BapuaHThl, Ha3BaHHble cooTBeTcTBeHHO LEUmodel u
LEU 1model, koTopble KpaTKo onucaHbl B pazaesie “Me-
TON”, HO TTIOKA He TMPeICTaB/IEHbI Ha HAIlIeM caifTe.

IMocne mpumeneHus: mporpamM RNAmodel, LEU-
model m LEUImodel K oTnespHBIM JIMIEpHBIM 00J1a-
CTSIM, KaK U paHblIIle, CTPOMUIOCh MHOXKECTBEHHOE BbIPaB-
HUBAHWE OTOOPAHHBIX YJACTKOB JMACPHBIX OOJTACTE,
MOTEHLUATBHO COAepXKaIUX CTPYKTYPY aTTEeHI0aTOPHOM
perynsiumd. Ho, onsiTb-Taku, B OTJIMYKE OT MIPEAbIAYILEH
paboThl [1], 34€Ch MCMOAB30BAIM IPYIYIO MHPOrpaMmy
MHOXECTBEHHOTO BbIpaBHUBaHUsI. A UMEHHO, pa3pado-
TaHHYIO HaMH MPOrpaMMy MHOXECTBEHHOTO BbIpaBHU-
BaHUS MO (DUJIOTEHETUYECKOMY JEPEBY, KOTOPOE MOXKET
OBITh 1 TOJIMTOMUYECKUM [23]. DTa mmporpaMma Kparko
oIMcaHa HILKe B paznerie “Merton” m npeacraBiieHa Ha
caiite lab6.iitp.ru Juist CBOOOIHOIO ITOJIB30BAHMSI.

Jis uckmoueHuss HemonpenckazaHmii LEU- u
LEU1-perynsitiuii MbI TTIpOBEIY WX TTOWCK MO 00pasiry
BJIOJIb BCETO TeHOMAa Yy HECKOJIbKUX OaKTepHUid, a He TOJTb-
KO B JIMJIEPHBIX 00JIACTSIX YKA3aHHBIX BEIIIIE TEHOB. DTOT
TIOMCK He MPUBEJ K HOBBIM pe3yJIbTaTaM 0 CPaBHEHUIO
C TeMM, KOTOpBIE yKa3aHbl B Ipeaplaylieil padore [2]:
roMmostiornuHbIi LEU-31eMeHTy hparMeHT BHYTpU T'eHa
TpaHcHo3a3bl y B. longum.

METO/I

bakTepuanbHble TEeHOMbI HAXOAWIM C ITOMOIIBIO
nporpamMmbl BLAST [23]. ®uoreHeTHYeCKHE TePEBbs
CTPOWJIM C MIOMOIIIBIO MeToa OMIKANIIINX COCeeit o
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nporpamme CLUSTAILW [24]. Hamr mMetonm cocTtouT
13 TIEPBOTO ¥ BTOPOT'O aJITOPUTMOB, U3JIaraeMbIX HILKE
W JTOCTYITHBIX IJIsI CBOOOMHOTIO IIOJIb30BaHMSI Ha caiiTe
http://lab6.iitp.ru. ITepBblii aITOPUTM SIBJISIETCST YCOBEP-
IIICHCTBOBAHWEM aJirOpuTMa M3 Halleil padotsl [13],
BTOpOIi aJITOPUTM BIIEPBBIE MYOJIMKYETCS, KpOME KO-
poTKoii aHHOTaum [23].

IepBbiii anmopur™. B yriomsiHyToii padote [13] ipen-
JIOXKEHA MOJIEJIb KIIACCUYECKOM aTTEHIOATOPHOM pery-
JISILIMA, KOTOpasi OCHOBaHA Ha COBMECTHOM OITMCaHUU
JIBVDKEHUSI pUOOCOMEBI II0 T€HY JMACPHOIO IIeNTHA,
nerkennss PHK-1mrommMepaspl Brotote 1o KoHma U-
yJacTKa ¥ Hauyaja CTpyKTypHOT'O TeHa, a Takke (hopMU-
POBaHMSI BTOPUYHOM CTPYKTYPhI Ha y4acTKe MexXy 3'-
KpaeM prOOCOMBI 1 5'-KpaeM mommMepasbl (3TOT yda-
CTOK Ha3BaH 0KHOM), BCJIE/ 32 KOTOPhIM MIIET KOPOTKUIA
y4dactok cBs3biBaHus myruiekca JIHK « MPHK B kanane,
00pa30BaHHOM CYObEeIUMHUIIAMU ITOIMMepa3bl. Monenb
OIMMCHIBAET BEPOSITHOCTH p(c) MpPeXIeBPEeMEHHOI Tep-
MUWHALIMY NOJIMMEPa3bl B 3aBUCUMOCTH OT KOHIIEHTpa-
1 ¢ amuHoauwi-TPHK, koropas Beramcisiercst Ha oc-
HOBE y4eTa BIMSHUS KOHIIEHTPAIIMY ¢ Ha CKOPOCTD IBU-
JKEHUST pUOOCOMBI IO PETyJISITOPHBIM KomoHaM. JIist
WCXOMHOM, JAHHOW HYKJIEOTUIHOM ITOCIEN0BATEIBHO-
CTU Y TIPYU TAHHOM € MOJIEJIb CTPOUT LIETIOYKY B HEKOTO-
POM CMBICJIE TUITMYHBIX BTOPUYHBIX CTPYKTYP B KaXKIOM
OKHe. JTa 1IeNOoYKa 3aBUCUT OT KMHETUKM CAMUX BTO-
PUYHBIX CTPYKTYP U OT ITOJIOXKEHUS OKHA, KOTOPOE BO3-
HUKAaeT B pe3yJibTaTe JIBMXKEHUSI PUOOCOMBI U TTOJIUME-
pa3bl. Takyro LEMOYKy BMECTe C IT0CiIeAoBaTeIbHBIMU
MOJIOKEHUSIMU PUOOCOMBI M IIOJMMEpPa3bl HAa30BEM
mpaexmopuei MoOeaupo8aHus.

KittoueBast nmesi yCOBEPIIIEHCTBOBAHUSI MOICTA U3
Haleit padbotsl [13] cocToUT B TOM, YTO He CJICAyeT BbI-
JIEJISITh “Tay3Hy0” IIWIbKY, aHTUTEPMUHATOP U Tep-
MUHATOP C MX CIIELM(PUIECKMMHU CITOCO0aMM ACCTBIS
Ha TIOJIMMepa3y, a Hy>KHO OMUCaTh, KaK Kaxcodas CRUpatb
TEKYyILe BTOPUYHOM CTPYKTYpPHI B OKHE €0UHOOOPA3HO
83aumodeiicmayem co ecemu OpyeuMiU CRUPAAsMU, ¢ pubo-
COMOIL U ¢ noAuMepasoll, IPUBOIS, B 3aBUCUMOCTH OT 3Ha-
YEHUs KOHLIEHTpal1U ¢, K 00JIbIIIeMY UM MEHbILIEMY 3a-
MEJICHUIO OBIDKEHUS MOIMMEPa3bl WIN (KaK IIPeaeiib-
HBIM Cydail 3aMemieHus])) K €€ MpeXkIeBpeMeHHOM
TepMUHALIMW. DTa Uesi COOTBETCTBYET HAILIMM HaOJTIo1e-
HUYSIM Haz MoJieqblo [ 13]: aTTeHIoaTopHAsT peryJIsiLys CO-
TMPOBOXKIIACTCS 00pa30BaHMEM aHCaMOJIsT TEPMHUHATOPOB
M, 4allie, 00pa3oBaHUEM aHCAMOJIs aHTUTEPMUHATOPOB;
AHTUTEPMMHATOP MOXET MMETh IUIeUM, TOXOISIIE IO
U-6oraToro ydactka; OoH MOXET 00pa30BbIBaTh IICEBIO-
y3eJ1 C TePMUHATOPOM U T.1. CUTyalIysl YCIOXKHSIETCS TeM,
YTO MpY HAJIMYMU TeHa JIMIESPHOIO IEITUIA C Peryis-
TOPHBIMU KogoHaMM B HeM U-00raThiii y9acTOK MOXKET
BKJIIOYATh TOJIBKO 1—2 ocTaTka ypalujia Ha 3aMETHOM
paccTosTHUM Apyr OT apyra (“cyiadblii” moanypaiuio-
BbII TPaKT), UJIK y4acTKa BOOOIIE MOXET He ObIThb. MHO-
I/1a 5TO O3HAYaeT BCe-TaKU, UTO UMEETCsl KJlacCuJecKasl
aTTeHI0AaTOpHAasl PeryJisiiys, a WHOTAA Mpearoiaract
HEKOTOPYIO IPYTYIO PETYJISILIMIO C y9acTheM I'eHa JINIep-
HOTO TICTITU/IA U PETYJISITOPHBIX KOJOHOB B HeM. Ko BTO-

JIOITATOBCKAS u np.

pOMY CJIyyal0 OTHOCSITCSI CEKBECTp-aTTeHI0aTOpHasi, a
takke LEU- u LEU 1-peryisiumu. OTMETHUM, YTO U3Me-
HEeHUe JIMAEPHOI MoC/IeA0BaTeIbHOCT POBHO B OTHOM
TMO3ULIMM MOXET MPUBOJINUTH K UCUE3HOBEHUIO aTTeHIO-
aTOPHOM PeTyJISILIMU, KOTOpasl 10 TOro ObuIa SIPKO BbIpa-
KEeHHOI1 [7]. DTo sIBJIecHrEe BOCIPOU3BOAUTCS B HaIllei
MOJIEJIN.

AHaIU3 TPaeKTOpUi MOIETUPOBAHUS B HAIIE MO-
JIeJIN TIO3BOJISIET TIPUITMCATh HEKOTOPBIM  IIMWIbKAM
pOJIb TEPMUHATOPA, a IPYTUM — aHTUTEPMUHATOPA, YTO
MO3BOJISIET TOCTPOUTh AJCKBATHOE PETYJISIIMM, €CIIN
OHa MMeeTCsl, JTIOKaJIbHOe MHOXKECTBEHHOE BbIpaBHUBA-
HUE MNOTEHIMATbHBIX PEryJITOPHbIX OOsacTeid, uc-
MOJIb3ysl BTOpou ainroputMm (cM. Huke). CpaBHeHUE
nepBoro ajiropurMa ¢ aaroputMom LLILM u3 npenbimy-
niei padotsl [ 1] mpuBeneHo B pasnene “Baemenmne”.

Kpowme Toro, 1o cpaBHEHUIO ¢ TTpeblayIlei paboTOoM
[13], B MOmeIIb KJIACCMYECKOI aTTEHIOATOPHOM PETyJIsi-
MM BHECEHBI CIIeAyIoIIe u3MeHeHus1. Pa3peliieHo 00-
pa3oBaHUe MCEBIOY3JIOB Y BCEX BTOPUUHBIX CTPYKTYP B
KaX/IOM TeKyllieM okHe. [Tpu 3ToM sHeprust BTOpUdHOMU
CTPYKTYPbI BBIUMCIISIETCS] HA OCHOBE YCOBEPILIEHCTBOBA-
HUS MeToa, TIPeACTaBICHHOro paHee [25], 1 yuduThiBa-
€TCcsl TeMreparypa, TUIMYHAsl U1l Cpelbl OOWTaHMSI
OakTepuu, Ha OCHOBE YCOBEPIIIEHCTBOBAHMS METOAA U3
JpyTOii paboThI [26]. B Momen yanuThIBaeTCs TakKe 00-
pa3zoBanre PHK-TpumiekcoB, KOTopble Aea1al0T HEKO-
TOpble KPUTUYECKW BaXKHbIE ISl PETY/ISLIMU CIIAPAIU
BTOPUYHOI CTPYKTYphI 00Jiee YCTOMUMBBIMU, MOHMKAS
ux 3Hepruto. CooTBETCTBYIOIIAsT KOMIBIOTEPHAsI MPO-
rpammMa RNAmodel noctyrHa ajist CBOOOTHOTO TTOTB30-
BaHUs Ha caiite lab6.iitp.ru. B pexume paspelieHHBIX
TICEBIOY3JIOB 3aBUCUMOCTb p(C) KaueCTBEHHO COXpaHsI-
eTcsl Uil BCeX IMOCJIeHoBaTeIbHOCTENM 13 paboThl [13],
r1ie oHa HabJoaa1ach B pexKrMe 3aIpelieHHbIX MICEBIO-
Y3JIOB, TIpU 3TOM BO MHOTMX CITy4asiX 3Ta 3aBUCUMOCTb
YIJIy4YIIMJIaCh.

Hamu npoBeneHo MaccoBoe TECTMPOBAHUE 3TOU MO-
eI M COOTBeTCTBeHHO mporpamMvmbl RNAmodel. A
WMEHHO, CPaBHUBAIN PE3YJIBTaThl, KOTOPbIE OHA BblIA-
€T, C TOCTYITHBIMU pe3yJIsraTaMi OMOMH(pOpMaTUIECKO-
TO WY BKCTIEPUMEHTATIBbHOTO MpeAcKa3aHusl Kiaccuyie-
CKOI aTTEHIOATOPHOI pery/siuuy y OakTepuii; B TOM
quce, 151 CydaeB, Koraa MpeacKa3bIBaeTCsl OTCYTCTBUE
TaKoii peryisiiyu. Pe3ysisraT cpaBHEHMST COCTOUT B TOM,
YTO C BBICOKOW IOCTOBEPHOCTHIO MpencKa3aHue 0 Halv-
YU PETyJISILMU COBIIAJAeT C TEM, YTO MOJIEIb BbIIAeT
BO3PACTAIOLIYI0 3aBUCUMOCTb BEPOSITHOCTH p(C) OT KOH-
LIEHTpalIMK ¢ HA HEKOTOPOM y4YacTKe 3HaUeHM 1 KOHLIEH-
Tpauyu. M HaobopoT: nmpenckazaHue 00 OTCYTCTBUU pe-
TYJISILIMY COBMAIAET C TeM UTO p(c), MOJlydeHHas1 B MOJIe-
JI1, IPeACTaBJISIET COOO0M MOCTOSTHHYIO WM YOBIBAIOIILYIO
BEJIMUMHY. DTU Pe3y/bTaTbl CPAaBHEHUSI JIOCTYIHbI Ha
B20-cTpanwuiie http://lab6.iitp.ru/rnamodel (paiin Mass).
MonenvpoBaHye BeJIOCh MPU OITHUX U TeX K& YHUBEP-
CaJTbHBIX MapaMeTpax, yKa3aHHbIX PyoanoBbpiM 1 JIio-
OeLkuM [21], 1 Takzke Ha 3TOi B30-CTpaHUIIE.

Mot cimygas LEU-peryssiiym pa3paboTaHbl MOIETTb
1 KomribloTepHas mporpaMma [LEUmodel, kotopas
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MO3BOJISIET OIPEACIISITh BEPOSITHOCTh ¢(C) He-MHUIIMA-
LM TPAHCJISILIMU CTPYKTYPHOT'O TeHa B 3aBUCMOCTH OT
KoHLeHTpain ¢ Jedi-TPHK. Dra BeposiTHOCTh
omnpenensieTcs Kak gois ot Bpemenu ku3am MPHK, B
TEYEHHE KOTOPOM MpearnosaraéMblid CaAiT CBSI3bIBAHUS
pUOOCOMBI TTEPEKPHIT KaKo-To crimpaibio. Hanbonn-
1A BKJIA B TAKOE MepeKphITe BHOCUT YepeHoK LEU-
TICeBIOY3/1a, TIOKa3aHHBIM Ha puc. 3. B ciyyasx mnipen-
ckazanus LEU-perymsiiium 3Ta MOZAEIb BblIaBayia yobI-
BalOILY10 3aBUCUMOCTb ¢(C), a B CJTydasix OTCYTCTBUSI Ta-
KOTO Tpe/icka3aHus — CyIlIECTBEHHO UHY1I0, HE YObIBalO-
IIYIO 3aBUCUMOCTb g(C).

Jna ciiygas LEU1-peryisiiium pa3paboTaHbl Bapy-
aHT TIpeIbIIYIIe MOAEIM Y KOMITBIOTEpHAsI Iporpam-
mbl LEUlmodel. TTporpamma 1o3BoJisieT onpeaeanTb
BEPOSITHOCTD ¢,(¢) HACTYIUIEHUS] PETYISITOPHOTO COObI-
TUSI B 3aBUCUMOCTH OT KOHLIeHTpauuu ¢ Jenuuia-tPHK.
DTa BEpOSITHOCTh OIpeNesieTCsl KaK 01 OT BpeMEeHU
3 MPHK, B TedeHIIe KOTOPOTO CYIIECTBYIOT TUIIO-
CTIMpaJId OT IBYX (PMKCUPOBAHHBIX CIIMpPaJIeii, KOTOphIE
Hanobosiee KOHCepBaTUBHBI U cocTaBisiioT LEU1-Tice-
BOJIOY3€J1, IOKa3aHHbII Ha puc. 2.

Bropoii aqmoputm. KpaTko omnuiiieM aaroput™M U
nporpaMmMmy LmalTree J0KaTbHOrO MHOXKECTBEHHOTO
BbIpaBHMBaHUS 10 JaHHOMY (bUJIOTEHETUYECKOMY Jie-
peBY, KOTOPYIO MbI UCITOJIL30BAIM JIJIsT JIOKAJTbHOTO BhI-
paBHMBaHUS TIOC/IEAOBATEIbLHOCTE, TMOTEHLIMAIBHO
conepXkaliux COOTBETCTBYIOIIME PETYISTOPHbIE CTPYK-
TyphblI (CaMU TTOCIeI0BaTeIbBHOCT OTOMPAIMCh Ha OCHO-
Be nepBoro ajroput™a) [22]. Kak 1 nporpamma RNA-
model, mporpamma LmalTree nocTyriHa 1j1s1 CBOOOITHOTO
MOJTb30BaHMs Ha caiite http://lab6/iitp.ru.

WM3znoxuM BHayajie aJiropyuT™ IS ciydyasi OMHapHO-
ro pMIOTeHETUYECKOTO IepeBa BUIoB. Kaxmoit Bepiim-
He 3TOro JaHHOTO JepeBa BUIOB MPUIIUCHIBACTCS OIHA
M0Ce10BaTeIbHOCTb pacipeaesieHUI 4acTOT HyKJIeOTH -
JIOB (manee: “IocjenoBaTeIbHOCTb paclipeaesieHunii”),
T.€. TIOC/ICAOBATEIbBHOCTD, YWIEHbI KOTOPOI — BEKTOPHI
JUTMHBI YeTbipe. B TakoM BeKTOpe BBIMMCBHIBAIOTCS Ya-
CTOTBI YEThIPEX HYKJIEOTHUIOB B CJIEAYIOILIEM MOPSAKE: A,
C, G, T. Utak, B Kaxa0¥i MO3UIIMU JIT0OO0# 1ocjieIoBa-
TEJTBHOCTU pacIipe/ie/ieHUuli HaXOIUTCsl BEKTOp, T.€. Xa-
paKTepHOe ISl 3TOM MO3MLIMK paclipeiesieHe YacToT
HYKJI€OTUAOB. JIMCTHSIM JepeBa MPUITUCHIBAIOTCSI HYK-
JIGOTUIHBIE MOC/EN0BATEIbHOCTU, U OHU K€ paccMmat-
pUBAIOTCSl KaK MOCJIEIOBATEIbHOCTU paclipeeeHui,
COCTOSIIIINE M3 BEKTOPOB, Y KOTOPBIX OHA YaCTOTA PaB-
Ha eIMHULIE, a OCTaIbHbIE YaACTOThI PABHbI HYJTIO.

CHavasa npejIoXKeHHBIN aJITOpUTM BeIeT 00padoT-
Ky BEpIIMH MCXOAHOTO AepeBa OT JIMCThEB K KOPHIO
(“IpsiMoii Xom” anropuTMa), MOCIEIOBATEIEHO IIPUITH-
CbIBasi UM MOCJIEI0OBATEIbHOCTU pacripeneneHuit. Eciu
JIBa TaKWX pacIipeneaeHusl yXKe TIPUITMCAHbI IBYM “Chbl-
HOBBSIM” HEKOTOPOI BEPILMHBI, TO TOCJIEI0BaTeIbHO-
CTU 8bIPAGHUBAIOMCS, Y 3aTEM HX “OTLy ’ IPUITACHIBACT-
csl TIOJTyCyMMa BbIpaBHEHHBIX pacripefie/ieHUii B ChIHO-
BbSIX. DTO BbIpaBHUBAHUE CTPOUTCSI  OOBIYHBIM
JITOPUTMOM TIapHOTO BhIPABHUBAHUS, HO (DyHKIIMOHAIT
OLIEHKM KayeCTBa BbIPABHUBAHMS (SCOTe) BBIYMCIISIETCS
10 MOJIEKVJIIPHASl BUOJOTUS Ne 1
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0CcOoOBIM 00Opa3zoM. BMmecTo (pMKCHMpOBaHHBIX BEITMYMH
npu3a/mTpada 3a coBnaneHue,/HeCOBIaACHE HYKIIEO-
TUIHBIX OYKB, KaK 3TO JieaeTcsl MpU BbIpaBHUBAHUU
OOBIYHBIX HYKJIEOTHUAHBIX MOC/IEA0BATEIBHOCTEN, 31€Ch
JUTSL KaXKIOM MO3ULIMK j BBIPABHUBAHMS, HE COICPXKALIEN
npo0eJia, BEIMUCIISIETCSI CBOST OLIEHKA @, HAPUMED, B BU-
Jie CKJISIPHOTO KBaJipaTa PasHOCTH JIByX BEKTOPOB @; =

4 2
=1- z lw,(x,- —y;)", Toe w; — Beca pa3HbIX OyKB, B
=

cyMmMme paBHble 1. [Tpu BeipaBHMBaHUM BCTaBKe MTpodesia
B OIIHY M3 TIOC/IEIOBATEIbHOCTEN pacTipene/IeHHil B He-
KOTOpOI €€ MO3ULIUU OTBEYAET HYJIEBOE PACITPEESIEHUE;
B 9TOM CJIy4ae BMECTO @; UCTIOJIB3YETCsl 3HAYEHHE OObIY-
HoOIT (pyHKIIMM 1Tpada, y KOTOPOM BeMM4rHA mTpada
a} 32 TTO3ULINIO YOBIBACT C POCTOM JIJIMHBI CEPUY TOAPSIIT

UOymmx TpooesoB. OKoHUYaTeIbHas OIeHKa MapHOTO
BBIPABHUBAHWS, MAKCUMYM KOTOPOI MIIIETCS, OTperie-

JIIETCA KaK CyMMa BEJIMYMH a L nim aj'» I10 BCEM ITO3NLTUAM
BbIpaBHMBAaHMA.

Tlocne nonydyeHus MapHOTO BbIPAaBHUBAHMSI CTPO-
WUTCSl MIOCJIEA0BATENIbBHOCTh pacrpeie/ieHUit JUisl OTla,
KOTOpasl B KaXIIOW U3 ee MO3UIINIA paBHA Z MOIyCyMMe
pacnpeneneHuii X u Y B Tol ke MO3ULIMM Y BBIPOBHEH -

HBIX CBIHOBEH, T.e. Z = %(X+ Y).

Ecnu takuM o0pa3oM yxKe IOCTpoeHa IT0CJIeIoBa-
TEBHOCTD pacIIpeleSIeHU IUII KOPHS IepeBa, TO BbI-
TOJIHSIETCS “00paTHBIN X04~ aJIfrOpUTMa, TP KOTOPOM
CHauajia Tpo0ebl, BCTaBIEHHbBIE B MOCJIEIOBATEILHO-
CTH Y TIPUKOPHEBBIX BEPIIIH, OITyCKAIOTCSI B HU3 IepeBa
BIUTOTB JO €TO0 JIMCTBEB. 3aTeM TO K& caMoe JeIacTCs C
npobenaMu, BCTaBIEHHBIMUA TIPU BBIPABHUBAaHUU Ha
OpeabIIyIleM YPOBHE IepeBa (TpeTheM, CUUTast OT KOp-
HS), ¥ TaK Jajiee BIUIOTH IO YPOBHSI, PACITOIOXKEHHOTO
HETIOCPEICTBEHHO HAJT JINCTHSIMU IEPeBa.

IMocmemoBaTembHOCTH, BOOOIIIE TOBOPSI, C MHOTO-
YUCJEHHBIMU TpobOesiaMU, TOoJlydeHHbIe TaKuM 00pa-
30M B JIUCTBSIX A€PEBa, U €CTh UCKOMOE MHOMCECHBEHHOE
8bIPABGHUBAHUE W PE3YJbTaT padOThl ajlropuMTMa, IIpU
JTAHHOM OMHApHOM JEPEeBE.

OnHako yacTo OMHapHOE IepeBO BUIOB HEM3BECTHO,
a BMECTO HEro M3BEeCTHO (hUJIOTEHETUYECKOEe AEpPEeBO,
KOTOpPOE COAEPXKMT OMHY M 0oJjiee MOIMTOMUYECKIX
BepivH (“TioMToMuyeckoe” aepeBo). Toroa aaropurm
pa3peniaeT Bce Takue HeOMHapHBIE (TTOJTUTOMUYECKIE)
BEPIMHEI ITyTeM J00aBICHMS B NICXOOHOE HEOMHApHOE
JIepeBO TIPOMEXYTOUHBIX BEpIIMH. TakuM o0pa3oM
CTPOSITCSl BCE BapMaHThl OMHAPHBIX AEPEBhEB, COMIACO-
BaHHBIX C MCXOOHO JTaHHBIM HEOMHAPHBIM IEPEBOM B
4acTU OTHOILIEHUS “X — ITIOTOMOK y”’. OTa cepusi OmHap-
HBIX JIepEBbEB JIOJKHA MOPOXKIAThCS 0€3 TIOBTOPEHUIA,
TaK KaK YKCJIO BApUAHTOB 1 0€3 TOro BEJIMKO: KaK M3~
BECTHO, KaXKIasl IIOJIMTOMUYECKAsT BEPIIMHA C # CHIHO-

(2n—3)!
2" (n-2)!
JIMYHBIX BApUaHTOB pa3peleHus1. [1Tpy HecKoIbKMX mo-

BbsAMU JOITYCKACT TOITOJIOTUYECKU pa3-
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JIOITATOBCKAS u np.

Turbl 1 KJ1acchl Tenst
O-IIpOTe00aKTe pUM ilvB, I trpE hisS pheST thrA leuA leuA
[-mpoTeobakrepuu ilvB trpE pheA thrS leuA leuA, ilvB
Y-TIPOTEO0AKTEPUU ilvB, G trpE hisG pheA, S thrA leuA
S-TIpoTe0baKTepUn ilvB trpS thrA, S leuA
AXTHHOOaKTEepUHN ilvB, I, D trpE, S, BE, BA leuA
Bacteroidetes/Chlorobi | ilvD trpE hisG
Firmicutes ilvD, IysQ | trpB hisZ
Thermotogae trpE hisS
Chloroflexi ilvD

[Mpumeuanue. [TycTbie KJIETKM 03HAYAIOT, YTO TAKOM PETYJISLIMU HEeT. Bee cTonO1bl, KpoMe MOCIeIHEr0, COAEPKaT Ha3BaHUsI TEHOB, TIOIBEP-
JKEHHBIX KJIACCUYECKOM aTTeHI0aTOPHOM peryssiunu, a nociaeanuii crondeu — LEU1-perynsiiu (y npoteodakrepuit) u LEU-peryssiuuu (y

aKTUHOOAKTEpUIt).

JIMTOMUSIX Pa3pEIIEeHUE KAXKION U3 HUX BBITTOJHSETCS
HE3aBUCUMO, Y TOTA 00111e€ YMCIIO AEPEBBEB — 3TO MPO-
U3BEJCHNWE 4MCeJl BapuaHTOB MO BCeM HEOMHApHBIM
BEpILIHAM.

MHoOXecTBeHHBIE BBIPABHMBAaHMSI, TOJTy4YE€HHBIC
MPY pa3IMYHBIX BapyMaHTax OMHApPHOIO pa3peLieHMs]
NOJIMTOMUYECKOIO JepeBa, CPaBHUBAIOTCSI MEXIY CO-
0olf Ha OCHOBE BBIYMCIICHNS BeIU4YWHBI (N, + N)b +

+ ZNX (b +s)(l; = 1) + Nyc, tne N, — 4nCJIO ONMHOY-
i=1

HBIX a0COIOTHO KOHCEPBAaTUBHBIX (T.€. POBHO C OAHOM
OyKBOI1 B CTOJIOIIC) TTO3UIINI B BhIpaBHUBAHUU; N, —
YUCJIO HEMPEPHIBHBIX a0COMIOTHO KOHCEPBATUBHBIX
YUYaCTKOB JUTUHOM 2 U 6osiee HyKJieoTuaoB (/; 0003Haua-
€T JUIMHY i-TO TaKOro y4yactka); NV, — uucio “noyru”
abCOIOTHO KOHCEPBATUBHBIX (TOJIHKO C OTHOM OTIM-
Yarolieiicss OyKBOIM B CTOJIOIIE) TTO3ULIMI BhIpaBHUBA-
HUsI; b, ¢ U § — BeJIMYMHBI IPU3OB, SIBJISTIOIIAECS T1apa-
METpaMU aJITOPUTMA.

PE3VJIBTATBI 1 OBCYXK/JIEHUE

HammmuM MetonoM oOHapyXWIMCh MOTEHLMATbHbBIC
ATTEHIOATOPHBIE CTPYKTYPHI Y BUJIOB U3 TAKCOHOMUYE-
CKUX Tpymnm o-, B-, y-, O-IpoTeodakTepuii, y Mpo-
TeobakTepuu Magnetococcus sp. MC-1, y Actinobacte-
ria, y Bacteroidetes/Chlorobi, y Firmicutes u Thermoto-
gae u Cloroflexi (cM. cBomHy10 Ta6:1. 1). DKM MeToaOM
He 0OHAPY>KUJIU aTTEHIOATOPHOM CTPYKTYPhI HUA Y OJTHO-
ro Buaa u3 tTakcoHoB Chlamydiae, Cyanobacteria, Moll-
icutes, e-mpoTeobakTepuii U Spirochaetales. Ee HeT Tak-
K€ B XJIOPOILIACTaX BOAOPOC/IEN, KOTOPbIE UMEIOT T'eHbI
CHHTE3a aMUHOKUCJIOT.,

ATTEHI0ATOpHAs PETy/ISILIMS HauboJiee 4acTo BCTpe-
yaeTcs y IMPoTeo0aKTepuil U y aKTUHOOAKTEepUii, HO OT-
JIeJIbHBIC ee Cyvau MpeacKa3bIBaIOTCs Y MpeacTaBUTe-
JIe ApyrX TAKCOHOMMWYECKMX IpyIin: y TuroB Firmic-
utes, Bacteroidetes/Chlorobi, Thermotogae u Cloroflexi.
YacToTbl BCTPEYaEMOCTU 3TOIM PEryJysiLiMK pa3HbIX I'e-
HOB 3HAUYUTEJIbHO Pa3HSITCS.

Kak BugHO 13 Ta01. 1, HAauOOJIbIIIEe YKCIO BUIOB U
pa3zHOoOOpasye TEHOB OMOCHMHTE3a aMIHOKHCIIOT Y aMU-
Hoamn-TPHK, perynmpyeMbIx MMEHHO C TIOMOIIBIO
KJIaCCMYECKON aTTeHIOATOPHOM peryJssiiiuy, HaoJtoaa-
ercs y y-niporeobdbakrepuit. Hekiaccuueckasi arreHioa-
TOpHasl peryJisiiys TeHa leuA HaOMomaeTcsl y aKTUHO-
OakTepuii 1 O.-IIPOTE00aAKTEPHIA.

Zlaﬂee najararorca n O6CY}KI[3.IOTC$I PpE3yabTaThbl OT-
JIEJIBHO T10 KaXKA0H aMUHOKWCIIOTE.

Denuaaranun

Kraccuueckast aTTeHIoaTopHasl CTPYKTYpa, 3aBHUCSI-
mas ot ¢peHmwnananwi-TPHK, HaGmogaeTcss MCKITIOUM-
TEJIBHO Y O-, 3- W y-TIpOTeO0aKTepuii U pEeryaupyeT
TPaHCKPUIILIMIO TeHa pheA cuHTe3a (hpeHWIalaHMHA U
onepoHa pheST. Perynsuus onepoHa pheST nipeackasza-
Ha y HeOOJTbIIIOro YHca O.-TpoTe00aKTepUil U3 MopsiaKa
Rhodobacterales u y npotreodbakrepun Magnetococcus sp.
MC-1. Ona nipenckazaHa misi pheA y pona Bordetella
(xmmacc B-miporeobakTepuit) u st pheA v pheS'y 60ib-
LIMHCTBA MIPEeACTAaBUTENCH Y-TIpoTeodaKTepuii (puc. 4 u

puc. 52). Y Psychromonas sp. CNPT3 aTreH10aTopHasi pe-
TYJISILMSL HaliieHa TOJIBKO nepea reHoM pheST. B neom
perysiiys pheST HaOMIOOAETCST peXe, YeM PErysILus
pheA. Tlo nepeBy BUIHO, UTO 3Ta PETYIISALNS Y O.-, - 1 Y-
MpOTe00aKTEPUil pacIpeaesiecHa MO3au4HO, T.¢. OHA €CTh
Yy €IMHUYHBIX MPeACTaBUTENCH OOJIBIIINX TAKCOHOMUYE-
CKMX TpyrIl. Y npencraBurtesieil mopsinkoB Enterobacte-
riales u Alteromonadales aTTeHIOaTOpHAsI PETYJISIIVS
nmMmeetcs 1iepen pheA n pheST, a y ipeAcTaBUTeNIeil Mo~
psinkoB Aeromonadales u Vibrionales — ToJIbKO Tiepe re-
HOM pheA. T1o nepeBy BUIOB BUITHO, UTO 3Ta PETYJISILIVS Y
o-, B- ¥ y-poTeobakTepuii pacripeenieHa MO3andHoO,
T.€. CYIIIECTBEHHO HEPAaBHOMEPHO B Pa3HBIX TAKCOHOMMU-~
YECKUX IpyIIax.

2PlxlcyHKI/I 3—37, moanmucu K HUM U TaOJI. 2 pacmojOXeHBI Ha
B30-cTpaHuiie http://www.molecbio.com/downloads/2010/1/
supp_lopat_rus.pdf

MOJIEKVIISIPHAA BUOJIOTUA  Ttom 44 Nel 2010
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Ha mepeBe peryIsITOpHBIX 001acTeli, TIOCTPOSHHOM
10 COOTBETCTBYIOIIIEMY BBIPAaBHUBAHUIO, Y Y-TIPO-
TeobakTepuit (puc. 6) CTPYKTYpHI Tiepen reHoMm pheST
00pa3yloT KiIaay, 3a €IMHCTBEHHBIM UCKIIIOUEHUEM Y
Psychromonas sp. CNPT3. D10 103BOJISIET TIPEATIONO-
XKW1Tb, YTO aTTCHIOATOPHAs peryJisiums pheST BOZHUKIIA
y O0IIEero mpeaka y-npoTeo0akTeprili U PBOTIOLIMOHU -
pOBaJla HE3aBUCUMO OT peryyisitiuu pheA. PerynsitropHast
obnactb niepen pheST'y Psychromonas sp. CNPT3 3Ha-
YUTEIBHO OTIMYAETCSI OT TAKOBOM Yy APYTUX BUIOB. DTO
TIO3BOJISIET CIIEATh BBIBOI, UTO aTTEHIOATOPHAST PETYIISI-
11sI BO3HMKJIA 3[I€Ch HE3aBUCHMO OT peryJisiumu pheST'y
OOJIBLLIMHCTBA Apyrux BUAOB. MHTepecHass OCOOEH-
HOCTb: 9Ta 00J1acThb Y Psychromonas sp. CNPT3 6auzka kK
peryasatopHoit obaactu nepea pheAy Alteromonas macle-
odii n3 Toro xe mopsiaka Alteromonadales. 3aech MOXKHO
MPEAIoaraTb BO3MOXKHOCTh TOPU30HTAILHOTO Tepe-
HOca WIM IYIUIMKALIMK C TOCSAYIOIIMMU TTOTepSIMU
COOTBETCTBYIOIIMX PETYJISITOPHBIX CTPYKTYP.

Tpeonun u uzoaeiyun

Krnaccuueckast aTreHroaTOpHasl CTPYKTypa, CBSI3aH-
Hasl ¢ TPEOHUHOM Y U30JICULIMHOM, OOHAPY>KeHA TOJIbLKO
y IpoTeobakTepuil. Y o.-IpoTeodaKTepril OHA PeryJiu-
PYET TOJILKO TeH thrA, cBsI3aHHBII C CUHTE30M aMUHO-
KHCJIOT, ¥ TOJIbKO Y Rhodobacterales bacterium (puc. 7a).
Y y-TIpoTeobakTepuii OHa PETyJMpYeT TOJBKO TOT 3Ke
thrA, Ho 3aT0 y MHOTHX BUIOB (puc. 8). Y -mmporeobak-
TEpUi — TOJBKO TeH hrS, KOOUPYIOLIWI TPEeOHWII-
TPHK—cunHTeTasy, y psina BunoB (puc. 9).

W3 d-npoTeobakTepuii 3Ta CTPYKTypa MpeacKa3aHa
1yt thrA'y Myxococcus xanthus. “Ciiadoe” ripeickazaHue
WMeeTCsI U TSI IBYX TTapasioroB thrS'y Bdellovibrio bacte-
riovorus, M IS OMHOTO M3 IBYX MapajioroB y Myxococcus
xanthus v Stigmatella aurantica (puc. 7b). OTMETUM, YTO
COIIaCHO Hatlei Moaenu [ 13], mpy HU3KOoI KOHIIEHTpa-
LMY TpeoHUHa y Myxococcus xanthus tiepen thrA cKia-
JIBIBa€TCSI aHTUTEPMUHATOP, KOTOPBI MeliaeT (hopMHU-
pOBAThCS IITTWIBKE TEPMUHATOPA W TIPU 3TOM, U3-3a
OOJBIION ITWHBI TIJIeY, OH pacriojaractcs Boymm3u U-
yyactka. [1pu cpemHeit KOHIIEHTpali pubocoMa pas-
pyIIaeT 9yacTb aHTUTEPMHUHATOPA, HO TEPMIUHATOP BCe-
Taku ellle He MOXeT (popmupoBarthes. [1py BBICOKOIM
KOHIIEHTpAllM TPEeOHWHA pPUOOCOMa TIPOXOAUT MO
CTOI-KOJIOHA TeHa JIMIEPHOTO MENTHAAa U MOJTHOCTHIO
paspylraeT aHTUTEPMUHATOD, B pe3yssTare 4ero ¢op-
MHPYETCST KOPOTKasT CITPaJTb, COOTBETCTBYIOIIAST KITac-
CHYECKOMY TepMHHaTOpY. Takoe siBIeHNe Ha0IoaaeTcsT
¥ B IPYTUX CIydasix MomenpoBaHus. [10CKobKy y 0-
MpoTeobaKTepyil HaliIECHO HECKOJIBKO CITy4aeB Perysisi-
LM Y TIepe HEOPTOJIOTMUHBIMU TeHAMU, MOXHO ITy-
MaTh, YTO 31eCh TTPOU3OIILIN TOPHU3OHTAIBHBIE TIEPEHO-
CHI PETYJISIIUY 63 IEPEHOCOB COOTBETCTBYIOIITNX T€HOB
(puc. 10—11). OT™MeTHM, YTO HEKOTOPbIE MTAPaIOrd ITUX
TeHOB, HE MMEIOLIME TAKOW PEryIsiLiug, TAaKXKe TepeHe-
CeHbI: HaTrIpuMep, thrS'y Anaeromyxobacter dehalogenans
u thrA y Desulfovibrio desulfuricans v Desulfatibacillum
alkenivorans.
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VY §-tiporeobakrepuii Syntrophobacter fumaroxidans
u Anaeromyxobacter dehalogenans HalineHbI ITapbI ITapa-
JIOTOB thrS, KOTOpbIEe HE NMEIOT KITaCCUYECKOM aTTeHIO-
aTOPHOI PETYJIAIINN.

Tpunmogpan

Y akTMHOOAKTepuil KilaccrdyecKasl aTTeHIoOaTOpHast
CTPYKTypa TIpeficKa3aHa B CIydae OIIepOHOB, comepka-
WX TeH #rpE, a IUMEHHO — Y CTPENITOMUIIETOB U Y TPEX
u3 4JeTbipex BUIoOB KopuHeOaktepuii (C. diphtheriae,
C. glutamicum, C. efficiens) (puc. 12a). Ilouck o oopas-
Iy yKa3aJ Ha 3Ty PeTYJISIIIIo iepe reHoM #p.S. Cortac-
HO HalleMy Metony, ee HeT y C. jeikeium.

Perymsaropunie oonactu C. diphtheriae BelpaBHUBA-
FOTCS TIepelT IByMsI TTapayioraMy TeHa #7p B, OmH 13 KO-
TOPBIX BXOIUT B OITEPOH #p BA, KOMAPYIOITIIA TPUIITO-
daHCcHHTA3Y, a Ipyroit — B orepoH trp BEGDC, xonupy-
OIMiT  aHTpaHWJIATCMHTA3y, OTHAKO  KadecTBO
BBIpaBHUBAHUS TTeper #rp BA 3HaunTe IbHO HIDKe. Mome-
JIMPOBAaHUE TAKKE YKA3bIBAET Ha OTCYTCTBHE PETYIISIINHA
nepen rpBA. Ee Het n niepen trp BA y npyrnx akTHHODAK-
Tepuit. [loye3HO perynmmpoBaTh TEHBI, KOTWPYIOITNE
CYOBeIMHUITE aHTPAHWIATCUHTA3bl (TICPBBIN IIIar Ha
TyTH CUHTe3a TpunTodaHa), M He 00s13aTeTbHO PeryiIn-
pOBaTh TeHBI, KOMUPYIOIIE CYObeTMHUITHI TPUTITO(haH-
CHUHTa3bl (MOCTAEIHUI 1Iar Ha 3TOM MyTH). DTO MOXET
OBITb TIPUYMHON 3HAYNTETHFHOM TUBEPTeHIINNA aTTEHIO-
aTOpHOU CTPYKTYypHI niepen trpBA. BepositHo, y Coryne-
bacterium diphtheriae Tipou3olilyla cepusi TEpPecTpoeK
XPOMOCOMBI, TIPY KOTOPBIX MEXKITY PETYJISITOPHOM 00J1a-
CTBIO M CAaMUM TeHOM #rp E osIBUJICS TeH #rp B, n 3aTtem
MpoU30I11UIa AYTUTUKALYS #7p B BMECTe C ero peryjsitop-
HOI1 00J1acThlo, B pe3yjsTare KOTOpOH Mmapajor #pB,
BMECTE C PETYJIITOPHON 00JIacThlO, OKa3acsl TO3ULIM-
OHHO CLICTUIEHHBIM ¢ TeHoM #pA. Tlocne atoro B aToi
peryisiTopHOM obyiacTy niepen #rpBA Hayai HaKarid-
BaTbCsl MyTallUU.

Ha nepeBe perysiTopHbIX obJiacTeii 0J1M3KU BETBH,
Benyluue K #pS'y Streptomyces avermitilisu X trpE'y Strep-
tomyces spp. (puc. 13). IToaToMy MOXKHO MpeAnoJiararh,
YTO peryJsiuus nepen trpS'y S. avermitilis npou3oliuia u3
OoJiee MpeBHEN peryssiuu repen frp E. Perynsiuus y Bu-
noB Nocardia farcinica n Saccharopolyspora erythraea tie-
pen trpS MeeT apeBHee NpoucxoxaeHue (puc. 13).

INpenckazaHo OOJBIIIOE YUCIO CIyvaeB Kilaccuye-
CKOI aTTeHI0aTOPHOM peryysimu trpE'y o-, B-, y-Tipo-
TeobakTepuii, y Thmia Bacteroidetes u y 1Byx npeAcTaBU-
teneit Thermotoga spp. (Thermotogae) (puc. 14—17), a
TakxKe y TeHa #rpS'y 0-IipoTeodaKkTepii BMECTE C COOT-
BETCTBYIOIIMM aHcamMOJsieM crimpaneit (puc. 18), u mwis
reHa trpB y nByx npeacraButeneii Bacillus spp. (Firmic-
utes) (puc. 12b).

W3 nByx mapanoroB trpE Vibrio fischeri perynasiius
MIMeEETCS TOJIBKO Y BTOPOTO U3 HUX. Y Y-IIPOTE00aKTEpUit
Pseudoalteromonas tunicata v Alteromonadales bacterium
TIPOM3OILLIA AYTTMKALIUS PETYISITOPHOM 001acTU reHa
trpE (puc. 16).

Bce ykazaHHbIe BhIlIe caydan, KpoMe #7pS1y d-npo-
TeoOaKTepUIi, OTHOCSITCS K TUITY PETYJISILAM 110 SITHOB-
CKOMY.

10%*
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Tucmuoun

IMpenckazaHa kiaccuyeckas aTTeHI0aTOpHAas CTPYK-
Typa, CBSI3aHHAsI C TUCTUIMHOM, Y OL.-TIPOTe00aKTepUid,
[Ji€ OHA PEryJIUpyeT TPAHCKPUIILIUIO TeHa AissS, y y-npo-
TeobakTepuii — reHa hisG, y Firmicutes — reHa hisZ, y
Bacteroidetes — reHa AisG 1 y Thermotogae — reHa AisS
(puc. 19—22). Y y-nipotreobakTepuil U y HeKOTopbIx Fir-
micutes HaGJIIOJAETCs PeryJIsiiysi HA OCHOBE LISTIN CIU-
pajieii ¢ yuactveM TPUILIEKCOB, a y Bacteroidetes, Ther-
motogae 'y pona Listeria — no SIHOBCKoMY.

Ilepen reHom hisG 'y MHOTUX Y-TIpOTeOOaKTepUil
(BkmIOUas npeacraBuTesieid cemelicts Enterobacteriales,
Pasteurellales, Vibrionales, Alteromonadales, Aero-
monadales) HaliieH TPUILIEKC, KOTOPbIiA, COIIaCHO Ha-
1LIeMYy METO/Y, y4acTByeT B (h)OpPMHUPOBAHUM KOTEpMHUHA-
Topa. TpeThe MmIe4o TpUuruiekca BKII0YaeT MHOTO OCTaT-
KOB YypalWia, 4YTO 00eCcreunBacT BBICOKYIO €ro
CTaOWIBHOCTh HE3aBMCUMO OT KUCJIOTHOCTH LIMTOILIA3-
MbI. B OOJIBILIMHCTBE CJIydaeB 31eCh CKJIAIbIBACTCS TPU-
mieke u3 Tpuan Py-Pu-Py. OmHako y Alteromonadales
bacterium v Pseudoalteromonas haloplanktis cknanpiBaet-
cst ememanHbii Tpuruiekc CUGU*GAGG-CCUC, co-
nepxaimii Tpuaasl Py-Pu-Py u Pu-Pu-Py (puc. 20).
HaroMHUM, 4TO TpeThe IIJICUO TPUTLIEKCA BE3/IE OTIC-
JIsIeTCs 3Be300YKOM. PerynsitopHble ob1actu Ha puc. 20
M pUC. 22 XOpOIIIO BBIPAaBHUBAIOTCS, YTO YKA3bIBACT HA
WX BBICOKYIO KOHCEPBATUBHOCTb y MHOTUX Y-TIPO-
TeoOaKTepHii M OAKTEPOUIOB.

Ilepen renoMm hisZ y Heckoabkux Oauwnt (Bacillus
cereus, B. thuringiensis, B. anthracis, B. weihenstephanen-
SiS), BO3MOXHO, PACIOJIOKEH CIa0bIil TUTUAMI-TYaHU-
JoBbIN TpHIieke Py-Pu-Py, koTopsiit yaactByeT B hop-
MHUpOBaHMM KoTepmMuHaropa. Ilepen reHom hisZ y
Clostridium difficile xorepMrHaTOp CKJIaIbIBACTCS C yda-
ctueM Tpuruiekca Pu-Pu-Py AAG*AAG-CUU (puc. 21).

[lepen rerom lysQ, komupyrommm nepmeasy, y Lacto-
coccus lactis (Firmicutes) HaOomaeTcst KiiaccuaecKasi
aTTeHI0AaTOpHAas1 PETyJIsILUS C TUCTUAMHOBBIMU PETYIISI-
TOPHBIMU KOIOHAMMU U 1I€TIbIO CITUpasieil, B KOTOPOl KO-
TEPMUHATOP MOAAEP>KUBAETCS TpuUILieKcoM Pu-Pu-Py
AGA*AGA-UCU (puc. 23). Boamoxso, cpenm Firmic-
utes TosibKO y Lactococcus lactis 3Ta nmepMmeasa cMeHUIa
cneuGUIHOCTD U cTaja TMCTUIMHOBBIM TpaHCIIOpTe-
poM: 31ech HaOomaeTcs peryJisiiysi, 3aBUCUMAasl OT
KOHILIEHTpAllM TUCTUIMHA, B TO BpeMsl KaK y JPYrux
GUPMUKYT miepes; OPTOJIOTMYHBIM T€HOM OTCYTCTBYET
Jlaxke TeH JIMAePHOTro TernTraa.

Xots niepen AisZ'y 6auWiI U KJIOCTpUAUI Habmona-
€TCs LIETIb CIIMPAJIeii C TPUIUIEKCAMMU, Y TPEACTaBUTETICH
dunmoreHeTHYECKU GJIM3KOTO pona Listeria mpeackasbl-
BaeTCsl KJlacCUYecKasi aTTeHI0aTOpHasl PEryJisiiusl 1o
SIHOBCKOMY.

YV pupMUKYT TpUTLIEKCHl OOHAPYXKEHBI JIUIIb B HE-
OOJIBIIMX TAKCOHOMUYECKMX TPYIIax. OTO CBUAETENb-
CTBYET O TOM, YTO TPUILIEKCHI Y HUX BO3HUKJIM B XO/I€
3BOTIOLMU HeaaBHO. ITOCKOJIBKY YCTOMYMBOCTh HEKO-
TOPBIX TPUILIEKCOB 3aBUCUT OT KUCJIOTHOCTH LIMTOILIA3-
MBI WIX OT COAEPXKaHUSI B HE MOHOB, MOXHO MPEIT0-
JIOXKUTb, YTO YJaCTHUE TPUILJIEKCOB B PETYJISILIM OIpEe-
JISIETCS  CJIOXXKHBIMU OOpaTHBbIMM CBSI3SIMM, KOTOPbIE

JIOITATOBCKAS u np.

COIJIACYIOT OTBET HA KOHLIEHTPALIUIO COOTBETCTBYIOIICH
AMMHOKUCJIOTHI C KUCJIOTHOCTBIO LIUTOTLIA3MBI.

I1pn MmonenmpoBaHnN NoKa3aHa HU3Kast 23PHeKTUB-
HOCTb PETYJISILIMM Oe3 yUeTa TPUTIIEKCOB, a IIPU UX yJeTe —
3HAYUTEIbHOE U3MEHEHUE 3aBUCHMOCTH YaCTOT MPEXK-
JIEBPEMEHHOM TepMUHALIMY TPAHCKPUITLIUU OT KOHIICH-
Tpaumu cooTBeTcTBYyIONIeH amuHoam-TPHK. Takum
00pa3oM, yJacTue TPUIUIEKCOB B PETYIISIIIMU Y Y-TIPO-
TeoOaKTepuii TTOATBEPXKIACTCS KaK X KOHCEPBATUBHO-
CTBIO, TaK Y IPU MOJCIMPOBaHNN. MoaenpoBaHue Ha
JIMJEPHOI 00s1acTy Tiepe reHoM /isG'y y-TipoTeo0aKTe-
pHIi TAaKXKe TTOKA3bIBAET, UTO Oe3 yueTa TPUILUIEKCOB CO-
OTBETCTBYIOIIIIE AHTUTEPMUHUPYIOIINE CTPYKTYPhI
PHK nHemocTaTogHO CTaOMITBHEI 1151 00ecTIeueHnsT 3¢~
¢extuBHOM peryisiunn. B ciyyae Clostridium difficile n
reHa hisZ TOJTbKO yBeJIMUEHNE SHEPTUHY KOTEPMUHATOPA,
KOTOpOE MPOWCXOOUT B pe3ysbTaTe ydeTra TpUILIeKca,
OPUBOIUT K OTYETIMBOM 3aBUCUMOCTH BSKCIIPECCUN
CTPYKTYpPHOTO T€HAa OT KOHIEHTPAllMd TUCTUIWII-
TPHK, 4TO COOTBETCTBYET IpencKa3aHUIO O HATIMYNHI
PETyJISIIINMN.

Pa3zeemeaennvie amunoxucaomot

Kiaccuueckast aTTeHI0aTopHast CTPYKTypa ¢ aHCaM-
O7eM aHTUTEPMMHATOPOB TIpelcKa3aHa IJjis TeHa ilvB
OOJBIIMHCTBA aKTUHOOAKTEpU M3 Topsinka Actino-
mycetales, 3a uckmoueHuem Propionibacterium acnes,
Tropheryma whipplei, Clavibacter michiganensis, Leifsonia
xyli, Janibacter n Salinispora arenicola. 3a npenenamMu
Actinomycetales Takasi peryisiuus npeackasana jisi Bi-
fidobacterium adolescentis, omHaxko y Buna Bifidobacteri-
um longum 13 TOrO XK€ pona u'y Rubrobacter xylanophilus
HaIll METOJI €€ He OOHAPYKMBACT: Y 3TUX OAKTepHii HET
JaXe TeHa JmaepHoro nentuaa. Ui YIOMSHYTOTO
OOJIBLIMHCTBA MMEETCSI KOHCEPBATUBHBII TEPMUHATOP
TPAHCKPUIILINKM, HO OTCYTCTBYEeT KOHCEPBATUBHbII aH-
TUTEPMUHATOP, W €r0 POJIb OepeT Ha ceOsT aHcaMOJTh 13
HECKOJIBKMX CITUPAJIEH U TICEBIOY3/IOB (puc. 24).

AHHOTHPOBAHO IIECTh MTAPAJIOTOB T'eHa i/vB aKTMHO-
bakTepuu Rhodococcus jostii, n3 Kotopbix asa (ilvB4 n
ilvB5) ipenBapstoTCs FTeHaMU JIMAESPHOro MeNnTyaa U ra-
pOli IJIMHHBIX aJBTePHATUBHBIX IImiIeK. [Tocne crm-
panu, KoTopasi, TIPearooXKUTEIbHO, UTPAeT Pojb Tep-
muHatopa, U-y4acToK MMeeTCsI TOJIBKO Tiepel TeHOM
ilvB5, Ho He niepen, ilvB4. 31ech MOXKHO 00CYKIAaTh KJTac-
CHYECKYIO aTTEHIOATOPHYIO peryisiiuro 6e3 U-yJacTka;
HE VICKJTIOYEHO, YTO B HEKOTOPIX U3 3TUX CITy4acB pery-
JISILAM TIpOCTO HeT. Kitaccuyeckast arTeHioaTopHast pe-
TYJISILIAS 10 SIHOBCKOMY Y ellie OIHOoro mapasora ilvB1
JerpaarpoBajia, HO HEKOTOphIE €€ 3JIEMEHTBI COXpaHU-
Jmch. PerynsitopHbie oonactu y ilvB4m ilvB5 3HaunTelb-
HO OTJIMYAIOTCS MeX Ty coboit (puc. 24).

B porm antutepmMmuHaTopa ilvB y OONBIIMHCTBA OL-
MIPOTEO0aKTEpUil TaKKe BBICTYIIAeT aHCAMOJIb CITApa-
seit (puc. 25). Y Rhodobacterales bacterium perynsiiyst
nMeeTcsl Y 000MX TTapajioroB 3TOTO TeHa, MOKa3aHHBIX
Ha 5TOM PUCYHKE.

Perynsimmu Ha ypoBHE TpaHCKpUTILMK ilvB y 3-Tipo-
TeobakTepuii Bordetella spp., mo-BuauMomy, HeT. Ecim
MIPUHATh UHOM MHULIMUPYIOLIUIA KOIOH CTPYKTYPHOTO
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reHa, YeM yKaszaHHbIi B aHHoTauun NCBI, a nmeHHo
KOIIOH, KOTOPBII BRIPABHUBAETCST ¢ MHUITUMPYIOITAMU
KomoHaMu y B. bronchiseptica n B. parapertussis, TO MOX-
HO TIpeICKa3aTh PETYJIIINIO Ha YPOBHE TPAHCISILIAM, TO
eCTh CEKBECTp-aTTeHIOATOpHYI0 peryisiauio. Ee ame-
MEHTHI TTOKa3aHbI Ha puc. 26a.

Y MHoOrux y-nporeobakrepuit onepoH leuABCD v re-
HEI ilvA, ilvC, ilvG v ilvB, 4acTo BKIIIOYEHHBIE B pa3/iid-
HbIE OTIEPOHBI, HAXOSITCS O/ KJIACCUYECKOM aTTeHI0a-
TOopHOM perymsiuueii o SIHosckomy (puc. 27). Hekoto-
pbI€ U3 3TUX CTyyaeB ObLTU TTPpUBEACHBI paHee [1].

JlepeBo peryIsiTOpHbBIX 00JIacTel mepen reHaMu ilv y
Y-TIPOTEO0AKTEPUIA TTOKA3BIBAET, YTO YIACTKU PETYIISI-
i 1iepen ilvA, ilvC u ilvB, Kak 1 iepei COBMECTHO B3sI-
ThIMU TeHaMH ilvC 1 ilvB, 00pa3yloT 4eThIpe Kinanbl. Pe-
TyJisiuys niepen ilvG camasi ApeBHSISI U BOCXOIUT K oOl111e-
My IpeaKy y-mnporeodakrepuit (puc. 28).

Ilepen renom ilvB y Stigmatella aurantiaca (3-tipo-
TeoOaKTeprMM) HaliiegHa HeKOoTopasl MNOTeHLUaIbHAas
CTPYKTypa, MOX0Kast Ha CTPYKTYpPY KJIaCCUYECKOIi aTTe-
HIOATOPHOM PEeryJISIIN, KOTOpasl BKJIIOYaeT TeH JIaep-
HOTO MENTHUIa, HO 00JIamaeT psiAoM O0COOeHHOCTeM (0e3
U-yyactka 1 T.1.) (puc. 26¢). To ke camoe UMeeT MeCTO
y npencraBuTesiel nmopsinkoB Desulfobacterales, Des-
ulfuromonadales, Syntrophobacterales (3-nmpoTeobakTe-
pun). OoTHAKO COOTBETCTBYIOIIME PETYJIITOPHBIE 00J1a-
CTU HE KOHCEPBATUBHBI, U PETYJISILIMS He TTOATBEPXKIa-
eTcsl MoJIeIMpoBaHueM (puc. 29).

Kraccuueckas aTTeHroaTOpHas PeTyJISIInS IIpeIcKa-
3aHa 11 reHa ilvD ogHoit aktuHoOakTepun Corynebac-
terium efficiens (puc. 30a).

B perynsitopHoit obnactu reHa ilvD ponos Staphylo-
coccus n Listeria (Firmicutes) HaO/MomaeTcs Lielb Crpa-
JIeli: YeThIpe KOHCEPBATUBHbIE CITMPAIM C 00pa30BaHEM
TpuIiekca u3 Tpuan Py-Pu-Py ipu ¢popMmpoBannm Ko-
aHtuTepMuHaTopa. [1paBna, 3nech BO3MOXEH ajbTepHa-
TUBHBIN AHTUTEPMUHATOP, KOTOPHIX IJIMHHEE U HE TPeE-
oyer yyactus TpuiviekcoB (puc. 31). ITpu momenupoBa-
Huu perysiimu ilvD y Staphylococcus w Listeria (puc. 32)
HaOmomaeTcs Cydaii, CXOMHbBII co caydaeM TeHa hisG,
KOTOPBII ITOKA3BIBAET, UTO YUYET SHEPTUH TPUTTIIEKCA B CO-
CTaBe aHTUTepMMHATOPa HEOOXOIMM. DTO HaOIIoIeHIIE,
BMecTe ¢ (baKTOM KOHCEPBATUBHOCTH, MOATBEPXKIAIOT
HEOOXOIMMOCTb YJeTa TPHUILIEKCOB IIPM BBIYMCIICHUN
sHepruu BropuuHoii crpyKrypbl PHK. Y Geobacillus ther-
modenitrificans HaOMIOAETCS KJIACCUYECKAsT PEeryJIsTIvs
no SlHoBckomy. Takast ke peryysiysl HaOIIomaeTcs y
npencraBuTesieil TunoB Bacteroidetes/Chlorobi n'y Her-
petosiphon aurantiacus (Chloroflexi) (puc. 305, ¢).

st HeGoNBIIOro yucia o- U [-mporeodakTepuii
npeacKa3aHa KjlacCuuecKasi aTTeHIOaTOpHAst PEryJIsLIMsT
reHa leuA no SInoBckomy. Cpeny Hux Bua Acidovorax sp.
JS42 yHukaneH TeM, 4To JBa rapajora 3Toro reHa oopa-
3YIOT OOIIIMIA OTIEPOH C eNUHOM peryisiimeit. 3 B-npo-
TeobaKTEepUil KilacCUYecKasl aTTeHI0aTOpHAast CTPYKTypa
HaiineHa y mpenacraButTeneit TakcoHa Burkholderiales
(Burkholderia xenovorans, Burkholderia phytofirmans,
Burkholderia pseudomallei, Delftia acidovorans, Po-
laromonas sp., Comamonas testosteroni, Methylibium pe-
troleiphilum, Acidovorax sp.) (puc. 33a, b).
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¥V y-nporeobakrepuit Enterobacteriales, Pasteurel-
laceae, Shewanella spp., Vibrionaceae, Xanthomona-
daceae mMeeTcs CTPYKTypa KJIaCCUIECKOM aTTeHIOAITUI
reHa leuA 1o SIHOBCKOMY; 31eCh IIPHUCYTCTBYET KOHCEP-
BaTVMBHBIA TepMUHATOP OOJBIION WIMHEL. Hekotophle
W3 3TUX BUAOB NpuBeaeHbI paHee [1]. IeH leud y aTux y-
nporeobakTepuii, Kpome Xanthomonadaceae, He nmeeT
apayoroB M BXOOUT B IUIMHHBIN orepoH leuABCD, a'y
Xanthomonadaceae — B ontepoH iVCGM-tdcB-leuA. Ta-
KM 00pa3oM, B OTHOM CJIyJae YJ4acTOK PETYIIAINI Ha-
XOIUTCS HETTOCPEIICTBEHHO TIeper letA, a B IPyTOM CITy-
Yae — JaJIeKo OT HEero, W Toraa ilv u leuA perympyroTcs
COBMECTHO. AHaJIOTYHEBIE CITyJar HAOMIONaroTCs Uy He-
KOTOpBIX a-npoTeodakTepuit. [eH leud y Pseudomona-
daceae Takke He MMeET T1apajioroB, HO He BXOIWT B CO-
CTaB TIOJIMLIMCTPOHHOIO OIlepOHa 1 He MMeeT TeHa JIf-
JiepHoro rerrryaa (puc. 34).

Krnaccmdeckass —aTTeHIoaTOpHAs PEry/SIIMSA IO
SlHOBCKOMY Tiepen reHamu leuA n ilvB mpenckasaHa y
HeOOJTBITIOrO Yrcia d-IIpoTeo0aKTepHii. A UMEHHO, TeH
leuA perynupyetcst y Desulfotalea psychrophila, Stigmatel-
la aurantiaca, Syntrophobacter fumaroxidans, Syntrophus
aciditrophicus n Plesiocystis pacifica (puc. 33c). I1o nepeBy
BUIIOB MOXHO 3aKJIIOYMTh, YTO y 3TOTO TeHa O-TIPO-
TeobaKkTeprii MO3andHOe (QMJIOTCHETHUYECKOE pacIipe-
JieJIeHVe PeryJIsILIIU.

IMownck mo o6pasily ykasaa Ha BO3MOXKHOCTD CYIIIe-
CTBOBaHMST y9aCTKa KIIACCUIECKOM aTTEHIOaTOPHOM pe-
TyJIsiuyu 110 SIHOBCKOMY miepesi TeHoM leuS'y S. avermiti-
lisn S. coelicolor (axTnHOOaKTEpNM). OMHAKO 3TOT y4a-
CTOK peryJisiiuu reHoB amuHoal-TPHK -cuHTeTas He
MOATBEPXKAAECTCS] MOICTPOBAHUEM.

LEU-peryasums rena leud y aktunooakrepuii. Hamu
3HAYUTEJIBHO pacIMpeH cnrcok yyacTkoB LEU-pery-
JISIUMW, TIPUBEACHHBIN paHee [2]: ee comepXXuT OOJib-
IIIMHCTBO aKTUHOMMIIETOB IIepei 3TUM reHoM (puc. 35).
LEU-perysiius ooHapy>KeHa y OOJIbIIMHCTBA aKTUHO-
OakTepuii u3 mopsiaka Actinomycetales 3a MCKITIOUYESHM -
€M JIByX ceMeiicTB 13 TakcoHa Propionibacterineae (Pro-
pionibacterium acnes n Nocardioides sp. JS614) u cemeii-
crBa Cellulomonadaceae (7ropheryma whipplei). LEU-
peryJisiiysi He oOHapy»eHa B IpYTHX MOpsiIKax aKTUHO-
6akTtepuii: y Rubrobacterales (Rubrobacter xylanophilus),
Coriobacteriales (Afopobium minutum), Biofidobacteri-
ales (Bifidobacterium longum v B. adolescentis).

MoKHO TIpeanoIoXuTh, uto LEU-perysius nepen
TeHOM JeuA BO3HUKIIA Y TIOCTIeTHETO OO1Iero npeaka Ac-
tinomycetales 1 3aTeM Kcuessia y oOIlIero mpeaka Takco-
Ha Propionibacterineae, XoTsi caM TeH leuA XOpoIIo Co-
xpaHwics B TakcoHe. CaM reH leuAd 'y Tropheryma whip-
plei (Cellulomonadaceae, Actinomycetales) OTCyTCTBYeT.

CornacHo nanHbIM Kpactepa u coast. (Craster) [27],
3aMeHa JICMIIMHOBBIX KOIOHOB B TIPE/IIojaracMoM IeHe
JIMJEPHOTO TIeNTUIA reped TeHOM leuAd y Streptomyces
coelicolor He BIIUsIET HA THTEHCUBHOCTb TPAHCKPUIILIUU.
OTO MO3BOJISIET MIPEATIOIOXKUTD, YTO BECbMa KOHCEpBa-
TUBHBIN y Actinomycetales LEU-351eMeHT CBsI3aH C pery-
JIALIME 9KCIIPecCUy Ha YPOBHE MHUIIMALIMM TPAHCIIS-
11K. B monb3y Takoil TMItoTe3bl TOBOPUT U TO, YTO 3'-
miedo yepeHka LEU-aieMeHTa nepeKphIBacT CaiT CBSI-
3bIBaHMSI pUOOCOMBI 1, TAKUM OOpa3oM, YEPEHOK IIpe-
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MSITCTBYET MHULIMALIUY TPAHC/ISILIMU reHa leuA. 5'-Tlieyo
YepeHKa HaxOMUTCsS BHYTPH T€Ha JIMACPHOTO TEeNTHIA
BOJIM3M JIEUIIMHOBBIX KOIOHOB, TIO3TOMY CTaOMIBHOCTh
YepeHKa 3aBUCUT OT CKOPOCTHY TPAHCIISILIK TOTO TeHa.

LEUl-perynsuusa reHa leud y nporeodakrepmii. Y
MHOTMX O- ¥ HEKOTOpbIX [-TIpoTeobaKTepuii
(Burkholderiales) mepen 3TM reHOM HalieH TeH JIUAEP-
HOTO TIETITU/IA, COMEPIKAIIINIA TIOCIeA0BATEIEHOCTD JIeH -
IIMHOBBIX KOIOHOB, KOTOPBHINA, BMECTO BTOPUYHOM
crpykrypsl PHK, xapakTepHoii W11 KjlacCM4eCKOM aT-
TeHioaropHoit peryasiuun wim LEU-perymsimm, co-
MIPOBOKIAETCS TICEBIOY3JIOM, KOTOPBIA MBI Ha3BaJIA
LEU1-niceBmoy3nom (puc. 2). I1ceBnoy3en LEU1 Bme-
CTe C TEHOM JIMICPHOTO MENTUIA U PETyISITOPHBIMU (B
MAaHHOM CJIydae JISHIIMHOBBIMM) KOTOHAMHU B HEM Ha-
3BaH LEU1-perynsueit (puc. 36, 37).

Yyactok LEU1-perymnsmum niepen 3TMM TeHOM Haii-
IeH y a-tipoteodakTepuii (Rhizobiales: Agrobacterium
tumefaciens, Aurantimonas sp. SI85-9A1, Brucella spp.,
Fulvimarina pelagi, Mesorhizobium spp., Rhizobium spp.,
Sinorhizobium spp.; Rhodospirillales: Magnetospirillum
spp.; Rhodobacterales: Dinoroseobacter shibae, Jannas-
chia sp. CCS1, Loktanella vestfoldensis, Oceanicola spp.,
Rhodobacterales bacterium HTCC2654, Rhodobacter
spp., Roseobacter denitrificans, Roseovarius spp., Sulfito-
bacter spp., Alpha proteobacterium HTCC2255) u B-tipo-
teobakTepuii (Burkholderiales: Bordetella spp., Ralstonia
eutropha, Ralstonia metallidurans, Janthinobacterium sp.,
Herminiimonas arsenicoxydans). Y Rhizobiales 1iceBmo-
y3eJI COMEPKUT TOIOJTHUTEIBHYIO HEKOHCEPBATUBHYIO
Crupaib B MeT/ie KOHCEPBATUBHOIO MCEBIOY3IA.

Bo Bcex Bunax, conepxaiiux HeCKOJIbKO Mapajioron
storo reHa, LEUI-1iceBnoysen HaileH He Oosee, 4eM
nepen oqHuM 13 napayoros. s Rhizobiales Takoii mma-
pasior — OJVKaiiiluii roMosior reHa leuAd Agrobacterium
tumefaciens (6enok NP_355220.1). B cimyyae Rhodospi-
rillales 1 Rhodobacterales — 3To OMM>KalIUii TOMOJIOT
leuA 'y Roseobacter denitrificans (6enok YP_681546.1); B
caydae Burkholderiales — 3o 6mzkaiiiimii romosnor leuA
y Bordetella pertussis Tohama I (6eiok NP_879030.1).

LEUI-crpyktypsl y Burkholderiales cxomHbl co
cTpykTypoii n3 Rhizobiales 1 cpaBHUTEILHO AaJIEKU OT
ctpykTyp Y Rhodobacterales kak mo HyKJI€OTUIHOMY CO-
CTaBy crMpalieii, Tak U Mo pacrojIoXKeHUIO TICEBAOY3Ia
OTHOCUTENIbHO CTOI-KOAOHA JIMAEPHOro Tentuaa. Bo
BCEX C/TydasixX JJUACPHbBIN MenTUI MeeT JJIMHHBIN U Co-
BEpILIEHHO He KOHCEPBAaTUBHBIN N-KOHIIEBOI1 y4acTOK.

Tomonor leuA, nepen KOTOPbIM HaiIeH Y4acTOK
LEU I -perynsiiu, y o- ¥ 3-IIpOTe00aKTepUil TIO3UIIU-
OHHO He CBSI3aH C APYIrMMU reHamu leu v ilv. Y Mag-
netospirillum spp. (Rhodospirillales) nMeeTcst HECKOJIBKO
napajioroB leuA. ToT U3 HUX, KOTOPBI pEryJIUpyeTcs
LEU1, mo aMMHOKKMCIOTHOM MOC/IeI0BAaTEIbHOCTU 3HA-
YUTEJIBHO Jajibllie OT reHa leuA B KUIIEYHOI MaJlouke,
yeM Apyroil napayior y Magnetospirillum, No3ULIMOHHO
CBSI3aHHBIN ¢ reHamu ilv. Takum obpa3oM, reH leuA 'y
Rhizobiaceae, BeposITHO, SIBJISIETCSI KCEHOJIOTOM.

Wrak, LEUI-perynsiius cBsg3aHa ¢ T€HOM CeMeil-
CTBa M3OMPOIUIMAIAT-, TOMOIMTpaT-, IUTpaMaiar-
CHUHTa3, KOTOPBI CXONEH, HO OTJIMYMM OT OOIIIEeTO
npeacTaBuTess reHa leuA y O0JIbITMHCTBA IPOTE00aKTE -
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puii. C opyroii ctopoHsl, y Rhizobiaceae mmeercst TONb-
KO OOWH TOMOJIOT TeHa leuA, 9To yKa3bIBaeT Ha €ro
(byHKIIMOHAILHYIO 3HAUMMOCTD; a BCE TOMOJIOTH TeHa
leuA y ipoteobaxkTepuii, IIpeaBapsieMble y4aCTKOM I10-
teHumanbHo LEU 1-peryisiumeit, sIBISIIOTCS OpTOIO0-
ramu JIpyr apyra.

Io xpaiineii Mepe, 1Ba Iapajora leuA, Konupyrommx
2-v3onponwiManarcuHTasy y Magnetospirillum, vime-
1oTcs. PacnipeneneHue aTTeHI0aTOPHOI PeryisiliMu To-
KasbIBaeT, YTO OJMH 13 3TUX MapajioroB yHACEI0BaH OT
o011IeTo Mpeaka nporeodakTepuii, a npyroit — LEU1-
peryaupyeMblii KCEHOJIOL. YHac/Ie0OBaHHbBIN OT O0IIIEero
MpeaKa rapajior reHa leuA, Kak MOXKHO TIPEINOJIOXKUTD,
peryaupyercsi Mo Croco0y KJIacCMUeCKOl aTTeHIoalluu
COBMECTHO C T€HaMU ilv, TIpy 3TOM OHU COCTaBJISIIOT
OIIMH COBMECTHBII OTMEpPOH. DTa CUTyallysl MOXoXKa Ha
KJIaCCUYECKYIO aTTeHIOALIMIO Y ceMelicTBa Xanthomona-
daceae 13 y-ripoTeo0aKTEpUid.

LEU1- u LEU-mceBnoy3inbl HMMEIOT HEKOTOPOE
CTPYKTYPHOE CXOJICTBO, XOTSI Ia’kKe Ha 3TOM YPOBHE OT-
mmuarorcs: LEU-nceBnoysern nmeeT yepeHokK, a LEU1-
rceBnoy3esl He uMmeeT ero. Ha KoiIMyecTBEHHOM, Tak
cKazaTb, YpOBHE OHU OTIMYAIOTCS ellle OOoJbliie: HYK-
JIEOTUIIHBIN COCTaB TCEBIOY3I0B HE MMEET OOIIMX MO-
TUBOB, YHCJIO JISMIIMHOBBIX KomoHOB y LEU1 MeHsteTcst
B npenenax 4—8, ay LEU — okoito 3, mIMHEI T1€4 Y Jie-
Boii crimpamu LEU-niceBnoyazina 6oibiie, yem y LEU1-
nceBnoyaia. [TonoxeHus1 CTON-KOJOHOB BHYTPU 3TUX
JIByX TICEBIOY3J10B aHaTormaHbl. Y Rhodospirillales u y
oonbiiHcTBA Rhodobacterales mceBaoyses pacmnosio-
>KEeH Ha HEeOOJIbIIIOM pacCTOSIHUY OT Hauasia reHa leuAd, a
JII000I y9acTOK, MOMXOMSIINIA Ha POJTb CaiiTa CBSI3bIBA-
HUsI pUOOCOMBI TIepe/l 3TUM T'€HOM, He KOMILJIEMeHTa-
PpeH 00J1aCTU JIEMLIMHOBBIX KOJIOHOB, KaK 3TO UMEeT Me-
cto B cimyyae LEU-perymsiiium y aktnHoOakTepuil. Ha-
npotus, y Rhizobiales 1 Burkholderiales paccrosinue ot
reHa JMAepHOro nenTuaa 1o Hayasa reHa leuA BeJliKo 1
BKJTIOYAET IJIMHHBIA HEKOHCEPBATUBHbIN YYacTOK.

Ecmm merrateest Havit y LEU 1 -CcTpyKTypBhI UepeHOK,
aHaormuHbIi yepeHKy y LEU-cTpyKTyphI, 3TO HE yIa-
eTcs Mo cIIeayrolei mpuarnHe. MoKHO HAaTH CITPaTh,
Yy KOTOPOM JIEBOE IIJIEYO TEPEKPHIBACT YUYACTOK JICUIIN-
HOBBIX KOJIOHOB C JUIMHOM Tuieua 5—8 H. (00BbIYHO 6 H.),
U TIpaBOE TUIEYO MEPEeKPhIBAET TpearoaaraeMblii cauT
CBSI3bIBaHMSI pUOOCOMBI Tiepen leuA, HO y TaKoi criipa-
JI BHENTHSIS TTe TSt Oynet conepxkath ot 140 H. (y Brucel-
la) no 217 u. (y Bordetella). Ctonb Oobliast IjTiHa ITe T
3TOM CITUPAJIN, BKJIIOYAIOIIEH KPOME TOTO JIJIMHHBIN HE-
KOHCEpBaTHMBHbBIN y4acTOK (HVKE TICEBIOY3/1a), cesiana
Obl ee HeCTaOWJILHOM, Y TO3TOMY OHA, TO-BUIIMOMY, HE
UMEET PeryJIaTOpHOro 3HaueHus. [Toaromy HeT ocHOBa-
HUI1 TIpearionaratk, 9yro LEU1-perynsiiuyst y aTux mpo-
TeobakTepuii GYHKIIMOHUPYET Ha YPOBHE TPAHCIISILIUU
reHa leuA, Kak 310 umeeT MecTo B ciydae LEU-perymsi-
mu. C Apyroil CTOpoHbI, B YKa3aHHbBIX BUAAX OTCYT-
CTBYET U TEPMUHATOP TPAHCKPUIILIUM Ha BCEM y4acTKe
MEXTY JTUAEPHBIM TIETITUIOM U TeHOM /leuA.

TTosToMy “cnaGass” ruriore3a COCTOMT B TOM, YTO
CIIMPAJIA TICEBIOY3JIa MPEISITCTBYIOT CBSI3bIBAHUIO HE-
KOTOpOro OeJika, Y4acTBYIOLIETO B TEPMMHALIMM TPaH-
ckpunumu wim B pa3pyieHnuu MPHK JleuA. A nmenHo,
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ATTEHIOATOPHASA PEI'YJIALIMA OITEPOHOB BUOCUHTE3A AMUHOKHNCIIOT

eCJIM JISMITMHA MaJio, TO pubocoMa PemKo pa3pyliacT
TiceBnoy3ell, n 6enok He MokeT cBs3ath MPHK. Ecim
JIEHIIMHA MHOTO, TO PUOOCOMBI, TPAHCIVPYIOIITUE JIH-
MEPHBIN TIENTHI, TTOCTOSHHO Pa3BOpavYMBAIOT TICEBIO-
y3eJ1, U B 3TOI 001acTH CB3bIBaeTCs O0e1oK. Pubocoma
3akpeiBaeT 10—12 HykimeorumoB mepen coboil. Ilpm
KJTAaCCIECKOI aTTEHIOATOPHOM PETYIISIIMKI PaCCTOSTHHE
MEXKITy PEeTYJIITOPHBIMM KOTOHAMU M aHTUTEPMUHATOP-
HOW IIIIMIBKON OOBIMHO CXOTHO C PACCTOSTHUEM MEXKITY
perynstopHbiMu kKomoHamMu 1 LEU1-1iceBmoy3inom B
LEU1-perynsiuu. IlostoMmy B citydae, eciid MMeeTCs
TICeBIOY3e], PUOOCOMa, OCTAHOBMBIINMCH Ha IIEPBBIX
JIEAIIMHOBBIX KOIOHAX, OKA3hIBAaeTCsl Y HaJaia TMceBIo-
y3J1a, HO TIOYTH He pa3pymaeT ero. C Apyroii CTOPOHHI,
TTOMIISI 1O CTON-KOIOHA JIMASPHOTO TIENTH A, pruoocoMa
elle He TiepeKphIBacT 3'-Trieya IpaBoil CITpaN TICeB-
JTOy3J1a M He OCBOOOXIAET CBSI3aBIIECST TaM OCITKI.

Astopbl Onaromapabl M.C. IenbtaHay 3a 1ieHHOE
00CyKIeHHE PE3YJIBTaTOB 3TOM pabOThI. ABTOPEHI OJ1aro-
nmapHbel ctygeHtke bbb MI'Y WM. ThoroBoii, Kotopast
TTPOBEJIa YaCTh KOMITBLIOTEPHBIX BEIYUCIICHUI, UCTIONb-
30BaHHBIX B 9TOM1 pabote, u cryaeHTy . KomooKoBy, Ko-
TOpPBIIA TIPUTOTOBMI (haiiyt Mass. ABTOPHI IJTyOOKO OJia-
rogapHbl B.B. Ipeuko 3a comepzkarenbHOE pelaKTUpPO-
BaHME TEKCTA CTAaThbH.
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