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AHHOTaNNA

IIpoBeneH aHanmM3 PacIpOCTPAHEHHOCTH CHUCTEM, KOHTPOJIHMPYIOLIMX CIeHU(pUIECKHI
OTBET KJIETOK Ha (docdarHOoe Tononanue, cpenu 10 BumoB O6aktepuit pona Bacillus, TeHOMBI
KOTOPBIX IOJHOCTBIO CEKBCHHUPOBAHBI. YCTaHOBHeHO, YTO I'CHbI, KOAUPYIOUINE OCHOBHbLIC
perynaropsl PHO-otBera — PhoP, ResD, SpoOA u AbrB, npucyTcTByloT BO Bcex reHoMax
6auymn, MpUYEM UX TCHETUYCCKNE KOHTECKCTHI BECbMa CXO/IHBI. KpOMe TOT0, 3TH 6eﬂKl/I HMCEe-
IOT BBICOKYIO CTEIIEHb TOMOJIOTUH C OJTHOMMEHHBIMHU peryistopaMu B. subtilis. C ncnons3o-
BaHMEM MYTAaHTHBIX IITaMMOB B. subtilis, nokazano, uto ResD-, Spo0A- u AbrB-6enxu npu
(ocaTHOM rONOIAHUN PETYIUPYIOT HKCIPECCHIO TEHOB I'yaHWICHEUUPUYHBIX PUOOHYKIEea3
B. pumilus, B. intermedius wn B. thuringiensis mogoono renam PHO-perynona B. subtilis.
buocunres PHKasb1 B. circulans we mopeepxkeH BimsHuio ResD-, SpoOA- u AbrB-
peryssTopos, Kak 1 PhoP—PhoR-cHCTeMBI, H, BEPOATHO OCYIIECTBIISIETCS MO G°-3aBHCHMOMY
MexaHn3My. TeMm He MeHee TOJTyYeHHbBIE JaHHBIE TT03BOJISIOT YTBEP)KIATh, YTO PETYIATOPHBIE
cucremsl, mono06usle PHO-perynony B. subtilis, GyHKIHOHHPYIOT y TpeACTaBUTENCH pas-
JUYHBIX BUAOB Oanmii, To ecTb PHO-perynoH MoKHO paccMaTpuBaTh Kak yHHBEPCATIBHYIO
CHCTEMY, 00ECIIeUMBAIOIIYI0 OTBET OaKTEPUAILHOW KJIETKU Ha AS(HULIUT SK30reHHOro Gocdara.

KuoueBsie ciioBa: PHO-perynon, 6anmmisl, ryanwicnenuduaapie puOoHyKIeasHl.

BBenenue

Bakrepuun o6namaroT mopa3suTeNnbHON CIOCOOHOCTBIO OTCIICKUBATh M PEarupoBaTh
Ha JIOObIC M3MCHEHUS B MX OKPY)KCHHH, MPUCIIOCAOIMBAas CBOW METaOOIUYECKUN U
(DU3MONIOTHYECKUY TTOTEHIMA JJIsl HEMOCPEACTBCHHBIX HYXKA. Tak, NpU CHIDKCHHU
KOHIIEHTpaIny Heopranndeckoro gocdara (D) B cpene y Bacillus subtilis nHIyIMpY-
etrcs dochaTHBIM CTUMYIIOH, cocTosmmii u3 creruduyeckoro PHO-perynona, Hecrie-
1 HIECKOro 0BIIECTPECCOBOTO G- -pery IoHa W IPYIIIE TeHOB, HE3aBHCHMbIX OT Iep-
BBIX IBYX cUcTeM [1, 2]. OmHaKo perysITOpHbIE CBA3U MEKIY HUMHU A0 KOHLA HE SICHBIL.

I'maBHBIM COOBITHEM B YCIOBUSX (hOoCc(haTHOTO TONOAAHUS SIBISETCS BOCIPUATUE
CHUTHAJIa O JINMUTHPOBaHUM docdaTa U ero TpaHCayKIus. Y B. subtilis 3Ty QyHKIHIO
BEHITIOJTHAET JByXKOMIoHeHTHas cucreMa PhoP-PhoR, coctosmmias u3 ceHcopHoit
TUCTUIUH-KHHA3bl U peryisropa orsera [3]. bemok PhoP, docdopunuporanssiii ¢
momoisio kuHa3el PhoR B ycnoBusax nedurnra @y, HEMOCPEACTBEHHO CBI3BIBACTCS
co crenu(pUIeCKUMHU TOCIIEA0BATEIBHOCTSIMHA B TIPOMOTOPaX pho-TEHOB, MPOIYKTHI
KOTOPBIX YYaCTBYIOT B YCUJICHHUHU MOTJIONICHUS (DocdaTa U/UiK MOBBIICHUH €T0 JT0C-
TYMHOCTH ITyTEM U3BJICUEHUS U3 JIOTIOHUTENBHBIX HCTOYHUKOB, i TEM CAMBIM aKTH-
BUPYET WM perpeccupyeT ux TpaHckpunmnuio. B Hacrosimee Bpems PHO-perynon
B. subtilis nacuutbiBaeT 37 renoB (Tabm. 1).



232 B.B. VJIbSIHOBA, B.M. BEPHIMHUHA

Tabu. 1
I'ersr PHO-perymona
I'ennl Onucanue Ccpuika

phoA [lenoynas gocdaraza A [3]

phoB lenounas ¢ocdaraza I11 [3]

ydhF JlumoripoTenH ¢ HeU3BeCTHOH (DyHKIMEH, KOTpaHCKPHOHPY- 2]
eTcsi ¢ reHoM phoB

phoD ®dochomuacrepasa-menovnas pocaraza [4]

tatAD Kommnonents! TpancnoptHoro mytu Tat muist cekpennu PhoD [5]

ginQ ABC TtpaHcnopTep miyTaMuHa [6]

pstSACB,B, BricokoadunHas cucrema TpaHcnoprta docdaTa [7]

tuaABCDEFGH | bruocuHTe3 TeHXypPOHOBOM KHCIOTHI [8]

tagAB v tagDEF BrocuHTe3 TeX0EBhIX KUCIIOT, penpeccupyeTcs mpu (oc- 8]
(haTHOM roJIoJaHUN

PhoPR PerymnstopHbie 6€TKH TBYXKOMIIOHEHTHOU crcTeMbl PhoP— 9]
PhoR

2glp0 I'munepodochopunam dupdocdoamdcrepasza [2]

koL IMenrn n3 60 ocTaTKOB ¢ HEM3BECTHOW (YHKIHEH, TaKkxKe [10]
AKTHBHPYETCSI [NIyTaMaTOM

yhaX ODyHKINS HEU3BECTHA, BO3MOXHO, PETYJISIH KOCBECHHAS [11]

yycP HewusBecTHblii 6e10K [6]

yttP ODyHKIINS HE U3BECTHA [11]

yjdB ODyHKIINS HE U3BECTHA [6]

yhbH ODyHKIINS HE U3BECTHA [11]

ydbH CxoxctBo ¢ 6enkamu tpancnopTa C4-nuKkapOOHOBBIX KUCIOT [6]
PerymsropHsie 6emKu TByXKOMIIOHEHTHOU crcTeMbl ResD—

resDE . [12]
ResE, perynupyroniei mpoueccsl AbIXaHust

yfkN 2' 3'-umkamnyeckas Hykieotun 2'-gocdomuacrepasa [13]

yurl Breknerounas puboHyKIieasa [13]

vpr BrekneTouHasi cepuHOBasi MpoTeasa [13]

B perymsanuu cienupuaeckoro PHO-otBeTa B. subtilis, kxpome cucrembr PhoP—
PhoR, 3aneiicTBoBaHbI, 10 KpaitHel Mepe, elie 1Ba IMyTH, OObEINHCHHBIX B PEryJisi-
TOPHYIO CE€Th, — 3TO NEMIA MOJOXUTEIBHONW OOPAaTHOH CBS3M MEXIY IBYXKOMIIO-
HeHTHBIME cucteMaMu PhoP—PhoR u ResD—ResE [12] u cucrema SpoOA-docdorme-
penavu, oCyIIeCTBIISIIONIAs HETaTUBHBIA KOHTPOIb pho-reHoB [1]. OcHOBHOM (hyHK-
e JByXKOMIOHEHTHOM cucteMbl ResD—ResE B kieTke siBisieTcs perymsius npo-
[[ECCOB a3pOOHOTO M aHa3poOHoro NbixaHus [14]. BMecTe ¢ TeM 3Ta cucreMa CTUMY-
nupyet nonHyo PHO mHayknuto, ycunuBas KOCBEHHBIM 00pazoM ayTodocdopuu-
poBanue PhoR kuHa3b! pu hochaTHOM TONOTaHIHN B a3pOOHBIX YCIOBHX [15].

Kpome Toro, cymecTByer napaurenbHbiid myTh aktiBanuu PhoP—PhoR-cucremsr,
orocpeIoBaHHbBIN OenkoM nepexoaHoro coctosiHus AbrB [1]. bemok AbrB o6namaer
IUICHOTPONHBIM JEHCTBHEM: OH SBJIIETCS! KaK IO3UTHUBHBIM, TaK U HETAaTUBHBIM pe-
TYJSTOPOM KOMIIETEHTHOCTH, TpeOyeTcsl Al CHHTe3a aHTHOMOTHKOB U THAPOJIUTHU-
YeCKUX (PepMEHTOB, 00pa3oBaHMs OUOIUICHOK, a TAKXKE PElpecCupyeT T'eHbI, HeOO-
XOJIUMEIE IS criopooOpazoBanus [16—18].

Crpecc, cBsizaHHBIN ¢ uctomeHueM @, B cpene, aKTUBUPYET TaKXKe CHUCTEMY
Spo0A-dochonepenadn, COCTOANIYI0 M3 HECKONBKUX THUCTUAMH-KUHA3, TIPOMEXKY-
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touHBIX O6emkoB SpoOF u Spo0B u perymnsaropa tpanckpurnmuu Spo0A [19]. I[Ipu Bo3-
pacraromeii koHeHTpauu $pochopunupoBantbeiii Spo0A-0enoK UrpaeT poiib Hera-
TUBHOTO PETYJISITOpa, PENPECCHPYS TeHbI, AKTUBHBIC B TMIEPHOJI BETETATHBHOTO POCTa
[20]. Tak, aktuBupoBanHBI Spo0A okaszpIBaeT HeratuBHOe BiusHUe Ha PHO-pery-
JIOH, penpeccupyst phoPR-omepoH HENOCPEACTBEHHO, CBA3BIBASCH C MPEAIONaracMbl-
mu 0A-Ookcamu B ero mpomotope [21], mubo KocBeHHO — "epe3 pempeccrto ResD—
ResE u AbrB [22]. Hakorienne 10ocTaTOYHOTO KOJMHMYecTBa (HOCHOPHUINPOBAHHOTO
Spo0A-Genka MPUBOAMT K 3aITyCKy MPOrpaMMBbl criopoodpaszoBanust [20].

B. licheniformis siBisieTcsi BTOPBIM IIpeICTaBUTENEM poja Bacillus, nist KoTopo-
ro Owsut orucad PHO perynon [23]. Tlokaszano, uro B. licheniformis obnamaet coOcCT-
BEHHBIMH CTpaTerusiMu it O0opeObI ¢ aepunmurom Qocdara. Tak, B oTnuyme OT
B. subtilis, dochaTHoe rononanue y B. licheniformis He MHAYLHPYET G -3aBUCHMBbIit
oOmiectpeccoBsIl 0TBET. B ycrmoBmsax Hepoctatka gocdara y B. licheniformis, kxpome
TUIHWYHBIX pho-TeHOB, MPOUCXOAUT CHIIbHAsI MHAYKLHUS T€HOB BHYTPHUKICTOYHBIX U
BHEKJICTOYHBIX HYKIea3, ¢uras, uuroxpom P450-nogodHoro pepmenTa, a Takxke He-
KOTOPBIX JPYTHUX OKCHIA3 M OKcuaopenykTas [23]. 'eHbI ke, Komupyromye Oelku
OCHOBHOT0 MeTabonu3Ma (OMOCHHTE3a aMUHOKHUCIIOT, MeTab0In3Ma HYKICOTUAOB U
KOQEepMEHTOB) U puOOCOMAIILHBIE OEJKH, PEPECCUPYIOTCS B CAMOM Havalle CTalfo-
HapHOH ¢a3bl pocTa B ycioBusax neduuuta pocdara. B ToT xe nepuon vHIyIUpyeT-
Cs1 psi/i TEHOB, BOBJICUSHHBIX B MPOLECC CIIOPOOOpa30BaHMsL.

Y B. pumilus, B. intermedius n B. thuringiensis peanonararoT GyHKIIHOHUPOBA-
Hue PHO-peryioHOB Ha OCHOBaHMM TOrO, 4TO MHAyHHpyemas (ochaTHBIM ronoaa-
HHEM DKCIPECCUs TEHOB I'yaHWJICTIEHU(PUYHBIX PUOOHYKIIea3 STHX BUAOB OaIMiLI MO-
3utuBHO perynupyercs PhoP—PhoR-cucremoit B. subtilis [24, 25]. [lomoOHBIE pe3yib-
TaTHI OJIYYeHBI TaKXke Ul TeHa ¢utassl B. amyloliquefaciens — pepmenTa, paciien-
nstorero Gocdopcoaepxaiiee coearnHenue Gputar [26]. B cBs3u ¢ BbIlIeCKa3aHHBIM,
HaM IPEACTaBIUIOCh MHTEPECHBIM OLICHUTh, HACKOIBKO IIMPOKO PACIPOCTPAHEHBI
perymsTopHble cuctembl, nonooHsle PHO-perynony B. subtilis, cpean pyrux BUAOB
Oaumn.

Pe3yabTaThl ucciaenoBaHui

I'ennt phoP, resD, spoOA u abrB B ceKBeHMPOBAHHBIX I'eHOMaX OalMJLI.
Ha mepBoM 3Tarme Hammx WCCIENOBAaHWUN MBI MPOBENH IOUCK TEHOB phoP, resD,
spo0A w abrB, KOOUPYIOIMIUX COOTBETCTBYMOIUE Oenku-perynsitopel PHO-oTBeTa
B. subtilis, B cekBeHUpOBaHHBIX TeHOMax Oarmut. Pon Bacillus npencraBinen oOmmp-
HOM TeTepOreHHON TPYIION, HACUMTHIBAIOIIEW K HacTosiiieMy BpeMenu 214 anek-
BaTHO omucaHHBIX BUIOB (http://www.bacterio.cict.fr/b/bacillus.html). K Hacrosme-
My BPEMEHH IOJHOCThIO CEKBEHHMPOBaHBI 17 reHoMoOB OakTepuil poxa Bacillus, or-
panuueHHbIX 10 Bumamu. J[aHHBIE 0 TeHOMAaX MpeJCcTaBiIeHbl Ha caiite HannonansHO-
ro neHTpa OuorexHomormdeckod uHpopmammu (NCBI, Bethesda, USA,
http://www.ncbi.nlm.nih.gov/genomes/lproks.cgi).

Ha puc. 1 u 2 n300pakeHbl y9acTKH TEHOMOB OaIlliyuI, COIEpIKaIlue aHaTu3U-
pyemble TeHbl. ['eHeTn4yecknii KOHTEKCT TeHOB OKa3aJicsl BecbMa CXOIHBIM. Tak, TaH-
JIEM TIepeKpBIBAIONIUXCA T€HOB phoP—phoR, mo-BUIUMOMY, OOpa3yIOLIUX OMNEpPOH,
Kak y B. subtilis, y OONBITHHCTBA BUIOB HAXOJIUTCS, C OJJHOW CTOPOHEI, B OKPYKCHUH
TeHOB MaJaT JIeTuAporeHassl (mdh) u n3ouuTpaT aeruaporenassl (icd), a ¢ Ipyrou —
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Tabm. 2

T'oMoJtorvsi aMUHOKHUCIOTHBIX MMOCIIEA0BATELHOCTEN PETYIIATOPHBIX OEJIKOB Pa3IMYHBIX BH-
JIOB OaIuI

. I"omonorust (MAEHTHYHOCTD), %o

Wiramnt Bacillus PhoP ResD( Spo0A : AbrB
B. subtilis subsp. subtilis str. 168 (188) (188) (188) (188)
B. licheniformis ATCC 14580 90 (80) | 94(90) | 96(93) | 96 (9%
B. amyloliquefaciens FZB42 94 (87) | 96(94) | 99(96) | 98 (98)
B. pumilus SAFR-032 90(82) | 95(91) | 97(89) | 97 (%%
B. clausii KSM-K16 81(68) | 86(75) | 85(74) | 91(82)
B. halodurans C-125 84 (70) | 85(73) | 89(76) | 93(80)
B. anthracis str. Ames 87 (73) 89 (78) 88 (81) 93 (85)
B. anthracis str. 'Ames Ancestor’ 87 (73) 89 (78) 88 (81) 93 (85)
B. anthracis str. Sterne 87 (73) 89 (78) 88 (80) 93 (85)
B. cereus ATCC 10987 87(73) | 88(77) | 88(81) | 93(85)
B. cereus E33L 87(73) | 89(78) | 88(80) | 77(5%
B. cereus ATCC 14579 87(73) | 89(79) | 88(81) | 93(8S)
B. cereus subsp. cytotoxis NVH 391-98 88(73) | 90(79) | 88(82) | 94 (86)
B. thuringiensis str. Al Hakam 87(73) | 88(77) | 88(80) | 93(85)
B. thuringiensis serovar konkukian str. 97-27 87(73) | 89(78) | 88(80) | 93 (85)
B. weihenstephanensis KBAB4 87(73) | 89(79) | 88(80) | 93 (84)

resoB JIHK mommmepaser 1 (pold) m dopmamunommpumunua-JIHK ronkoswmmassr
(mutM). T'ensl resD v resE'y B. subtilis Bxonsat B coctaB ornepoHa resABCDE, y npy-
rux OaIuul OTMEUYEHA aHAJIOTHYHAS OpraHU3aIus res-reHoB. [ eHnl spo0A pacmono-
JKEeHBI B O0siee BapraOeIbHBIX JIOKYCaX: MOCIE 3TOr0 TeHa B OOJNBITHHCTBE CIydacB
BCTpevaroTcsi TeHbl spolVB (cepuHoBoil menTunasbl) U recN (AT®a3bl, yuacTByto-
el B peKOMOMHAIIMM U perapalyu), a mepea HUM — HeUJeHTU(OUIIMPOBAaHHBIE OT-
KPBITBIE paMKH CUUTHIBAHUSA. 3a abrB-reHaMu, TPaHCKPUOMPYEMBIMH B OOPAaTHOM OT
OCHOBHOTO KOHTEKCTa HalpaBJIeHUH, Jamle ciieayeT reH MeTHoHmI-TPHK cuaTeTess
(metG nunmm metS), a nepea HUMH, 3a UCKIIOUeHUEeM B. halodurans wn B. clausii, a
TaK)Ke TPYNIBI B. cereus, pacTOJI0XKeHBI TeHBI SHAOHYKIIeasHl (yazA) U MeTHITpaHC-
thepazsl (yabC).

I'omosiorusi PhoP-, ResD-, Spo0A- u AbrB-6eakoB 6anusi. Jlanee ¢ momo-
IIBI0 KOMITBIOTEPHOU TporpamMMmbl «Blastp» (cTammapTHBIE mapaMeTpsl) Obliia ycTa-
HOBJIeHa cTerneHb romosoruu PhoP-, ResD-, Spo0A- u AbrB-6enkoB Gamuit ¢ oHO-
UMCHHBIMHU PETYJATOPHBIMU Oenkamu B. subtilis (tabn. 2). [lokazaHo, 4To aMHHO-
KHCJIOTHBIE TIOCIIEA0BATEIHHOCTH MCCIEYEMBIX OEITKOB Pa3sHBIX BUIOB Oarmiul Oms3-
KU MEXIy coboii: romonorust 6enkoB PhoP ¢ Genkom B. subtilis cocraBuna Oonee
81%, 6enkoB ResD u Spo0A — 6onee 85%, 6enkoB AbrB — 6omee 77%.

HeoOxomumo 3ametwth, 9TO y B. pumilus, a TakXke INTaMMOB B. cereus u
B. thuringiensis ObUIO OOHAPY)KEHO HECKOIBKO abrB-momoOHBIX TeHOB. Tak, Hampu-
Mep, y B. pumilus IpUCyTCTBYIOT JiBa TeHa, KOTOPBIE MOT'YT OBITh Ha3BaHBI FOMOJIO-
ramu abrB B. subtilis. IlepBrlif TeH 0003HAYCH B aHHOTAIMH K TTOCIICIOBATEIIFHOCTH
HYKJIEOTHJIOB KaK BO3MOXKHBII pEryiasTop TpaHCKpunuuu M HazsaH BPUM_ 0021.
Ero renermueckuii KOHTEKCT CXOJIEH C TaKOBBIM B. subtilis (puc. 2, d). Bropoii ren
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PacHoNO’KeH B APYIOM T'€HETHYECKOM OKpPYKCHHH, HO O0O3HAaueH KaK pEryJsirop
TpaHckpuruu abrB. benok, komupyemsiiit BPUM 0021, unentinuen AbrB B. subtilis
Ha 94% (romonorus — 97%), B To BpeMs Kak O€IOK, KOOUPYyeMbIil abrB-reHom, —
Tonbko Ha 44% (romomorus — 70%). B pesynbraTe, Ha OCHOBaHHWHU MOJAOOHS T€HETH-
YeCKOr0 KOHTEKCTa C TaKOBBIM B. subtilis 1 HanOonpLied roMOJOTHU OEJIKOB MBI
CYMTaeM, YTO UMEHHO peryniarop TpaHckpurnuud BPUM 0021 ssnsetcs AbrB-0ern-
KOM B. pumilus, a BTOpoii 0elI0K MOKET OBITh €ro mapanorom. Y OakTepuil mapaio-
THYHBIE (aKTOPBI TPAHCKPHIILMK OOBIYHO BBIMOIHSIOT HHBIE (PYHKLIMH B KileTKe [27].

Takum 0Opa3oM, HaUOOIBIIIEE CXOJICTBO B OPraHU3allMH TeHETHYCCKHUX JIOKYCOB
¢ B. subtilis ormeueno y B. amyloliquefaciens, B. licheniformis u B. pumilus. Jns
9THX K€ BUJIOB XapaKTepeH OoJiee BEICOKHH MPOLIEHT TOMOJIOTUH OEITKOB-PETYISATOPOB
(6omee 90-94% ns PhoP-6enkoB, 94-96% mis ResD, 96-99% nns SpoOA u AbrB).

Poab ResD-, Spo0A- n AbrB-6eaxos B. subtilis B perynsimum 6mocuHTe3a
ryanniicnenupuuHbix pudoHykiieas. Panee ObUIO yCTaHOBICHO, YTO CHHTE3 IyaHWII-
cnenuuunbix pubonykieas B. pumilus (PHKaza Bpu), B. intermedius (PHKas3a Bi),
B. thuringiensis (PHKa3a Bth) ocymecrtsisiercs B ycnopusix ¢pocaTHOTO roJoaHus,
a DKCIIPECCHs MX TEHOB B PEKOMOWHAHTHBIX MITaMMax B. subtilis TO3UTUBHO peryniu-
pyercst PhoP—PhoR-cucremoit (puc. 3, a) [24, 25]. Mbl NONBITAINCH PacUIHPHUTH
npezacrasieHre o GochaTHON peryysiuuy y STUX BUIOB OAIlMIUI U TOKa3aTh Ul HUX
CIPaBEUIMBOCTh CXEMbI peryisiuu crerudpudeckoro PHO-otBeTa B. subtilis, B 4a-
CTHOCTH nToKa3zaTh ydactue ResD-, AbrB- u SpoOA-Genkos. B mccinemoBanne Mol
TaKkKe BKIIOUMIM BHI B. circulans, cuHTe3 ryaHWICIEUU(PUYHON pPHOOHYKIIEa3bl
(PHKa3a Bci) xoToporo xoTsi ¥ IpoUCXOAUT Npu HexocTaTke ¢ocdara B cpene, on-
Hako He 3aBHCHT OT PhoP—PhoR-cucrems! (puc. 3, a).

Uro6s1 ycraHOBUTH poitb ResD-, SpoOA- u AbrB-6enkoB B. subtilis B peryns-
1K OMOCHHTE3a r'yaHWICIeHIUUIHBIX pHOOHYKIIea3, IIa3MHUIaMH, HECYILIUMH T€HEI
PHKas3 Bi, Bpu, Bth u Bc¢i, cocTeikoBaHHBEIE ¢ TEHOM BHYTPUKICTOYHOTO HHTHOUTO-
pa Oapcrapa [25, 29], 6puH TpaHC(HOPMHUPOBAHBI ITOJHOIICHHBIE (KOHTPOJb) U MYy-
TaHTHBIE TI0 T€HaM PEryJIATOPHBIX OenKoB mTaMMbl: B. subtilis JH642 (pheAl trpC2),
B. subtilis LAB2506 (trpC2 pheAl resD::cat), B.subtilis JH646 (pheAl trpC2
spo0A12), B. subtilis R15-13 (pheAl trpC2 abrB23 spo0A12). llltaMmmer 1ist pabOTHI
ObuTH JII00E3HO mpenocTaBneHsl qokropoM Jl. 3etirnepom (D. Zeigler, BGSC, The Ohio
State University, USA) un npodeccopom M. Hakano (M.M. Nakano, Oregon Health
and Science University, Beaverton, USA). PekomOuHanTs! oTOMpanu mo AByM Ipu-
3HaKaM: YCTOMYMBOCTH K KaHaMHUIMHY (Mapkepy Iia3muisl) u Hammuuio PHKaznoi
AKTUBHOCTH. PHOOHYKJI€a3HYI0 aKTHBHOCTh B KYJbTYpPaJbHOM JKHUIKOCTH pPEKOMOU-
HAHTOB OMNpEICUIM 10 KUCIOTOPACTBOPHMBIM IPOLYKTaM THAPOJIN3a MOJAEIHEHOTO
cyoctpara — PHK [30]. Crernuduyeckyo akTHBHOCTh PUOOHYKIIEa3bl, KOTOpast sSBJIs-
eTcsl II0Ka3aTesieM NPOAYKTUBHOCTU KyJIbTyphl B OTHOIIEHUU CHHTe3a (hepMeHTa, pac-
CUMTBHIBAIM KaK OTHOIICHHE OOIIEH aKTUBHOCTH (epMEHTa K BEeIHMYMHE OHMOMAacChl.
CraTucTUUECKUI aHall3 Pe3yJIbTATOB TPOBOIMIM C HCIOJIB30BAaHHEM IPOTrPAMMEI
3JIEKTPOHHBIX Ta0mwi. ONpenesuid CTaHIapTHOEe OTKIOHEHHE (S) W JOBEPUTEILHBIN
MHTEpBaJ Ui cpeaaero, npuaumas p = 0.05 3a gocToBepHBII ypOBEHb 3HAUYMMOCTH.

[Tokazano, 4To Bce HMccieqyeMble puOOHYKIIea3bl CHUHTE3HPYIOTCs Ha Oecdoc-
(hopHOH cpene Kak PeKOMOMHAHTHBIMU IITAMMAaMH C TTOJTHOIICHHBIMH OCJIKaMH, TaK
Y MyTaHTHBIMH IITAMMAaMH, OTHAKO YPOBHHU MX aKTUBHOCTEH Pa3IMYArOTCs 3HAYUMO
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(puc. 3). O no3utuBHOU pomm 6emka ResD B perymsimum sxcnpeccun reaoB PHKaz
Bpu, Bi u Bth cBunerenscTByOT naHHbBIE, MpeACTaBICHHBIE Ha pHc. 3, b. B resD-
MYTaHTHBIX IITaMMax Crieluuyeckas akKTHBHOCTh PUOOHYKJIea3 Oblia CHIDKEHa Ha
89-93% (PHKaza Bpu), 87-90% (PHKaza Bi) u 90-95% (PHKa3za Bth) no cpaBhe-
HHUIO ¢ KOHTposneM. B mrammax, nedektusix mo SpoOA-Genky (puc. 3, ¢), ypoBHH
aktuBHocTel 3Tnx PHKa3 mpeBplmanu KOHTpoNbHBIE 3HaueHWs B 5.4-5.8 pa3
(PHKaza Bpu), 5.5-6.0 pa3 (PHKa3a Bi) u 4.9-5.3 pa3a (PHKa3a Bth), a B q1B0#iHBIX
spo0A/abrB mytantax (puc. 3, d) — B 3.0-3.3 pasa (PHKaza Bpu), 3.0-3.4 paza
(PHKasza Bi) u 2.7-3.1 paza (PHKa3a Bth). [TonoGHbIe pe3ynbTaThl TOBOPAT O TOM, YTO
6enok Spo0A perynupyeT NpoayKuuio puOOHYKJIeas, BBIIOJIHSS PoOiib perpeccopa, a
Oenok AbrB sBrsieTcss akTHBATOpPOM 3KCIIpecCHH TeHOB puOoHykiea3 Bpu, Bi u Bth.
Tak kak B HaIlleM CIIy4ae MCHOJIB30BAINCH MITAMMBI, MyTaHTHBIC 110 JBYM I€HaM:
perpeccopa, U aKTHBaTOpa, SKCHpEeccHs IeHOB pHOOHYyKJIea3 B ABOMHBIX MyTaHTax
ObUla BO3MOXKHA, HECMOTPsI Ha HEJOCTATOK aKTHBAaTOpa, OJHAKO €€ YPOBEHb OBLI
CHIDKEH 110 CPAaBHEHHUIO C TAKOBBIM B MITAMMAX C MyTalKel TOIbKO 1O spo0A-TeHy.

AxtuaOocTh PHKa381 B. circulans Bo Bcex nccienyeMbIX MyTaHTHBIX IITaMMax
ObL1a comocTaBUMa ¢ KOHTpoJieM (puc. 3, b—d), 4To yKa3bIBaeT Ha OTCYTCTBUE Pery-
nsA1uK ee dnocuHTesa co ctopoHsl ResD-, Spo0A- u AbrB-06enxos.

O0cy:xneHue pe3yabTaTOB

Heopranngeckuii dochar (D) — NpeANOITHTESIBHBIN HCTOYHUK docdopa s
OakTepuil — SBISAETCS OJHUM W3 CaMBIX MAallOJIOCTYIHBIX BEIIECTB B OKpYIKarolien
cpele, CleoBaTeabHO, alanTalus K U3MEHEHUIO €r0 BHEKJICTOYHOW KOHIICHTPAIUU
SIBJIIETCS BXKHON OMOJIOTHYECKOW OCOOCHHOCTBIO. Y OaKkTepuil MIIA W3BIICUCHUS,
xpaHeHUs U Metabonu3ma @, chopMHUpPOBaIHCH CIIOKHBIE PETYIATOPHBIC MEXaHH3-
Mbl. MI3BECTHO, 4TO crienu(UIECKUM OTBETOM B. subtilis Ha CHYDKEHUE KOHIICHTpPA-
mnu (docdarta B OKpyKaromed cpeme sBIsgeTcs dkcrapeccus reHoB PHO-perynona,
KOTOpas KOHTPOJHMPYETCs, 0 KpalHel Mepe, TpeMs CUCTeMaMU TPaHCAYKIUW CHUT-
Hana: PhoP—PhoR, ResD-ResE u cucremoit Spo0A-dochomnepenaun [1, 12]. Kpome
B. subtilis, PHO-perynon oxapakrepnu3oBaH Takxe s B. licheniformis [23]. Ograko
otBeT B. licheniformis Ha docdaTHOe rorogaHne IUIIF YACTHYHO CXOJIEH C TAKOBBIM
B. subtilis. Kpome toro, Hammane PHO-perynona mpenmoaraercsl y TakKux BUJOB, KaK
B. amyloliquefaciens, B. thuringiensis, B. pumilus, B. intermedius. Y B. anthracis,
B. thuringiensis n B. cereus onvcaHbpl OT/AEIbHBIE OEIKH, KOTOPbIE MOTIH OBl y4acT-
BOBaTh B peryisinuu crnerpduueckoro PHO-otBera, a mmenHo ResD, AbrB u Spo0OA.
OmHako B OCHOBHOM HMX (DYHKIIMHM M3YYaINCh IMPUMEHHUTEILHO K Ipoleccy odpaso-
BaHUs TOKCHHOB. [lokazaHo, uto y B. anthracis 6enox AbrB, a 'y B. thuringiensis 0e-
ok Spo0A sBISIOTCS penpeccopaMy TPAHCKPUIILMU T'€HOB TOKCHHOB [32, 33].
VY B. cereus n B. anthracis COBMECTHYIO PETYJIAIIAI0O MeTabOIM3Ma M TOKCHHOOOpa-
30BaHMS OCYLIECTBIISIIOT TAK)KE€ TOMOJIOTU IBYXKOMIOHEHTHOU cucteMbl ResD—ResE
B. subtilis [34, 35]. benokx AbrB B. thuringiensis penpeccupyeT dKCIPECCHUIO TeHa
MeTajuTonpoTeasbl [36]. B ¢BsI3u ¢ 3TUM B HACTOSIICH pabOTE MBI MOMBITAIIUCH TIPO-
aHAJIM3UPOBATh BCTPEYACMOCTh CPeIM Oammiul cucteM, ydactByromux B PHO-pery-
nsauu 'y B. subtilis.

B cexkBeHMpOBaHHBIX TEHOMAax TaKWX BHUIOB Oamumi, Kak B. licheniformis,
B. amyloliquefaciens, B. pumilus, B. clausii, B. halodurans, B. anthracis, B. cereus,
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B. thuringiensis u B. weihenstephanensis, HaM1 ObLUTH HaHICHBI T€HBI, KOIUPYIOIINE
6enxu PhoP, ResD, Spo0A u AbrB. B mmpokom cmbicie Oenku, HMeromue oomee
NPOMCXOXK/ICHNE U BBHITOJIHSIONINE CXOAHbIE (PYHKIMH B Pa3HBIX OpraHU3Max, Ha3bl-
BatoTcs opronoramMu. OAWH U3 METOIOB NpeACKa3aHHsl OPTOJIOTHYHBIX T€HOB B Te-
HOMax OakTepHuii OCHOBaH Ha OMNpEJNeICHMH COBMECTHOH BCTPEYaeMOCTH TOMOJIO-
TUYHBIX TeHOB [37]. ABTOPBI UCXOIAT U3 HAOIIOMCHUS, YTO TOMOJIOTHYHEIC T€HBI C
BBICOKOH [10JIei BEPOSATHOCTH OYAYT OPTOJIOTUYHBIMH, €CIIA COCEAHUE C HUMU TeHBI
TaK)ke TOMOJIOTHYHBI. ['eHeTHuecKne KOHTEKCThI HCCIIEyEeMbIX HAMU T€HOB OKa3aJIiCh
cxonHbIMU. Kpome Toro, Oenku, KoaupyeMble ITUMHU TeHaMH, [0 TIEPBUYHON CTPYK-
Type BBICOKOTOMOJIOTHYHBI peryistopaMm B. subtilis. OTMedeHa TakXke CleIyrolas
3aKOHOMEPHOCTh: HanOONbIIee CXOACTBO AMUHOKUCIOTHBIX TOCIEAOBATEIBHOCTEH C
TakOBbIMU B. subtilis wabmiomaercs y B. licheniformis, B. amyloliquefaciens n
B. pumilus (90-99%); oTmenbHyr0 TIpymnmy c 0ojiee HU3KUM YPOBHEM TOMOJIOTHH
dhopmupytrot B. anthracis, B. cereus, B. thuringiensis u B. weihenstephanensis (87—
93%); TpeThio Tpymiry 00pasyioT B. clausii u B. halodurans, y KOTOpBIX B OOJIBITHH-
CTBE CIIy4aeB CXOJICTBO OETKOB ¢ peryisTopamu B. subtilis eme Ha HECKOIBKO MPO-
LIEHTOB HIDKE, 4YeM y Tpynmnsl B. cereus (81-93%). Takoe pacnpeneneHue, mo-BUAN-
MOMY, SIBJSIETCS OTpaKEHHEM X (PHIIOreHeTHYeCcKoro poacTBa. Tak, mo gaHHbM J{oHT
u CoTd, MONYYeHHBIM MPH CEKBEHWPOBAaHWU W BHIPAaBHWBAHWU HYKJIEOTHUIHBIX MO-
cnenoparenbHocTel 3'-koHna 16S p/IHK u 16S-23S BHyTpeHHEro TpaHCKpuOUpye-
Moro crieticepa 46 BunoB Oanmit, B. subtilis, B. licheniformis u B. amyloliquefaciens
otHeceHbl K VIrpymme, a B. anthracis, B. cereus m B. thuringiensis — x rpymme X
[31]. Omnako Bun B. halodurans, coctosmuii B rpymme V, 6osee OJIM30K K rpymie
B. subtilis, aem rpynma B. cereus.

Takum 00pa3oM, YYUTHIBash BBICOKOW YPOBEHb T'OMOJIOTHH HCCIIEIyEeMbIX Oell-
KOB, MOKHO TIPEAIOJIOXHUTh MX (YHKIHOHAIBHOE cX0AcTBO. OHaKo OBLIO MOKaza-
HO, 9TO TIPEJCKa3aTh TOUHYIO0 (HhYHKIHUIO (DAKTOPOB TPAHCKPUIITUN OAKTEPHI TOIHKO
110 TOMOJIOTHH HEBO3MOXHO W3-32 OBICTpOIl nuBepreHnnu QyHkuui [28]. CBs3p Me-
KTy coxpaHeHHeM (DYHKIHMH M YpOBHEM CXOJACTBa IOCIEAOBATEIbHOCTEH Hccieno-
Bajachk B pabotax [40, 41]. ITokazaHo, 4TOOBI TIpeacKa3aTh GYHKIHIO (HEPMEHTOB C
TouHOCTEI0 90%, WICHTUYHOCTh AaMHHOKHCIIOTHBIX ITOCIIEIOBATEIBHOCTEH MOJDKHA
coctaBnsaTh oT 40 1o 70%. B meHTpe Hallero BHUMaHUsl HaXOAMJach OJIM3KOPOACT-
BEHHas Tpymma — pox Bacillus, i TIOJHOE COBIaeHIE aMHHOKHCIOTHBIX ITOCIIEI0BA-
TENBHOCTEW OEeNKOB cOocTaBWIIO He MeHee 54%, M03ITOMY MBI IT0JIaraeM, YTO OCHOB-
HbIE (QYHKIUH PETYISATOPOB COXPAHMIHNCH Y STHX (QUIOTCHETHUECKH OJIM3KUX BUIOB.
JleficTBUTENHHO, YCTAaHOBICHO, YTO CTPYKTypHO Onm3kme AbrB- m ResD-0enkxu
B. anthracis w B. subtilis Bemonasror cxonaele Gpynknuu [32, 34, 40]. C ucnoms3o-
BaHMeM ouMIeHHBIX AbrB-0enkoB u3 B. subtilis u B. anthracis n ux JIHK-muimienei,
a TaKKe CHHTETHYECKHX ITOCIICJIOBATEIHHOCTEH HYKICOTHIIOB ObLIa JKCIIEPHMEH-
TaNbHO TOATBEpXkIeHa oamHakoBas JIHK-cBs3piBaromas crienmupuaHOCTE 3THX Op-
ToJ0rO0B [41].

YuurteBas ToT QakT, uto ResD-, Spo0A- u AbrB-6enxu y B. subtilis mpuHUMAIOT
Yy4YacTHE B PETYISINH YKCIIPECCHH TEHOB p/io, MBI U3yUUITH WX BIUSIHUE Ha SKCIPECCUI0
TCHOB TyaHWICTICHU(DUIHBIX puboHYyKIea3 B. pumilus, B. intermedius B. thuringiensis
u B. circulans, ciHTE3 KOTOPHIX TaKXKe OCYIIecTBIsIeTCs pu (ochaTHOM TOIOIaHHH.
[lomyueHHbIe HAMU NTaHHBIE TIOKA3bIBAIOT, 4TO nedekTsl B ResD-; Spo0A- u AbrB-
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Oenkax MpUBOIAT K M3MeHeHHIo OmocwHTe3a PHKa3z Bpu, Bi u Bth pekomOnnanT-
HBIMH IITaMMaMu B. subtilis, 4T0 TO3BONAET cAenaTh BBIBOA 00 WX MO3UTHUBHOMN
(ResD u AbrB) wmu neratuBHo# (Spo0A) poin. DTH pe3yNbTaThl COTNIACYIOTCS C IaH-
HBIMHU JIMTEPATYpPhl, CBUIECTEILCTBYIOIIUMU O TOM, YTO B YCJIOBHSX (hocdaTHOro rojo-
JaH{sl MyTalus B reHe resD MPUBOIUT K CHUKEHHUIO CHENM(UUECKOH aKTUBHOCTU
mieaouHoi ¢ocdarazpl — TunudHoro ¢epmenta PHO-perynona B. subtilis — na 80—
90% OT ypOBHS aKTHUBHOCTH B IITaMMe JuKoro tumna [14]. B spo0A-MyTaHTHBIX IITaM-
Max HaOJromaeTcs CBEPXNPOAYKIHMS LIETOYHOH ocdarasbl, a MyTauun B abrB- unu
resD-reHax CHIKaOT okcrnpeccuio TeHoB PHO-perynona B spo0A-myTaHTHOM
mramme [14]. Kak u y B. subtilis, 6enxu SpoOA B. anthracis n B. thuringiensis pe-
npeccupytot red abrB [32, 33]. CnenoBarenbHO, SKCIPECCUsI TCHOB T'yaHHUJICIICIIH-
(uunbX puOoHyKIea3 B. pumilus, B. intermedius u B. thuringiensis peryaupyercs
nonto6Ho reHam PHO-perynona B. subtilis.

Buocuntes PHKaswl B. circulans npu ¢dochaTHOM TONOJaHUM HE TOABEPIKEH
BiusiHAI0 ResD-, SpoOA- u AbrB-perymsaropoB, kak u PhoP—PhoR-cucremsr. Bos-
MOYHO, CHHTE3 (hepMEHTa OCYIIECTBIISETCS 110 G -3aBHCHMOMY MeXaHH3My. BMmecte ¢
TEM OTCYTCTBHE PETYISILHU CO CTOPOHBI 3TUX OENKOB elle He CBUACTEIBCTBYET O TOM,
yto PHO-perynon y B. circulans ne pynkumonupyet. Tak Hanpumep, y B. subtilis du-
Taza He sBisiercs wieHoM PHO-perynona, a 'y B. licheniformis n B. amyloliquefaciens
OHa OTHOCHUTCA K (epMeHTaM, Haubojiee cuinbHO MHAYHHpyeMbiM nipu PHO-oTBeTe
[23, 26].

Takum 00pazoM, peryasTopHble cucTeMsl, monoousie PHO-perynony B. subtilis,
OoOHapy>KeHbl y TpEeACTaBUTENCH pa3MUYHBIX BUAOB OalWil, 4TO MO3BOJISET pac-
cmarpuBaTh PHO-peryson kak yHUBEpCAJIbHYIO CUCTEMY, 00€CIIEUMBAIOLIYIO OTBET
KIIETKH Ha JeQUINUT 3K30TeHHOTO (pocdaTa.

Summary

V.V. Ulyanova, V.1 Vershinina. Systems That Control Bacillus Phosphate Starvation
Specific Response.

Distribution analysis of systems that control phosphate starvation response was carried
out among 10 Bacillus species with completely sequenced genomes. It was determined that
genes coding for main regulators of PHO response, PhoP, ResD, SpoOA and AbrB, are pres-
ent in all Bacillus genomes, locating in very similar genetic contexts. Moreover, these pro-
teins share a high level of homology with the same regulators of B. subtilis. Using mutant
B. subtilis strains ResD, SpoOA and AbrB proteins was shown to regulate expression of the
genes for guanyl-specific ribonucleases from B. pumilus, B. intermedius and B. thuringiensis
in a similar to B. subtilis PHO genes manner under phosphate starvation conditions. Biosyn-
thesis of B. circulans RNAse is not subject to influence of ResD, SpoOA and AbrB regulators
as well as PhoP—PhoR system and it is likely to be c”-dependent. Nevertheless, the data ob-
tained makes it possible to conclude that regulatory systems similar to B. subtilis PHO regu-
lon function in the representatives of different Bacillus species, and consider PHO regulon as
universal system mediating cell response to deficiency of exogenous phosphate.

Key words: PHO regulon, Bacillus, guanyl-specific ribonucleases.
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