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BypHoe pa3BuTHe MOJIEKYISIPHO-TeHETUUECKHUX TEXHOJIOTUT MTO3BOJIMIIO NETATBLHO MPOaHATU3UPOBATH SIB-
JICHUSI, KOTOPbIE MOXXHO OTHECTU K SMUTeHETUYECKUM — (DEHOTUITMYECKUE TIePEKIIOUEHNS B KyIbTypax
OakTepualbHBIX KJIeToK. M3MeHeHus1 (peHOoTUNA Ha (POHE HEM3MEHHOTO T€HOMAa MOTYT OBITh BPEMEHHOM
peakiiueil Ha BHelTHUe (haKTOphl U McUe3aThb CO CMEHOM YCIOBUI WJIM MOTYT ObITh OOYCJIOBJICHBI KJIETOY -
HoOM nuddepeHumnanueii, noaIepKuBaloTCs HE3aBUCUMO OT BHEIIHUX (haKTOpoB. B 1uTeparype ncronn3y-
€TCsl Ype3BBIYAMTHO HEOTHOPOIHAS TEPMUHOJIOTHSI C CHHOHUMUYHBIMUA TEPMUHAMU [IJIS TAKUX SIBJIECHUM B
3aBUCMMOCTH OT UX 0COOEHHOCTe! (0MCTaOMIbHOCTD, Cielinaan3alivsl, TucTepe3nc, a3oBasi Bapualysl,
nucconyanust). OmHoM U3 1esei JaHHOTO 0030pa SBJISIETCSI CUCTeMaTU3alusl TPUMEHSIEMO TePMUHOJIO-
ruu. B kayecTBe 00beKTa aHaIM3a BbIOpaHBI IIpeacTaBUTeIn poaa Bacillus, TOCKOIbKY Y HUX BBISIBIEHO
3HAYUTEIbHOE YUCIIO 3MUTreHeTuYecKrux (peHoMeHoB. Kpome Toro, OMCTaOUILHOCTD SIBJISIETCS] Ba>KHBIM
dakTOpOM, BIMSIOUIMM Ha 3 HEKTUBHOCTh UCIOJIb30BaHMsI OakTepuii poaa Bacillus B OMOTeXHOJIOTUYE-
cKkux npoiieccax. Hacrosiiast pabora naer Kparkuit 0630p aNUreHeTUYeCKUX nepexkinoueHunii B pone Bacillus,
UX MEXaHU3MOB, CITOCOO0OB OOHAPYXEHUSI U UCCIENOBAHUS, UX BO3MOXHYIO 3BOJIIOIIMOHHYIO U 9KOJIOTH-
YEeCKYIO pOJib, a TAKXKE MTPaKTUYeCKOe MPpUMEeHEHHE.

Karoueesnie crosa: Bacillus, MexaHU3MBI 3IIMTEHETUYECKOI HACIIEACTBEHHOCTH, KJIeTouHas nuddepeHm-

pOBKa, KOOIepaTUBHOE MOBeAeHEe OaKTepuii, YyBCTBO KBOPpYyMa, CUTHAJIbHAS C€Th, OMCTAOMILHOCTb.
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J1s1 TIomaBIIsTIONIero OOJILIIMHCTBA OaKTepUil Xa-
pakTepeH (peHOMeH “OMcTadMIBHOCTH”, T.€. CYIIe-
CTBOBAHUS NapajuiebHbIX MOP(OJIIOTUYECKU U DU~
3MOJIOTMYECKH Pa3JIMIHBIX JIMHUMN KJIETOK B KYJIbType,
MOJIy4eHHOI U3 omHoro KjoHa. Hampumep, THITMYHBIM
ciyyaeM OMCTaOMIIBHOCTU SIBJISIETCS ITapalIeIbHOE Cy-
IIECTBOBaHME B KJIOHAJILHOI MOITYJISILINY JIMHUIA HETIO-
JBVKHBIX KJIETOK, (POPMUPYIOIIMX OUOIUIEHKY, U CBO-
OomHOIUIABAKOIINX KJIEeTOK 6akTepuif [1]. Paznoobpa-
31€ BHYTPY KJIOHAJIbHBIX KJICTOYHBIX IMHIUI MOXKET KaK
OIpEeNEesIIThC TeHETUYECKMMUM W3MEHEHUSIMU, TaK U
MPOSIBIISITECSL 0€3 M3MEHEHMIT TeHOMHBIX I10CJIeI0BAa-
TEJILHOCTEl. DTU TIPOSBICHUS WHOIIA IOCTAaTOYHO
CJIOXXHO pa3nmunTh. Kak mpaBuio, reHeTHYecKn o0y-
CJIOBJICHHBIE U3MEHEHMS ITPaKTUIECK HEOOPaTUMBI
M CTAaOMJILHO HACJIEIYIOTCS, B TO BpeMsl KaK IIpuU3Ha-
KM, HE CBSI3aHHbIC C U3MEHEHUSIMU MOCJIeI0BaTEIb-
Hoctu JIHK, nerko nepexioyarorcs. TemM He MeHee
CYIIECTBYIOT TeHOMHBIE U3MEHEHMSI, IIPEOOIIPEaeIIsI-
[olIe o0paTuMbIe M KBa3MOoOpaTUMBbIE TIepeKITIoUe-
HMS (eHOoTUNAa ¢ BbICOKOi yactoTtoit 107°—10~2 Ha

IMOKOJIEHNEe — PEKOMOMHALINS TPAHCIIO30HOB, U3Me-
HEHME KONMUMNHOCTHU TUIa3MUI 1 OCHOBHOM XpOMOCO-
MEI [2], HOSIBJIEHHE PEBEPCUBHBIX U CYIIPECCOPHBIX
mytaumii [3]. IlposBiaeHNsT (PEHOTUIIMYECKOI W3-
MEHYMBOCTH MOTYT OBbITh KaK KPaTKOBPEMEHHBIMH,
TaK 1 MOTYT HacJIeIOBaThCs C YACTOTOM IIepeKIIIOUE-
Huit MeHee 10~° Ha mokoneHue. [TepexiTioueHus Srure-
HETUYECKMX COCTOSIHMI MOTYT OBITh CTOXaCTUICCKUMU
Y1 HE3aBUCUMBIMM TSI KXKIIOM OTHEIBbHOMN KIIETKU WU
KOOIIEPAaTUBHBIMM, 3aITyCKAIOIUMU €IUHBIA IS BCEX
KJIETOK TIOMYJISIAMN CIIEHAPU, UMUATUPYST TTOBEICHUE
TKaHell MHOTOKJIeTouHoro opranmsma [4]. o 2000 r.
KOMIUIEKCHOE W3yYE€HUE MepeKII0YaeMbIX COCTOSI-
HMII OGakTepualbHOU KJIETKU MPEICTaBISLIO COOOM
MOYTH Hepa3pelmmMmyto mpooiaemy. Ho 3a mocnennue
JIECSATh JIET MIPOMU30IIIe] KAaYeCTBEHHBII PhIBOK, CBSI-
3aHHBIN C HAKOIUICHUEM JaHHBIX U MOSIBJICHUEM HO-
BBIX METOAOB HUCCJIEIOBAHUIT. DTO IeJIacT BIOIHE J0-
CTYIIHBIM aHaJIM3 MEXaHW3Ma W MPOSIBJIEHUN TTOYTH
mo0boro ciydass (QEHOTUIINYECKO OMCTaOMIBHOCTH.
0O0630p MexaHN3MOB, PEHOMEHOJIOTUH M POJIH DITUTE -



6 BACUJIBYEHKO wu ap.

HETUIECKOTO TePeKITIOUeHNSI OMCTAOMITBHBIX COCTO-
SIHUI B poae Bacillus nHTepeceH KakK ¢ TOYKU 3pEHUSI
3HAYeHUsI 3TOU TIPYIIbl B MPUPOAE U OUOTEXHOJIO-
TUH, TaK ¥ TIOTOMY, 9TO OAITMJIIBI OKa3aJIuCh OMHUM
W3 CaMbIX BaXKHBIX MONEJbHBIX OOBEKTOB U3yUECHUS
PETYJISIIUY 3TUX MPOLIECCOB.

NCTOPUA USYUEHHUA

IMoHsITME SIUTEeHETUIECKOTO WK (PEHOTUITYECKO-
TO HacJeAOBaHMS TMOJyYaeT CMbICI C TOTO MOMEHTa,
kak Haremm copmysmposain B 1860 . mzero o pasaese-
HUU MaTepualla XMBOIo opraHm3Ma Ha “comy” (Tejio
opranmsMa) U “mauoruiazMy”’ (TeHeTUIeCKUil MaTe-
puan), a llIsanH B 1865 r. chopmyanpoBal rpeacTaB-
JIEHUE O JIMHUSIX KJIETOK ¢ HacieayeMbIM nuddepeH-
LHUPOBAaHHBIM COCTOSSHHEM [5], XOTI caM TEpMUH
“anureHeTrKa” OBbLI BBEJIEH B3aMEH pa3MBITOIO MO-
HATHS “snureHe3” muiab B 1944 1. [6]. duddepeH-
LIMPOBaHHbIE KJIETKU OaKTepHuil ObIJIM OMMCAHBI ellle
JI0 TOTO, KaK WCCJEAyeMblE OpPraHUu3Mbl ObLIU OXa-
pakTepru3oBaHbl Kak Oaktepuu. Tak, KroTuwHr B
1843 r. onucai reTepoLMCThl IMaHoOakTepuii (“Bo-
nopocneii”) [7], a bepkau B 1874 1. manm onucaHue
IuddepeHIMalMM CIIOP W BEreTaTUBHBIX KJIETOK
Mukcobakrepun Chondromyces crocatus, KOTOPYIO OH
omunoouHO cuuTai MukcomuiietoM [8]. ITepBeIM co-
oO1eHreM o HabogaeMoM mpolecce auddepeH-
AU KJIeTKN 6armnr ctaau ctater Koxa m KoHa o
¢opMupoBaHUM 3HAOCTIOp Oamvuiamu B 1874 . [9].
XOTsI ¢ MOMEHTA MOyYeHUsI OaKTepUaTbHBIX UMCTBIX
KkyabTyp [Tactepom u Koxom Oblia oueBUIHA UX MOD-
donornyeckass u (pu3MOJOTHUECKasl TIeTepOoreH-
HOCTbh, BOCITPOU3BOSIIASCS B TeUEHNE HECKOJIbKUX
MOKOJIEHU i, HUKAKWUX CPEJICTB aHaI3a 1J1s1 TOHUMa-
HUSl MEXAaHU3MOB MMEPEKJIIOYEHUS U HaCIedOBaHUS
TaKUX CTPYKTYP He ObLIO.

C MOMeEHTa TOSIBJICHUsI TeHETUKM KaK HayKu U
MOCTPOCHUSI TEHETUUYECKUX KapT CTAJI0O BO3MOXHbBIM
pasaesieHre MpU3HAKOB, HACJEAyeMbIX Yepe3 TreHe-
TUYecKuii anmapaTt u rnmomumo Hero [10]. K Havany
80-X IT. 1J19 TUHUIA KJIETOK XKMBOTHBIX, PAaCTEeHUA, a
TaKXe JJIs MOAEIbHBIX 3YKapUOTUUYECKUX MUKPOOP-
TaHWU3MOB MMOMHUMO HAaOJIONEHUST MHOTOYMCIECHHBIX
ciydyaeB (heHOTUITMUYECKOro HacjiedoBaHUs ObLIU
OIMMCaHbl KOHKPETHBIE MEXaHU3MbI: METUJIMPOBAHUE
HAHK, caiimeHCHHT, peCTpyKTypU3aL1sl XpoMaThHA U
MOCTTPAHCISILIMOHHAsT MoAuduUKalusg THUCTOHOB
[10]. OcoOple 3MUTEHETUISCCKNE MEXaHU3MBI, BITO-
CJIENCTBUU WACHTU(MUIIMPOBAHHBIE KaK “TIPUOHBI”,
HacjenyeMmble OeJIKOBBIE KOH(MOpManuu, ObUIM 00-
HapyXeHbl y ackomuiieToB: HetS y Podospora anseri-
na B 1952 . [11] u Psi+ y S. cerevisiae B 1965 1. [12].

B TO Xe Bpems sHnUreHeTUYECKUE MeXaHW3MBbI
GakTepuii MPaKTUYECKN He U3yJalluch. TeM He Me-
Hee HEKOTOphIE SIPKO BbIpaXkeHHbIE SIIMIEHEeTHYe-
CKHUE€ SIBJICHUSI Y TPOKAPUOT OTKPBITHI JOCTATOUYHO
naBHO: B 1935 1. Obutu ucciaenoBanbl L-opMbl 0ak-
tepuii [13], B 1940-X IT. — OTKPHITHI KJIETKA-TIEPCU-

crepnl (persister cells) [14], HaGIIOMaeMble Y MHOTHX
OakTepuii (B TOM YuCJIe OalnLI).

bakrepun monroe BpeMs pacCMaTpUBAaJIMCh Kak
OpraHMu3Mbl, CYIIIECTBYIOIIME B KIIOHAJIBHBIX ITOMYJISI-
USIX TeHeTUYECKN MISHTUYHBIX KJIETOK, ¢ (heHOTH-
MaMu, OTpaXalolUMU UX FEHETUUYECKOE CTPOEHMUE.
IIpu 3TOM cuMTaIOCh, YTO SIMUTEHETUYECKUE MeXa-
HU3MBbI y OakTepuii 1100 TpeacTaBieHbl OUeHb Cla-
00, MO0 OTCYTCTBYIOT BoBce. O JaHHOM TOYKE 3pe-
HUSI MOXET KOCBEHHO CBUIETEILCTBOBATH YHCIIO
nmy6aukaiuii B PubMed [15], oTHOCSIIIIUXCS K U3y4e-
HUIO SIUTCHETUISCKIX MEXaHU3MOB Y 3YKaproT U Y
OakTtepuii. 3a niepuon ¢ 1958 r. mo 2021 r. crareii, B
KOTOPBIX ObLIM M3Yy4YEeHbl U OMUCAHbI SMUTeHETUYE-
CKH1€ MEXaHU3MBI Y 9YKapHOT, ObLIO OITyOJIMKOBAHO B
55 pa3 OoJbllle B CpaBHEHUM C aHAJIOTUYHOM TeMaTu-
KO B OTHOILIEeHUM OakTepuii (u3 1589 crareii mmo snu-
reHeTnke OakTepmit nuimb 107 oTHOCSATCS K M3yde-
HUIO JAHHOIO BoIpoca y Oakrtepuii pona Bacillus
[15]). CrouT Takke OTMETUTDh TOT (haKT, UYTO OOJIbIIAS
JacTh CTaTeld, KaCaroIMXCs U3YyISHUS SIUTeHETHIEC -
CKHX MEXaHU3MOB y OaKTepuii, Obla omyO0IruKoBaHa
B T€UEHUE IBYX MOCACAHUX AECATUICTUI, UTO CBUIE-
TEJILCTBYET O POCTE MHTEPECa B MUPOBOI HAyKe K HC-
cJielIoBaHUSIM B JaHHOI 00J1acTu.

MHoTrue COCTOSTHUS KJIIETKH, N3BECTHBIC UTHTEIIb-
HOE€ BpeMsl, TaKhe KaK KOMIIETEHTHOCTb B. subtilis,
oGHapyxXeHHas B 1961 T. [16], a Tak:ke KOJUIEKTUBHBIE
TIePEKITIOYSHUST TTOBEACHUST ¢ 0Opa30BaHUEM CTPYK-
TYp pPasHOOOPa3HOIo CTPOECHUsI, HE paccMaTpuBa-
JINCh KaK 3MHUTEHETUYECKH 3allpOrpaMMUpPOBaHHEIE.
[MosToMy, HECMOTPST Ha IIIMPOKOE HAOTIOIEHUE DITH -
TeHEeTUYECKOIro pa3HOOOpa3us cpeau 0akTepuii poaa
Bacillus, urpaloliyx BaXXHYIO poJib B IPUPOIE U TEX-
HOJIOTHSIX, a TAKKe MCITOIB3YeMBIX KaK MOIETbHBIN
00BEKT BO MHOTUX MCCJICIOBAHUSIX, TTOYTU BCe pabo-
THI, Kacalollliecsl 3MUTEHeTUYeCKOil GMCTabMIbHO-
cTh 6anmi, caeiadbl auimb mocae 2000 T.

HNCITOJIB3YEMAA TEPMUWHOJIOT'UA

CMBbICIT TEpMUHA “IMUTE€HETUKA” ¢ MOMEHTa €ro
BBelleHUS B 1942 T. CUJIbHO U3MEHUJICS U TPAKTYeTCsl
pa3HBIMU HUCCIEOOBATEIIIMI OYEeHbB ITo-pa3zHoMmy [17].
HaubGosee obuiee onpeneseHne MOXHO chopmyin-
poBaTh Tak: “camMONOIIep>KUBAIOIIEeCs] COCTOSIHUE
KJIETKM, HE TIPeIeTEPMUHUPOBAHHOE TEHETUUECKN .
To ecTb cyliecTByeT BO3MOXHOCTb aJIbTEpHATUBHBIX
COCTOSIHUI U UX TIePEKITIOUECHUSI.

B uenom mnoHsiTME “3MUreHeTHYecKasl peryssi-
Us1” MOXHO OIIPEAS/INTh KaK HaATr€HETUISCKUE 13-
MEHEHMsI B MaTTepHax 3KCIIPECCUM I'€HOB, KOTOPHIS
COXPaHSIIOTCS B ITIOKOJICHUSIX. DIIMT€HETUYECKIE ME-
XaHU3MBbI 3YKapyOT BKJIIOYAIOT TaKKMe MPOLIECChl KaK
MmetmmpoBanue JHK, mommdpuxkanum THUCTOHOB,
caitneHcuHr, cBs3aHHblii ¢ PHK (PHK-uHTepde-
peHLus1). OTU U ApYrue MeXaHU3Mbl KOHTPOJIUPYIOT
¥ U3MEHSIOT ITaTTepH 3KcIpeccun reHoB. IlokazaHa
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pOJIb AIIUTEHETUYECKNX MEXaHNM3MOB B OSMOpHOTeHe3€e
3YKapHuOT, KJIETOUHOI ArdepeHIIUPOBKE, TEHOMHOM
UMITPUHTUHTE U BJIMSTHUE Ha OHKOJIOTUYecKe 3a00s1e-
BaHMsI, KOTOPbIe BO3HUKAIOT M3-3a HENIPABUIHHOM 9KC-
MPECCUN WM “MOTYaHMs” pa3IMIHbIX TeHOB [18, 19].

CyllecTByeT IIMPOKOe pasHooOpa3re TSPMUHOB,
XapaKTepU3YIOLINX SMUTCHEeTUUeCKUe SIBJIeHUs. 31eCh
MPUBEAECHBI OCHOBHBIE BapHaHTHI TEPMUHOJIOTHU,
MMPUMEHSIEMbIE B OTHOILLIEHNUY OaKTEPUid.

1. “Dnueenemuxa” B HanbOJIEE IIUPOKOM CMEICTIE —
MmoOble M3MEHEHMsI KJISTOYHOI MOp(QoJIoTud WiIu
GU3NOTIOTUH, HETIOCPENCTBEHHO HE CBSI3aHHBIE C Te-
HOMOM. OCOOEHHO IMPOKO TEPMUH “3MUTeHETUKA”
B 3TOM 3HAY€HUM HCHOJb3yeTCs I 0003HAYECHUS
KoBaJleHTHbIX Momudukaumii JTHK, BocrnpousBomsi-
IIVXCS B ITOCTPEIUIMKALIMOHHOM IIUKJIIE. Y 3y0aKTepurii
n3 KoBajeHTHBIX Mommpukammii JJTHK Bcrpegaercs
JIMIIb MeTWIMpoBaHue. [ToaToMy TepMUH “3MMreHoM”
B HacCToOsIlee BpeMsI MCHOJb3YyeTCS KaK CHUHOHUM
TepMHUHA “MeTmIoM”, T.e. TIATTEPH pacIlipelaeIicHUs
METUJIUPOBAHHBIX HYKJICOTHUIOB IT0 BCEM KJIETOUHOM
JHK. Cinenyer crieliabHO OTMETUTD, YTO TAKOE HC-
TMONMB30BaHNEe TEPMUHA “BIMTeHEeTUKA” 1 “SIMTeHOM”
MOXET He MoAapasyMeBaTh HAJUUYUS TePEeKII0YacMBbIX
cocTosiHuii. B oTHOIIEHNY eMIMHOO0OPa3HO BOCITPOMU3-
BOISILICICI HAOrCeHETUYECKOM CTPYKTYpPhl YMECTHO
YIIOTPEOUTh TEPMUH “KOHCTUTYTHMBHAS SIUTeHETUKA .

2. “CocmosHue eomeocmasa”, “eucmepesuc”, “ou-
cmabuavHocms” . KieTKa peIcTaBIsieTcsl KakK CJIOXKHasI
JUHAMUYECKas CUCTEMa C MHOXKECTBOM Pa3IMYHbIX CO-
CcTOsTHUI. HeKOoTOphIe U3 HUX SIBIISIIOTCS 60JIee BEpOSIT-
HBIMY MJIM METacTaOMJILHBIMUA Y UMEIOT TEHIEHLIMIO
MOAAEPKUBATLCI B TeUCHUE HECKOILKUX TeHeparuii
KJIETOK.

3. Ceepeecauus, duccouuauus, pacuienienue Kyaobmy-
pbl. DEHOMEHOJIOTMYECKOe OIMMCAHUE KIIOHATBLHOM
KYJIbTYPhI, B KOTOPOIA BO3HMKAIOT KJIETKH C UBMEHEH-
HOIT MOpOJIOrueii UK KyIbTYpaJlbHBIMU CBOMCTBA-
MU, KOTOpbIe OOjiee-MeHEee YCTOMYMBO HACIEAYIOT
3TU CBOMCTBA.

4. Cneyuanuzayus, ouggepenyuavus, ougpgepen-
yuposka. PazButue KJIETKU IO IyTU, OTJIMYHOMY OT
IIporpaMMbl MaTEPUHCKUX KJIETOK. Takue KJIeTKU
MOTYT MPOIODKUTh ACIEHUE B M3MEHEHHOM COCTOSI-
HUU (3MUTEHETUYECKOE HaCJIeOOBaHUE); 3TO COCTOSI-
HIE MOXKET OBITh TEpPMUHAILHBIM — TOLIA KJIETKA Tepsi-
€T CITOCOOHOCTh K JaJIbHEHIEMy JIEJICHUIO W TMOHET
(Kak, K TIpuMepy, reTepOLIMCThHI IMaHOOAKTEpUM WU
MaTepPUHCKas KIeTKa IPU CIIOPYJISLIY OallILI); I~
00 TIpM JaJbHEWIIeM JIeJISHUW NMPOUCXOOUT Aeamd-
depeHIMpoBKa KIETKHU (HaIIpuMep, COCTOSTHUE KOM-
METEHTHOI KJIETKU WX CIIOPHI HE mepenaeTcs I0o-
TOMKaM).

5. DPazoebie cocmosHus, pazosvie eapuanmsot, haze-
éapuoHbl. BOSHUKHOBEHHE B KJIOHAJTBHON KYJIBType
MHOXECTBEHHBIX JIMHUI C OTIMYAIOLIMMCS TTATTEPHOM
BKCIpeccuy TeHoB. Kak mpaBuiio, HaciemoBaHUE He-
YCTOMYMBO M TIPONOJIKAETCS JIUIIh B OTPaHUICHHOM
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yucie nejieHuii. Ilpu 1mepeceBe, COpPYJISILIMU, IIIOKO-
BBIX BO3JIEICTBUSIX Ha KYJILTYpy IIPOUCXOOUT Iepe3a-
rpy3Ka 3IUTe€HETUYECKOTO cTaTyca.

INepeunciieHHble TEPMUHBLI B MCCIECOOBAHUSX,
CBSI3aHHBIX C BIUIE€HETUKOM, MCIIOJIbL3YIOTCS 4YacTO
KaK CUHOHUMEBI, a TaKKe CYIIEeCTBYeT 3HAYMTEIbHOE
KOJIMYECTBO TEPMUHOB, N300pETEHHBIX ad hoc.

METOAbI MCCIEOOBAHMUMS
Tpaduyuonnvie memodst uccredosanus

B TpaguiinoHHO MUKPOOMOIOrMYeCKOM IpaKTr-
K€ KJIOHbI C BO3HUKIIUM de novo 3MUTeHETUYECKUM
COCTOSTHMEM YacTO BBISIBISIIUCH MO WM3MEHEHHOM
MOpGOJIOTMM KOJIOHUI (pacIUIbIBaoLIascs—Hepac-
IUIBIBAIOIIASICS, CyXasi—CIM3UCTasl, OKpallleHHas—He-
OKpallleHHasi, pacroi3aiomascs, GopMUpyroas
IUICHKY U T.I1.), HOSIBJISIBILIMXCSI IIPU PacCeBe KYJIBTYPhI.
YacTo KJIOHBI ¢ UI3BMEHEHHOM MOpQdOIoTHEi 1 N3Me-
HEHHBIMU OMOXMMHWYECKUMU U (PU3HUOJIOTMYECKUMU
CBOiicTBaMU OOHAPYKMBAJIMCh IIPY CTPECCOBBIX BO3-
JIENCTBUSIX WM OTOMPAJINCH B CEJIEKTUBHBIX YCIIOBUSIX.
ITpu oOHapyKeHNU KJIOHOB C U3MEHEHHBIMMU KYJILTY-
paJIbHBIMU CBOMCTBAMHU MX ITOABEprajii HEOMHOKpAT-
HBIM ITaccaxkaM M pacceBaM, B HEKOTOPOM OHaria3oHe
YCJIOBUIA, C LIEJTBIO ONPEACIUTD CTAOMILHOCTh HACJICTy -
€MOCTH H3MEHEHHOIO IIpHMOOPETEHHOIO IIPU3HAKa.
KnoHBI, yCTOHYMBO coXpaHSBIINE MPUOOPETSHHBINA
MPU3HaK, pacCMaTPUBAJIMCh KaK HECYlLlIMEe MYTallMIO,
a II0Ka3bIBaBIIIME€ HEKOTOPLIA YpOBEHb BO3Bpara K
WCXOOHBIM CBOIMCTBAM ITPEIACTABIISIA COOOIM KaHIMIa-
TOB JUIS1 BBISIBJIEHUST (DEHOTUITUYECKOTO HAC/IeIOBaHUSI.
KJ10HBI ¢ BBICOKOIT YaCTOTOM peBepCHUii, BEI3BBAHHOI Ie-
HOMHBIMM COOBITUSIMU (ITIEPECTPOMKAMU, MOSIBJICHUEM
CYIIPECCOPHBIX MyTaLIWi{), MOXXHO OBLIO BBISIBUTh IIPU
IIOMOIIM T'eHEeTUYEeCKOro aHaimm3a (peKOMOMHAIINH C
KJIOHaMM JMKOTO TUIIA, CEKBEHUPOBaHUEM I10103PH -
TEeJAbHBIX YUYACTKOB, CIUSIHMEM IpoToruiacToB). He-
BO3MOXHOCTbD BBISIBUTh T€HOMHBIN XapaKTep HACIEI -
CTBEHHBIX U3MEHEHM ObUTa KOCBEHHBIM YKa3aHIUEM Ha
aMUTeHeTHYeCKyto npupony siineHus [20]. IToatomy no
MOJIHOTO M3yYeHUS AeTajeii MEXaHUKU MOOACPXKaHUS
SIIUTEHETUYECKOIO COCTOSIHUSI CaMO €TI0 CYILeCTBOBA-
HME OCTaBaJIoCh runoreTudHbIM. Hanbosee Hamex-
HBIM IT0Ka3aTejeM HaJIU4usl SIIMTeHETUYEeCKOro Me-
XaHW3Ma, CBSI3aHHOIO C KOHKPETHOI CTPYKTYpOI,
CUUTAETCSl DKCIEPUMEHT, B KOTOPOM KaKOMN-JIM0O0
MapKep-penopTep OKa3bIBaeTCSI MOA KOHTPOJIEM
JIAaHHOTO MEXaHu3Ma IIPU €TI0 MCKYCCTBEHHOM COEIU-
HEHUU ¢ JaHHOI CTPYKTYpOil (HampuMmep, reH-pernop-
Tep, TOCTABJICHHBIN MOI KOHTPOJIb IIPOMOTOpA, MO~
BEPXKEHHOI'O SIIUTEHETUYECKOM PeTyIsiiii, IPOSIBISIET
MaTTepH 9KCITPECCUU, COITYTCTBYIOIINIA COOTBETCTBYIO-
IeMy SMUTeHEeTUYECKOMY IIepeKinodeHnio). Tem He
MEHee TaKOM ITOIX0 COBEPIIEHHO HEIPUMEHUM K Iie-
PEKJTIOUEHUSIM, 3aBUCSIIIIUM OT KOJIJIEKTUBHOTO MOBE-
JIeHUsT OaKTepuii W IIONIEpKAHUSI CTPYKTYPHI IIPO-
CTPAHCTBEHHOM OpraHM3alyy IOnyJsauuu. bosbiias
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YacTh UCCIICIOBAHMIA, KacarolasiCsl TPYMNITOBOrO, KPaT-
KOBPEMEHHOT0, MHOTO(AaKTOPHOTO, MaJI0O3aMETHOTO
(hbEHOTUTIMYECKU SIMUTCHETHYECKOTO HACIIeIOBaHMSI,
TpeOyeT MHOTO MOIX0a.

Hoebie memoow:

3a mocliegHre OBaAlaTh JeT MOSIBUIOCH MHOXe-
CTBO TEXHWYECKMX U aHaJIUTUYECKUX IIOAXOHOB,
MPUMEHSIEMBIX I 3(P(PEeKTUBHOrO aHaIU3a DIUTE-
HETUKU OakTepuii, 3Iech MepeurciieHbl Hanbonee
YacTO UCIOJIb3yeMBbIE.

1. CekBeHMpOBaHMe TTOJTHOTO TeHOMa KJIOHA, He-
CYyIIIEr0 U3MEHEHHbBIE, TTPEATIOJIOXUTEIbHO HaCIeay-
eMble XapaKTepPUCTUKU, YTO TMO3BOJSIET OTCeUb WU
MMOATBEPINUTH TIPEITOJIOXEHNE O BO3MOXHOM MyTa-
ouu [21].

2. bucynspurnoe, HaHonopoBoe, SMRT u apyroe
CEKBEHMPOBAHNE, a TAKKE POICTBEHHBIE METOIBI TAIOT
BO3MOXXHOCTb CO3AaTh MOJIHYIO KapTy MeTrioMa (K Ha-
crostmieMy MoMeHTY umeeTrcss 6osee 2000 moimHBIX
METWJIOMOB) M COTIOCTaBUTH COOTBETCTBUE PA3TNIMIA
METUJIMPOBAHHBIX U JIEMETUJIUPOBAHHBIX YYaCTKOB
W3MEHEHHBIM (DM3UOJIOTHYECKUM XapaKTepUCTUKAM
KJIOHa [22].

3. IIpoTtouHasi LIMTOMETPHsI MO3BOJISIET TOYHO MO-
CUYUTATH B KYJIBTYPE KOJINYECTBO KIETOK C U3MEHEHHBI-
MM (DU3UOJIOTMYECKMMU XapaKTepuCcTUKaMu, Oiarona-
psi 4EMY CTAaHOBUTCSI BO3MOXHBIM aHAJIM3 HEYCTOM-
YUBBIX COCTOSTHWUM, TIPU KOTOPBIX TIEPEKITIOYCHUE
TIPOUCXOUT C BBICOKOUW YaCTOTOM — OAUH pa3 B He-
CKOJIbKO TIOKOJIeHU# [23, 24].

4. Mukpo®IIOMIHbIA aHaau3 JUHUU TTOTOMKOB
WHIWBUAYAJbHBIX KJIETOK ITO3BOJISIET IPOCIEIUTD
KpaTKOBpPEMEHHbIE 3MU30IbI HEYCTOMNYNBOTO HaCJe-
ITOBaHUSI (DEHOTUIIOB M KOJIMYSCTBEHHYIO XapaKTe-
PUCTHUKY YacTOT MepeKIItoueHnit [25].

5. K HacTostiieMy MOMeHTY UMEIOTCS 6a3bl TAHHBIX
IIPOTEOMOB, TPAHCKPUIITOMOB, METUJIOMOB U MHTEPaK-
TOMOB MHOTHMX BUJIOB, ITTO3TOMY OOHApPY>KEHUE B KIICTKE
M3y4aeMOro OpraHu3Ma 3JIEMEHTOB, AaHAJIOTMYHBIX
HaliJeHHBIM B OJIM3KMX TAKCOHAX M CBSI3aHHBIX C DITH-
TFeHETUYECKMM HACJIeOBAaHUEM, TaKxKe MPEAIoaraet
HaJIM4yre SMUTE€HETUYECKOTO MePEKIIoYeHus [26].

6. MHorue asNMMreHeTUYECKUE COCTOSTHUS HAa0II0-
Jal0TCI B KJIETKAX, COCTABJISIIONINX YaCTh ITPOCTPaH-
CTBEHHOM CTPYKTYphl OAKTepHAJIbHOTO COOOIIECTBA,
OMOIUIEHKHM, arperaTa i LIeNoYKM KJIETOK. B HacTos-
1IIee BpeMsI CYIIECTBYET BO3MOXHOCTb HEMOCPEACTBEH-
HOTO aHaJIM3a COCTOSTHYSI KJIIETKU 11 aBTOMATU3UPOBaH-
HOIO OTCJICKMBAHUSI €€ CyObOBI B COCTaBe TaKoOii
CTPYKTYPBI IPU ITOMOIIY HOBBIX MUKPOCKOITUYECKUX
cucTeM BU3yanusauum [27].

BonbimmHCTBO UcciaenoBaHUiT OUCTAOUIBHOCTU
OBUTM BBITIOJTHEHBI HA CTAHIAPTHOM JabOpaTOpPHOM
wrtamMmMme B. subtilis 168. Tem He MeHee, KaKk oKa3a-
JIOCh, OH MOXET CJIYKMTh JIMIIb OPUECHTUPOBOYHOM
MOJIEJIBIO, TTIOCKOJIBKY, KaK OBIJIO MTOKa3aHO BO MHO-

rux paborax, OH B pe3yJibTaTe MyTareHe3a Ipu I0Me-
CTUKAIlUM YTPaTW MHOTHE TeHbl, yJacTBYIOIIUE B
¢opMUpOBAaHUM IIPOCTPAHCTBEHHBIX MHOTOKJICTOY-
HBIX CTPYKTYpP, OPraHM3alui KOJUIEKTUBHOTO ITOBE-
JIIEHUSI U PETYJISITOPOB LIUKIIa pa3BuTus. Cpeau yrpa-
YEHHBIX KOMIIOHEHTOB HECKOJIBKO I'€HOB CHCTEMbI
MEXKJIETOUHOM CcuUTHanu3auuu Rap (Hampumep,
rapP), curma-cyobenuHulbl (Harpumep, 6N), pery-
JIITOPHBIE 2JIEMEHTHI, 00eCIIeYBaBIINE TOHKYIO pe-
TYJISLUI0 YPOBHSI (PoCchOPUIUPOBAHUS OTHOTO U3
LIEHTPAJIbHBIX KIJIETOUHBIX PETYJISITOPOB — TpaH-
ckpurnuuoHHoro dakropa DegU [28—30]. B HacTos1-
1IIee BpeMsl UCCIIETOBAHUS BEAYTCS TaKKe C IPYyTUMU
mramMmMaMu B. subtilis, 0IM3KUMU K TPUPOTHBIM U30-
JISITaM, U IpyTMMU BUAaMu JaHHoro poxa [30].

N3YYEHHBIE U TUTTIOTETUYECKHE
MEXAHU3MbI SITUTEHETUYECKOU
CIIEOUAJIN3ALINN

bucTtabuiabHOCTh B TEOpUM IMHAMUYECKUX CHU-
CTEM, YACTHEIM CJIy4aeM KOTOPOI SIBJISIIOTCS MOIEINA
KMBBIX OPTAHM3MOB, PaCCMaTPUBAECTCS KaK IBa TUIIA
rnepexkoyare/ie: TepekaJaTe/iM TUMa KHOIMNKH!
(push-button) u nepekaouaTeny Tuna pesue (switch,
trigger). IlepekimtodyaTtenu Tuma KHOIIKM IOEiICTBYIOT
JIMIIB TI0Ka (PaKTop, BBI3BABIIMIA IEepeKIIOYEeHUE
“MHAYKTOpP”, TIPONOJIKAET IMPUCYTCTBOBAaTh B CHUCTE-
M€, a C €I0 YXOI0M CHCTEMa BO3BPAIIaeTCs B UICXOMHOE
coctosHue. I[lepeximrouaTesn BToporo Tmna — “pesue”,
OyIy4u IEpeKIIOYECHHBIE MHIYKTOPOM OCTAalOTCS B
HOBOM COCTOSIHMM HE3aBUCUMO OT HAJIMYMS MHIYK-
Topa. B Ki1eTke u cooOIecTBe KJISTOK €CTh MHOXE-
CTBO IIepeKJIIouaTesieil Kak IIepBOro, Tak 1 BTOPOTO
Buma. IlepexkmoueHne (pU3MOIOTHMIECKOrO COCTOSI-
HUSI MOXET ObITh MTHOBEHHBIM, @ MOXKET OBITh PaCTsI-
HYTBIM Ha NPOTSDKEHUM HECKOJIBKHUX ITOKOJICHUIA.
Hert 4geTkoi1 rpaHMIIbI MEXOY BUIAMM MEpEeKII0dYe-
Huii. Kpome Toro, oovH M TOT XK€ ME€XaHU3M MOXKET
paboTaTth Kak IepeKirodaTesib [IepBOro, Tak ¥ BTOPOTo
porna. Tak, HampuMep, KiIraccudeckKasi MOIEIb PEeryJIsi-
uu, lac-ipomotop E. coli, B OCHOBHOM paboTaeT Kak
nepexsoyatesib TMa “kHonka” [31]. BoJablIMHCTBO
MEXaHN3MOB ITOIIePKaHMs aJIbTePHATUBHBIX COCTO-
SIHUI KJIETKM OO0Jiee CIOXHBI U BKJIIOYAIOT Ce0s He-
CKOJIBKO MepeKIIoYyareicii, Kak TUITa KHONKH, TaK 1
TUIA peie. DTO MOXET MPUBOIUTh K MHEPLIMOHHO-
CTU NEPEKIIOYEHUI U CYLIECTBOBAHMIO MHOXKECTBA
pa3HoOOpa3HbIX (popM, a UHOTHA U KOHTUHYYMa CO-
crogaM [32].

C TOYKM 3peHUSI TIPOJOKUTEIILHOCTHA COCTOSIHUS
OTHOCUTEILHO KJIETOYHOTO ITUKJIA CJIETyeT BEIICINTD
COCTOSIHUSI, HE TIPEMNSATCTBYIOLIME NIEJICHUIO U MPO-
JOJIKAoIIMecs] B TeUeHUE HECKOJbKUX TTOKOJEHU,
W COCTOSTHUSI TePMUHAIBHON CIeIMaIn3aluy, s
KOTOPBIX TIEPEXOI K NeJICHUIO BO3MOXKEH JIUIIB ITOCTIe
BBIXO/Ia U3 TaHHOTO COCTOSIHUSI MJIM HEBO3MOXKEH BO-
o0IIle, KaK B ciIydyae IporpaMMHUpPyeMoil KIIETOUHOMN
CMEPTH.

TEHETUKA Ne 1

TOM 58 2022



SIMUTEHETUYECKHWE MEXAHU3MBbI PET'YJIALIMU SKCITPECCHMU 'EHOB 9

C TOUKM 3peHUS MOBEICHUS TTOMYJISIIIMU (POPMEI
OMCTAaOMJIIBHOCTM MOXHO TaKXKe pa3lejuTh Ha JIBE
KaTeropuu: IepBasi, KOraa MepeKIroUYeHUe IPOUCX0-
JUT CTOXaCTUYECKU, HE3aBUCUMO IJIS1 KaXKI0M KiIeT-
KU1, U BTOpasi — KOOIepaTUBHAasI, KOIa KJIETKU BEIyT
cebsl MoJ0OHO TKaHSIM MHOTOKJIETOYHOIO OpraHu3-
Ma, OCYILLIECTBJISISI CUHXPOHHBbIE MEepPeKIIIOYeHUsI CO-
CTOSIHMS 110 BCeil Monmyasuyuy, Oyay4du CBSI3aHHBIMU
CHUCTEMOI BHEKJIETOYHOI XMMNYECKOU CUTHAJIM3AllN.

Hamum KpaTKylo XapaKTepPUCTUKY OCHOBHBIX M3-
BECTHBIX MOJIEKYJIIPHBIX MEXaHU3MOB SITMTCHETHYE-
CKOTO TePeKIIIOUEHUST COCTOSTHUM KJIETOK.

Memuauposanue

MeTtunupoBaHre TEHOMHBIX YYaCTKOB — IIIMPOKO
pacIpocTpaHeHHBIN cpeau OaKTepuii MeXaHM3M MO-
IUUKALIAN XapaKTepa 3KCIIpeccuy TeHoB. B TeueHue
JIJINTEILHOTO BPEMEHM OH CUYMTAJICS €OIUHCTBEHHBIM
BUIOM KOBaJIECHTHBIX MOIU(MUKALIMKI OCHOBaHUIA
JHK, xoTs B mociaenHee BpeMsI HOSIBUINCH CBEACHUS
o npyrux moaudukanusx [33]. Bo MHorux padotax
MexKay moHsATheM “MetunupoBanue IHK” u moHs-
THEM “3MUTeHeTUKa” CTaBUTCS 3HAK paBeHCTBa [4],
XOTSI MEXIY METWJIMPOBAaHUEM U NU3MEHEHUEM (heHO-
TUIIA HET NPSIMOI B3aMMOCBSI3M, U TOJBKO IUIST €IM-
HUYHBIX CIy4aeB B poiae Bacillus TokazaHO ITOSIBICHIE
OUCTAOMJIILHOCTH, CBSI3aHHOIM C 3MNUIeHEeTUYECKUM
HacJieJoBaHWEM MaTTEPHOB METUJIMPOBaHUS Ha hOHE
MICHTUYHOTO TeHoTuIla. B xinerkax O6akrepuii ooHa-
PYKE€HO TpY OCHOBHBIX THUIIAa METWJIMPOBAHUSI: C 00pa-
3oBaHMeM NO-MeTunaneHrHa, N*-MeTWILIUTO3WHA U
5-MmeTunnuTo3uHa [34].

K MmoMeHTy onmcaHusT HECKOJILKMX CUCTEM METH -
JIupoBaHus y 6auii [35] Ob110 MOHSITHO, UTO OaKTe-
puanbHble JIHK-Mmetnnassl (MeTunTpaHcdepasbl)
MPEUMYIIIECTBEHHO PaObOTAaIOT B ITApe C peCTPUKTA3aMU,
SBJISISICH  CUCTEMOM METWJIMPOBAHUSI—PECTPUKIINU,
paboralolleil B KayeCTBE MMMYHHOI 3aIlIUTHI OT Uy-
xepongHoii JIHK. OGHapyXeHbI 1 TaK Ha3bIBacMbIe
“opdaHHbIe METUIITPpaHC(epasbl”, HE UMEIOIINE pe-
CTPUKTHOTO TMapTHepa. B kieTkax Oauuia HalimeHo
0K0J10 60 TaKMX CHCTEM Pa3INYIHON CIIENPUIHOCTU
M3 TpeX pas3IMUHBIX ceMeicTB. Kaxkmprii mraMM 06-
JnagaeT “yHUKaAIbHBIM HaOOpPOM CHUCTEM METHIUPO-
BaHus. IIpu 3TOM poICTBEeHHEBIE U HEPOICTBEHHEIC
MeTUJITpaHCcdepasbl IIMPOKO PaCHpPOCTPaHEHBI 1O
pa3HbBIM OalWJUISIPHBIM TaHTeHoOMaM OJaromaps
MEXBHUIOBOMY TOPU3OHTAJILHOMY IiepeHocy [36].
I'pymmer 6alMyT ¢ BEICOKOM YacTOTOM TOPU3OHTATb-
HOIro IIepeHoca, Takue Kak B. cereus sensu lato,
B. pumilus sensu lato, B. subtilis sensu lato, o61agaior
B 3HAUYUTEIbHOM CTENEHU TTepeKpbIBAIOIIUMCS HA0O-
pOM MeTuJia3, HepaBHOMEPHO pacIipeleIeHHBIM 10
mraMMaM. YacTb MeTujioMa HEM3MEHHA B Mpeeiaax
KOHKPETHOTO IIITaMMa, IMOCKOJbKY OOJBIIMHCTBO
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METUIIa3 SKCIPECCUPYIOTCS C KOHCTUTYTUBHBIX TTPO-
MOTOPOB, HAXOSIIUXCS MOA KOHTPOJIEM TTPeUMYIIiie-
CTBEHHO BEreTaTMBHO-CHELIM(UIHBIX CUTMa-CyObe-
muaull (cA). Ilpu meximrammoBoM obmeHe JTHK
MPOMCXOAUT HE TOJIbKO OOMEH TeHaMu, HO U Tiepe3a-
rpy3ka MeTujioma. Takasg cxeMa He MPUBOAUT K TO-
SIBJIEHUIO KYJbTYpaJbHOM OUCTaOMJIBHOCTU BHYTPU
IITamMMa, a SIBJISIETCS IPUMEPOM “KOHCTUTYTUBHOM”
SMUTeHEeTUKU. B oTiimune oT 3yKapuoT B KJeTKax
OakTepuii Hanbosiee BaXKHYIO POJIb UTPAeT METUIINPO-
BaHUe ameHWHa. [lo HemaBHero BpeMeHU B Oaryniax
OBl M3ydeHbl Juilb aneHmHoBble JIHK-meTmmaser,
XOT$l HEIABHO B OJJHOM U3 IITAaMMOB B. pumilus Oblna
oOHapyXeHa IIUTO3MH-CIelMpuIecKas cucreMa Me-
tuanpoBanuss  (N*-MeTUILINTO3MH), SKCIIEPUMEH-
TaJIbHOE OTKJIIOYEHUE KOTOPOI AT MHOXKECTBEHHbIE
U3MEHEHHUS B 9KCIPECCUOHHOM aKTUBHOCTHU T10 BCe-
My reHomy [37]. Elle ofTHUM OTJIMYMEM OT 3yKapuoT
SIBJISIETCSI TO, UTO B KJIETKax OaKTEepUil OTCYTCTBYIOT
nemetuiaasbl. IToaToMy “mepesarpy3ka” MeTwioMa
MpU CMEHEe TMaTTepHa METWUJIa3 MPOUCXOIUT 3a CUET
“pasbaBieHus1” MeTHJIIMpoBaHHBIX MoJekys JJHK B
Mpoliecce JeeHUs] KIeTKU. DKCIpPecCcusi reTeposio-
ruyHoii Mmetunasbl Dam us E. coli B kneTkax B. subtilis
MPUBOAMJIA K aKTUBALIMU CUCTEM pernapaluud U Bbl-
pesanuio N°-MeTWIageHMHa, HO TaKOil MeXaHM3M
peryisiuuy naTTepHa METUJIMPOBAHUS HEW3BECTEH
JUTST TIPUPOIHBIX IITAaMMOB [38].

Metnmuposanne JJHK moxkeT OBITH DEHOTUITHI-
YEeCKM HEUTpaJbHbIM, & MOXET OKa3blBaTb CYIIIe-
CTBEHHOE BO3ACHCTBUE HA TPAHCKPUIILIUIO, PEIUIv-
KallMio U mpocTpaHcTBeHHYI0 cTpykTypy AHK, ecnu
OKa3bIBaeTcs B 30HE y3HaBaHMUsI COOTBETCTBYIOIIETO
MexaHusma [4, 39]. MHorna MeTuaInpoBaHue IIPOSIB-
JisieTcs B BUJe (PEHOTUMUYECKUX OUCTaOMIBbHBIX CO-
CTOSIHW# TIpU HaJIMYMU OOpATHOM CBSI3U MEXIY Me-
tuiupoBaHueM ydyactka JIHK u addekTuBHOCTBIO
MeTuianpoBaHus. Ceilyac M3BECTHO HECKOJIBKO Me-
XaHU3MOB TaKOU 3aBUCUMOCTHU.

[NepBoIit MeXaHN3M, OIMMCAHHBIN Y OALIMJII TOIb-
KO B OJHOI1 paboTe, HO yXe¢ HEOTHOKPATHO YIIOMU-
HaeMbIi y Ipyrux 6aKTepuii, COCTOUT B CIACAYIONIEM:
MEXIY BRICOKOAUHHBIM OEJIKOM, CBSI3bIBAIOIIIMCSI
co creuuduyeckuM ydactkoM JIHK u skpaHupyio-
IIeM €ro, M METWIMPOBAHMEM y4acTKa MOET KOHKY-
peHuwys. Tak, Ipu UCcaeqOBaHUM IITaMMOB B. subtilis,
Hecylmx MeTunTpaHcdepasy DnmA, okasaiock, 4To
MHOTHE CalThl, COOTBETCTBYIOIIE KOHCEHCYCY y3Ha-
BaHus1 (GACGmAG), He ObIM MeTmMpoBaHbl. Kak
0Ka3ajioCch, TOUKMA OTCYTCTBHUSI METUJIMPOBAHUS CO-
OTBETCTBOBAJIM y4aCTKaM CBSI3bIBAHMsSI BBICOKOA(d-
(GUHHBIX 0€JIKOB, B YaCTHOCTH MapKMpOBaId MeCTa
CBSI3BIBAHUSI PEPECCOpOB B IpomoTopax. Ilpu cy-
MEPAKCIPECCUN METUIa3bl MHOTUE YYaCTKM CBSI3bI-
BaHMsI PEMPECCOPOB BCE K& METWIMPOBAJIUCh U Me-
TUJIMPOBAHME TAHHOTO YYacTKa BOCIIPOM3BOAMIIOCH
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GeCcIpenITCITBEHHO BO MHOTUX OKOJIEHUSIX KJIETOK
Giaromapsi TOMY, 4YTO METHJILHBIE TPYIIIbLI CBSI3BIBA-
HUSI PEpecCOpOM OKa3bIBAIMCH JIUIICHB a()MHHO-
CTHU K COOTBETCTByIOLlEMYy pernpeccopy [40]. Mexa-
HU3M OHCTaOMJILHOCTU 3KCIIPECCUM TI'eHa 3a CYeT
SKpPaHUPOBAHUS CaiiTa METUJIMPOBAHUS OBLIT U3yUeH
Ha MHOTUX BUJAX U ceifuac CyIIeCTBYIOT UCKYCCTBEH-
HbIE TETEPOJIOTMYHBIE SKCIIPECCUOHHbBIE KACCETHI C
HACJIENICTBEHHO IIEpEeK/IIOYaeMbIM II0 3TOMY MeXa-
HU3MY YPOBHEM 3Kcripeccuu [41].

Bropoit MexaHn3M BO3MOXHOIT OMCTAOMIIBEHOCTH
CBsI3aH ¢ BOCIpon3BeneHneM MeTrmmpoBanHoi JITHK
10 MeXaHM3MaM, ITOJIOOHBIM 3yKapuoTndeckuM. Ha-
JIMYre MeTWIbHOM rpynmnel B ogHou nenu JIHK B naH-
HOM TOYKe MOBHIIIACT 3(pHEKTUBHOCTD €€ METUIIUPO-
BaHMs IO APYTOii LIETIM MO CPaBHEHUIO C METUIUPO-
BaHueM de novo HemomuduuuposanHoit JHK. B
TaKOM CJIydae IIp1 yCTOMYMBOM SKCIIPECCUM METHJIA-
3bl YCTOMUYMBO BOCIIPOM3BOMUTCSI CYIIECTBYIOIINIA
MaTTepH METUJIMPOBAHUS B JJIOOOM U3 aJIbTepPHATUB-
HBIX BapMaHTOB. B cilyyae 3KCIIpeCCUOHHOTO IIymMa
WJIY IIPU KCIIPECCUUM METUIA3bl JIUIb B OIIPeaeIeH-
HbIE MOMEHTHI POCTa KyJIbTYPhl BO3HUKAET Pa3HO00-
pa3ue CyOKJIOHOB, OTIMYAIOIIMXCS HAacCIeTyeMbIM
MaTTepHOM MeTWIMpoBaHus. Takue BpeMeHHO (op-
MUpYEMBIe SIIUTEHETUYSCKUE COCTOSIHUSI YacTO Ha-
3bIBAIOT @hazoevimu eapuanmamu. Takoll MeXaHU3M
MpeNCTaBIsIeTCS KpaliHe BEPOSITHBIM ISl ONpeAeeH-
HBIX BUIOB MOIMYJISIIIMOHHOTO pa3HO00pa3us Oarm.
B 10 ke BpeMsI oKa oH OOHApPYKeH JINIIb CPEOU rpa-
MOTpPUILATEIbHBIX OaKTepUil, TaKuX Kak F. coli [42].

Ilemas camoakmueauuu ceHa ujau epynnvl ceHoe

Kiaccuueckass cxema caMoaKTMBalUU IIOApa3y-
MeBaeT MPSIMYIO WM KOCBEHHYIO 3aBUCUMOCTD (-
(EeKTUBHOI TPaHCKPUIILIMU MPOMOTOpa, KOTOopasl B
CBOIO OYepenb 3aBUCUT OT IIPOAYKTa SKCIIPECCUU Te-
Ha, HaXOOSIIIETOCs 10/l KOHTPOJIEM 3TOTIO IIPOMOTO-
pa. IIponykT orepoHa MOXKeT OMHOBPEMEHHO OBITH U
TPAaHCKPUITHUOHHEIM (PAKTOPOM, YYacCTBYIOIIUM B
VHULMAIUY TPAHCKPUIILIMM, U 3aITyCKaTh IPYTUe re-
HbI, YCUJIMBAIOIINE 9KCIIPECCHUIO C 9TOIO IPOMOTOPA.
OcoOeHHOCTh 3y0aKTepuii B TOM, YTO ITOCJIEIOBA-
TEJILHOCTH BCEX MPOMOTOPOB B T€HOME pacKIacCH-
¢GuLMPOBaHBI ITO HECKOJBKUM OOJIBIIMM IPYMIIaM,
Kaxaasi U3 KOTOPBIX 3KCIIPECCUPYETCSI C ydacTUEM
crieuMagbHOl curMa-cyowrenuHuibl PHK-mmonume-
pas3bel win curma-gakropa. B knerke B. subtilis nme-
1otcs 17 BumoB curMa-@axkTopoB. Kaxkmnoe coctostHue
KJIETKHA COOTBETCTBYET CBOEMY ITaTTEPHY SKCIIPECCH-
pylommxcsa curMa-gakropoB. bazoByio mHdpopma-
LIUIO TT0 CUTMa-(aKTopaM MOXKHO HaiiTH B KJTacCHU4e-
ckoM o030pe [43]. OcHOBHOIi (pakTOp CGA paboTtaeT
IMoYTH BO BceX KieTkax. Makrop 6B KoHTpoaupyer
9KCIPECCUIO TEHOB B YCIOBUSIX cTpecca, 6D — reHoB

MoABIKHOCTU U Xxemorakcuca, OE,F.K,G otBer-
CTBEHHBI 3a DKCIIPECCHIO T€HOB MIPU CIIOPYJISIILIUN.
OcranbHBIe curMa-(akTopbl B OCHOBHOM O0eCcIIeun-
BalOT paboOTy OIMEPOHOB, YYACTBYIOIIMX BO B3aMMO-
JNEACTBUM C XMMUYECKM aKTMBHBIMU areHTaMu BHE
KJIETKNA. BOJBIMMHCTBO MPOMOTOPOB CHUTMa-(PaKTO-
pPOB SIBJISTIOTCSI CAMOAKTUBUPYIOIIUMUCS, T.€. TpaH-
CKPUITIHS C HUX MOXKET IIPOUCXOIUTH C Y4aCTHUEM CO-
OTBETCTBYIOIIETO cUrMa-gakropa u/WIN C ydacTUEM
3TOTO curMa-GakTopa MPpOUCXOIUT HETTOCPENCTBEH-
HO€ WU KOCBEHHOE yCUJIEHHE IKCIIPECCUU OEIKOB;
TaK, IIPOMOTOpP SigB MOXET 3KCIIPECCHUPOBATHCI C
yuactueM OB, sigF — ¢ yaactuem GF, sigD — ¢ ygacTtu-
em 6D. KpoMe Toro, akcripeccust OIlepoHOB, 3aBUCH-
MBIX OT KaXIOTO U3 CUTMa-(aKTOpPOB, IIPUBOIUT K
BKCIIPECCUU TeHOB, BBI3bIBAIOIINX MOJOXUTEIbHYIO
METAI0 aKTUBALIMM TMPOMOTOPA COOTBETCTBYIOIIETO
sig-reHa. [lonHBII KOMIOEHAUYM MEXaHMU3MOB aKTH-
BallMM KaXXIOTO M3 TeHOB M B3aMOIEIHCTBHUII COOT-
BETCTBYIOIIMX OCJIKOB MOXHO HaliTH Ha caiite [44].
Takum oO6pa3oM, COCTOSIHUE, CBSI3aHHOE C DKCIpec-
cueil onpenesleHHOro curma-gakropa, B MpUHIIMIIE
MOXKeT TIOMIePKUBAThCSI CaMOIIPOU3BoOIbHO. Cremyer
OTMETUTb, YTO XOTSI [IOCTPOEHA TOCTATOYHO MOJIHAS Ka-
YyeCTBEHHAsI KapTa B3aUMOIEUCTBII 11 B. subtilis, Ha-
JIMYrie MHOXeCTBa (paKTOpOB, ITOJIOXKUTEIBHO U OT-
pULIATESIbHO BIIUSIOIIMX Ha 3KCIPECCUI0 KaXIOro M3
KJIFOUEBBIX TCHOB, MpeICKa3aHUe TTOBEACHUST CUCTEMBI
TpeOyIOT MIPUMEHEHMS CJIOKHBIX MaTeMaTUIECKUX MO-
JieJieli, YIUTHIBAIOIIMX MHOTHME IOMOJIHUTEIbHBIE KO-
JIMYECTBEHHBIC 1 OTUHAMWYECKHE ITapaMeTphl. Takue
MOMEIN CYIIECTBYIOT JIMIIb IJIsI OrPaHUYEHHOIO KO-
JIMYecTBa ciiydyaeB. B yacTHOCTH, ornpeneeHHbIe MO-
e TIPEarnoiaraloT JOTMOJHUTEIbHYIO CTaOWIn3a-
LIMIO aJIbTEPHATUBHBIX COCTOSTHUM 3a CYET KOHKYPEH-
onu curMa-gakTopoB [45]. OnpeneneHHYIO poJib B
TaKOM KOHKYPEHIIUY MOTYT ChITPaTh HEKOOU PYIOIIIE
6S PHK [46] n anTu-curma-daxropsl [45], nogaBiis-
OlIMe TPAHCKPUIILIMIO, KOHTPOJUPYEMYIO CUTMa-
CcyOBeIMHULIAMU, ITPUCYTCTBYIOIIMMU B HEAOCTATOY -
HOM KoJimyecTBe. Oco0y1o pojib B KJIeTKe urpaet 6H,
¢dakTop mepexomHoro cocrosHusda. C ydactuem GH
MPOUCXOOUT TPAHCKPHUIILIMS MHOTHX T'€HOB, OTBET-
CTBEHHBIX 3a AeCTAaOMIN3alUI0 BHIOPAHHOTO THUCTE-
PE3UCHOTO COCTOSIHUS U TIEPEKITIOUCHUST B HOBOE ME-
TacTabuibHOE cocTosiHue. Tak, ¢ yuactuem GH B 1ie-
PEXOIHOM COCTOSIHMM ITPOMCXOMUT TPaHCKPUIIIIUS
SigA, ONMEepoOHOB YyBCTBa KBOpyMa, I'€HOB, OTBET-
CTBEHHBIX 3a PECTPYKTypHU3al1IO LIUTOCKeeTa [44].

(Depmeﬂmamueﬂaﬂ camoakmueauyus

B xiieTke Galuia BO3MOXHO ToAAepXKaHUe ajlb-
TEPHATUBHBIX COCTOSIHMI 3a CYET CO3JaHUSI IETIU
obOpaTHOI cBsI3M, (POPMUPYEMOIf B3aMMHON aKTHUBa-
nueit pepmeHToB. Takue NeTau AEMCTBUTEBHO 13-
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BECTHBI; TaK, HAIIpUMep, B ITyJie KUHa3 B. subtilis mipn
WHUIIMAIMYA TIpOliecca CIIOPY/ISILMM IIPOMCXOIUT
B3aMHOe M aBTodocPOpWINpPOBAHME KHHA3
KinA,B,C,D u aktuBupyeMbIX UMU (HaKTOPOB CHO-
pynsiuun. Bunyumo, onoOHEBIM MexaHM3M He paboTaeT
caM 1o ceb0e KaK yCTOMUYMBOE CaMONONIePKIBAIOIIIEE-
CsI COCTOSIHUE B PSIIY TTOKOJIEHUIT, HO OH MCIIOJIb3yeT-
Csl KaK COCTaBHAasI 4acTh IpoILeccoB auddepeHIma-
MM, Hampumep npu dochopunupoBaHuu SpoOA
npu cnopyiasiuuu i DegU 1ipu 3anycke o6pa3oBa-
HUS MaTpUKca OMOTUICHKHU. 3aITyCK IIPOUCXOINUT TP
aKTUBAlIMM KMHA3bI 3a CYET UBMEHEHUSI CEHCOPHOTIO
JIOMeHa B OTBET HA BHEIITHUI CUTHAJI, a Tajiee aMILIN -
dunupyeTcs 3a cU4eT aBTO WM B3aMMHOIO (pocdo-
PWJIMPOBAaHMS HECKOJIBKMX KMHA3. B KileTKe 6amn
cylmiectByer Oosiee 50 TakMx TaK Ha3bIBaeMbIX
“IBYXKOMITOHEHTHBIX CEHCOPHBIX CHUCTeM” U 3a-
nyck anddepeHINPOBAHHONW BKCIIPECCUN TTOYTH
KaXXI0T0 M3 CUrMa-(pakTOpoB COIPOBOXIAETCST aK-
TUBALlMEl COOTBETCTBYIOIIETO ITyja KrHa3. OOImii
0030p ABYXKOMIIOHEHTHBIX CEHCOPHBIX CUCTEM MOXK-
HO HaliTu Ha calite SubtiWiki [47]. bonee mojiHyIO
KOMITUJISIIINIO cM. B padote [44]. Kak ObL10 cKa3aHo,
YTO XOTS aBTOKATAIMTUYECKAs aKTUBAIIS MIMEET CaMO-
MOIIEP>KMBAIOIINICS XapaKTep, CTENeHb YCTOMYMBO-
CTU AMHAMWYECKOI CHCTEMBI, BO3MOXHO, HEIOCTATOY -
Ha JUIS TIOAeP>KaHUS BRIpAKeHHOM (heHOTUITMYECKOMN
ouctabmibHOCTU. [T0o3TOMY KOOmnepaTUBHBIE COCTO-
SIHUSI, CYIIECTBYIOIIME JIMTEJIbHOE BpeMsl, TaKue
KakK OMOIUIEHKA, UMEIOT IOIIOJIHUTEIbHbBIE MEXaH3-
MbI cTabuiuzamnuu [48].

Ilpuonot

BocnpousBopsinuecss KoH(OpMallMOHHEIE CO-
CTOsSTHUS Oejika (TPUOHBI) B HACTOSIIEe BpeEMs T0-
BOJIBHO XOPOIIIO U3y4YEHbI Ha TIpuMepe MHPEKIIMOH-
HBIX KOH(pOpMaInit 0eJIKOB MIIEKONTUTAIOIINX W 11U -
TeHEeTUYECKN HAaCJIeAYyeMBIX COCTOSHUIA IPOXKIKEit.
IIpuoHBI pencTaBiIsIOT cCO00It 0cOObIe KOH(pOpMa-
UM TPETUYHOI CTPYKTYpHl OejiKa, OOBIYHO B BHUIE
aMUJIOUIHBIX arperaToB. bejok “HopMalbHOM KOH-
¢dopMaliiu” MpU KOHTAKTe ¢ 0€JIKOM-IIPUOHOM TaK-
K€ YXOIUT B arperupOBaHHOE COCTOSIHUE, TIprUoOpe-
Tasg KoHpopManuio ImpruoHa. [IprnoHOBBEIe arperatrsl
MOTYT OBITh (P)parMEHTHUPOBAHEI 32 CYCT IIPOTECOTUTH~
YeCKOU aKTUBHOCTH, TIPY MOMOIIU IITATTEPOHOB WU
JIPYTUMU BO3IEHACTBUSIMU, (DOPMUPYS “TIPUOHOBBIE
3aTpaBKM “prion seeds”, cayxXaliue WCTOYHUKOM
JMaJIbHEUIIero pacrpoCcTpaHEeHUsI NPUOHOBOM WH-
¢exuu. [TepBuyHBIE TTOCIEIOBATEILHOCTI OSIKOB,
GopMUPYIOIINX IIPUOHBI, UMEIOT XapaKTEePHbIC IO-
clieoBaTeIbHOCTU: OOTraThie TTyTAMWUHOM WX acma-
parvHoM aMUHOKMCJIOTHBIE TOBTOPBI, YTO JaeT BO3-
MOXHOCTbB C BBICOKOI TOCTOBEPHOCTHIO TIpecKa3aTh
BO3MOXHOCTh (popMupoBaHus amwwionnoB. [lpen-
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cKazaHue JaJI0 BEICOKYIO JOII0 aMIJIOMIHBIX OEIKOB
B OakTepuasibHbIX MpoTeomax [49]. Cpenu okoso 100
MpeacKa3aHHbIX aMUJIOUIHEIX OeJIKOB B. subtilis 3Ha-
YUTEIBbHOE KOJUYECTBO PETYJISITOPOB TPaHCKPUII-
LI, TPAHCIISLMM, a TAKXKe CEKPETUPYEMBIX OEJIKOB,
B TOM YHCJIC PACTBOPUMBIX CUTHAJIBHBIX MEITUIOB U
TOKCHHOB, KOMITOHEHTOB KJIETOYHOM CTEHKH 1 BCEX OC-
HOBHBIX 0€JIKOB, (DOPMUPYIOIINX MATPUKC OMOIUIEHKH.
OnHaKo 10 HACTOSIIIIEro BpeMeHU TPUOHHAs peryJisi-
us y 6aumiul He oOHapyxkeHa. TeM He MeHee BO3-
MOXHOCTD TIOAAepXKaHUSI aIbTepPHATUBHBIX COCTOSI-
HH OBIJIa TTOKa3aHa OJjIs OAByX OaKTepHaabHBIX Oel-
KOB: ceKpeTupyeMoro TokcuHa Klebsiella pneumoniae
mukponuHa [50] m ¢dakropa TepMHUHALIMKA TpaH-
ckpurnmuu Rho B kitetkax Clostidium botulinum [51].
MUKpPOLMH — CEeKpeTUPYeMbIii TOKCUH, 00Opasylo-
Ui TpaHCMeMOpaHHEBIe TTOPHI B KJIETKAaX OaKTepUIiA.
IIpu Havane pocra KyabTyphl K. pneumoniae cexpe-
TUPYEMbIi MUKPOLIMH MPEICTaBISIET COO0M pacTBO-
PUMBIiI1 aKTUBHEBIN OetoK. Ilpu cTapeHUM KyJbTyphbl B
Heil MHOIIa MPOMCXOAUT CIIOHTAHHOE 3apOKICHUE
MUKPOLIMHA-TIPUOHA, arperupyloliero pacTBOPUMBbIiA
TOKCUH B aMuJIonmHble (duamMeHThl. IlepeHeceHue
KYJIbTypaJIbHOM KMIKOCTU, COAEPKaIlleil ITPUOHOBBIC
¢rraMeHThl, B MOJIOAYIO KYJIBTYPY IIPUBOAMT K €€ KO-
onepatuBHOil mpuoHu3auu [50]. Kak oxasanoch,
cxeMma MPUOHU3ALIMU JIETKO BOCIIPOU3BOAUTCS B Te-
TEpPOJIOTUYECKOM cucteMe 3Kcrpeccuu E. coli ¢ pe-
KOMOWHaHTHBIMU MomudukamusaMu oenka [52]. s
TepmuHaTopa Tpanckpununu C. botulinum Rho 0b110
IMOKAa3aHO, YTO OH COAEPXKUT ITOTCHIIMAIbHO aMUJIO-
WIHBINA y9aCcTOK M, OyIy4YM 3KCIIPECCUPOBaH B IeTe-
posornueckux cucremax (S. cerevisiae n E. coli), Be-
JeT cebsl Kak MPUOH, T.e. POPMUPYET SMUTCHETUYE-
ckn Hacaenmyempie coctosgHus [51]. TTockoibky
KJIETKW Oaluiul CUHTE3UPYIOT MHOXECTBO IIPUOHO-
MOAOOHBIX OEJIKOB, B YaCTHOCTU opToJior Rho (kpaii-
He Oiu3Kuii 1o cBoiictBaMm 6enky u3 Clostridium), a
TaKKe OauUTpalUMH U JIpyrve TOKCUHBI, aHAJIOTU
MUKpOLUHA, DOPMUPOBAHUE ATBTEPHATUBHBIX MTPU-
OHHBIX CTPYKTYp KpaitHe BeposITHO y Ganuii. Dop-
MHPOBaHME TMEPEKII0YaeMbIX aMWIOUIOIIOI00HBIX
COCTOSIHUII 00CYyXJajloCh KaK OOVH M3 BEPOSITHBIX
MeXaHU3MOB (OPMUPOBAHUS OMOIUICHKHU U CTPYKTY-
pbI KOJIOHUH [53].

Hacnedosanue enexnemouroco mampuica
U CIMpPYKmMypbl RPOCMPAHCMBEHHOUL
opeanu3ayuy NONYASIUUU

BaxkrepuanbHast TOMYJISLIAS MOXKET ObITh OpraHU-
30BaHa KakK XWaKasl KyJbTypa UHIUBUAYAILHO ILIa-
BaOIIUX KJIETOK, a MOXKET OBbITh BeCbMa YIOpsiAoYeHa
B TPEXMEpPYIO CTPYKTYpY, IIe IOJOXECHHE KIIETOK
BJIUSIET HA UX TOBeICHMUE U Cynp0y. BzanmoneiictBus
HEIOCPEACTBEHHO Yepe3 KOHTAKT KJIETOK WJIM Yepes
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roJincaxapuabl MaTpUKca 3aycKaloT CUTHAJIbI BHYT-
PUMKJIETOYHOI peryaupoBku. BHyTpu mnpocTpaH-
CTBEHHO OPraHM30BAaHHOM TIOMYJISIIIMM OaKTepUii,
Kaxk TMpaBu0, OOHApY>XUBAIOTCS TPAAUEHTbl KOH-
LIEHTPALIMU OMOJIOTUYECKN aKTUBHBIX BEIIECTB, UTO
BJIMSIET Ha CIIOCOObI MU PEPEHIMPOBKU B TEUCHUE
nokoJjeHuii. Ilepemadya curHagoB O MTPOCTPAHCTBEH-
HOW OopraHuW3alMi M BHEIIHWX KOHTAaKTaX KJETKU
MOXET TIPOMCXOIUTh Uepe3 CUCTEMY XeMOoTaKcuca
WIA 4epe3 TpaHCMeMOpaHHbIe OEKU, B3aUMOIEHi-
CTBYIOIIUE C IIMTOCKEJIETOM [54].

Yyecmeo keopyma (Quorum sensing, QS)

bauwmiel, Kak U apyrue GakTepyuu BBIIEISIOT B
cpeny ayTouHAayKTopbl (AW), curHajbHbIE MOJIEKY-
JIbl, BAUSIIOIIME Ha (PU3MOJOTMYECKOE TMOBEACHUE
KJIETOK OaKTepHuil TOTro ke BUIA WIN APYTUX BUIOB.
DTHU BellecTBa MPEACTABISIOT CO00M HU3KOMOJIEKY-
JISpHBIE NENTUAbI, HUKJIOTEeNTUIbI, TUMOIEIITUABI U
X IIpou3BogHEIe. AVl MMEIOT MOBEPXHOCTHEIC WA
BHYTPUKJIETOYHBIE PELIENITOPHEl B KJIeTKax OaKTepuid
M JECTBYIOT 110 MEXaHU3MY MOJIOXUTEIBHOI 00paT-
HO cBsI3U: CBsI3bIiBaHUE AU ¢ perienTopoM 6akTepun
BBI3bIBaeT BKIIIOUEHNE MEXaHM3Ma CUHTE3a WU CEK-
pelH KJISTKOM 3TOTO 3Ke BelllecTBa. TaKM 00pa3om
MIpU TOCTUKEHUU IOPOTrOBOrO YPOBHS T'OTOBHOCTU
MOITYJISILIAY CUTHAJI, IEpBOHAYaIbHO CTOXaCTUYECKU
3aITyIIeHHBI OMHOM KIIETKOM, aMIIM(PUIIMPYETCs
BCEMM KJIETKaAMM KYJIBTYpPHhI, Oj1arogapst 4eMy JTOCTH-
raeTcsi KOonepaTuBHOCTh U CUHXPOHHOCTh U3MEHE-
HUSI cTaTyca MOIMyJISIlAY KOTopasi BeeT ce0st mogo0-
HO TKaHSIM MHOTOKJIETOYHOTO opraHusma [55]. Ilo-
JIOXKUTEIbHASI TIeTJISI PEryJISILIMU MOXET CITY>KUTh Kak
CPEICTBOM IIOOAEpXKAaHUSI “KOJUIEKTMBHOTO SITUTE-
HETUYECKOI'O COCTOSIHMS’, TAK 1 BTOPUIHBIM CUTHA-
JIOM JIJISI 3alTycKa KiieTogHol nuddepeHumanmm. Cy-
IIECTBYIOT TakKe QS-CHUCTEMBI C OTPUIATEILHOM 00-
paTHOM CBSI3bIO, TIO3BOJISIOIINE OrpPaHUYUBATh
pacIipocTpaHEeHNE CUTHAJIOB THIA “YyBCTBA KBOPY-
Ma” WM JIOKaJbHO BO3AEHCTBOBAaTh Ha COCEIHUE
KieTku. B xieTkax B. subtilis 168 cyIecTBYyIOT AB€E OC-
HOBHBIE CUCTEMBI YyBCTBa KBOpyMa: 1) rpyrma cex-
petupyembix rieHTanenTuaoB PhrA-PhrH, mogasmsi-
oimux Rap-06e1ku  (MHTUOUTOPHI TPaHCISILIUN);
2) repanui-onuronenTtun ComX 3amyckatoiuii ¢poc-
dopunupoBaHue dpakTopa TpaHcKpumiu ComA ye-
pe3 MmeMOpaHHbIi petientop ComP 1 Kackap mpoiiec-
coB (hOpMUPOBaHMS MO3MHEN CIIeIMaIN3alii KIETOK.
Kierku apyrux mraMMoB Oallusl UMEIOT IIMPOKOe
pa3HooOpa3ue CUCTEM KOMMYHHUKALIMM, B TOW WU
WHOI CTEIIEHM HAaIIOMMHAIOIINX IBE BBILIEIIEPEUNC-
JIEHHbIE [56].

DKcnpeccuoHtbLil Wym

I'eTreporeHHOCTb KCHpPECCUM T€HOB B KJIETKE Ha
YPOBHE TPAHCKPUIILIMU B ITOIY/ISLIMU — 3aKOHOMEP-
HO€ CJIeNCTBUE Majoro pasMepa kjietok. Ilpu He-
OOJILIIIOM KOJIWYeCTBe (PaKTOPOB, PETyIUPYIOIINX
TPAHCKPUIIIIUIO, CUJIbHbIE CTOXaCTUUYECKME Bapua-
LI KOJIMYECTBA MPOAYKTA SKCIIPECCUU MEXIY KJIET-
KaMM 1 BO BpEMEHHOM pa3BepTKe — “3IKCIIPECCUOHHBIN
myM” (noisy expression) OKa3bIBAIOTCS TMOYTU HEU3-
OexHbIMU. B citydae, korma mist (hyHKIIMOHUPOBAHMS
KJIETKU BaXHO TOHKO pPEryjIudpyeMoe KOJIUYECTBO
HyXXHoro ¢akropa (benka, PHK, meTtabonura), Kak
MpaBUJIO, UMEIOTCS CHelMajbHble MEXaHU3MbI IS
peryJsiiiuy €ro JOCTYIMHOCTU. B TO XXe BpeMs 2Kc-
IMIPECCUOHHBIN IIIyM caM Mo cebe MOXET UrpaTh Cy-
IIIECTBEHHYIO POJib B (PU3MOJOTUM U TOMEOCTa3e
KynbTyphl Oaumii. Tak, reTeporeHHOCTh 3KCIIpec-
CUM MOXET UCIIOJb30BaThCA JJIsl 3allyCKa CTOXaCTH-
YeCKOro nepexoja MHIMBUAYAJIbHONM KJIIETKU B MHOE
(U3MOJIOTNUECKOE COCTOSIHUE, €CIM YPOBEHb ITPO-
JIYKTa 3KCIIPECCUU TOCTUTAET ITOPOrOBOTO 3HAYECHUS,
IIpU KOTOPOM 3aIlyCKaeTcsl MeXaHU3M Iiepexona. s
KyIbTYp OOJBIIMHCTBA BUAOB OAlIMJII 3aITyCK Tiepe-
X0Jla K CIIOPYJISILIUHU SIBIASIETCSI CTOXaCTUYECKUM U He-
CKOJIBKO PaCTSIHYThIM IO BPEMEHMU, XOTS U SBJISIETCS
peakiiyei Ha OHU U Te ke u3MeHeHus1 cpenbl. C npy-
Toil CTOPOHBI, 3KCOPECCUOHHBIN IIYM MOXET MC-
MMOJb30BaThCsl 1Jisi obOecrneueHus KOOoMNepaTUBHOIO
rnepexoqa ¢ MCHOAb30BaHMEM MEXaHU3MOB UYBCTBaA
KkBopyMa. Kierka, mocTuriiasi moporoBoro ypoBHS
HaKOIIJICHHOTO ITPOAYKTa, BBIIEISIET B CPEdy CUT-
HaJbHBIMA MENTUA, TOT CBSA3BIBAETCS CEHCOPHOM CHU-
CTEMOM JIPYyrux KJIETOK U 3aMyCKaeT KOJJIEKTUBHbBIN
BBIOPOC CUTHaJIa U3 KJIETOK C MOAIIOPOrOBbIM yPOB-
HeM HaKoIJIeHHOTro TIpoaykTa [57, 58]. Bo3MoXHBI 1
JIpyrye cCTpaTeruy MCII0JIb30BaHMs SKCIIPECCUOHHO-
ro myma. Tak, B HECKOJIBKMX paboTax ObljIa ImoKa3a-
Ha posib Hekonupylomux 6S PHK u Rap-6enkos,
OCYIIECTBJISIONIMX TTOJABJICHUE SKCIIPECCUM Ha ITOCT-
TPAaHCKPUIIMOHHOM 3Tarie Ha (DOHE I'eTepOreHHOCTU
akcrpeccuu [59, 60]. ContacHO MaTeMaTUYECKUM MO-
JIeJIsIM, TaKOTO pofa Pery/isaiusi MOXeT IPUBOIUTh K
CTAaOMIM3ALlMM CUHTe3a OEJIKOBBIX TMPOMYKTOB, 3KC-
MPECCUPYIOIIMXCS TEHOB Ha IByX YPOBHSIX — BEICOKOM
1 Hu3KoM. IToka HesiIcHO, HacKOJIbKO Takue 3¢ dek-
Thl MPOSIBISIOTCS B BuUAe MOP(OJOTMYECKU BbIpa-
KEHHBIX aIbTePHATUBHBIX (PEHOTUIIOB UJIU yUaCTBY-
JOT B TIOIJIEP>KaHUU OMCTAOMIBHOCTA MHOTO poa.

Mamepunckuii 3¢hgpexm

JaHHbIi 3¢ deKT HabmomaeTcsd KaK WHEPIIMOH-
HOCTBh ITpU3HAKAa B Py MMOKOJIEHUI 3a cUeT repeaa-
Yy MaTepHajia MaTepPUHCKOTO OpraHu3Ma JIouepHeMy
B BHUE 3arraca MeTabomToB. Kitaccrmaeckum rmpume-
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pOM MaTepHHCKOTO 3(deKra SIBISIIOTCS 3KCIEPU-
MEHTBbI, NPU KOTOPBIX APO30(DUIbI, MPOIICAIINE
LIMKJI pa3BUTUSI Ha OOraToil cpene, OTKIAIbIBAIU
sgiia ¢ OONBIIMM KOJMYECTBOM XKEJITKa, YeM IIPO-
LIeIIe UK Ha GegHOoil cpele, YTO IMIPUBOIUIO K
MOSIBJICHUIO 00Jiee KPYITHBIX TUUYMHOK, U3 KOTOPKIX
MOJIy9aICh MyXU, OTKJIaAbIBaBIIMEe Oojiee KPyIHbIe
saitna. MHepumoHHOe HacjemoBaHUE IIPUCYIIE U
KJIeTKaM Oallijljl, HACJeAyIOIINUM OT POIUTEIbCKOMN
KJIETKM 4acTh ITaTTepHa METWIMPOBaHUS, Myn dep-
MEHTOB U METa0OJIMTHI, pa3baBlisieMbIe B ITOCIIEIYIO-
IIUX OelieHussX. Takoro poja HacleZOBaHUE MOXKET
0Ka3aTbCsd KPUTUYHBIM [JIsI BEDKUBAHUS, €CIIA IPO-
HUCXOOUT Yepe3 TePMUHAIIBHO CIIeLIMAaIU3UPOBAaHHOE
COCTOSIHME KJIeTKU. Tak, COOTHOILIEHHWE BHITOH OT
paHHel U Mo3OHEM CropyIsuuu U 3(PHeKTUBHOCTU
MPOpacTaHUs CIIOP 3aBUCUT OT HAKOIUIEHHBIX B CITO-
pe MeTabonuToB [61], OT KOTOPBIX 3aBUCUT 3P deK-
TUBHOCTb ITPOPACTAHMUSI CITOP.

OEHOMEHOIJIOI'UA

ZKM3HeHHBIN LMK OallJI ¢ HEKOTOPOI Ioyei
YCJIOBHOCTM MOXHO pPa3lIeJUThb Ha ISITh OCHOBHBIX
BUIOB CIieOUAJIM3annn: 1) pocT B BUIE BEreTaTuB-
HBIX INIAHKTOHHBIX KJIETOK, IIPEe00JIaIaloinX B JIora-
pudmMudecKoit Kynbrype; 2) ¢hopMUpoOBaHUE IT0O3[I-
HUX arpeTMpyloliX BereTaTUBHBIX COCTOSIHUIA, Ta-
KMX KaK OMOIUIEHKA, IIPU IIepexoie B CTAlIMOHAPHYIO
¢dazy; 3) oOpazoBaHHE KOMIIETEHTHBIX KJIETOK;
4) cnopynsauus; 5) IporpaMMupyeMasi KJIeTOUHast
CMEpTh — JIM3UC. 3a MCKIIOYCHUEM BEreTaTUBHBIX
ki1eToK (1 1 2) Bce mepeunciieHHbIE BUABI CIICIIMAT-
3allMU SIBJISIFOTCSI TEPMUHAIBHBIMHU, T.€. COCTOSIHUE
KJIETKU HEe MepenaeTcs mo HaciaencTBy. Kaxnomy u3
COCTOSIHUIA COOTBETCTBYET XapaKTEpPHBIM IaTTEpH
9KCHPECCUU TPAHCKPUMIILIMOHHBIX (DAKTOPOB U OIIpe-
JIeJTeHHBIN YPOBEHB UX (pochopunmpoBanust. Beioop
OJHOM W3 MATH MPOTrpaMM OMNpPEAesieTcsl, C OOHOM
CTOPOHBI, HA0OPOM (PaKTOPOB CPEIbI, C IPYTroOit, MO-
KET 3aBMCETh OT B3aMMOJIEMCTBUS KJIETOK. Tak, 60-
ratasi myUTaTesibHasl cpella M OKCUTeHHBIE YCIOBUSI
CITOCOOCTBYIOT POCTY B BETeTaTUBHOI (popMe, aHOK-
CUTEHHBIEC BBI3BIBAIOT JIM3UC, ITOCTMXKEHUE OIIpee-
JIECHHOI MJIOTHOCTHU KJIETOK B KYJIBTYpE IIPUBOIUT K
MOSIBJIICHUIO KOMIIETEHTHBIX KJIETOK, MCTOIICHUE
Ccpenbl 3aIlyCKaeT CHOPYJISIINIO, CTapeHUE KYIbTYPhI
3arryckaeT ¢oopMupoBaHHUe OMorIieHKH. BeIOop cTpa-
TETUM OCYIIECTBJISIETCS IIPU ITOMOIIM BHYTPUKIIE-
TOUHBIX CUTHAJIOB, BKIIOYAIOIIMX KaCKaIbl peaKIInii
dochopunmpoBaHUs, TPOTCOTUTHIECCKOTO paCIIeH-
JIEHUSI, BBIKIIOYEHUS/BKIIIOUEHUSI TPYMIT IIPOMOTO-
poB. OMHOBpPEMEHHO B BEIOOPE ITYyTH YJaCTBYIOT CEK-
peTOpHBIC MENTUIbI, UTPaAOIIre Poab (hepOMOHOB,
KOTOpBIE TI0 MEXaHM3MYy “dyBCcTBa KBOpyMma” 3aryc-
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KalOoT MEepexod B CIIELHMAIM3HUPOBAHHOE COCTOSHHE
3HAYUTEIbHON YacTU KyJIbTyphl. KapTra OCHOBHBIX
3JIEMEHTOB CUTHAJIBHON CETH, OCYIIECTBISIOIICH
BBIOOp CTpaTerny CrelMaaIn3aiy KJIeTOK, IpHUBeaeHa
B psae 0030poB, HarpuMep [62], 1 paccMOTpeHa Kak
MareMaThudecKast MOIeNIb IMHAMUYECKOM CUCTEMEI [63,
64]. OcHOBHBIE 3JIEMEHTHI CETU “TIPUHATHS peLleHnin”
XOpOLLIO OXapaKTepu30BaHbI [63], KaK 1 MeXaHU3MbI
noaaepKaHus (pyHKIMOHMPOBAHMSI IUIAHKTOHHBIX
KJIETOK, 3aIycKa CIIOPY/ISILINM, KOMIIETCHTHOCTH, JIM-
31ca, B TO BpeMsI KaK B MeXaHU3MaxX (pOpMUPOBaHMSI ar-
PETUPOBAHHBIX CTPYKTYP OCTAeTCsSI MHOIO HESICHOTO.
3nech MBI He OyIeM KacaThesl AeTaneit MexaHn3Ma KaxK-
JIOTO M3 MPOLIECCOB, a JaIUM JIUIIIb KPAaTKyIO XapakKTe-
PUCTUKY, IPUBEASI CCHUIKA HAa COOTBETCTBYIOIINE 00-
30pBbl.

Ha puc. 1 nmpuBeneHa ynpoIliieHHas cxeMa B3au-
MOJIeICTBUIT KIIETOUHBIX U BHEKJIETOYHBIX MEXaHU3-
MOB, OTBeUalolas 3a pelieHre O Iepexoe KJISTKN Ha
TOT WJI MTHOM MyTh CIIeAIN3aLMI. DTa cCXeMa — KOM-
MLV HA OCHOBAHWM MHOTOYMCIICHHBIX MCCIIEIOBA-
HUIA, cleIaHHBIX Ha TUIIOBOM IUTaMMe B. subtilis 168.
®dparMeHTbI pacCMOTPEHBI B MHOTOYMCIEHHBIX 0030~
pax ¥ mpu OOCYKICHUM TaHHBIX MOACIUPOBAHUS U
3KCHEPUMEHTAILHBIX padort [1, 63, 65]. B ocHOBHOI1
CXeMe€ CETU CUTHAIbHBIX B3aUMOIEHCTBUI MOXKHO
BBIIEJIUTH YEeThIPE OCHOBHBIX OJIOKA TTePEKITI0YacMbIX
COCTOSIHMIA: 1) COCTOSTHUE TUIAHKTOHHBIX MOIBVKHBIX
KJIETOK, IUISI KOTOPOTO XapaKTepeH AKTUBHBINA TpaH-
CKpMITIIMOHHBII perpeccop SinR; 2) cocrosiHue
OGUOITUICHKH, XapaKTepu3ylolleecss YMepeHHbIM YPOB-
HeM s3Kcripeccnn 1 dochopunuposanusg Spol0A n
AKTUBUPOBAHHBIM TPAHCKPUITLIMOHHBIM PETryJISITO-
poM DegU; 3) KoOMIEeTeHTHOE COCTOSTHIE — BBICOKUIA
YPOBEHb TpaHCKPUILIMOHHOTO aktuBatopa ComkK;
4) cocTosTHME Tepexola K CHOPYJISLUUA, KOTOPOMY
COOTBETCTBYET MAKCUMAJIBHBIN YPOBEHb AKTUBHOCTU
Spo0A. D1t yeThIpe BKIIOUYEHHBIX COCTOSHUS OBLIN
MOIpOOHO ONMMCAaHbl Ha TUMIOBOM InTamMmme B. subtilis
168, oHU CBSI3aHBI MeXXIY COOOI AHTATOHUCTUYECKOM
perynsipeil Ha ypoBHE TPAHCKPUIILIMU, ITOCTTPaH-
CKPUITIIMOHHBIX IIPOIIeCCcax ¥ MeXKKJISTOUYHOM CUTHA-
mmzanun. Jlajgee OymyT IIpeacTaBieHBl BCe BHISIBIICH-
HbIEe MEXaHU3MbI, OTBEYAIOIIME 32 OMCTAOUIBLHOCTD B
KyJbType OaKTepUalbHBLIX KJIETOK, a TaKXe IaHa
00o01Iaronag cxema.

Ilrankmonnoe cocmositue: ObICTPO ACSIINECS 10~
JBIDKHBIE KJIETKM, XapaKTepU3yIOTCsI BHICOKOM aKTUB-
HOCTBIO SinR — TpaHCKpUITIIMOHHOIO perpeccopa C
IIMPOKHUM KPYTOM ILICHOTPOIMHBIX MEXKOSTKOBBIX B3a-
MMOJIEUCTBUI, OCYLLIECTBIISIIOIIETO B BETE€TaTUBHBIX
KJIETKax PEINpecCcUi0 T'€HOB MHOTUX PEeryJIsITOPHBIX
0€eJIKOB, B TOM YMCJIE HECKOJIbKUX G-CyObEIMHUIL U
Ipyrux (pakToOpoB TPAHCKPUIILIMM, YIACTBYIOIINX B
rnepexoae KJIeTOK B CIIELMAIM3UPOBAHHBIE COCTOSI-
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HUSI WIMX OIIOCPEIOBAaHHYIO MX HHaKTWBauuio. B
IUIAaHKTOHHBIX KJIeTKax 3a cueT 3(OEeKTUBHOM TpaH-
CKPUITIIHNHU, OCYIIECTBIIsIeMOii GD, IIPONCXOIUT 3KC-
Mpeccusi TCHOB aBTOJIM3a, YYAaCTBYIOLIUX B pas3ese-
HUU 1IeTI0YeK KJIETOK, OTIEPOHOB, OTBETCTBEHHBIX 32
dopMHUpOBaHUE KITYTUKOB 1 XeMoTakcuc. Perpeccust
KOHKYPUPYIOIIMX FT€HOB, B TOM yucie sigH, v niernovka
OEIKOBBIX B3aMMOIEMCTBUIA, MPEISITCTBYIOLIMX (DOC-
doprwmpoBaHnio (GakTopoB TpaHcKpurmuu DegU,
Spo0A, ComK, cmocoOCTBYIOT cCOXpaHEHUIO TUIaHK-
TOHHOTO COCTOSIHUS B psiiy MokKoJieHuii. [Tpy moBbi-
IIEHUU TJIOTHOCTHU KYJIbTYPBI U UCTOIIECHUU CPEIbl
MOSIBJISIETCS TEHACHIIMS K MOIaBJICHUIO aKTUBHOCTHU
peripeccopa SinR 3a cueT 3Kcrpeccun KOHKYPHPYIO-
mmx reHoB. OOBIYHO HETIOCPENCTBEHHBIM (DAKTOPOM,
BBIKJTIOYAIOIINM aKTUBHOCTb SinR, sIBisteTcss akTuBa-
uyst reHa sind, IpoayKT KOTOPOro oopasyeT HeaKTHB-
HBII KoMILIeKe ¢ SinR, cHuUMas pernpeccuro ¢ ero aHTa-
TOHUCTOB, B TOM UMcJie abrB, aKkcnpeccusi KOTOPBIX B
JaJIbHEHIIIEM TIPEISITCTBYET ero CMHTe3y. Tak Kak sinl
9KCIPECCUPYETCs OYE€Hb HEOTHOPOIHO, MEpPEexon B
HOBO€ COCTOSIHME OKa3bIBAETCSI CTOXACTUUECKUM.

buonnenxa. Ilpu nepexone B CTallMOHAPHYIO CTa-
IO B KUIKOU cpeie U TPpU pOCTe Ha MOBEPXHOCTU
cyocTparta MPOMCXOAUT U3MEHEHHE MOpP(OJJOoruu
KJIETOK OallvjII U 3aImycKaeTcs Tpoliecc (opMHUpOBa-
HUs OnoruteHKW. KIIeTKi CoMImaroTcs, TepsIioT XKTyTH -
KH, (OPMUPYETCS] MEKKIETOYHBIIA MAaTPUKC — TIellb,
KapKac KOTOPOI'O COCTOUT MPEUMYILECTBEHHO U3 BO-
JIOKOH 3K30ITI0JIMCaXapUJIOB U CBS3YIOIIETO aMUJIO-
uaHoro oenka TasA, 3assKOPEHHOTO Ha MOBEPXHOCTU
KJIETOYHBIX CTEHOK TMpu TIoMolnu Oenka TapA.
Buemnue gaxkTopsl, 3amyckarmonie GopMupoBaHue
OUOIIJIEHKH, — YaCTUYHOE MCTOILIEHHUE Cpelbl, KOH-
TaKT KIJIIETOK, TOPMOXEHUE XKTYTUKOB, HAKOIUICHUE
KaTabGoJUTOB B cpele. B oTimune oT Criopyisiiuu,
KOMIIETEHTHOCTA U JIM3MCAa BEreTaTUBHBIE KJIETKU
OVOIJIEHKU He SIBJISIIOTCSI TEPMUHATBHBIM COCTOSIHU-
€M, a BOCITPOU3BOMISATCS B psily TIOKOJICHUI, a Takxke
MOTYT TIEPEXOIUTh B COCTOSTHUE KOMIIETEHTHOCTU WJIN
CIIOpPYIMPOBaTh. 3aITyCK COCTOSIHUSI OMOTUIEHKU CBSI-
3aH ¢ aktuBanmeil DegU. @opMupoBaHre GUOTIICHKI

MIPOMCXOOUT Ha (POHE OIPEIeIEHHOTO YPOBHS aKTHUB-
HocT Spo0A, TakKe y4acTBYIOIIETO B CHOPYJISILIMU.
BuorieHka He sBsieTCsl pABHOMEPHOM, 1 CyILIeCTBYET
HECKOJIBKO KaTeropuii pacTylIuX U ITOKOSIIUXCS KJie-
TOK OMOIIJICHKM C pa3IndyHOI crienmuanm3anuein [1,
66]. DegU — TpaHCKpUMNLIMOHHBII (DAKTOP, SIBIISIETCS
2JIEMEHTOM JIBYXKOMIIOHEHTHOM cHcTeMbl (ocdo-
punupoBaHus kuHa3 DegU—DegS, koTopasi akTUBU -
pyeTcs 3a CUET CUTHaJIa ITOAaBJIE€HHOIO (DYHKIIMOHM-
pOBaHMS KTYTUKOB, depe3 O0emok DegQ. Camo co-
CTOSTHME OMOIUICHK!, BUIVMO, ITONASPKMBACTCS HE
TOJBKO METJeH aBTOKaTaIUTU4YeCKOTo (pochopuiim-
pOBaHUS. DTO MOXHO MPEANOJ0XUTh, UCXOIs U3 TO-
ro, 4YTO TPYIAHO MNPEICTABATb MEXAHU3M IIepeladyu
CTPOTIO OIIpeNecICHHOIO YPOBHSI CUTHAJIA B PSIIY I1O-
KOJICHU BOCIIPOU3BOISIIMXCS B OMOIICHKE KJIETOK,
MOCKOJIBKY YPOBEHb TPAHCKPUIILIUU U TPaHCISILIUU
MoABEpKEH KoJicOaHUSIM, B TO BpeMsI KaK CTaOUJIb-
HOCTb HACJIEAyeMOIO COCTOSIHMSI CaMOaKTHBaIlUU
depMeHTa 3aBUCHUT OT TOHKOro OajlaHca CUHTE3a U
Jerpagaluu. YpoBeHb TPAHCKPUIILIMU U TPAHCISIIUA
MOABEPXEH KOJIEOAHUSIM Y TPYOHO NPEANOJIOXUTh
MIOJIHYIO CTaOMJIBHOCTHb HACJIEAYyeMOTO COCTOSHUS
caMoOaKTUBaLMKM (epMeHTa, KOTOpOe 3aBUCUT OT
TOHKOTO OajlaHca CUHTe3a W Aerpagauuu. MoxHO
MPEANOJIOXUTh, UTO cTaduIu3auus 1uddepeHupo-
BaHHOTO COCTOSIHUSI KJIETOK OWOIJICHKHU SIBISETCS
MHorogakTopHoi. KieTku 6MoIuIeHKY OoaBEPraroTCs
OoTOOpY 3a cYeT “KaHHUOAJIUCTUYECKOTrO TOBEAEHUS”
OoJbIIMHCTBA TUPPEPEHIIUPOBAHHBIX KJIETOK, T.€. He-
g depeHIMPOBAaHHBIE KJISTKU ITIOIBEPraloTCs BO3-
JIEVCTBUIO TOKCUHOB, BBIIEISIEMbBIX KJIETKAMU B Tu-
depeHpoBaHHOM cocTostHnu [1]. UmMMobumm3oBaH-
Hasg KJeTka IIpu JeauddepeHUIUpOBKe I0JIydaeT
CUTHAJI O HapylIeHUU (PyHKIINHN XKTYTUKOB Yepe3 Swr
OenKM, TIPENITCTBYIOMNNA IedochopInpOBaHIIO
DegU. IlocrenneHHO HAKAIUIMBAIOTCSI CBEICHUSI, YTO
caM KOHTAaKT C IPYTMMHU KJIETKaMU U MAaTPUKCOM SIB-
JISIETCS CEHCOPHBIM CHUTHAJIOM, CTaOMJIM3UPYIOLIUM
muddepeHLMpoBaHHOE cocTossHue [67]. B mocien-
Hee BpeMs MOSBWINCH HEKOTOPHIE IIPEIIIOIOXKI-

Puc. 1. BzanmoneiicTBrsi CUTHAJIBHOI CUCTEMBI KJIIETOK GAIlMILT, OTBETCTBEHHO 32 OCHOBHBIE TUITBI BKITIOUaeMoit nuddepeH-
nrauuu. OBasibl 0003HAa4YalOT OEJIKOBbIE 2JIEMEHTBI, IPSIMOYTOJbHUKY — 3KCIpeccupyemble onepoHbl. CTpeaku 0603Ha4yaoT
HETMOCPEICTBEHHOE U ONOCPEJOBAHHOE BO3IEHCTBME aKTUBHOCTYU OIHOTO OEJIKOBOTO 3JIEMEHTA Ha aKTUBHOCTB APYTUX CTPYK-
Typ 6e3 pa3nuusi TPaHCKPUITIIMOHHBIX U MTOCTTPAHCKPUTIIIMOHHBIX 3(P(dEKTOB, T.€. BKIIOYAIOT aKTUBAIUIO TPAHCKPUIIITNH,
crabunusauuio MPHK, npenoxpanenue ot nmporeosnusa, aktuBaurMoHHoe ¢ochopunupoBanue u ap. JIMHUS ¢ TepeMbIuKOi
00603HavYaeT UHTMOMPOBaHME WM NHAKTUBALIUIO 3JIEMEHTa CUTHAJIBHOM ceTu. OpaHXeBbIM OBaJIOM C COOTBETCTBYIOIIMM HO-
MEpOM BBIZIEJICHBI OCOGEHHO BaXHBIE 3JIEMEHTBI CUTHAJILHOI CETH, CITOCOOHBIE aBTOHOMHO TIOIEPKUBATh alIbTePHATUBHBIC
COCTOSIHUSI OucTabMWIbHOCTU. OO03HAUCHBI YEThIPE LIEHTPa OUCTAOMIBHOCTU: | — TPAaHCKPUITLIMOHHBIN perpeccop SinR, oT-
BETCTBEHHBI! 32 yAepXKaHUE COCTOSIHUS IJITAHKTOHHBIX KJIETOK; 2 — TPAaHCKPUIMIIMOHHBII akTBaTop DegU, B akTMBHOM hoc-
(bopuIMpPOBaHHOM COCTOSITHUU TTOIIEPXKUBAIONIN (hOpMUpOBaHUE OMOIICHKU U pOeHUe; 3 — TPAaHCKPUIIIITMOHHBII aKTUBa-
top ComK, nopnepxusaoliiuii GopMUpoBaHUE KOMIIETEHTHOIO COCTOSIHUST; 4 — TPAHCKPUITIMOHHBII akTuBaTOp Spo0A, oT-
BETCTBEHHBI! 3a CIIOPYJISILUIO U YYaCTBYIOUIUI B MOAACPKaHUM OUOITIEHKU. Po30BEIil (OH — KJIeTKa; 3JIEMEHTHl B HEM —
B3aUMOIIEHCTBUS BHYTPU KJIIETKU. DJIEMEHTHI BHE PO30BOTO (hoHA 0603HAUAIOT (DaKTOPHl BHEKJIETOYHOM CUTHAIM3AIINY, OT-

BCTCTBCHHBIC 3a KOJJICKTUBHOC ITOBEICHUE.

TEHETUMKA Ttom 58 Nel 2022
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TeJIbHBIE JaHHBIE O BO3MOXHOI POJIU METHIMPOBa-
HUS B ITOLJEPXKaHUY CTa0MILHOCTY OMOIIIEHKH [68].

Komnemenmnoe  cocmosHue — XapaKTepu3yeTcs
OCTAaHOBKOM AeJleHnst U (hOPMUPOBAHUEM CITCLINATb-
HBIX Mexann3MoB 3axBaTta JJHK u3 cpenswl. ITocne He-
KOTOPOT'O BPEMEHU COCTOSIHE KOMIICTEHTHOCTU 3a-
KaHYMBAETCSI ¢ BOCCTAHOBJICHUEM CTaTyca BEreTaTHB-
HOI KJIETKU Y MOCeAYIOIINM IeJIeHueM. MexaHu3m
dopMUpOBaHUS COCTOSIHUSI €CTECTBEHHOI KOoMIIe-
TEHTHOCTH JOCTATOYHO KOHCEPBATUBEH JIJISI TPAMITIO-
JIOKUTENBHBIX OaKTepuii W, BUINMO, CBOWMCTBEH
BCeM BUIaM 6anuiui [69], TeM He MeHee B OTJIMYKE OT
JlabopaTtopHoro mramma B. subtilis 168 tmipupomHbie
U30JISITHI PEIKO MPOSIBIISTIOT KOMIIETEHTHOE COCTOSTHUE,
BEPOSITHO BCJICNICTBUE TOTO, YTO T€HBI, OTBETCTBEHHbIC
3a ero 3amyck u (hOpMHMpPOBAHUE, BHIKIIOYEHBI Yepes
caiileHCUHT 3a cyeT Menkux Hekoaupymomx PHK u
METUJIMPOBaHUS. B HEKOTOPHIX Clydasx 3aIyCcK KOM-
METEHTHOTO COCTOSTHUSI MOXKET OBITh OCYIIECTBJICH 3a
CUET CYIEePIKCIIPECCUM PETyJISITOPHBIX OEIKOB, Ta-
kux Kak ComK [70]. B uramme B. subtilis 168 3amyck
COCTOSTHUSI KOMIIETEHTHOCTU TIPOUCXOIUT TIPU JO-
CTUKEHUM KIIETKAMM PaCTyIIeil KyJIbTyphbl ompeme-
JIEHHOM TUIOTHOCTHU. 3aIlyCK MACT 4Yepe3 BHEIIHMIA
CUTHAIl — ceKpeTupyeMblii mentus ComX, KOTOPHI,
CBSI3BIBASICh ¢ MeMOpaHHBIM penentopoM ComA, 3a-
MMyCcKaeT KacKaj peaKluii, MPUBOASIIINI K aKTHUBa-
oy reHa pakropa TpaHckpumin ComK, KoTopsrit
SIBJISIETCSI COOCTBEHHBIM aKTUBATOPOM, M TEM CAMBIM
obecrieunBaeTcs NoaaepkaHue cocTostHus. Kietku
MepecTaloT IBUTAaThCSI 1 B MeMOpaHe M3 MPOIYKTOB
TeHOB, 3KCIIpeccupyeMbix Ton KoHTpojemM ComK,
dopmmpyercss cucrema 3axpata JAHK u3 cpensr.
MeMOpaHHBIi 3KeropT “depoMona” ComX B cpeny
TaK>Ke aKTUBUPYETCS TeM 3Ke KacKamoM. DTo obecrie-
YUBaeT KOOPAWHUPOBAHHBIN MepexXol B KOMITETEHT-
HOE COCTOSTHUE 3HAYUTETLHOM YacTH ITONYJISILIMY 6a-
LWL

Cnopyaayus, HeoOpaTuMasl CIleIMaJIM3alus,
MpeACTaBIsIeT CO00I HepaBHOE IEeJICHUE, IIPU KOTOPOM
MEHBIIAsT YacTh [IEJSIIECHCS KIIETKU, TIOrpyxKasicCh
BHYTPb, IIPEBPAIACTCSI B MOKOSIIYIOCS 9HIOCIIOPY, a
MaTepWHCKAs YacThb KJIIETKM, ITOCIIOCOOCTBOBAB (hop-
MUPOBAHUIO CIIOPHI, oTMUpaeT. CHOpyJIsIiyst — caMblid
M3BECTHBIN 1 TTOAPOOHO M3YYEeHHBIN ciaydai nudde-
peHLMaunu KieTku. [Tpoliecc Cropynsiuy BKITI0Ya-
eT B ce0s1 nnddepeHIINATBHYIO CUCTEMY SKCITPECCUN
npnomm3nTeabHo 500 TeHOB U CIIOXHYIO CETh CUTHA-
JIoB, paboTamomux auddepeHInaTbHO B MaTepUH-
CKOM KJIeTKe U TIpoctiope. CIopynsiius 3amycKaeTcst
MaKCHUMaJIbHO BBICOKUM YpOBHEM ¢ochoprimmpoBa-
Hus akTopa TpaHckpunuuu Spo0A, 1O0CTUraemMoro
3a CYET HECKONBKHMX B3aMMHO (HOCcHOpHINPYIOIINX
KrHa3. B xome cnopynsiiiy Ha paHHeEil CTaguu OT-
KJTIOUAIOTCS BCE OCTaIbHBIE CUCTeMBI T depeHna-

LIMU U 3aITyCKAIOTCS CIOPYISILIMOHHBIE CUTMa-(haKTo-
PBI B COOTBETCTBYIOILINX KOMITAPTMEHTAaX CIIOPYJINPY-
omeil KiaeTku. [1oapoOGHO MeXaHW3M CIIOPYJISIIAN
6alMIT pacCMOTPEH B MHOTOUYMCIIEHHBIX 0030pax
[71, 72].

Asmoauz. B yCIOBHUSIX pe3KOTO TOJIOOAHUST WU
TUIOXOM a3paly cpeabl y OOJMBIIMHCTBA OalMILT 3a-
ITyCKaeTCsl MEXaHMU3M MacCOBOIO CaAMOYOUIiCTBa, B BU-
JIe TIPOAYKIIUY aBTONM3WHA TUAPOIU3YIOLIETO MeITH-
JOTIMKAH KJIETOYHOM CTeHKU. 3amycK CaMOIIPOM3-
BOJIBHOTO JIM3MCA CBSI3aH C MOHKEeHNEM YpOBHSI AT®
B KJIETKe W JAeNoNigpu3allieil LUTOIUIa3MaTHIeCKOI
MeMOpaHbl. ABTOJIN3 MAET IIPU aKTUBHOI 3KCIPeCCUn
skf- 1 sdp-o1iepoHOB Ha (pOHE MOBBILIEHUS aKTUBHO-
ctu SinR. B murepaTtype aBTonm3 6anmir paccMaTph-
BaeTCd KaK BApUAHT aJIbTPYUCTUYECKOTO TTOBEICHUS,
CIOCOOCTBYIOIIETO BBIKMBAHUIO HEKOTOPBIX KJIETOK
B YCJIOBUSIX MCTOILIEHHOM cpennl [73].

CymniecTBOBaHNE aHAJIOTUYHOM cxeMBI TuddepeH-
LIMAIMN TIPeAroaaraeTcs st OOJbIIMHCTBA BUAOB PO-
nma Bacillus. Tem He MeHee TTOJTHOTO MCCJICIOBAHUS CH-
CTEMBbI B3aMMOAEHCTBUIA, aHAJIOTUYHOI TTOCTPOEHHOM
1711 B. subtilis 168, HET HU [IJ11 OMHOTO IPYroro IraMMma.
B T0 Xe BpeMs1 paboTHI 110 TPAaHCKPUNITOMUKE 1 IIPO-
TEOMUKE APYTUX BHUAOB IIOKA3bIBAIOT, YTO MHATTEPH
DKCIPECCUN OPTOJIOrOB U ITApaJIOrOB KIIIOUEBHIX T'e-
HOB, OTBETCTBEHHBIX 32 PETYJISIIIAI0 OCHOBHBIX (hOpM
XKM3HEHHOTO UKJIA, B IIPUHIIAIIE COOTBETCTBYET Ta-
KOBOMY, KOTOPBIN XapakTepeH must B. subtilis [74].
st rpynmel B. cereus eCTh XapaKTePUCTUKU OTAEIb-
HBIX (pparMeHTOB 1IETIOYEeK B3aMMOACUCTBUIA, a IS
JOPYTUX rpyInn 6aluLIl CYyLIECTBYIOT TOJABKO (heHOMeE-
HOJIOTUYECKIE OIMCAaHUS IIpoliecca (hopMUpOBaHUSI
owmorieHku [74, 75].

Poenue (swarming) mpencraBisieT coOOI COIVIaco-
BaHHOE TIepeABIDKEHNE KIIETOK OAaKTepUid, COeIMHEH-
HBIX MEXIy COOOM CnelMalbHBIMM TTHIIMHU. PoeHne
CBOMCTBEHHO TIOYTH BCeM IITaMMaM pona Bacillus, HO
He HaOmomaeTcsd Ha CTaHIAPTHOM J1abOpaTOpPHOM
wraMMe B. subtilis 168. AHamu3 Ipyrux IITAMMOB ITOKa-
3BIBAaCT ITPOMEXKYTOUYHBIN YpOBeHB (hochopmmpona-
ausa DegU Ha doHe 3(PeKTUBHOI SKCITPECCUN TEHOB
XKTYTUKOB M XeMOTaKcuca I1o1 KOHTpoJieM 6D.

JIas1 6aIm Takske XapakKTepHO CUMHXPOHHOE BhI-
JIeJIeHe HEKOTOPHIX (hePMEHTOB, MUTMEHTOB U IPY-
TMX BTOPUYHBIX MeTaboauUTOB. B ciyyae mosiBneHust
TaKOTO pojia OMCTAOMILHOCTH OBIJIO ITOKAa3aHO, YTO
COCTOSTHUSI OMCTAOMIBHOCTH 3KCIIPECCUU MO Kpaii-
HEll Mepe YaCTUYHO KOHTPOJUPYIOTCS YPOBHEM Op-
toJioroB SinR, Hanpumep [76]. UHTEpECHO, YTO 3KC-
npeccust 0eJIKOB BHYTPUKIICTOYHBIX BKITIOUCHUIA, Ta-
KX KaK KpUCTauimdeckue Oenku B. thuringiensis,
MOXXeT OBITh KoHTpoarupyeMa SinR 1 Spo0A cocTtostHI-
SIMM WJTA He3aBHUCHMA OT KM3HEHHBIX cTanuii [77, 78].
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Dazosvie eapuayuu. [Ipyu pocTe B 3KCIOHEHIIM-
aJIbHOI KYyJIbType, HauMHasl ¢ MO3AHel J1ar-gasbl, y
MHOTHMX 0aKTepuii ¢ BEBICOKOI 9acTOTOI HaOJIIomaer-
Cs TIepeXol YaCcTH KJIETOK MEXIy OBYMS WIM Oojee
(EHOTUITNYESCKUMU COCTOSTHUSIMU C YaCTUIHOM WA
MOJIHOM MHAKTUBALIME MHOTHX JIOKYCOB. JIJIsT Garmiut
IOKa HET SICHOCTA C MeXaHM3MaMHi (pOpMHPOBaHMS
¢a30BbIX BapnaHTOB. TeM He MeHee B 3KCIIEPUMEHTax
10 ITOTOYHOM ITMTOMETPUH OBUIO ITOKA3aHO, YTO JIMHNU
(a30BBIX BapHAHTOB JIECHCTBUTEJIBHO CYIIECTBYIOT U
MPEICTABIISIIOT CO0O0I HaciemyeMble (PeHOTUITMIECKIE
coctostHUSA [24]. CnenyeT OTMETUTD, YTO B HEKOTOPKIX
paboTax “da3oBEIMM BapHallsIMA~ HA3BIBAIOTCS JTIO-
Oble SMMUTICHETUYECKIE TIEPEKITIOUCHISI.

Knemku-nepcucmepst. KiieTK-TiepcucTephl IIpe/-
CTaBJISIIOT cO00M (POPMEI ¢ KpaiiHe MeIJICHHBIM PO-
CTOM, Y KOTOPBIX 3aTOPMOXKEHO pa3BUTHUE IIOUTHU BCEX
KJIETOYHBIX (DYHKIIMIA, 00/1aJa0IIX YCTOMIYUBOCTHIO
KO MHOTHMM CTPECCOBBIM (paKTopaM, TeMIleparype,
AHTUOMOTHUKAM, TTOBBIIIEHHBIM KOHIICHTPALUSIM JIe-
tepreHToB U np. I[Ipu cHATMM cTpecca BbDKUBIIINE
KJIETKH-TIEPCUCTEPHI IIPOPACTAIOT B OOBIYHBIE KOJIO-
HUUM BEreTaTUBHBIX KJIETOK, TCHETUYECKU WUICHTUY-
HBIX MCXOmHOMY mTamMMy. OHU ObUIM OOHApPYKEHBI
yxe 80 JIeT Ha3am y IIMPOKOTO Kpyra 6akrepuii. 1o
HeJaBHEro BpeMEHU ObLII0 HEBO3MOXHO HU U3YyYUTh
MeXaHU3M X (OPMUPOBAHUS, HU BBISICHUTD, IIPE/I-
CTaBJISIIOT JIM OHM HAacJIeAyeMoe SIIMICHETUYECKOe
COCTOSTHME MJIA TEpMUHAIBHbBII BapUaHT CIICIaIN3a-
1K KjIeTku [79]. B kynbTypax 6aiusul KIeTKU-Tmepcu-
cTepbl 00pa3yloTCsa ¢ HU3KOI yacToToii (ropsinka 107°)
[80, 81]. ITockonmbKy KIIETOK-TIEPCHUCTEPOB KpaitHe Ma-
JIO, @ X POCT COITPOBOXKIAETCSI OBICTPHIM IEPEKITIoue-
HUEM B IIpOrpaMMy OOBIYHOM BETeTaTUBHOM KJIETKMU,
UX TPYAHO BBIAEIUTDH B TOCTATOUYHOM KOJIMYECTBE IS
LIATOJIOTMYECKOTO ¥ MOJIEKYJISIPHO-OMOJIOTUYECKOTO
ucciaenoBaHusi. OTHOCUTEJILHO HEOAaBHO 3a CYET
MUKPOQDIIIOUIHOIO aHAIM3a MHIVBUIYAIbLHBIX KJIe-
TOK-TIEPCUCTEPOB HECKOJIBKMX BUIOB OaKTepWii, B
TOM umcne U B. subtilis, ymanoch moka3aTh Iepegaqy
ITaHHOTO (DEeHOTUIIAa B HECKOJILKUX ITOKOJIEHUSIX [82].
MexaHu3M o6pa3oBaHus U oaAepKaHus peHOTHITA
MIEPCUCTEPOB HESICEH, XOTsSI KOCBEHHBIE JAaHHBIE 10
nepcucrtepam E. coli n Salmonella enterica naiot Bo3-
MOXHOCTb HPEANOI0KUTh CTOXaCTUIECKOE METUIIM-
pOBaHME MHOTMX TeHOMHBIX JIOKYCOB IIp1 (pOpMUPO-
BaHMU KJIETKU-TIEPCUCTEPa, MOCKOJIbKY HOKAyT He-
KOTOPBIX TEHOB METUJ1a3 MPUBOIWII K IIPEKPaIIeHIIO
MOSIBJIEHUS IEPCUCTEPOB B KyJIbType [68]. Mccaeno-
BaHMe OMOMMOTEeK MyTaHTOB E. coli ¢ 11e71bI0 BEISIBUTH
IITaMMBI C BEICOKOM YacTOTOM 00pa30BaHUS IEPCH-
CTEpPOB OOHAPYKMBAET KJIOHBI, B KOTOPBIX MHAKTU-
BHUPOBaHBI OYCHb Pa3IMIHbIE TEHHI C IJIEHOTPOITHBI-
MU IPOSIBACHUSIMU, B HEKOTOPBIX CIIy4dasiXx HeXKM3HEe-
CITOCOOHEBIE 0¢3 KOMIIEHCATOPHBIX MyTannit [83].
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L-gpopmer. TlpencraBisior coOOi MITaMMBI OaKTe-
pUii, JIMILIEHHBbIE HOPMAJIBHON KJIETOYHON CTEHKU,
¢GOpMBI M PETyISIpHOIT OpraHU3al 3JEMEHTOB 1IM-
TOCKEJIeTa, pacTyllre 3a CYET CIIOHTAHHOTO OTIIOYKO-
BBIBAaHMSI HEPETySIPHBIX BHIITYMBaHU. L-opMbl
B. subtilis BOCTIpOM3BOISTCS KaK YCTOMUMBOE SITUTEHE-
THYECKOE COCTOSTHHE Oarogapsi TOMY, YTO It (hOpMU-
pOBaHMS HOPMAJIPHON IMaJIOUKOOOpa3HOM KIIETKU C
HOPMAaJIbHOM KJIETOYHOI CTEHKOM HeoOXxoaruMa UMMO-
OMJIM3alMsI MPOTOIIACTa BHYTPU PACTYIIEH KIIETOY-
HOIi CTEHKM, XOTSI caMa I10 ce0e MeNTUI0INIMKaHOBast
000JI0YKa MOXET OBITh C(OOPMHUPOBAHA Oe3 3aTpaBKH
IIJTSI pocTa B BUIIE MaTpULIbI TleNTuAoIMKaHa [84, 85].

Cmapenue kaemok 6ayusn. Kak yxe ObLIO cKa3a-
HO, BereTaTWBHAag OalMJUIApHAs KJETKa HACAUTCS
CUMMETPUYHO TIEPETSKKON IMocepeIrHe C ydacTeM
Z-xonbla, oopasyst MOp(MOJIOTUYECKN UIEHTUYHBIE
IodepHUe KJIETKU. TeM He MeHee B 0Opa3yIolIxcs
KJIETKaX MOXHO BBIACIUTh pa3inyaroliyecs moJjoca,
COOTBETCTBYIOIINE TIePETSKKE OoJiee CTaporo u 60-
Jiee HOBoroO neneHus. [1pu KaxkaoM HOBOM JieJICHUU
OIVH KOHeIl 0aKTepUaIbHOM MaJIOYKOBUIHOMN KIIEeT-
KU OKa3bIBaeTCsl MPOIYKTOM MOCJEIHETo AeJACHUS, a
JIPYTOi COOTBETCTBYET CTPYKTYpE, MONYYUBIIEiicda B
pe3yJibTaTe NeJIeHUsI HeCKOJIbKO TMOKOJICHUI Ha3ajl.
COOTBETCTBEHHO KaXI0i1 KIeTKe MOXKXHO MPUITUCATh
perTuHT Bo3pacrta. OTcieXXUBaHUE CYIbOBI TTOTOM-
KOB CTapbIX KJIETOK B. subtilis TOKa3bIBaEeT, UYTO OHU
00pa3yloT CyOHOITYISIIUI0 C 3aMETHO CHMXKEHHOI
CKOpOCTHIO pocTa [86, 87]. Bo3MOXHO, B HEKOTOPBIX
YCIOBUSIX 3((HEKTUBHOCTD CITOPYJISILIAN KOPPETUPY-
eT ¢ Bo3pacToM KjieTKU [87]. PaboThl, cienaHHbBIE HA
E. coli, moka3anu, 94To CTapeIOLINii KOHEeIl KJIETKM aK-
TUBHO HaKaIUIMBAET arperaThl HeIpaBUJILHO CBEPHY-
TBIX M YACTUYHO AerpagupoBaBilnx 0enkos [88, 89].
MOXHO TIpenIoIoXNUTh, YTO HEKOTOpbIE amarTHB-
HBIe MEXaHU3MBI, TaKile KaK oOpa3oBaHMWE MUHHU-
KJ1eToK E. coli n criopyisitivst 0alinii, MO3BOJISIIOT U3-
6aBUTBLCS OT TAKOrO poAa CTPYKTYpPHOIl Hacien-
crBeHHOCTH [90]. AHaornyHbIe IpUMEPHI HAKOTLIe-
HUA 6a/UIaCTHOrO MaTepuajia B CTapbIX CTPYKTypax
COMBI JJII MULIEJIMATbHBIX TPUOOB U APOXKE UMe-
10T JJTUTEJIbHYIO UCTOpUIO u3ydeHus [91, 92].

OO0111ee KOIUYECTBO MPOSIBJICHUM OMCTaOMIIBHO-
CTH B KYJIbTYyp€ KJIETOK OallJIJI OTPOMHO 1 BapbUPYET
OT IITaMMa, YCJIOBUI M XapaKTePUCTUK KYJIbTYpHI.
Mpul npemiaraeM JIMINL KPaTKYK CXEMY, YACTUYHO
KOMITWJIMPYIOLIYIO M3JIOXKEHHBIE BbIIIE TIPEACTaBIIC-
HUS 0 OucTabuabHOCTU OaluiI. Cxema NpeacTaBie-
Ha Ha puc. 2.
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POJIb BUCTABUJIBHOCTHU
JJIA BBKMBAHUWA B ITPUPOJIE

BucTabuaIbHOCTL UTPAaeT OYeHDb OOJBIIYIO POJb B
BBDKMBAHUY OaKTepHii. DTO MOATBEPXKIACTCS TEM, UTO
MEXaHW3MBI TIONAepKaHUS OUCTAOMIILHOCTH MOTYT
OBITH MOCTAaTOYHO KOHCEpBATMBHEI. OmHAKO TIpsIMOe
HccIeIoBaHNe 3HAYCHNST OMCTaOMITLHOCTH BCTPEYaeT-
¢S CO 3HAYUTEITbHBIMU TPYTHOCTSIMU. BoIbIIMHCTBO
SBOJIIOIIMOHHO KOHCEPBAaTUBHBIX MEXaHM3MOB TIOI-
IepkaHUs U TIepeKITIoUYeHNS] OMCTaOMILHOCTH acco-
IIUAPOBAHBI CO CJIIOKHBIMU CUTHAJBHBIMHM CETSIMU,
YYaCTBYIOIIMMU B IPYTUX MTPOIIeCCaX BHYTPUKIIETOT-
Hoit perynsamun. HokayT nimu MyTareHe3 TeHOB, acCo-
IIMAPOBAHHBIX C OMCTAOMIBLHOCTBIO, TIPUBOIUT K
O4YeHb MHOTOOOpa3HBIM M3MeHeHMsIM (peHoTHITa. K
TOMY 3Ke He BCeTma MOHSITHO, HACKOJIBKO OMCTaOWITh-
HOCTB JJAOOPATOPHBIX IIITAMMOB COOTBETCTBYET TTPH-
ponHbiM. Tak, mramm B. subtilis 168, Ha KoTOpoM
MIPOBEICHO OONBITUHCTBO MCCICTOBAHUMN CUTHAJb-
HBIX ITyTeM 6aliLI, Kak yKa3aHO BO MHOTHX paboTax,
B TIpOIiecCe TOMECTUKAIINN, BUAVMO, YTPATUI MHO-
THe PeryIsITOpHBIC TepeKiToJaTesii, a HeKOTOphIe
(hopMBI CITeITMAIM3NPOBAHHOTO ITOBEICHUS, TaKMe
KaK poeHUEe, CBOMCTBEHHBIE TTOUYTH BCEM IIITAMMaM
pona Bacillus, y Hero BooO111e oTcyTcTBYIOT. Kpome
TOTO, CUTYAIINIO TIPUPOTHOTO OGMOTOITa, MEHSIOIIIYIO-
cs HETPEePBIBHO B TeUCHHE IIUTEILHOTO BPEMEHH,
TPYAIHO WMUTHPOBATh B JITAOOPATOPHBIX YCIOBUSX.
IMosToMy posb GUCTaOMIILHOCTH B SKOJIOTUM U 3BO-
JIIOITMM M3y4aeTcss Ha OCHOBE KOCBEHHBIX MOIENCHA.
Turiore3sl 006 ee amanTUBHOMN POJU CICAYIOT TpaIy-
LIMOHHBIM KOHIUEMILIMSIM TEOPUU IBOJIIOLIMU U DBO-
JIIOITMOHHON SKOJIOTUH.

OcHoBHbIE (DOPMBI cnieUaaIn3alund KJIeToK Oa-
LWL — BereTaTUBHbIE KJIETKU, CIIOPYISLIAIO, COCTO-
STHUE KOMIICTEHTHOCTU, JIMBUC — C TOYKU 3pEHMUS
9KOJIOTUM U1 3BOJIOLMOHHON IPUCIOCOOJIEHHOCTU
CTOUT pacCMaTpUBaTh CKOpee KaK 3Tarbl >KU3HEHHOTO
LMKJIa, YeM KaK MapajjieIbHO CYILLIECTBYIOIINE abTep-
HaTUBHBbIE coCcTOsIHUSA. KaxknoMy 13 HUX MOXHO MIpU-
nycaTh YETKO OIpenceHHYIO (YHKIUIO: CIIOPYJIs-
Husi — oOpa3oBaHUeE CIIOp IMTEIBHOIO XpaHEHMUS,
KOMIIETEHTHOCTh — OOMEH T'€HeTUYEeCKUM MaTepua-
JIOM, aBTOJIM3UC — OOecnedeHre BbIKMBAHUS YacTHU
KJIETOK B P€3KO MU3MEHMUBILMXCS YCJIOBUSIX U PACCEB
reHetu4deckoro Marepuaia B suae JAHK u3 nusupoBaB-
IIMXCSI KJIeTOK. B maHHOM cilydae MOIMyJIsSILUsT MOXKET
paccMaTpuBaThCsl KaK COCTABHOM €IMHBIN OpraHu3M, a
CITOCOOHOCTb K BOCIIPOM3BENCHUIO U BbDKHMBAHUIO B
9BOJIIOLIMOHHOM IIpoliecce MPOXOIUT MPOBEPKY Ha
MeTanonyjJIslMOHHOM YpPOBHE.

HWrtak, mnepBas, BIIOJIHE OYEBUOHAsS TUIIOTE3a
MpenrojaraeT, 4ro cyliecTBoBaHme auddepeHIn-
POBaHHBIX (PU3UOJIOTUYECKUX (DOPM B KYJIbTYpE 03~
BOJIMT OoJiee 3P PEKTUBHO UCIIOIB30BaTh cpeny. Tak,
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OMCTaOMILHOCTD C HAJIMYMEM CBOOOMTHOILIABAIOIINX
KJIETOK M KJIETOK B COCTaBe OMOIUICHKM ITO3BOJISICT
OTHOBPEMEHHO OCYILIECTBUTH ABE CTPATETUU B Ipe-
Jleiax OMHOTO IIepBOHAYAJIBHOTO KJIoHA. buomieHka
CITOCOOCTBYET yAepXaHWio U 3(PPEeKTUBHOMY WC-
MMOJIb30BAHUIO CEKPETUPYEMBIX (DEPMEHTOB, 3aKpEII-
JICHWIO KJICTOK Ha cyocTpare, 3pdeKTuBHOM 00phoe
C KOHKYpeHTaMM 3a CYeT HaKOIUICHUSI TOKCMHOB WJIN
GOPMHUPOBAHUIO YCTOMIUBBIX CBSI3EiT C cCMMOMOTIYE-
CKUMHM MHUKPOOpPTraHM3MaMHu, SKpPaHWPOBAHUIO OT
BpEOHBIX BHEIITHUX Bo3aeiicTBuil. [1neHKa TakKe 1mo-
JIE3HA C TOYKM 3pEHUS IIPIIIOXKEHUS KOOIEpaTUBHBIX
BO3ICHCTBUI Ha BHEITHNE OOBEKTHI. Tak, Hampm-
Mep, TUIEHKa B. thuringiensis CIIyXXUT MECTOM HaKOII-
JIEHUSI 3K30- U 3HIOTOKCHMHOB, BBIIEISIEMBIX IIPU
CIIOPYJISIIMU, B COCTaBe OMOIUICHKM, B KOJIUYECTBE,
JIOCTaTOYHOM [IJISI OTPaBJICHMUS MaKpPOCKOIMMYECKUX
0€CIIO3BOHOYHbBIX, MCIIOJb3YeMBIX B IaIbHEHUIIIEM
KaK MCTOYHMK MeTa00JnTOB. [1IaHKTOHHBIE KIIETKA
CIIyXXaT pacCEeIUTEeIbHON CTamueil, KOTOpble MOTYT
a¢ddekTnBHO CcKpemmBaThesd. KoormepupoBaHHOE
pacIUIbIBaHME KJIIETOK B BUAE POCHMS CIIYXKUT Cpe-
CTBOM 3acejIeH!sI HOBOM Cpelbl B YCIOBUSIX KOHKY-
peHuuu. [lepeximodeHure 3KCIIpeccu reHoB MeTabo-
JIMYECKMX ITyTeil MOXET OBITh HCIIOJIB30BAHO IJIs
I depeHINaAILHON CTPAaTeTnH UCIIOJIb30BaHUS X1~
MUYECKUX BEIIECTB.

AHAJIOTUYHBEIM 00pa3oM, HaJlM4ue pas3INIHbIX
¢dazeBaprOHOB B pacTylleil KylIbType, BEPOSITHO,
MO3BOJISIET OTOOpaTh POPMBI, Hamboaee 3PPeKTUB-
HO pacTyliye B cpele, a BO3MOXHO CIOCOOCTBYET
YMEHBIIEHUIO KOHKYPEHLIMU PACTYIIUX KJIOHOB 3a
CUeT CIIeUMAIU3aluU TIOTPpeOIeHUS MeTabOJINTOB,
nMmermuxcs B cpene. I1ocKonbKy CMHTE3 OEJTKOBBIX
KOMITOHEHTOB OIpeIeIeHHbIX META0OTMUSCKUX TTyTei
SIBIISIETCSL OYEHb PECypCOEMKHM IIPOLIECCOM, MeTabo-
JINYecKasl CIelyaanu3alms, T.e. BEIKITIOYeHUEe TTPOMO-
TOPOB OTHEILHBIX OIIEPOHOB WM LIEJIBIX TPYIIIT ITPOMO-
TOPOB SKOHOMMUT PECYPChI, TIPY 3TOM 00eCIIeYnBast 10-
CTaTOYHO IIOJIHOE€ MCHONb30BaHUE pa3zHOOOpa3us
MeTabOoJIUTOB CpelIbl 3a CYET PA3HOOOPAa3Us KIIOHOB.

KonnexTnBHBIE COCTOSTHUSI OakTepuii moapasy-
MEBAIOT aJbTPYMCTUYECKOE ITOBEIACHUE, BhIpaXkalo-
1eecss B TOM, YTO KJIeTKa TPATUT PECYPChl U CHU-
KaeT COOCTBEHHbBIC IIAHCHI HA pa3MHOXEHHUE 3a CUeT
BKJIaJa B TOJIb3y BCeil Momymsinuu. B ¢BgI3u ¢ 3TUM
MOSIBJISIETCSI BEPOSITHOCTD OTKJIOHEHU 3a CUET CITOH-
TaHHBIX MYTallUii B CTOPOHY 3TOMCTUYECKOIO MOBE-
JIeHUST — OTKa3a OT SHEPrOeMKOIro CMHTe3a MeTabo-
JINTOB, TOPMOKEHUS ACJIEHUSI WIN TIPOrpaMMUPyEeMOit
cMepTu. JIefiCTBUTEIbHO KIETKU-MYTaHThI, HA3BaHHbIC
YUTEPaMHU, CITOCOOHBIE OOXOAUTb MEXaHU3MBbI, PETYIIH-
pyIolINe KOJJISKTUBHOE TTOBeIcHNE, ObUTN HaliICHBI.
OmHOBpPEeMEHHO C 3TUM OBLIM OOHAPYKEHBI M 9BOJTIO-
LIMOHHBbIC MEXaHU3MBI, ITO3BOJISIIOIINE COOOIICCTBY
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OakTepHii ITIOAABIITH TAKOTO poaa 3(PdEKTHI, aHAJIO-
TMYHO MHOTOKJIETOYHOMY OopraHusMmy [93, 94].

Bropast runore3a, KOTopyto ciieayeT UMeTh B BU-
Iy, 9TO OMCTAOMIIBHOCTD B KAXKIOM KOHKPETHOM CITy-
Jae BOOOIIE MOXET He SIBIISIThCS adalTUBHBIM MIPU-
3HakoM. Bo3moxxHO, yTO HabiIomaemass B jJabopa-
TOPHBIX YCJIOBHUSIX OUCTAOMIBLHOCTH HE SIBIISIETCS
peeBaHTHOM IJisI TPUPOIHBIX IITAMMOB B pealbHOIA
cpene obutanus. Tak, HanmpuMep, aganTUBHAS POIb
SIUTEHETUYECKOTO TepeKmouaTens Psi+ B mpoxokax
S. cerevisisiae [95] oka3zajlach 3aMeTHOM JIUIIIb B 1a00-
paTOPHBIX IITaMMaxX Ha (DOHE MYTAHTHBIX aJlIeJiei,
HE OTMEYEHHBIX B MPUPOMHBIX IITAMMaX, a CaMoO
SIUTEHETUYECKOE TIePEKITIoUeHNEe B TIPUPOIe He Ha-
omomaetcst [96]. I1pu aToM XOTsI cama 1o cebe GucTa-
OUIILHOCTH HE SIBJISIETCS afallTUBHBIM (PaKTOPOM, HO
MOXET OBITb BTOPUYHBLIM NPOSBICHUEM BaXXHOTO
(YHKIIMOHMPYIOIIETo MeXaHu3Ma. Tak, IeTJIsI HOJI0-
KUTEJTBHOM 06GPaTHOM CBSI3W HEOOSI3aTeIbHO JOJKHA
MPOSIBIIATHECS B (popMe GUCTAOMIBLHBIX COCTOSTHUIA, a
MOXET OBbITh JIMIIbL CIIOCOOOM YCUJICHUSI CUTHAA.
Takmm ob6pa3zoM, OMCTAOMIBPHOCTH B BUAC M3MEHEH-
HOTO BIUTEHETUYECKOTO COCTOSTHUSI MOXET OKa3aTh-
Cs BCETO JINIIB NPOSBICHUEM aMIUTU(GULIMPOBAHHO-
rO CUTHAJIa BHYTPH MOIIEAIIETO B Pa3HOC PETYISITOP-
HoOro MexaHusma. MIHTepecHO, YTO eclii MEeXaHW3M
UTPAET BaXKHYIO POJIb, TO Te€HBI, y4acTBYIOIINE B (hop-
MUPOBAaHUU TaKOil OMCTaOMIBHOCTH, OymyT IOCTa-
TOYHO KOHCEPBAaTUBHBIMU, KaK U CaMO SIBJICHHUE.

TpeTbst rumoresa mpeanojaraeT, 4To CYyIIECTBO-
BaHME MPOMEXYTOUHOIO COCTOSIHUS IIPU II€PEKITIO-
YEeHUM HEBBITOIHO C SHEPTeTUUYECKON TOYKU 3pEHUSI.
Taxk, skcripeccus TeHOB TI0 TIPUHIUITY “BCE WJIN HU-
4yero” TIPU IKCIIPECCUM C PETYISITOPHBIX CIIydacB
MPEANOYTUTEIbHA C TOYKM 3PEHUST 9KOHOMUU PECYp-
COB IIPY IPOMEXKYTOUYHOI KOHIIEHTPALIM MTHIYKTOPOB.
Hanpumep, 310 xapakTepHO I pery/Isaiiiy OIIEPOHOB
npu momo1tn perpeccopon Lacl-GalR rpyrmisl, Takmx
Kak CcpA B B. subtilis 1 ero oprojioros. Bunumo, rere-
POTE€HHOCTh YPOBHSI 3KCIIPECCHUM TeHOB (expression
noise) SIBISIETCS BaxKHBIM (pakKTOpoM (pyHKIIMOHUPO-
BaHMS KJIETKM. B HEKOTOpPBIX ClaydasXx OH MOXKET
OBITH ITOJIE3CH IJISI CO3MaHUSI TeTepPOreHHOCTU (Du-
3MOJIOTMYECKMX COCTOSTHII B OITYJISILIAY 1 U3BJICYE-
HUS U3 9TOTO KOOIIEPAaTUBHOM BHITOMIbI, B HEKOTOPBIX
MOIBEPIraThCs KECTKOMY OrPaHMYSHUIO IMPH ITOMO-
N CHEINATbHBIX MeXaHn3MoB. [1o00uHBIM 3 dek-
TOM TaKOIl PEryJIsIIMKU MOXET OBITh ITOSIBJICHHE CTa-
OMJIBHO BOCIIPOM3BOMISIINXCS adbTepPHATUBHBIX CO-
CTOSTHUIA.

YerBeprasgd THHIOTE3a “XEIKWPOBAaHWE PHUCKOB”
(bet-hedging) — HalmMuMe OOJTOCPOYHOI CTpaTeruu
BbDKMBAHUS B 4Yepele ITOKOJCHUI B MEHSIOLIMXCS
ycnoBusx. OHa TpenrnojaraeT pacipeaejiecHue puckoB
HEONpEeIeIeHHOCTH CpeAy HECKOJIBKUX I10-Pa3HOMY

mddepeHIMPOBAHHBIX pacTyIINX KIIoHOB. [1pn aTom
MOHWXXEHHAas1 alallTUBHOCTb KaXKI0ro U3 KJIOHOB B
KaXJIOM U3 COCTOSIHU Cpelbl KOMIIEHCUPYETCS MX
HacCJIeICTBEHHBIM (DEHOTUNIMYECKUM pa3HOoOoOpasu-
€M, aJlafiTUBHbIE PECYPChl KOTOPOTO TePEKPHIBAIOT B
KaKOM-TO CTeNIeHU BO3MOXHYIO BAPUATUBHOCTD Cpe-
Ibl. TakuMm 06pa3oM, MOXKHO OXKMAATh paCIIUPEHHOE
BOCIPOU3BECHUE XOTS Obl HEKOTOPBIX U3 KJIOHOB
KYyJbTYPbl B UBMEHMBIIIMXCS YCIOBUSIX cpenbl. Mox-
HO TIPEITNOJIOXUTh, YTO BCE SMUTCHETUYECKU Hace-
JlyeMbl€ COCTOSIHUSI KJIETKU U KYJIbTYpPhl TTOABEpXKE-
HBI KOHTPOJIIO OajaHcupymolero oroopa (balancing
selection) 1/WJH SIBJISTIOTCS €T0 PE3YIBTaTOM. DTa -
MoTe3a SIBJASIETCS OMHUM U3 BaXKHEUIIIUX 3JIEMEHTOB
00l11eii TEOpUU IBOJIIOLIMU, TIOITOMY U3yYEHUE U MO-
JIeIMpoBaHue 3Toro (heHOoMeHa BbI3BAO OOJIBIION
uHTtepec. [TockonbKy I8 MUKPOOPraHM3MOB MOKa
U3y4YEHUE CJIOXKHBIX TOMYJISLMOHHO-TEHETUYECKUX
SIBJIEHUM Ha YPOBHE OTAEIBbHBIX KJIETOK B MPUPOIE
IMOKa HEBO3MOXHO, U3yYEeHHE KacajloCh IMTOCTPOEHUS
MaTreMaTM4YeCKMX MOJEIEe U MOJEIMPOBAHUS SBOJIIO-
LIMOHHOTO Mpoliecca B 0aKTepuaibHOI KyabType. Tak,
B OITHOM padoTe IIPOBOIMIICS OTOOP B ITONYIISIIINN Pseu-
domonas fluorescens B psifly TIOKOJIEHUI € Tieproanye-
CKOIl CMeHOli HampaBjJeHUs oTOOpa Ha IPOTUBOIO-
JIoXHBIHA [97]. B TedeHMe HECKOIBKMX LIMKJIOB OTOOpa
aJibTepHaTUBHbIE (DEHOTUITBI MOJIYYaJIUCh 34 CYET re-
HOMHBIX MyTaluii. [IpumepHo uepes 10 LMKIOB My-
TareHes3a cpeliu Moay4yaeMbIX KIOHOB C U3MEHEHHBIM
(eHOTUIIOM OTOOpaINCh TaKXKe “IMUTeHETUIECKUE
MYTaToOpbl”, T.€. TEHOTUIIbI, MO3BOJISIONIME MOAIEP-
JKMBaTh COOTBETCTBYIOIIIME 3MUTEHETUUYECKU HacJe-
nyeMble (PeHOTUTIBI U MEePEKIIIoYaTh UX C HEKOTOPOI
yactoToit. lllTammbl pona Bacillus nzyyanuch B 3KC-
MeprMeHTax Mo MCKYCCTBEHHON 3BOJIOLUY B J1a00-
paTopuM M OYEBUIHO, YTO 3BOJIOLMS 3aTparubaja
TeHbl, CBSI3aHHbIE C OMCTAOUJILHOCTBIO, OHAKO TPsi-
MbIX Pe3yJIbTaTOB (POPMUPOBAHMS SMUTEHETUYECKUX
MEXaHU3MOB y O0alluJUT B X0Ae JJabopaTOpHbIX UCCe-
JIOBaHUI1 ITOKa He onmyoimKoBaHo [98].

ITomoOHBIE HAOTIONEHUS ITTO3BOJISIIOT TIPEAIIoia-
raTh, YTO BaXKHEHIIIME PETYISATOPbI B OCHOBHBIX CUCTE-
Max KU3HeobecTeueHUs KIIETKHU TOKHBI COIepXKaTh B
cebe BO3MOXHOCTh MOMIECPKAHUS SIUTCHETUIECKOTO
MEPEeKIIOYeHUST U HAaCJIeTOBAaHUSI IPUOOPETEHHBIX
COCTOSIHUI, TTOCKOJIBKY JUHHUU KJIIETOK MUKPOOpra-
HU3MOB MOIBEPraTCs IMMOCTOSSHHOMY BO3IECTBUIO
OalaHCHpYIOIIero oToéopa. DTa KOHIEIIINS HaXOIUT
MOATBEPKACHYE B TOM, UTO CpeIu OEJIKOB, OCHOBHBIX
PETyJISITOPOB KJIETOYHBIX IIPOLIECCOB, BEPOSITHO UME-
eTCs 3HAUYNTEIbHAs OO UMEIOLINX KOHCEHCYCHI LIS
¢opMUpOBaHUS AITBTEPHATUBHBIX COCTOSTHUM [49].
Taxkoro ThIia MeXaHM3M IIO3BOJISICT 32 CUET CITOpa-
INYEeCKUX TepeKIoYeHU (POpMUPOBATh IIPUCITIO-
COOJICHHOCTh B M3MEHMBIIHNXCI YCIOBUIX, 0€3 M3-
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MeHeHus1 mocienoBarenbHocT JIHK, uto Moxer
COIIPOBOXIAThCS HEOOpaTUMOI moTepeid (pyHKIIMO-
HajibHOCTU reHa [97]. B To xxe Bpems matreMaTuye-
CKHUI aHaIu3 MOKa3bIBAET, YTO CIAUIIKOM BBICOKas
BIUTeHeTUYeCcKast J1abuIbHOCTh OOJILIIOTO KOJTUYE-
CTBa MEXAaHM3MOB SIBJISIETCS] 9BOJIIOLIMOHHO TYTUKO-
BOI1 cTpaterueii [99].

3HAUYEHMUE 115 TPUPOAHON
CPEAbI 1 YEJIOBEKA

Hanuuue cienmanu3upoBaHHBIX COCTOSTHUIA KJle-
TOK OalnJII 0 OCHOBHOH cxeMe XM3HEHHOTO 1IMKJIa
(BereTaTuBHbIe KaeTKHU (1), criopynsiius (2), KoMre-
TEeHTHOCTbh (3) u Jm3uc (4)) sIBIsIETCSI OCHOBOM IS
IUIAHUPOBAHUST TEHETUUECKUX U (PU3UOJIOTUUYECKUX
MaHUMYJISALUIA BJ1a00paTopuu, IJIAHUPOBAHUS U MO-
JIeJIMPOBaHUS MOBEACHMS KJIETOK OAllWILT B IPUPOIE.
B xone 1abopaTopHbIX ITpOLEaYyp OCHOBHBIE COCTOSI -
HUS crieuMain3aluy KJIETOK Oalluul NCIIOb3YIOTCS
¢ 1esbto noxyyeHus 6momaccsi (1, 2) u AHK-tpanc-
dopmanum (1, 3), 3KCIpecCcUM COOTBETCTBYIOIIETO
pekoMOuHaHTHOro reHa (1, 2), mOJroBpeMEHHOIO
XpaHeHus KyJabTypsI (1, 2) [20].

C TOUYKU 3peHUsT OMOTEXHOJIOTUHU CYILIECTBOBAHUE
OMCTaOMILHOCTU OalIJII KPUTUYHO, IIOCKOJIBKY 3TO
ONIUH U3 IVIaBHBIX MEXaHU3MOB, ITO3BOJISIONINI OaKTe-
pusIM 130eraTb KOHTPOJIST JIMMUTUPYIOIINX (haKTOpOB
cpenbl. IeTeporeHHOCTh OaKTepUAIBHON KYIBTYPhI
CHMXKAeT YHUBEPCAJbHOCTb U BOCIPOU3BOAUMOCTD
ouoTexHonorndeckux Iponeccon. [Ipu mcronb3oBa-
HUM OallI B CEJIbCKOXO3SIMCTBEHHOM U1 TMUILECBOM
MIPOM3BOACTBE 3TO MOXKET CIIOCOOCTBOBATH MOSIBJICHUIO
¢dopM ¢ HenpenckasyeMbIMU XapakTepuctukamu. [1o-
BBIIIIEHHAsI YCTOWUMBOCTh OalMJII B OMOILUIEHKE K
psiLy HEOIarONpUSTHBIX BO3AEICTBUI, B TOM YMCIE K
aHTUOaKTepuaJbHbIM areHTam, U JOJTrOBpeMEHHOE
BbDKMBaHME OaKTepUaJIbHBEIX CIOp B MaTpUKCe
OMOIUIEHKM MOPOIUJIN LIEYIO HAayKy O METOAAX, 1103~
BOJISIIOLLIMX TIPEOJoJIeTh 3Ty ycToiumBocTh [100].
buonnenku, HepaBHOMEpHasl CIOPYJISIINS, YaCTUU-
HBII JIU3UC KYJIbTYPBI CO3IAI0OT TPYOAHOCTU JJIST 3-
(beKTUBHOTIO OTACICHMS IIPOAYKTOB CEKPELINI OAlINILI,
HAKOIUICHHBIX B JXWUJKOM KyJbTYpaJIbHON cpene, OT
KJIETOK. B TO ke BpeMsI MHOT1€E IIPOLIECChI C y4acTH-
eM OalMJUISIPHBIX KJIETOK B MPUPOJIE U TEXHOJOTHU-
YeCKMX Mpoleccax LeJMKOM 3aBUCST OT IUHAMUKU
BOCIIPOU3BENCHMS IUIAHKTOHHBIX U1 MMMOOMIN30-
BaHHBIX (pOpM, HaIpUMeEpP IIPOLIeCChl OMOJIOTHYE-
CKOWl Jerpamaliiu CUJIMKaTHBIX nopon B. mucilagi-
nosus, B. edaphicus v np. [101].

TEHETUMKA Ttom 58 Nel 2022

SAKJIFIOYEHHME

B xiretkax paszBuBarlIciics MONyJISIIUKA OallvLI
IMOCTOSTHHO IIPOMCXOAUT CMEHA IPOrpaMM IOBEICHUS,
3aBUCSIIAS OT OKPYKCHUS WIM TIpeaonpencieHHast
MNPEIBIAYIINM pa3BUTUEM. 3HAYUTEIbHAsST TOJIST TaKUX
MEPEKIIOYCHUIA JOCTaTOYHO JIOJITOBPEMEHHA M MO-
KET CAMONOAACPKUBATLCS. DIUTCHETUIECKOE TIepe-
KJTFOYECHME MOKET OBITh KOOIIEPATUBHBIM WJIM CTOXA-
ctudyeckuM. IlpencraBieHne O KJeTKe Oall KakK O
CTPYKTYype, He 00anaroleiit MopdoI0rm4ecKoii CIoX-
HOCTBIO JOCTaTOYHOI IIJIsI BOCIIPOU3BEIACHMSI MHOTHX
aJIbTepHATUBHBIX COCTOSIHUIA, YIIUTO B mpounioe. MeTo-
JIbI HOBOTO MOKOJIeH!sI (TEHOMHOTO CEKBEHUPOBAHMSI,
KOMIBIOTEPHOI'O MOJICJIMPOBAHMS HA OCHOBE OOIIMP-
HBIX 0a3 JaHHBIX, MACCOBOTO TPEKWHIa COCTOSIHUIA
OTAENbHON KJIETKU OallMT) TTO3BOJISIIOT O0Jiee aKKy-
paTHO BBLISIBUTh MEXaHM3Mbl NOAACPKAHUS OHUCTa-
OMJIbHBIX COCTOSIHUIA. Ponb 6MCTaOMIBHOCTH, KaK B
MIPUPOIHBIX UCIIOJIB3YEMBIX IITAMMAaX OallMLI OYSHb
BeJrkKa. OHa B 3HAYUTEILHOM CTEIIEHU OIIPEAeIsieT
9KOJIOTUYECKUI U OMOTEeXHOJOTUUEeCKUIT MOTEHLIMA
mTaMMoB pofa Bacillus. Tem He MeHee U3ydeHue Or-
CTaOMJILHOCTU OAlMJUT CUJIBHO OTCTaeT OT MCCeIoBa-
HUSI APYTUX MOAEIbHBIX opraHuamoB E. coli, P. fluo-
rescens, S. cerevisiae. OcTaeTcsl HESICHOI 3HAYMMOCTh
LI POKOI0 pa3HOOOpa3ust MeTUJITpaHCchepas Oal vl
C TOYKM 3peHUs] OMCTaOMIbHOCTU. [UIMOTeTUYECKU -
MU OCTalOTCS MeXaHU3Mbl (POPMUPOBaHUS (PAa30BbIX
Bapualuii pactylieit KyabTypbl. HemoHsITHO, Kakyo
pOJIb UTPAIOT KJIETOUHbIE KOHTAKThl B OMOIUJICHKE U
JIPYTUX KOJUIEKTUBHBIX B3aUMOACUCTBUSIX, U B OTJIU-
yue oT Pseudomonas sp. HESICHO Jaxe, KaK YCTPOEHbI
CEHCOpHBbIE MEXaHU3Mbl TaKOro B3aWMOICUCTBUSI.
HesicHbl MexaHU3Mbl, KOHTPOJUPYIOIIUE POCHUE.
Het nmaHHBIX O BecbMa BEpPOSITHOM KOOIEpaTUBHOMN
arperaliii MHOTOYMCJIEHHBIX aMUJIOUIHBIX OEJIKOB.
YacTUUHO MeHbIlIasi U3y4eHHOCTDb CBSI3aHa C IIUPO-
KUM pa3HOOOpa3reM MPOSIBICHU OMCTaOUIIBHOCTH,
C MeHee YIOOHBIMM PEMOPTEPHBIMU CHUCTEMaMM.
Kpome Toro, mpaktuyecku BCSI cXeMa BHYTPUKJIe-
TOYHBIX U MEXKJIETOYHBIX B3aUMOISHCTBUI Oblia
MOCTPOEHA Ha M3YyYeHUU eAWHCTBEHHOro Jiabopa-
TOpHOTO 1TaMMa B. subtilis 168, KoTopbIii peacTaB-
JISIeT JINILIb OMHY IPYINy BHYTpU poaa Bacillus v K To-
MY K€ yTpaTUJI MHOTHE 3JIEeMEHTbI CUTHAJIbHBIX ceTeit
BCJIEICTBUE OTOOPA MPU TOMECTUKALIUU.

MOXHO TIPEAIToIOXNUTh, YTO HAMOOJBIINM TIPO-
rpecc B M3ydeHNN OMCTAOMIIBHOCTH OAlMJIII CIIeayeT
OXHUJATh 32 CYET BOBJICUCHUS B UCCIIETOBAHUS IIIU-
POKOTO pa3HOOOpas3us MPUPOIHBIX IITAMMOB, BOBJIE-
YEHUST HOBBIX MaTEMaTUUECKUX MOJEIIE; HEOOXOIMMO
c/ieJIaTh yIop Ha HEAOCTATOYHO 0 CHUX TTOP M3y4YaBILIM-
ecsl U TUIIOTETUYECKUE MEXaHU3MbI, TAKMEe KaK KOH-
¢hopMalIMOHHBIE TIePeXOabl OSIKOB (IIPUOHBI), CTPYK-
TypHOE HacJeqoBaH1e v poirb HeTpaHcanpyembix PHK.
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DTO MO3BOJIUT PACIIMPUTh MPEACTABICHUE 00 UMEI0-
IIMXCST MexaHu3Max (popMUPOBaHUS OMCTAOMIILHOTO
COCTOSTHMS y OaKTepuit pona Bacillus.

Pabora monnepxana MMWHHCTEpCTBOM HAyKU M
BbICIIero obpa3zoBaHus Poccuiickoit @enepaliiu B
pamMkax roc3amanus (FOxHbI ¢enepanbHBII YHU-
BepcuTeT, mpoekT Ne 0852-2020-0029).

Hacrosmas craTths He COOEPKUT KaKMX-JI100 1C-
cJIEfOBAaHUI C UCITOJIb30BAaHUEM B Ka4eCTBE OOBEKTA
JKUBOTHBIX.

Hacrosmas craths He COOEPKUT KaKMX-JI100 NC-
cJIeqOBaHUI C yJacTHEM B KaueCTBE 00OBEKTa JIIONCHA.

ABTOpBI 3a$IBJISIIOT, YTO Y HUX HET KOH(IUKTA UH-
TEPECOB.
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Epigenetic Mechanisms of Gene Expression Regulation
in Bacteria of the Genus Bacillus
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The explosive development of molecular genetic technologies has made it possible to analyze in detail phe-
nomena that can be classified as epigenetic — phenotypic switches in bacterial cell cultures. Phenotype
changes against the background of an unchanged genome may be a temporary reaction to external factors and
disappear with changing conditions, or may be due to cellular differentiation, maintained independently of
external factors. The literature uses an extremely heterogeneous terminology with synonymous terms for such
phenomena depending on their features (bistability, specialization, hysteresis, phase variation, dissociation).
One of the goals of this review is the systematization of the used terminology. Representatives of the genus
Bacillus were chosen as the object of analysis, since a significant number of epigenetic phenomena have been
identified in them. In addition, the bistability phenomenon is an important factor influencing the efficiency
of the use of bacteria of the genus Bacillus in biotechnological processes. This work gives a brief overview of
epigenetic switches in the genus Bacillus, their mechanisms, methods of detection and investigation, their
possible evolutionary and ecological role, as well as practical applications.

Keywords: Bacillus, epigenetic heritability mechanisms, cell differentiation, cooperative behavior of bacteria,
quorum sensing, signaling network, bistability.
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