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B paGote paccmaTtpuBaercs BO30ykIeHHE KOJICOaHH B CTOXaCTUYECKUX TCHHBIX CUCTEMaXx C 3a-
nas3AbIBaKoIIeH 0OpaTHOM CBS3bIO B Mpolleccax TpaHcKpumimu. KoneOaHus: BO3HUKAIOT U3-3a B3aUMO-
JICHCTBUS IIyMa ¥ 3ala3bIBaHUs JTaKe MPH 3HAYCHUSIX TTapaMeTpoB, KOTIa IETCPMHHUCTCKOE OITUCa-
HUE TpeICcKa3bIBaeT CTallMOHApHOE MoBeAcHuEe. D deKT Hauboee IPKO MPOSBIICT ceOs1, KOTaa KO-
YEeCTBO CTENCHEH CBOOOJBI Y CUCTEMBI HEBEIMKO U POJb (DIYKTyal[Mil CTAHOBUTCS MPUHIIMITAATBHOM.
[Mony4yeHO aHAIMTUYECKOE pellicHHE MacTep-ypaBHEeHUs. [IpHBOASTCS pe3ynbTaThl YUCIEHHOTO MOJIe-
JTUPOBAHMS.
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Abstract. — We study excitation of oscillations in the stochastic gene systems with time-delayed feedback loop
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BBenenue

B nocnennee Bpemst Bcé OONBIINI MHTEPEC BBHI3BIBAIOT AMHAMHYECKHE CHCTEMBI C 3ara3bIBalo-
MM apryMeHTOM. J[Mara3oH NpuiIoKeHH BKITFOYaeT B ce0s MOMYIAINOHAYI0 TUHAMHUKY W COIHAITb-
HbIe npoueccel [Mioppeit, 2009], HenuHETHbIE XUMUYECKHE PEAKIIMH U TPOIECChl TEHHOM peryJsaiuu
[Cypmu, Coy, By, 2003; Bratsun, Volfson, Hasty, Tsimring, 2005a], moBeziecHre CUCTEM C aBTOMAaTH-
YyecKUM yrpanienuem [SAnymesckuit, 1978; bpauyn, 3to3run, [lonoBunkus, Ilytun, 2008], MmexaHuky
)kuakocTu [Bratsun, 2009] u T. 1. 3ama3nbiBaHAE MOKET OBITH OO0YCIIOBICHO CAaMBIMH Pa3IHYHBIMHU
NPUYMHAMH, HaIpUMEp, OTPaHMYCHHOCTBIO CKOPOCTH PAacIpOCTPaHEHHS B3aUMOACHUCTBHS (AJICKTPHU-
YECKOTO WJIM CBETOBOTO CHTHAJIA), HATMYHEM WHEPIUOHHOCTH HEKOTOPBIX AJIEMEHTOB (TIpU yIIpaBiie-
HUU ¢ 00paTHOH CBS3bI0) WM CYIIECTBOBAHUEM IIETIOYEK MHOTOITAITHBIX ITOCIIEIOBATEIBHBIX PEaKITHIA
C M3BECTHBIM PE3yJbTaTOM B KOHIIE (TIPH TPAHCKPHUITIIIH T€HOB).

W3BecTHO, YTO I M3Yy4eHUs] CBOMCTB AWHAMHUYECKON CHCTEMBI MOXHO HCIIOJIb30BAaTh KaK Je-
TEPMHUHHUCTCKOE, TaK M CTOXAaCTUYECKOe omucaHue. Tak kKak OOJBIIMHCTBO PEabHBIX TUHAMHUYECKHUX
MIPOIIECCOB IEMOHCTPHPYET CTOXACTUIECKOE MOBEICHNE, TIOHATEH WHTEPEC MCCIIeI0BaTeNeH K U3yde-
HHUIO CTOXacTUYeCKUX OuQQepeHInanbHbIX ypaBHeHUH ¢ 3ama3neiBaHueM [Losson, Mackey, 1995;
Guillouzic, L'Heureux, Longtin, 1999; Ohira, Yamane, 2000]. beun pa3paboTansl crienuaibHbIE Me-
TOABI PENICHHs TaKuX ypaBHeHud. Hampumep, B padote [Losson, Mackey, 1995] cucrema 3ama3si-
Barolx nudepeHnnaIbHbIX ypaBHEHHH ObUIa CBelleHa K ABYMEPHOMY OTOOpa)kKeHHIO, a 3aTeM BO3-
MynieHa O0enbIM myMoM. TeXHHKa UCTIOIb30BaHUs MacTep-ypaBHEHUs [UT pacipeeleHHs TUIOTHOCTH
BEpPOSTHOCTH OBLIa MCIIONB30BaHa B padote [Ohira, Yamane, 2000] ams AUCKPETHON 3aadHl O «IBU-
JKCHUU TBSHHLD». [I[pUMeHeHHe NMPHONMKEHUS «cIadoro» 3ama3lIblBaHus K HCXOAHBIM CHCTEMaM
muddepeHInanbHBIX ypaBHEeHUH Obuto mpoaeMoHnctpupoBano B [Guillouzic, L'Heureux, Longtin,
1999]. Ormetum ceputo pabot [Tsimring, Pikovsky, 2001; Goldobin, Rosenblum, Pikovsky, 2003;
Huber, Tsimring, 2005; Pawlik, Pikovsky, 2006], narmucannyto JI. LH{umpuarom n A. [IMKOBCKHM Kak
COBMECTHO, TaK M C JpyruMu coaBropamu. B padore [Tsimring, Pikovsky, 2001], oTkpbIBaromieit 3Ty
CEpHI0, pacCMaTPHUBAJIACh MPOCTast MOJIEIh C IBYMSI PABHO3HAYHBIMHU COCTOSIHUSIMU PaBHOBECHSI, MEXK-
Iy KOTOPBIMH CHICTEMa MOXXET COBEpIIATh 3alla3[bIBAlOIINE TEPEXOAbl C OMpeAesiecHHOW BEpOsSTHO-
cThi0. BBII0 0OHApY’XEHO, YTO KOppesIroHHas (QYHKIUS CHTHalla HMEET SIPKO BBIPaKEHHYIO pe30-
HAHCHYIO CTPYKTYpY. ABTOpPHI MOJYEPKHUBAIOT, YTO MPHUPOJA ITOTO ABJICHUS OTJIMYHA OT XOPOILIO U3-
BECTHOT'O CTOXaCTHYECKOTO PE30HAHCA, KOTOPBIA BO3HHKAET, HAIPHUMEP, B TOH e OMCTaOMIIbHOM
3alIyMIICHHOM CHCTEME C TIePHOINYESCKAM BHEITHUM BO3/ICHCTBHEM. B naHHOM ciyyae cucrtema siBiisi-
eTcs aBTOHOMHOM M BeAyIIMil Pe30HaHCHBIN MUK y KOPPEISIMMOHHONW (QYHKIMH ONpeaessieTcsl BpeMe-
HEM 3ara3/blBaHus. B panmpHeiimeM aBTOpBI pacCMaTpUBANK PA3IMYHBIE ACMEKTHI 3TOTO M MPHUMBI-
Karomero Kk Hemy sBiieHnid. B pabortax [Huber, Tsimring, 2005] paccmaTtpuBamack cuctema, 0000-
maromas  pesynbrathl [Tsimring, Pikovsky, 2001] Ha ciydail CBsi3aHHBIX MEXay CO00# ceTH
OHMCTaOMIIBHBIX AJIEMEHTOB C TIIOOANBHBIM TpoleccoM 3amasapiBanus. B pabore [Goldobin, Rosen-
blum, Pikovsky, 2003] pe3oHaHc, BOZHHKAIONTHI 3a CUET B3aWMMOJICHCTBUS ITyMa W 3alla3IbIBAHUS,
paccMOTpeH Ha mpuMepe HETMHEWHOTO CHHYCOMAAIBHOTO OCIMIUIATOPA C 3ara3 bIBaloIM apryMeH-
TOM M TayCCOBBIM aJJUTHBHBIM CJIaraeMbIM, OTBEUAIOIINM 3a IIyM. Bompocsl ynpaBieHus cHCTeMOR
pu TIoMoIK OOHapykeHHoro 3ddekra m3ydanuck B [Pawlik, Pikovsky, 2006]. Crates [Houlihan,
Goulding, Busch, Masoller, Huyet, 2004] mocssieHa sKCIIepuMEHTATPHOMY TTOATBEPKACHUIO 00Ha-
pyxenHoro 3¢ ¢exTa. B 11e0M MOXKHO 3aKIIOUUTH, YTO B3aUMOJCHCTBHE IIyMa U 3ala3AbIBaHus U3Y-
4aJioCh Ha NIPUMEPE MCKYCCTBEHHBIX WM YTPOIIEHHBIX MEXaHUYeCKUX cUcTeM. llpn 3ToM 1rym, Kak
MIPAaBHUJIO, YIUTHIBAJICS B paMKax aJJUTHBHOTO CIaraeMoro ¢ Halepe] 3aJaHHBIMH CBOMCTBaMH B TIpa-
Boii yactu nuddepeHnmanbHeIX ypaBHeHui (meron JlamkeseHa). Bompoc o ToM, Kak mposiBIIsieT ceOst
3¢ EKT B peabHBIX CUCTEMaX, OCTaBaJICS OTKPBITHIM.

B pabortax amtopa [Bratsun, Volfson, Hasty, Tsimring, 2005a; Bratsun, Volfson, Hasty,
Tsimring, 2005b] Bonpockl B3auMOJICHCTBHUS 3aMa3AbIBAHUS U CTOXACTHUECKHUX (DIYKTYaIllid BIIepBbIE
OBUTM PacCMOTpPEHBI ISl MPOLECCOB TPAHCKPHUIILUKU/TpaHCsiuuy reHoB. OOHapyxkeH 3¢ ¢deKT Bo30yx-
JISHVsI B TIOAKPUTHYECKON 001acTh KoyeOaHMid 3a CUET B3aUMOJICHCTBHS IIyMa W 3ama3bIBaHus 00-
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patHO#l cBsizu. Kpome Toro, B pabore [Bratsun, Volfson, Hasty, Tsimring, 2005b] BnepBbie Oblna
npemtokena Momudukarus anroput™ma [ 'mmtecrin [Gillespie, 1977], ucnomb3yeMoro st MpsSMOTO
YHCIICHHOT'O MOJICTUPOBAHUS CTOXAaCTUYECKUX TUCKPETHBIX MPOLIECCOB, HA CIIy4Yail CUCTEM C 3ama3/ibl-
BaHHEM.

HanHast paboTa OTKPBIBAET CEPUIO U3 IBYX CTaTeH, B KOTOPHIX 0OHapy>KeHHBIH 3((peKT Bo30yx-
JEeHUS TOAKPUTHYECKUX OCHMULILMHA IEMOHCTPUPYETCS A NUHAMUYECKUX CHCTEM COBEPIIECHHO
pa3Hoi mpHupoABsl — OMOJOTHYECKOH U (U3MUECKOH, MOTUYEPKUBas TaKUM 00pa3oM yHHBEPCalIbHBIN
xapakTep sBieHus. [lepBas 4acTh MocBAICHA OMOJOTMYECKUM CHCTEMaM, OMMCHIBAIOLINM HPOLIECCHI
perysinuu reHHod skcmpeccuu. IlpennararoTcst ABe NpOCTble MOAEIM TPAHCKPHUIILUHU/TPAHCISLIUU
C 3ama3/pIBaloIel OTpUIIATeNTbHOW O0OpaTHOM CBA3BI0 M HMCCIENYIOTCS MX CBOWCTBa. PaccMoTpeHme
NPOBOAMTCS KaK B paMKax AETEPMUHHUCTCKOT'O OMHMCAHMS, TAK U CTOXaCTU4YeCKOro aHaimu3a. CHCTEeMbI
UCCIENYIOTCA KaK aHAINTHYECKU, TaK W duciaeHHo. OOCyXIaeTcss posib BO30OYXTaeMBIX KoJieOaHMit
B pC€aJIbHBIX JTUHAMHUYECCKUX MPOoLECCax, MPUCYIINX CIOXKXHBIM CUCTEMaM.

1. CroxacTu4yeckoe noBeAeHNEe B MpoLeccax peryasiui reHoB

XoTs GOJBIIMHCTBO JUHAMUYECKUX MPOIECCOB B MPUPOJE IEMOHCTPUPYIOT CTOXaCTHYECKOE MO~
BEJICHHE, TI0-HACTOSAIIEMY POJb (PIIyKTyallnii IMEET CMBICI YYUTBIBATh TOJIBKO B CIydYasX, KOTAa KO-
JUYECTBO CTETICHEH CBOOOIBI Y pacCMaTpUBaeMOi CHCTEMBI HEBEIIMKO. B3phIBHOM pOCT MHTEpEca Hc-
cienoBareieil K Mamopa3MEpHBEIM CTOXAaCTHYCCKUM cHucTeMaM BO3HHK B Haudane 2000-x Omaromaps
JIBYM OCHOBHBIM TNpHYMHAM. Bo-TIepBBIX, CTalo0 MOHSTHO, YTO KOJMYECTBO MOJICKYJ, BCTYMAIOIIUX
B PEaKIMX BO BPEMs T€HHBIX HPOIECCOB TPAHCKPUIIINH/TPAHCISAIINHN, BEChMa HEBEIIMKO — CKOPOCTH
paborer PHK-nionnmepasel, HampuMmep, Bcero okosio 50 HyKICOTHIOB B CeKyHIy. TakuMm oOpazom,
Jlaxke HeOombinue (IyKTyallMu KOHIEHTpanuil pubonykienHoBor kucinotel (PHK) u Oenka moryr
UMETh 3HAYHUTEIBHOE BIMSHIAC HA OOIIYI0 THHAMHUKY CHCTEMBI. B 3TOM COCTOHUT MPUHIUITHAIEHOE OT-
JYMe 3TUX CHUCTEM OT, CKa)KeM, THAPOJUHAMHYECKHUX CHCTEM C IIYMOM, B 3BOJIOIHMH KOTOPHIX TIPH-
HUMaeT y4yacTHEe HACTOJIBKO OTPOMHOE KOJMYECTBO MOJIEKYJ, YTO (IYKTyaluud MOTYT MPOSIBUTH ce0sl
TOJILKO BONM3H TOYKH Ondypkanuu. Kak u3BecTHO, Mpomecc TPaHCKPHUTIITUH/ TPAHCIISIIUN T€HOB SIBIIS-
€TCsl OHUM U3 CaMBIX yCTOMYMBBIX W HEN3MEHHO BOCIIPOM3BOISIINXCS IPOIECCOB B mpuponae. Kak
3Ta yCTOWIUBOCTH COBMEIIAETCS CO CIIOCOOHOCTHIO T€HOB K M3MEHYHBOCTU? DTO OJWMH M3 BAXXKHEHIIINX
BONpocoB coBpeMeHHol rereruku [Hasty, Collins, 2002]. Bropoe 00CTOSATENBCTBO CBSI3aHO C OBICT-
PBIM TIPOTPECCOM B TEXHHUKE MPOBENEHUS SKCIIEPUMEHTOB, MO3BOJUBIINX JIETKO BBIICIATH HYXKHBIC
TeHbl U OOBENUHATH MX B MCKYCCTBEHHBIC 3aMKHYThIe 0Opa3oBaHus. biaromapst aTomy mpou3somnuia
CMEHa UCCIIEeN0BaTENIbCKOW MapaJurMbl: BMECTO HOMBITOK MOHATH paboOTy cpa3dy BCEro reHoma B Iie-
JIOM COBpEMEHHasl TeHeTHKA MTOBEPHYJIACH K U3yUEHUIO JHHAMHUKU MPOCTHIX KOHCTPYKIUH, COCTOSIIINX
M3 HECKOJBKMX T€HOB. Bech ammapar nruHaMHUYecKHX CHCTeM, HapaOOTaHHBIN 3a cTojeTne OypHOTo
pa3BUTHSA, TYT MpHILIENCS BeChbMa KcTaTH. HampapineHne noiay4ymio HAaMMEHOBAaHUE «TEOPHs] CHHTETH-
YecKuX reHHbIx nenouyek» [Elowitz, Leibler, 2000]. DTo nmpuBesio K CO3AaHUIO0 MPOCTHIX UCKYCCTBEH-
HBIX TeHETUYECKUX yCTPOUCTB: MepeKItouaTenell, BKIoYaTesei, OCIIIIITOPOB, THOI0B H T. A. Cuu-
TaeTCs, YTO CO BPEMEHEM U3 3TUX JeTalleld MOXHO OyaeT coOupaTh Oojiee CI0KHBIE yCTPOMCTBA, BO3-
MOJKHO, JIa)K€ KOHTPOJIMPOBATh MOP(OIreHEe3 BHOBb CHHTE3HPYEMBIX >KUBBIX OpraHm3MoB [Hasty,
Dolnik, McMillen, Collins, 2001].

Tak kak TOBeJeHHE CHHTETHYECKMX TEHHBIX IETIOYeK XapaKTepPH3yeTcs HEOONBIINM YHCIOM
CTerneHel cBOOOIbI, BIUSHUE IITyMa CTAHOBUTCS OYCHb BaXKHBIM. B HACTOSIIMN MOMEHT CYIIECTBYET
y>e OOJIBIION CIHUCOK JTUTEPATypPhl, MOCBSIIEHHBINA SKCIIEPUMEHTAIBHBIM J0Ka3aTeIbCTBAM, YTO IIyM
SIBJIIETCS BaYKHEHIIIMIM PETYJITOPOM TEHHBIX TporteccoB (cM., Hampumep, [Rosenfeld, Young, Alon,
Swain, Elowitz, 2005]). OTMeTnM, 94TO B TeHETUKE MPUHSATO Pa3iiyuarh J1Ba BUa IyMa, KOTOPbIE MO-
T'YyT BO3HUKATh B cucteme. [IepBhIii Bu mIyma CBS3aH CO CIIy4allHOW MPHUPOJON CaAMUX XUMHUYECKUX
peaxIuii Mexay HeOOIBITNM KOJTMYECTBOM MOJIEKYJ BHYTPH OJHOM KJIETKH (B aHTJIOSA3BITHON TNTepa-
Type UCTIOIB3YIOT TEPMHUH «BHYTPEHHUU LTyM» — intrinsic noise). Bce, 94To B 3THX ycIoBHUIX paboTaeT
Ha YCWJIEHHE CTOXaCTUYHOCTH, MOXKET OBITh OTHECEHO K 3ToMy Tumy myma [Swain P., Elowitz M.,
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Siggia, 2002; Bratsun, Volfson, Hasty, Tsimring, 2005a; Rosenfeld, Young, Alon, Swain, Elowitz,
2005]. Hanpumep, ¢GuIyKTyanny, BO3HUKAIOIINE TIPH HArpeBE CHCTEMBI, ONPEACIICHHO CITy)KaT yCHIIe-
HUIO BHYTPEHHE IPUCYILEro cucreMe myma. Jpyroil Tun mryma, noJly4MBIIMA HA3BAHUE «BHELIHUI
myMm» (extrinsic noise), TeHEpUpyeTCs 3a MpeAeIaMy KIETKH U CBSI3aH ¢ MEKKJIECTOYHBIMHU pa3Inyusi-
mu [Swain, Elowitz, Siggia, 2002].

OcTaHOBMUMCSI HA OCHOBHBIX METOJaX TEOPETHUECKOTO MCCIIEOBAHUS CTOXACTHUECKUX CHCTEM.
JocTaToyHO MOJHOE OMUCAaHUE TAKUX METOMOB IaHO B MoHorpaduu [['apaunep, 1986]. ABTOp O0TMe-
Yaer, 4To JUIsl pacueTa (pIyKTyaruil cymecTByer aBa oOmmx metozna. [lepBbIii ocHOBaH Ha peleHuu
CHUCTEMBI YPaBHCHUH 71T MOMEHTOB M KOPPEIAITMOHHBIX (hYHKIMHA. DTO HanboJiee OOIMA B TIOCTIE0-
BaTENbHBIN crIOcO0 pacueTa, MPUTOAHBIM KakK Jis paBHOBECHBIX, TAK U HEPABHOBECHBIX (IIyKTyalni.
Bropoit ocHOBaH Ha pelIeHHH OCHOBHOTO KHHETHUECKOT0 YPaBHEHMSI C BKIIOYEHHUEM B HETO COOTBET-
CTBYIOIINX CITyYalHBIX MCTOYHHUKOB, HOCAIINX WMs JlamkeBeHa M OTpakaloUUX CTPYKTypy H3ydae-
Moii cpensl. OHM BriepBble ObUTH BBeaeHBI [lonem JlamxeBeHOM B JHHEWHOE TUHAMHYECKOE ypaBHe-
HHE JBIKEHUS U1 OpOYHOBCKOMH YacTHIBl. BooOIe roBopsi, JUCCUNaTUBHBIE TMHAMUYECKUE YpaBHe-
HUS SBIIIOTCS HEMMHEHHBIMH. Takum 00pa3oM, BO BTOPOM IMOJXOJ€ BO3HUKAET 3a/1a4ya ONpeIeTIeCHHS
CTPYKTYPHI JIAH)KEBEHOBCKUX MCTOYHHUKOB I HENMMHEWHBIX cucTeM [KimMonTtowd, 1994]. MHTEH-
CHUBHOCTH ITHX UCTOYHHMKOB, KaK MpaBWJIO, TaKkke HeTHMHEeWHbl. Ecnu 3Ta 3a1aya periena, To OTKpbIBa-
€TCsl BO3MOKHOCTB OoJiee 00IIEero OmrcaHus MPOILECCOB B HCCIENyeMOl cpelle Ha OCHOBE COOTBETCT-
BYIOIUX ypaBHeHWH JlamkeBeHa. Bo MHOTMX ciydasx (IYKTyallMd MaKpPOCKOMMYECKHX (QYHKITHI
MOTYT OBITh PaCCUUTAHBI B JUHEHHOM IpuOImxeHnd. OHAKO €clii CUCTeMa MpUOIMKaeTcs K OJHOM
n3 OuypKaMOHHBIX TOYEK, B CIy4ae HEPaBHOBECHOTO (pa30BOr0 mepexoa JIMHEHHOTO MOAX0/1a OKa-
3BIBAETCH HEAOCTATOYHO. Torma st pacueTa HEMUHEHHBIX (IIYKTYKAIIMOHHBIX MIPOIIECCOB BO MHOTHX
cirydasx Oonee 3QEKTUBHBIM OKa3bIBACTCS KHHETHYECKOE ypaBHEHUE Uil QYHKIUHA pacnpeaeieHus
MaKpOCKOIIMYECKHUX BEIMUYMH (B aHIVIOSN3BIYHOM JIMTEpaType OHO HOCUT Ha3BaHUE master equation).
MeToMKa HCIIONIB30BaHUSI CTOXACTHYECKOTO OMMCAHWS NUHAMHYECKUX CHUCTEM, BOZHUKAIOIINX IPU
OMOXMMHUYECKUX PEaKIHsIX B MpoIleccax TeHHOW TPaHCKPHIIINK Ha OCHOBE MacTep-ypaBHEHHA, TOI-
poOHO ob6cyxmaeTcst B nmporpammHuoii padote [Kepler, Elston, 2001]. IIpumepsl uCIoib30BaHUS yKa-
3aHHBIX METOJOB CTOXaCTHYECKOTO aHajm3a Coaepikarcs B (PyHIaMeHTalbHOW MoHOTrpaduu [Poma-
HoBckmid, Crenanosa, Yepuasckuii, 2003]. OmHaKO BCe MEPEUYHCICHHBIC BEIIIE aBTOPHI aKIICHTHPOBA-
T BHUMaHME Ha MAapKOBCKHX CTOXaCTHMYECKMX cucTemax. VIMeHHO Omaromaps sToMy (akty
MOJTy4yaroIMecs B aHalM3€ MacTep-ypaBHEHHUs BBINVIAAAT Topas3no mpoule. [IpuunHa ycrnoxHEeHHS
B HEMapKOBCKOM CIJIy4ae IMOHATHA: KaK M3BECTHO, YPABHEHUS C 3aIa3/IbIBAaHHEeM HMEIOT, 10 CYTH, Oec-
KOHEYHOE YHUCIIO CcTereHeil cBoOoasl. Hanpumep, mepuoanyeckue KomebaHns U Mepexo K XaoTHde-
CKOMY TIOBEICHHMIO HaOMIOAAIOTCS YK€ B YpaBHEHMHM TMIEpBOrO TMOpsAKa, B TO BpeMs Kak
B OOBIKHOBEHHBIX JU(PPEepeHIINATBLHBIX YpaBHEHHIX TpeOyeTcs Kak MUHUMYM OJIHA CTENIeHb CBOOOIBI
(cuctema 2-ro TopsiaKa) IS BO30YKISHUS KOJICOAHWA M IMOJATOPBI CTEIICHW CBOOOIBI (cucTeMa 3-To
MOPSKA) — JUIsI BOSHUKHOBEHUS IETePMUHUPOBAHHOTO Xaoca.

Kak u3BecTHO, XapakTepHble MacIITaObl BPEMEHHU OTAEIBHBIX KOMIIOHEHT NMPH T€HHOU peryis-
IIUM OOBIYHO HECOMOCTaBUMBI. CyIIECTBYIOT OBICTpPBIE PEaKIH C XapaKTepHBIM BpEeMEHEM MOpsaKa
HECKOJIBKUX CeKYH]I WJIM MUHYT (HampuMmep, JUMepHu3alus 6eika) 1 MeJIeHHbIe peakiliu C XapakTep-
HBIM BpEMEHEM MOPsIIKa HECKOJIbKUX YacOB M JAaXe CYTOK (TPaHCKPHIILMS, TPAHCISLUS, JeTpagatus
Oenka u nip.). B cBs3u ¢ aTMM mosiBUIIHCH paboThl (HanpuMmep, [Rao, Arkin, 2003]), B KOTOpBIX pa3Bu-
BaeTCs WJesl pacCMaTpHBaTh AMHAMUKY TOJBKO Ha MeiieHHOM MHorooOpasuu. [Ipu aTtom cumraercs,
4TO OBICTpPBIC TIPOLIECCHI MIEPEBOMSAT CUCTEMY B KBa3HpaBHOBECHE, HA (JOHE KOTOPOTO Pa3BOPauUBACTCS
MeieHHast TuHaMuKa. [lpu 3ToM moaxofe, Kak MpaBHIIO, HESBHO MPEIONIaraeTcs, YTo BCe PEaKIHH
SBIISIOTCS. MAPKOBCKUMHE ¥ TOAUMHSAIOTCS cTatuctuke [lyaccona. IIpocreiimmm onpeneneHnemM map-
KOBCKOTO CTOXaCTHYECKOTO IpoIlecca MOXKET CIY)KUTh CIEIyIollee YTBEpXKIeHHE: «OymyIiee»
U «IIPOILIOE» 3TOT0 Mpollecca HE 3aBUCAT APYT OT Apyra IMpH HM3BECTHOM «HacTosmeM». Ha Ham
B3TJISIT 3TO TPEIONIOKEHNE IO OTHOIIEHUIO K TEeHETUYECKHM CHCTEMaM SIBIISIETCS HEOIPaBIaHHBIM
YIPOILEHHUEM CBOWCTB CHCTEMBI. BaXKHO OTMETHUTH, YTO MPOIECCH IKCIIPECCUU T'€HOB HE MIPOCTO ME/I-
JICHHBIE, HO €lIe U COCTOST W3 MHOTO3TAIHBIX PEakiuii, B X0Je KOTOPHIX MOCIEA0BaTeIbHO 00pasy-
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FOTCSI aHCAMOJTH CIIOMHBIX OPraHUYECKUX COCTUHEHUH. TakuM 06pa3oM, 3TH MPOIIECCHI pacipeeIeHbI
0 TPOCTPAHCTBY M PACTSHYTHI IO BPEMEHU U WAYT C HEKUM XapaKTePHBIM BPEMEHEM 3ama3/IbIBaHusl.
CTpOFO TOBOPps, 3THU IMPOLECCHI YK€ HC MOT'YT CUUTATBCA MAapKOBCKHMMU. Ecmm BpEMs 3aria3ibIBaHUs
MaJIO TI0 CPaBHEHUIO CO BCEMHU OCTAIIBHBIMH XapaKTCPHBIMU BpEMEHAMH B cUCTeMe (KaK ObICTPBIMHU,
TaK ¥ MEIJICHHBIMH), 3TUMH 3P HEKTaMU MOXKHO TpeHeOpeyb. B 3ToM ciiyuae 3ama3ipiBaHHe HE OKa-
3bIBACT BIMSIHUSL HA COCTOSTHHE KBa3HMPABHOBECHS, CIIOKUBIIIEECS B CUCTEME, W MIPUBBIYHBIC CTOXACTH-
YyecKre MoJeNin 0e3 3ama3lbIBaHus 37eCh XOpolno padorarorT. OJHAKO e€ciy BPeMEHa 3ara3/IbIBaHus
OJTHOTO TIOPSA/KA BETMUYHHBI C APYTHUMHU TpoleccaMu (MK aaxe OONbIie) Wil oOpaTHas CBS3b CHIIb-
Hast, TO () (PEKTHI 3ama3AsIBaHMd HE MOTYT OOJIBITIE HITHOPHPOBATKCSI.

Paccmotpum 11 mpumepa mporecc reHHou
TPAHCKPUIIIINK, CXEMAaTUYSCKH H300paKCHHBIN

Ha puc. |. Kak wu3BecTHO, reHeTHUYecKasl Mpo- PHK
rpamMma pa3BUTHUS U (PYHKIUOHUPOBAHUS JKUBBIX 1ouMEpaia
opranu3moB 3amucanHa B Mojekyne JIHK, koro- THK |

pas TIpencTaBisieT coOOM MIMHHYIO IIBOWHYIO

o N cTAPT cTon
cnupanb. EnuHUNEN nepenadn HacIeICTBEHHON =
UHQOPMAINH SBIISIETCS T€H, KOTOPHIA 3aHUMAeT PHK
yuactok JIHK. Ilpouecc cuuThiBaHUSI KIETKOU moTHMepasa :>
MH(QOPMAINK U3 TeHA HA3bIBAETCSI TPAHCKPHIILIU- THK |
eil. IIpoHcXomuT 3TO CIEAYIOUIMM 00pazoMm. TR

o

I'mo6yna PHK-momumepasbl, koTopas sBIsETCS
CTPOUTENBHBIM ~ MaTepHalioM Uil  Oyayei 4%

%%%qb&ss
MPHK, nmpukpermsiercs K  Hayaly  TeHa ®

’ %% Geldok moJIHMepPa3a

(cMm. puc. 1, BepxHss cxema). Baxkayto QpyHKIHIO . : |
PETyJSIIMK TPAHCKPHUIILUHU BBIIONHAET HEOOJb- AHK A
IIOM y4YaCTOK MEPEN CaMbIM T'eHOM (OTMEYEH LTART LTOM

YEpHBIM [[BETOM). DTOT YYacTOK Ha3bIBAIOT OIIe-
parop-caiitom. Ilomumepasa MoOXXeT HpHUKpe-
IUTHCS K T'eHy, TOJBKO €CJIM OIepaTop-calT OT-
KpBIT. ETO OTKpBITHE 3aBUCUT OT KOHICHTPAILIUH
CHHTE3UpOBaHHOro Oenka. [Ipenmonoxxum, 4To
omeparop-caiit oTkpeIT. Toraa monauMepasa Ha-
YMHAET JBUTAThCSI BIOJIb I'€HA — CTAPTYeT MPOLECC TPAHCKPUIILUK. BaXXHO OTMETUTh, YTO MEXIY MO-
MEHTOM, KOTJa HAYMHAETCs MIPOILIeCC, © MOMEHTOM CaMOro CHHTe3a Oelka MPOXOAUT HEeKOTOPBIH mpo-
MEXYTOK BPEMEHHU 7 , KOTOPBII M OIpenenseT BpeMs 3ama3fsiBaHus B cucteme. Korma monmumepasa
nobupaercst 10 KoHIa reHa, mpouecc TpaHckpunuuu JJHK B MPHK 3akanumBaercs. danee MPHK
B TIpOLIECCE TPAHCISILUK CHHTE3UPYeT OeJIOK B MOHOMEPHOH (popMe, KOTOPBIH ITOCTEIIEHHO NMePeX0auT
B IUMEpHYIO dopMmy (cM. puc. 1, HIKHSSI cxema). Ecin KoHIeHTparwsi TMMepoB CTAaHOBUTCS OOJIBIIION,
B CIIy4ae OTpHUIATEIbHON OOpaTHOW CBSA3M ONEpaTOp-CalT 3aKphIBaeTCs OJHUM M3 JMMEPOB M TPaHC-
KpUNLKS TpeKparaercst. TakuM o0pa3oM, Mbl CTaIKABaeMCs 3[€Ch C OTPUIIATENbHON 0OpaTHON CBS3BIO,
3aIa3/bIBAIOIIEH BO BPEMEHH, KOTOPask PEryJIMpyeT MPOLECChl TPAHCKPHUIILIMK U TPAHCIISALMH.

BaxxHO OTMETUTb, 4TO (PAaKT CHIBHO 3ama3/IbIBAIONINX OMOXUMHYECKHX PEaKkIHMii BO BpeMs T'eH-
HOH dKcIpeccuy ObLI YCTAaHOBIICH MPU MCCICAOBAaHUN LUPKAaIUaHHBIX KOJICOaHUH Y pa3IMYHbIX MUK-
poopraHu3mMoB — Helpocniopsl (Jar. Neurospora Crassa), apo3odunsl (nat. Drosophila) u npyrux.
DTH UCCIIeMOBaHUS BKIIIOYAIN KakK dKCIEpUMEHTabHBIE pa0doThl [Denault, Loros, Dunlap, 2001], Tak
U TeopeTudeckoe MojaenupoBanue [Sriram, Gopinathan, 2004; bpaiyH, 3axapos, 2011]. MHTepecHoit
0COOEHHOCTBIO LIMPKANaHHBIX KOJeOaHUH SBISIETCS TO, YTO BPEMEHA 3ama3/AbIBaHus, GOpMUpPYIOIINe
9TH KOJeOaHus, TOCTUraloT 3HAYCHUH HECKOJIBKHUX 4acoB. BecbMa BEpOSITHO, YTO MEXaHU3M OHOJIOTH-
YeCKHX PUTMOB (P)YHKIMOHUPYET Ha OCHOBE 3aIla3JbIBAIOIINX KoJeOaHH, BOZHUKAIOIIUX IPH TPaHC-
kpunuun reHoB. [lo kpaitHelt Mepe 3TH KoneOaHus WaealbHO MOAXOIAT Ha OTY pOJb, TaK KaK HX Iie-
puox ompenensercs AnmuHod nenouku JJHK naHHOro reHa m MCKIIOYHUTENBHO YCTOWYMB MO OTHOIIE-

Puc. 1. Cxema mnporeccoB TpaHCKPHUITLIUH/TPAHCIIS-
LIMM T'eHa ¥ 9Kcnpeccuu Oenka. ['eH oTMeueH cepbiM
uBetoM. Ormeparop-cadT 00O3HAYEH YEpPHBIM IIBE-
TOM HUH BU]
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HUIO K JIFOOBIM BHEIITHUM BO3/ICUCTBUAM Ha KIeTKy [bparyH, 3axapos, 2011]. Bnoxne mornyno mpen-
HOJIOXUTh, YTO U B APYTHX PEArupyloOIIUX CUCTEMaxX I'€HHOW PEryJLILMU IPUCYTCTBYIOT 3HAUUTEIb-
HBIE 3aIa3/bIBaHNsA, KOTOPBIE IIPY COBPEMEHHOM Pa3BUTHH TEXHHUKH SKCIIEPHMEHTA ITOKa HEBO3MOKHO
o0HapyxkuTh. Takum 00pa3om, MpU aHATUTHYECKOM M YHCICHHOM HCCIIEOBAHMH BIUSHUS (DIyKTya-
LU B 3THX pPeakUusIX HEOOXOAMMO C CaMOro Hayajla paccMaTpUBaTh MOJENN ¢ HEMapKOBCKUM IOBe-
JeHueM. OTH BOIPOCHI HE MOJYYMIH B JUTEPAaTYpPe CBOETO IOJDKHOTO OCBELICHHMS, U HAllU PabOThI
[Bratsun, Volfson, Hasty, Tsimring, 2005a; Bratsun, Volfson, Hasty, Tsimring, 2005b; bpaiyn, 3axa-
poB, 2011] OpuTH TPU3BaHBI BOCHIOIHHUTE 3TOT Mpoden. JlanHas paboTa MpoJoIDKaeT Ty JIHHUIO.

2. Moaesb TPAHCKPUIIIMH € OTPULATEIbHOI 00PATHOM CBA3bIO

PaccMoTpuM mpOCTEHIIYI0 HEIMHEHHYI0 MOJEIb, ONUCHIBAIOLIYIO IIPOLECC F€HHOW TPaHCKpUII-
1M, CXeMaTHYEeCKH MoKa3zaHHoi Ha puc. 1. [Tycte X o0o3HauaeT koHUeHTpauuto Oenka. Torga cun-
Te3 ¥ pacnan X 3amuiieM clelyromuM 00pa3om:

@ AWy xrr 2.1)
X 250, (2.2)

rme A, B — CKOPOCTH peakIiii I TPOIIECCOB CHHTE3a W JICTPalalliil COOTBETCTBEHHO. 3HAK ITyCTOTO
MHO)KECTBa O3HAUYAET, YTO UCXOAHBIE peareHTs B (2.1) U KOHEUHbIE MPOAYKTHI peakiuu B (2.2) OTCyTCBY-
10T. Hanname oneparop-caiita, KOTOpBIH MOXKET OCTaHABIMBATH WJIM BO30OHOBISATH TPAHCKPHITIIIO, MOXK-

HO Y4ecTh BBEIICHUEM CHelUaIbHOW QyHKIMH D € {DO D, } , KOTOpasi MOXKET IIPMHUMATh 3HadeHue D,

B ClIy4ae OTKpBITHs oneparop-caiita u D, — B ciaydae ero 3akpbitis. C GopManbHON TOYKH 3peHHs co-

CTOSIHHE OIepaTop-caiiTa MOYKHO paccMaTpuBaTh KaK JIONOJHUTEIbHBIA peareHT B cucteme. CuHTE3 Oenka
HauyuHaeTcs npu ycnoun D, (¢) =1. Eciu ke oH 3akpsIT, T0 D)(#) =0 1 npou3BoAcTBO Oeika HEBO3-
MOKHO. OT™MeTHM, uTO peakims (2.1) siBiusercs 3anma3apIBatoieil n OeOK CHHTE3UPYETCs TONBKO depe3
BpeMs 7 IIOcje Havaya TpaHcKpunuuu. Kpome Toro, Ha CKOpOCTh 3aKphITUS ONIEPaTOp-CaiiTa MOKET BIIH-
ATh KoHIeHTpaus Oenka X. Takum oOpazoM, B cuCTeMe peau3yercs OTpHLaTeNIbHas 00paTHas CBS3b.
YuuThIBast 3TH 3aMEYaHUs], 3aIHIIEM €ILE ABE PEAKIUH B CUCTEME:

D,—XY 5 p (2.3)
D1 L)DO R (24)

rae k,, k , — ckopoctu peakuuii. C 01HON CTOPOHBI, IpeAIaraeMasi MOAEb [IPOCTa HACTOIBKO, YTOOBI

MOYKHO OBLITO MPOBECTH MOJHBIA aHAIN3 ee MacTep-ypaBHEHHsI M HAWTH €ro aHaJIMTUIECKOEe PEIleHNE.
C apyroii CTOPOHBI, HECMOTPSI Ha CBOIO IIPOCTOTY, MOJIEJb OIMHCHIBAET XapaKTEPHBIC MPOIECCHI, MPO-
UCXOJSIIUE PU TPAHCKPHUITIIUH.

Haunewm ¢ nerepmunamCcTCKOTO omucaHus cucteMsl (2.1)—~(2.4). JlnHaMuka Takold CHCTEMBI OTIpe-
JICNISICTCSl CUCTEMOM MU(PepeHIIHAIbHBIX YPABHEHUH C 3ara3/IbiIBaHUECM

ax_ AD,(t—7)-BX(1), (2.5)
dt
ﬁ:kfl —k_,D,(t) 1+:—1X(t) , (2.6)

-1

I'JIe UCIOJIb30BaHO O4YeBUAHOE cooTHomeHue D, + D, =1. Cuuras peakuuu nepeKiItodeHus onepaTop-

caifta (2.3), (2.4) ObICTPBIMU 1O CPaBHEHHIO C JPYTUMH Ipoueccamu, cuctemy (2.5), (2.6) MoxHO

CBECTH K OJJTHOMY YPaBHEHHUIO JUIsl KOHIIGHTPALUK OeKa:
dX A
—=————""-BX(), (2.7)
dt 1+K X(t—1)
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rne K, =k, / k. YpaBHenue (2.7) uMeeT OHO €ANHCTBEHHOE CTAIMOHAPHOE PEIICHHE:

X*:-L-1+4K51—L (2.8)
2K, B

YroObl OKa3aTh, YTO pemeHue (2.8) sBseTcss aOCOMIOTHO YCTOWYHMBBIM MO OTHONICHHUIO K JIO-
OBIM OECKOHEYHO MaJbIM BO3MYIIIEHUSAM, PACCMOTPHM YpaBHEHHE Oojiee 00IIero Buaa

d—X:+—BX(t) , (2.9)
dt 1+KX"(t-1)

KoTopoe cBoauTcs K (2.7) B yactHOM ciydae N =1 (N — koaddurment Xwmia). Kak 6yaer mokazano
HIDKE, YpaBHeHHE Bua (2.7) momydaercss B CHITy MPEIIOI0KEHHUS O TOM, YTO TOJIbKO MOHOMEDHI Oel-
Ka QOpMHUPYIOTCA B pe3yjbTaTe Npolecca TpaHCKpUNUMW/TpaHcisuuu. Ecnu nonmycTuTh B cucteme
BO3MOXXHOCTh JIUMEPHU3aLMU WIN 00BbeIMHEHHE MOHOMEPOB B COEIMHEHUS 00Jiee BBICOKOTO MOpsAKa
(ckaxkem, TeTpaMmepsl), TO CTENEHb 3ala3IbIBaIONIEro cinaraeMoro noseimaercs: N > 1. [Tokaxem, 4to
oudypkaus AanpoHoBa—Xormda MoXeT Mpou3oUTH B ypaBHeHHH (2.9) Tonbko mpu N >1. Ilocne

muHeapm3amu (2.9) OKOIO  MOJOKEHHS paBHOBeCcHS X ,  ONpPENeIseMOro  COOTHOIIE-
nuem BX (1+K,X™") = A4, nonyunm

f;_f —EX(—7)- BX(1), (2.10)

rae &= ANK, X V"' /(1+ K, X")*. TIpu ecTecTBEHHOM MpETOIOKEHNN O 3HAKAX CKOPOCTEH PeaKIHii
A>0, B>0, K, >0 oueBuaHo, uto ¢ > 0. OTbIcKuBas pemenue B Bune X ~ exp(At), momyuum:

u=—-¢e " cos(wr)— B, w=~¢e " sin(wr), (2.11)

rne A=u+Ilw. YcnoBuem pazpemumocTu cucteMmbl (2.11) B ciydae Oumdypkammm AHIPOHOBA—
Xomnda ¢ =0, ®+#0 sBisercs cieayrouiee COOTHOLICHHUE!

2
KX @
N —L— | -1=—. 2.12
1+ KX B’ @12)

Bunno, ato mpu N =1 ypaHenue (2.12) nelcTBUTEIHHBIX PEIICHUA HE UMEET, U MePeXo] K aB-
TOKOJIEOaHUSIM B CHCTEME HE HACTyNaeT MpH JIFOObIX 3HAYEeHHUsAX mapamerpoB. llpu N >1 takas Bo3-
MOJKHOCTB y CHCTEMBI MosiBisieTcs. C OTHOM CTOPOHBI, 3TO TOBOPUT O HEOOIPENEICHHOCTH TTOJTyIeH-
HOW JUHaAMU4YecKod monenu (2.7) W BaKHOCTH Tpoliecca TUMEPH3alUU Uil TUHAMUKA CUCTEMBI.
C apyro#i CTOpPOHBI, HAAKPUTHUYECKHE MEPHOANYEcKUe KonebaHus Hac B 3Tol paboTe HE MHTEPECYIOT,
MO3TOMY HMX OTCYTCTBHE B paccMarpuBaeMoii cucteme (2.7) He yrpokaeT Hamiemy aHanmu3y. Mtaxk,
B OTCYTCTBUHU ITyma cuctema (2.1)—~(2.4) umeeT TONBKO OAHO CTAI[IOHAPHOE pelIeHHe, KOTOpoe yc-
TOWYMBO MPH JTIOOBIX 3HAYCHUSIX apaMETPOB.

[lepeiinem K cTOXacTU4eCKOMY OINMuUCaHHIO cucTeMbl (2.1)—(2.4). B HameM ucciegoBaHUM MBI
MMEEM JIeJI0 TOJIBKO C BHYTPEHHUMH MTPHYUHAMH BOSHHKHOBEHUS (IyKTyalwii B cucteme. B mpuHIu-
Tie, BHEIIHUI 110 OTHOIICHHUIO K CUCTEME IIIyM MOXKET OBITh 3aJ]aH BBEJCHUEM JIOTIOHUTEIBHBIX Peak-
I[Ui, KOTOphIE HE CBSI3aHBI C CUCTEMOHN KakKoi-TMO0 00paTHOW CBS3bIO. DTH PEAKIMH MOTYT OBITH
BKJTFOUEHBI B OOIMIYIO CXEMY HCCIIeIOBaHM, KOTOpas M3araeTcs HIKe, OHAKO 3TO CYIIECTBEHHO ycC-
JIOXKHSIET MacTep-ypaBHEHUE U €T0 aHAITU3.

O0603HaYMM BEpPOSITHOCTh TOTO, YTO CHCTEMa B MOMEHT BPEMCHH ¢ OOJIamacT # MOJEKyJIaMH
Oenka B MoHOMepHOH dopme F(n,t) u F(n,t), ecnu onepatop-calT B MOMEHT BPEMEHU f — 7 HaXo-

Jquicst B coctostHu D, n D, cooTBeTcTBEHHO. Torna macrep-ypaBHEHHs A1 OMOXUMHUYECKUX PEaK-

2011 T. 3, Ne 4, C. 421438




428 . A. bpanyn

it (2.1)—(2.4) MoryT OBITh 3alMCaHBI B CIEIYIOIIEM BUJIE:

d}%;:’t)‘ = AR (n=1,t)= B (n,0)) + B(n+ )R (n+1,t) = nFy(n,1)) -

—klim(}’o(m,t—r) +Pl(m,t—r))PO(n,t) +k B(n,t), (2.13)

dP(n,1)

= B+ DR(n+ 10— nR (1) +

- (2.14)
+k, Y m(By(m,t —7)+ R (m,t —1)) B, (n,0) =k R (n,0),

rae n=0...00. [Ipu noxy4yenun BoipaxkeHus (2.13), (2.14) Mbl NPEeaNONOKUIN, YTO BpeMs 3ama3ibl-
BaHWS 7 MHOTO OOJbBIIE BCEX OCTALHBIX XapaKTEPHBIX BpeMeH. B 3ToM ciydae coOBITUS B MOMEHT
BPEMEHU ! M ! —7 PACLEIUIIOTCS U CTAHOBATCS] HE3aBUCHMbIMHU:

P(n,t;m,t —7)~ P(n,t|m,t —t)P(m,t —7) = P(n,t)P(m,t — 7). (2.15)

CymecTBoBaHHE OMOXMMHUYECKHX CHUCTEM, OTBEYAIOMIMX ycioBuio (2.15), moaTBepikaaercs: uc-
CIIEIOBAaHUSAMHU IMKaAHaHHBIX Konebanuii [Denault, Loros, Dunlap, 2001; Sriram, Gopinathan, 2004;
Bbpartyn, 3axapos, 2011], koTopsie OKa3ajid, 4TO 3ama3gbIBaHKe B MPOIECCaX TPAHCKPHUIITUN B 3TOM
cllydae JOCTHUTaeT 3HaYeHUH B aecsaTku yacoB! HeoOxommmo, TeM He MeHee, 3aMEeTHTh, YTO OOJIbIIoe
3ama3bIBaHue SIBISETCS HEOOXOANMBIM, HO HE IOCTATOUHBIM YCJIOBHEM Ul BBINOJIHEHUS (2.15), Tak
KaK CUJIbHAsi OOpaTHas CBA3b NPHUBOAUT K 3HAYMTENIbHBIM KOPPELMSAM Ha JJIMHHBIX IMPOMEXYTKax
BpeMeHH. [109TOMY MPEAnoNoKIUM JOTOTHUTENLHO, 4To 00paTHast cBs3b cinaba. [loaydunm ananutrye-
cKoe BbIpaxkeHue ans crekrpa @ypbe curHana croxactuyeckod cucremsl (2.13), (2.14). dus storo
MpPUMEHUM MeToJ| TeHepupytommx ¢yaknwidi [[apauaep, 1986]. Beenem B paccMoTpeHHe reHepu-
pyromyto bynkuuto G(s,t) = G,(s,t) + G, (s,t) ang pacupenenenuit Fy(n,t) u B (n,t):

Go(s,t):is"Po(n,t) , Gl(s,t):is"}’l(n,t). (2.16)

Torma mactep-ypasaerus (2.13), (2.14) MoXHO BBIpa3HuTh uepe3 reaepupyomue Gyakmmm (2.16)
CIeyomuM 00pazom:

oG oG,

o= (s—l)[AGO -B as(’j—k1<n(t—r)>Go +k,G, (2.17)
oG oG
ﬁ_tl =—(s —I)Ba—s'+k1(n(t —-7)G, —k_,G,. (2.18)

BBenem nanee nepapxuto CTaTUCTUYECKUX MOMEHTOB M ,:’ ®):
MY()=Y n'B(nt),  M[@)=) n'R(nt). (2.19)
n=0 n=0

MomenThl Hysesoro nopsiika My (t) u M, (t) XapakTepu3yloT BEPOSTHOCTH OOHAPYKUTh OTle-
paTop-caliT B MOMEHT BpPEMEHH ! —7 B OTKPBITOM/3aKPBITOM COCTOSIHUHM COOTBETCTBeHHO. OTcrona
Ccpa3sy e BBITEKAET COOTHOIIEHHE MEKTy MOMEHTaMH B 3ToM Topsake: M, (¢)+ M (t)=1, u nocta-
TOYHO 3aIHCaTh YPaBHEHHE TOJIBKO IS OJHOTO U3 3TUX MOMEHTOB:

aMy _
dr

ke, - M (k. +ka(t—1)), (2.20)
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rae a(t)={n(t)) . MomenTsI iepBoro mopsaka M, () u M| (t) onpenensioT cpenHee 3HAYECHHE MO-
JIeKyJ1 OeJika B MOMEHT BpEMEHH ¢ TIPH YCJIOBUH, YTO B MOMEHT BPEMEHHU [ — 7 OIEepaTop-CalT Haxo-
Juics B coctossHud Dy wmu D, :

MY () + M/ () =a(t). (2.21)
CaMI/I ypaBHeHI/IH J1s1 MOMECHTOB B HepBOM HOp}IIIKe HUMCHOT CJIeILYIOIHI/Iﬁ BU:

am;
dt

=AM - BM - kM a(t—7)+k M|, (2.22)

daM;
— =BM| +kMa(t—7)—k_ M, . (2.23)
t
CrxmanpiBast ypaBHeHus (2.22) u (2.23), npuxoauM K auddepeHImarbHOMY YPaBHEHHIO, OIHCHI-
BAaIOIIEMY JHHAMHKY CPEIHETO 3HAYCHUS KOJIMYECTBA MOJICKYJI OenKa:

”;_f =AM - Ba(1). (224)

Kak u cnegoBano oxxuaarh, ypaBHeHUS s cpeqHux BeinnduH (2.20) u (2.24) coBmanu ¢ ypaBHe-
HUsMHA (2.5), (2.6), TOyIeHHBIMA B paMKax IETEPMUHUCTCKOTO omucanus. [Ipenmonaras, Kak u mpe-
KJIe, 4TO (QIIyKTyallHy TEePEeKIIOYeHUs] oNepaTop-caidTa MPOUCXOSIT Topa3o ObICTpee CHHTE3a H Jie-
rpajganuu 0enka, noxy4dum us3 (2.20):

1
M)(t)yx ——. 2.25
0 () 1+Ka(t—71) ( )
Ecnmn mononmHUTENHHO TPEINONIO0KHUTh, YTO OOpaTHAs OTpHUIlATelIbHas CBS3b B CHCTeMe ciabas
K, <1, ypaBHenue (2.24) cTaHOBUTCS TUHEHHBIM:
d
d—ot‘ = A-Ba(t)- 4K, a(t 1) . (2.26)
Ypasuenue (2.26) XopoIlIo U3BECTHO B JUTeparype mo nuddepeHnnanbHbIM YpaBHEHUIM C 3a-
na3asiBanueM [ Tsimring, Pikovsky, 2001; Mroppeii, 2009] 1 MOXKeT OBITh PEIICHO TOYHO:

B (n—No(t) A o(t) A
() =n() = 1-Ce ™ (1 B+AK1j1—g’e“ " B+ AK,’ @27)

e

e —é'el(T’”, 0<T<r,
o(T)=
@) e_B(T_L’)( (L7) - AK, j o (T'- 7)™ L”dTJ Lt<T<(L+1)r,
1
A=.B’ - AK}, =——(B-1). 2.28
$=7 Kl( ) (2.28)
Pemenne (2.27), (2.28) momydeno misi HadamsHOTO ycnmoBus «(0)=n. Kak BugHo m3 (2.27),

(2.28), pemenne cymecTByeT ToJIbKO pu B > AK|, TO ecTh HIKe TOUKH Ouypkanun AHIPOHOBA—

Xormga. DTo Kak pa3 Ta 007acTh MapaMeTPOB, KOTOpas HaC WHTEepecyeT. JIIOOOMBITHO OTMETHTh, YTO
Touka OuypKau Bo3HUKAET B cucTeMe (2.26) TOIBKO MOTOMY, YTO MPH JIMHEapU3allui OTOpachiBa-
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IOTCSI HEMHEHHbIE cnaraeMblie. B 3ToM jerko yOeauThesi, eciin pas3iokHTh JIEBYIO YacThb ypaBHEHUS
paspemuMoctd (2.12) B psax no manomy mnapamerpy K. TodHoe pemenue ypasHeHus (2.26)

JJIsL B< AKI TaKXKe MOXKET OBITh IMOJIY4Y€HO, HO OHO PACXOAUTCA H3-3a JIMHEWMHOCTH CHCTEMBI U HE

MPEJICTABIIICT MHTEPECa B paMKax JIaHHOTO aHanmu3a. JIerko BuaeTh, 4to pemienue (2.27), (2.28) cxo-
JUTCS K CTAITMOHAPHOMY COCTOSTHHIO:

A
a*=(n)y, =———. 2.29
(. B+ AK, (2.29)

B nameii npegsiaymeit padore [Bratsun, Volfson, Hasty, Tsimring, 2005a] 6bu10 moka3zaHo, 4To
aBTOKOPpPEJSIMMOHHAs (DYHKIMS CUTHAJIA JIMHEHHOH cucTeMbl BUa (2.26) MOXeT OBITh BBIpaKEHA Ye-
pe3 reHepupyromue GyHkwm (2.16) creayrommuM 00pa3oM:

flio—A |49 | (2.30)
» B+ 4K, | ds |

() - dT)[fG”

—At ds2

l-ge

rae G, (s) — crauuoHapHoe pemeHue cuctemsl (2.17), (2.18), a dynkuus o(7) naercst BbIpaKeHU-

em (2.28). Kak Bumno u3 (2.30), mocTaTodyHO JMINb BBIYUCIWTH HMPOHM3BOAHBIE OT T€HEPUPYIOLIEH
(OYHKIIMM B COCTOSTHHU PaBHOBECHS, a 00IIee BRIpAKCHHE I caMOil (yHKIIMKA HET HEOOXOIUMOCTH
NOJIy4aTh. JTO CymecTBEHHO obierdaer aHanus. [lepBasi M3 MCKOMBIX TPOU3BOIHBIX JIETKO BBIYHCIIS-
€TCsl, UCXOMSI U3 €€ OIpEeIeNeHuUs:

dGsz — znsn—l (POSt (n) +P1st (n))
dS s=1 n=0

_4
B+ AK,’

=(n), = (2.31)

s=1

rae OBLIM MCIIONIb30BaHbl BhIpaxkeHHs (2.16), (2.29). Bropas mpou3BoaHas BBIUMCIAETCS CIOXKHEE.
CranmoHapHOe peleHre cucteMbl ypaBHeHu# (2.17), (2.18) anst reHepupyrommx (yHKUUE yAOBIIe-
TBOPSIET CJIEAYIOIIMM YDPaBHEHMSAM, KOTOPbIE MOKHO IIOJIy4uThb, KOMOMHUpPYS ypaBHeHusa (2.17)
u (2.18):

@—DBdGﬂzu—DAGy, (2.32)
ds
2 st dGSt k
B(s =)= 4+ (B+k (n), +k, — A(s 1)) O—A[uuiJngo. (2.33)
ds ' ds B

VYpaBHenue (2.32) mo3BoJSET NOMYYUTh IpaHUYHBIE YCIOBUS AJsl ypaBHeHus (2.33):

o B dG, B B
GL_=—- =—(n), =——, (2.34)
=l 4 ds o A B+ 4K,
d’G e , , A dG;
st =Y p(n=1s"(P"(n)+P" (n =__0 2.35
dS2 s=1 "Z:(; ( ) ( ’ ( ) 1 ( ))‘.&'1 B dS s=1 ( )

Kak BuaHO 13 (2.35), He0OXOMMO BBIYKMCIHTD TIEPBYIO MPOU3BOAHYIO oT GpyHKImH G, (s) . s
ee HaXxOXKJICHHs MPUMEHUM K ypaBHeHuto (2.33) meton @pobdenunyca [Koxnunrron, Jlesuncon, 1958].
Bynem uckatp pemienue Gg’ (s) BOMM3M ToukM s =1 B BUJE psAAa MO CTENEeHIM s —1:

Gi(s)= Y a, (s 1" | (2.36)

m=0
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IZie BeIWYMHBI a, , 77 AOJDKHBI ObITh onpeneneHsl. Iloacrasiss (2.36) B (2.33) u cobupas wieHsl npu
COOTBETCTBYIOIIUX CTEMEHAX § — |, MOIyYum:

)

m+ 1+?

77:0’ al 7:07 am+1 :amA > (237)
(m+1)(m+D)B+k(n), +k )

OTKy/a cpa3y CJIEAYyeT:

d’G,

a-G, _éngt 3 AB+k )
ds®

L Bds | T BBk, vk

s=1 5=

(2.38)

[Moncrasmsist monyueHHble BeipaskeHus (2.31, 2.38) B ypaBHenue (2.30), npuxoauM K GuHaAIBHO-
MYy aHATUTHYECKOMY BBIPRKEHHUIO JUTS KOPPEISIIUOHHOH (QYHKIHH:

2 p—
K(T)= G(T_)ﬂ A (B+k) N AB+K, A 2A) (2.39)
1-ge" | B(B+k_)(B+K, A)+kA) (B+K,A)
®dypbe 06pas cootHomeHus (2.39) naer BepakeHne M criektpa Oypre cCurHama:
2 _ _ - lot
S(@)=2 A (B+k,) N AB+K A 2A) Re 1-K, A_(Ia))e . (2.40)
B((B+k_)(B+K,A)+kA) (B+K,A) B+K, ACe'" —Iw

rac

:(a)) _ 1 1 _ e—(1w+/1)r N é,e_);; 1 _ e—(lw—l)r
1-¢e” | To+A lo—A

Ha pucynke 2 npuBeneH rpadguk cnexrpa Oypbe, moctpoeHHsbli o Gopmyie (2.40) amst 3Have-
Huii mapamerpoB 4=100, B=1, K, =0.002, 7 =50. 3HaueHre BpeMeHN 3aIa3/bIBaHU HAMEPEHHO
BBIOPaHO OOJBILIMM 10 CPABHEHUIO C OCTAIBHBIMU XapaKTEPHBIMU BPEMEHAMHU B CUCTEME, YTOOBI IIpU-
ommwkenue (2.15) BemonHsuiock. Kak BUAHO U3 puc. 2, BEAYIIUI MUK B CIEKTPE COOTBETCTBYET 4aCTO-
Te w=27/27=0.063. OT™METHM TJIaBHOE OTIMYHE MEXIY NETEPMUHUCTCKUM M CTOXaCTHYECKUM
onucaHusAMHU cucTeMbl. [IepBbIii MoaX0, BEIpaXKeHHBIH ypaBHeHUsMH (2.5), (2.6) (wnu (2.7)), npen-
CKa3bIBAaET, YTO CHCTEMa MOKET HAXOIHUTHCS TOJBKO B CTALMOHAPHOM COCTOSHUHM. CTOXacTHYecKoe
ommcanue (2.13), (2.14) npencka3siBacT BOSHUKHOBEHHE KBa3UPETYISIPHBIX KoneOaHuid. ITH Koyeba-
HUSI YeTKO (UKCHUPYIOTCs criekTpoM Dypbe nuHaMudeckoro mporecca (puc. 2). Takum o0pazoM, Mbl
BBIABWJIM BaXHBIN 3((ekT: B3auMoAeHCTBHE MEXIy LIYMOM M 3ama3/blBAHUEM MIPUBOAUT K BO30YXK-
JICHUIO KOJIe0aTeIbHOro noBefeHus. [leficTBys IO OTAEIBHOCTH, HU IIyM, HY 3ala3/blBaHUE HE CIO-
COOHBI TeHEPUPOBATH TaKOH IPPEKT.

3. Moaeib TPAHCKPHUIILUH € YY€TOM AUMEPHU3aALHNU 0esIKa

VYcnoxHUM MOJIENb, MPEUIOKEHHYIO B MpeabayIeM naparpade, cienyrommmM obpasom. [Ipen-
MOJIOKHUM, YTO OEJIOK MOKET CyIIecTBOBaTh Kak B (hopmMe MOHOMEpoB X, Tak U B (opMe TuUMe-

poB X, . OGe hopMBl aKTUBHO B3aWMOJECHCTBYIOT IPYT C IPYTOM — B CHUCTEME OJHOBPEMEHHO MPOTe-
KaloT PeaklMy JUMEPHU3aIUH U paclaga JUMEpOB:

X+Xx—-tsx,, (3.1)

X, X+X, (3.2)
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rne k,, k., — ckopocTn mpsMoi u 0OpaTHOH peakunu. [IppMem BO BHHUMaHHE, YTO BO BpeMs TPaHC-

KPUIIINH TeHa TIPOUCXOIUT aBTOPETYINPOBAaHUE 3TOTO TPOoIlecca MOCPEACTBOM OTKPBITHS U 3aKPBITHS
omeparop-caiita (puc. 1). OTnudre OT MPeaBITYIIEero Caydas 3aKII09aeTCS B TOM, YTO B3aUMOJICHCT-
BOBATh C OIEPATOP-CAUTOM TeNeph MOXKET OEJIOK TOJIBKO B JUMEPHOH Gopme X, . YuuThiBas 3T 3a-

MCYaHMs, 3alUIIEM €1I€ IBE pCaKINMU B CUCTEMCE!

D,+X,—>D, (3.3)
D—5—>D,+X,. (3.4)
3
3 |
ver’
v

0.01 0.1 1

®

Puc. 2. ®ypbe-cnekrp curxana croxacTuueckoit cucremsl (2.13), (2.14). 4=100, B=1, K, =0.002, =50

B ornmuue ot (2.3), (2.4) ypaBuenus (3.3), (3.4) 3anucansl B nonHou (opme. [lepBoe u3z Hux
OMHKCHIBACT MPOIIECC 3aMUpPaHus ONepaTop-caiiTa MOJICKYJION AUMEpa, a BTOPOE — MPOIECC BEICBOOOXK-
JICHUs] MOJICKYJIBI TUMepa W BO30OHOBIJICHHE Ipoliecca TpaHCKpumuK. HakoHerl, mporeccsl CHHTE3a
U Jlerpaganuy Oenka 3a1aiuM CIeIyIOINMHU PeaKkIHsIMU:

D)+ P —25 Dy + P+ X', (3.5)

X250, (3.6)

VYpaBHenue (3.5) onuchIBaeT MPOIECcC CYUTHIBAHUS TeHETHIECKOW MH(OpMAIK: B MOMEHT Bpe-
MEHHU ¢, ecliu ornepatop-caT oTkpeiT, PHK-nonumepaza P caauTcst B Ha4alio reHa U Mpolecc TpaHc-
KPHUIIUK HaynHaeTcsa. KOHEUHBIM MPOIYKTOM 3TOW pPEeaKiuu SBISIFOTCS MOHOMEpPHI OejKa, KOTOphIe
CHUHTE3UPYIOTCS B MOMEHT BpEMEHHU ¢+ 7. Bpewms 3amasfpiBaHus 7 HEOOXOJMMO CHUCTEME, YTOOBI
MOJTHOCTBIO CUMTATh TeHHYI0 MH(pOpPMAIMIO OT Hadana A0 KoHIa, nepekoauposats ee B MPHK, a 3a-
TEM CHHTe3MpoBaTh Oeok X . Kak u paHbiie, Oynem npeanonaraTh, YTO BpeMs 3ana3/iblBaHusl 7 Ha-
MHOTO OOJIBIIE OCTAJBHBIX XapaKTepHBIX BPEMEH B cucTeMe. KnHeTHYeCKHe ypaBHEHNs, 3alTCaHHbIe
Ha OCHOBaHWU Ieno4kH peakiuii (3.1)—(3.6), uMeroT BUj

d—X——sz2+2k X, +Ap,D,(t—7)—BX (3.7)
di 2 24 p T AP L, ) .
dX,

7 k,X* -k, ,X,-kD,X, +k_D,, (3.8)

KOMIIBIOTEPHBIE UCCJIEJOBAHUA U MOJAEJIUPOBAHUE




O ekt Bo3OYkKIESHHS MOJKPUTHUECKUX KOJeOaHHH B CTOXaCTUYECKUX CUCTEMAX. .. 433

D, _ —k,D, X, +k_D,, (3.9)
dt
% =kD,X, —k D, (3.10)

YnoOHO 3amucaTh ypaBHEHHE IUHAMUKM AJSl TOJIHOTO YHCIa MOJIEKyJd Oellka B CHCTEMe
X,y =X+2X,+2D, (3mecb yuTeHBI MOJEKyJbl KaKk B MOHOMEpPHOH, Tak UM B JUMEpHOIl ¢opme,

a TaK)Ke MOJICKYJIbI, 3aMTUPAOIIHE OIIePATOP-CANT):
dX,,
dt

= Ap,D,(t—7)- BX. 3.11)

Jnsa 3ampikanus ypasHeHus (3.11) mpumem Bo BHUMaHMe, 4TO peakius (3.5) 3amaer B cucTeMe
MEIJICHHO MEHSIIOILYIOCS AMHAMUKY, Ha (hOHE KOTOpoii peakunu numepusanuu (3.1), (3.2) u ynpasie-
HUs onepatop-caiitom (3.9), (3.10) mpoTeKaroT CTPEMUTENBHO, & YYacTBYIOIIE B HUX PEareHThl Obl-
CTPO AOCTHUIAIOT COCTOSTHUS CTATUCTUIECKOTO PABHOBECHS:

k2

D, = ks D,X*, X,=-2X". (3.12)
k_k k.,

VYuutsiBas cootHomenue D, + D, =1, a takxe BblpaxeHus (3.12), noxydum cieaytomee aug-
(hepeHIMaNBHOE ypaBHEHUE, ONMCHIBAIOIIEE TUHAMUKY MOHOMEPOB:

4K K, X |dX Ap, ~
(1+ KIKZXZ)Z dt 1+KK,X(t-7)

1+4K,X + BX, (3.13)

rie BBeleHbl obo3Hauenust K, =k, /k,, K, =k, / k,. Ha nepssiit B3risaa, ypasaenue (3.13) He oueHb

CHJIBHO OTJIMYAeTCsl OT mpenpiayieii moaenu (2.7). OgHako JeMOHCTpHpYyeMasi UM JIWHaMuKa Oolee
pasHooOpasHa. [lpupaBHuBas npaByto yacts (3.13) K HyJr0, HOTy4aeM €IMHCTBEHHOE CTAIIMIOHApHOE

COCTOAHHUEC CUCTCMBI:
2
X*=- B +\/ B >+ ! . (3.14)
24p,K K, 4(Ap,K K,)” KK,

JInneapusys ypasHenue (3.13) oxoso mosokeHus paBHoBecus (3.14), OIyIrM BBEIpKESHUE IS
MHKPEMEHTA HEYCTOMYUBOCTH:

1 .
A==A(-2rdp,K,K, X " )~ B, . (3.15)
T

rnie A — ¢yuxkuus JlamOepra, KoTOpas 1O OINpPEAETICHUIO YIOBIETBOPSIET BBIPAKEHUIO
A(x)exp(A(x))=x. HeliTpanbHas KpuBas s BO3HHUKHOBEHHUS KOJIeOATETHLHON HEYCTONYMBOCTH

(oudyprammm AnaporoBa—Xormda), BerauciaeHHas mo Gopmyne (3.15), mpuBeaena Ha puc. 3. Kak
U TIpeXJie, HaC MHTEPECYeT 00JIACTh 3HAYCHUU MapaMeTpoB, TNe JCTCPMHUHHUCTCKAs TEOPHUsS MPEICKa-
3bIBaET a0COIOTHYIO YCTOHYHBOCTb.

Tak xak croxacTideckuil aHamu3 cucTeMsI (3.1)—(3.6) ¢ TOMOIIBI0 AHATUTHIECKUX METOIOB He-
BO3MOJKEH, CHCTeMa Oblia HUccienoBana ynciaeHHo. Ha puc. 4 npuBeaeHb! pe3ynbTaThl PacyeToB, MO-
JYYEHHBIE C MOMOIIBI0 MeToa [ Mitecnu, KOTOpbIi ObUT MOAM(HUIIMPOBAH HAMU Ha Cyd4ail 3ama3fpl-
Barolux peakiuii [Bratsun, Volfson, Hasty, Tsimring, 2005b]. Beraucnenus mpou3BOIWINCE IS
pa3HBIX 3HaYCHUU TapameTpa A Tpu HUKCHPOBAHHOM 3HAUCHUM B =4 — 3TO COOTBETCTBYET BEPTH-
KaJTbHOMY Cpe3y Ha IUIOCKOCTH ATHX mapameTpoB (puc. 3). KpuTudeckoe 3HaueHHe mapamerpa Jyis
HacTyIuIeHus Oudypkanuu Xomda Ha 3TOM cpe3e paBHsercs A*=57.85. Puc. 4a,b cOOTBETCTBYIOT
3HAYCHHUSM IMapaMeTpoB Hke Ondypkanmn Xonda 4 =20 (HwkHIL TOUka Ha puc. 3), a puc. 4¢,d —
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Bhinie Oudypkanun Xonda 4 =70 (BepxHss Touka Ha puc. 3). XOopouio BUIHO, YTO B 00JacTH, e
JNETEPMUHICTCKAsl TEOpHsl MPEJCKa3bIBAET CTAIMOHAPHOE COCTOSHHE, HEMHEHHOE B3anMMOJEHCTBUE
HIymMa ¥ 3ama3plBaHue MOPOXKAAIOT CIOKHBIC HEPETyIAPHbIC KONeOaHUs ¢ YaCTOTOU, OTU3KOM K KpH-
THyeckor vacrore @w=27/2r~0.159 (r=20) B Touke Oudypkanuu (puc.4a,c). XoTs B KoJe-
0aHUsIX YYaCTBYIOT MOJIbI U3 JOCTATOYHO NIMPOKOTO JUAMAa30Ha YacTOT, BEAYIICH MOJON SBISIOTCS
KoJIeOaHUsI ¢ TIEpPUOJIOM, OTpeNeIIeMbIM BpeMeHeM 3amas3jbiBanus. Korma cucrema mpuOmmkaercs
K Touke Oudypkanun Xonda, nepBblid muk B cnekTpe Dypbe cTaHOBUTCS yke W BbIlIe (puc. 4c),
a caMHu KoyieOaHusI MPHOOPETAIOT BCe OoJiee perysipHbId XxapakTep (puc. 4d).

10000

Instability
domain
]
ﬁ 1000 |
]
100 L
10 100
B

Puc. 3. Heiirpanbhast kpuBas Juiss Oudypkamuu Xonda mnpu AETEPMUHUCTCKOM onucaHuu cucremsl (3.13).
HeycroitunBocTh HaxomuTcsi BbIE KPHBOH. TOYKM COOTBETCTBYIOT 3HAUEHHSIM IApaMETPOB, JJIsI KOTOPBIX
BBITIOJIHSJIUCH CTOXaCTHYECKUE BBIYMCICHUs (CM. pHcC. 4)

2
S x
w
| 4t
2.
| |
| —eeeead R f\‘\.’““%ﬁ ¢
0 oo 01 1 1]
()
(a)
‘(103. —_—— 30
&8 20 +
6 .
w
4 10
0r e e 0 r
oot a1 0 100 200 300 400
() time
(c) (d)

Puc. 4. Crextpsl dypbe a, ¢ U pa3BepTKH 10 BpeMeHH b, d, TOIydeHHBIE NPU YHCICHHOM MOJEIMPOBAHUU
croxactuueckoi cucremsl (3.1)—(3.6) meronom I'mmnecnu. Ilapamerpbl cHCTEMBI COOTBETCTBYIOT TOYKaM,
OTMEUYEHHBIM Ha puc. 3: a, b — A =20 (Hwxke Touku Oudypkauun Augponoa—Xonda); ¢, d — A =70 (Bbiue

Touky 6udypkannu Xonda). OcranbHble TapameTpsl Gpukcuposanusl: 7 =20, B=4, K =0.1, K, =0.2
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[Ipeamonoxum, B cucTeMe 0e3 3ama3/pIBaHus B KAKOH-TO MOMEHT BPEMEHHU CKOPOCTh Jerpaja-
1uu Oelka B CKauyKkoM yBEIMYHBAeTCS. B 3TOM Cilydae COOTBETCTBYIOIIAS CTOXAaCTHYECKas CHCTEMa
MOHOTOHHBIM 00pa30M TepeiieT Ha HOBBIM CTAIlMOHAPHBIM YPOBEHb KOHIIEHTpAIu Oeika (puc. 5a).
Ecnu sxe B peakiuu cTOXacTUYECKOW CHCTEMBI €CTh 3ama3blBaHUE, TO OHA JIEMOHCTPUPYET SHEPTHY-
HBIE 3aTyXarmue ocumwuanuu (puc. 5b). Eme 6onee cunbHbBIN 3¢ (eKT BOSHUKAET, €CIIH CHCTEMA HC-
MBITHIBAET NIEPUOANYCCKOE BHEIIIHEE BO3ACHCTBHE, MOIYIUPYIOIICEe OIUH M3 €€ mapaMeTpoB. B atom
CJly4ae MOTYT BO3HUKATh KBa3UIIEPUOTUYECKHUE pellaKCallMoHHbIe KoneOanus (puc. 6). [loguepkHem,
YTO peyb 37IeCh HE UACT O MapaMeTPUYECKOM PE30HAHCE, BOSHUKAIOIIEM JIHIIb MPU ONMPEIeICHHOM
COYETAHHMU YACTOTHI COOCTBEHHBIX M BHEIIHUX KOJICOAHUN M XapaKTePU3YIOIIEMCs HapacTaoIIeH aM-
IUINTYA0 KoJeOaHuil B HaIKPUTHUYECKOM Cilydae. YKazaHHbIE KBa3HUIEPHOIUYECKHE pelaKCaI[oH-
HBIC KOJIeOaHust Oy IyT HAOIIOAAThCS MIPH JFOOBIX COUETAHHUSIX YaCTOT.

Takum 0Opa3oM, maxe B MOJKPUTHUIECKON o0racTi Oiaromaps B3aMMOJIEHCTBUIO IITyMa U 3aras-
JIBIBAHUS B CUCTEME MOT'YT BO3HUKATh CJIOKHBIC JMHAMUYCCKHE PEIKUMBI KOJICOAHHM,

6.8 T T (-] ||
i
iy
6.4 | 64 'Mlﬂ
i
=< = i !
ol . i ﬂnF
ih
56 | 56 '
: 1 OIOO . 20:00 3000 1000 2000 3000
time time
(2) (b)

Puc. 5. Jlunamuka croxactuueckoit cucremsl (3.1)—(3.6) npu BHE3alTHOM YMEHBIIEHHH CKOPOCTH JIerpajaluu
6enmka B:4 — 3.5 B mpomexytke Bpemern 1000 < ¢ < 2000. (a) — 3ama3asIBaHIE B CHCTEME OTCYTCTBYeT; (b) —
3anaszabiBanue 7 =20

6.8 H .

8.4 §

56 -

1 1
1000 2000 3000 4000 5000
time

Puc. 6. lumammka croxactumueckoir cuctembl (3.1)—(3.6) mpu mepHoAWYEcKOH WMIYIBCHOW MOIYJIISAIHA
cKopocTH aerpanaiuu oenka B:4 — 3.5 > 4 . [lepuon moaynsuuu pased 1200
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O0cyx/1eHue U 3aKTI0YEeHIE

B pabote mpuBoasTCS pe3ybTaThl HCCIEIOBAHUN MOBEACHUS 00aKa OEITKOBBIX MOJIEKYJ, KOH-
[EHTpAIs KOTOPOTO PEryJIHpyeTcs B IMPOILEcce CUMTHIBaHUS TeHeTudeckod mHpopmanmu ¢ JTHK.
Cucrema KOHTPOJIMPYET KOJMUYECTBO OeNka C MOMOIIBIO OTPUIATEIbHON 00paTHON CBSA3U. MBI mpe-
MOJIOKIJIM B 3TOM OMOJIOTMYECKOH CHCTEMe HAIMYKE 3ama3IbIBaHusl, KOTOPOe B paMKax JeTepPMUHHCT-
CKOTO ONHCAHUS MPUBOJIUT K BO30YKACHUIO TIEPUOTNIECKUX KoJeOaHuil KOHIEHTpAIK Oellka mopo-
TOBBIM 00Opa3oM. Himke mopora B IETEpMHUHUCTCKOW CUCTeMe HUKAKUX KojeOaHui He Bo3HUKaeT. [1o-
Ka3aHO, YTO HaJIMYM€ BHYTPCHHCTO IIyMa HIPACT BamHeﬁmy}o pOJib B AMHAMHUKE TAKOM CHCTEMBI.
NmenHO B3auMoieiicTBHE IITyMa M 3ama3bIBaHuUs IPUBOJUT K HHTEPECHOMY SIBIICHHIO — BO3HHKHOBE-
HUIO KOJIeOaHWH, CTOXaCTHYECKUX M0 aMIUIATYIe, HO 00JaalonuX, TeM He MeHee, (YHKCHPOBaHHBIM
Iepuoaom, 6JII/13KI/IM K YABOCHHOMY 3Ha4YCHUIO BPEMCHU 3alla3gbIBaHU. Baxno OTMETUTH, UYTO KOJIC-
0aHusl BO3HUKAIOT B 00JIaCTH MapaMeTpoB, e JCTEPMUHHUCTCKOE OMUCAHWE TPEACKa3bIBaeT UCKIIO-
YUTEIHHO CTAIlHOHAPHOE MTOBE/ICHHE.

[To-BuamMoMy, TTOXOXee IO CBOEH MPHPOJAE SABICHHE OOCYKITAeTCsS B KJIACCHYECKOH MOHOTpa-
¢un [CtparonoBuu, 1961], nmocesmennoil ponu ¢aykryauuii B pabore paanoTexHuku. B maparpa-
(e 15 monorpadun u3ydaercsi BIUsiHIHE COOCTBEHHBIX (DIYKTyaluii Ha paboOTy JaMIIOBOTO TeHepaTo-
pa. ABTOp MHIIET, YTO «JIaXKe €CIIM Ha TeHepaTop He ACHCTBYIOT HUKaKHe BHEIIHUE (IIyKTyalnOHHBIE
BO3JICHCTBUA, a caM OH paboTaeT B UICATHHO CTAOMIBHBIX CTAIIMOHAPHBIX YCIOBHUSIX, TO TEHEPUPYE-
MBbIE€ aBTOKOJICOaHUSI Bce K€ He OyAyT BIOJHE CTAOWIBHBI». ABTOP BBOIOHUT MOHATHE COOCTBEHHBIX
haykTyanuii (HampuMep, 0pobosol wiym B JaMIle), KOTOPhIE BO3HUKAIOT BHYTPH DJIEMEHTOB CXEMBI
reHeparopa, M MOKa3bIBaeT CPEACTBAMHU CTOXAaCTHYECKOTO aHali3a, YTO CIEKTP TeHEPHPYEMOro
B TIOAKPUTHYECKOH 00J1aCTH MapaMeTpOB CUTHAIa UMEET MOJOCOBYIO CTPYKTYpyY. [lonydeHHbIi aBTO-
pom cnektp (puc. 15.1 B Mmonorpaduu [CtparoHoBHY, 1961]) BechMa HallOMHUHAET CIIEKTp, IMOIYYEH-
HBIM B JaHHOU padote (cp. puc. 2 uimu puc. 4a). TeM He MeHee, paanodu3ndeckas cuctema CTpaToHO-
BHYA U OMOJIOTUYECKUE CUCTEMEBI, PACCMOTPEHHBIE B IAHHOM paboTe, CYIIECTBEHHO pa3nnyaiorcs. Bo-
MIEPBBIX, 3/IECh PACCMATPUBAIOTCS TUCKPETHBIE CTOXACTHUECKHE MPOIECCHI, YTO IMOTPEeOOBAIO UCIIOIb-
30BaHUSl B CTOXACTHYECKOM aHaJM3e MAaHHOW paboThl TEXHHWKH MacTep-ypaBHEHHH. Bo-BTOPBIX, Tak
KaK aBTOKOJICOAHUS B HCCIIEAYEMBIX MPOIIECCax SKCIPECCHH TeHOB TeHEPUPYIOTCS 3ara3(bIBaHuEeM, TO
M3yyaeMble CUCTEMBbI HMEIOT HEMAaPKOBCKUH XapakTep. DTo moTpeOoBaso i MOMyUYeHUs aHaTUTHYe-
CKOTO PEIICHHs OMPEEIeHHBIX YCHIIUH /Il 3aMbIKaHUS IETIOYKH MacTep-ypaBHEHUH W pa3paOOTKH
CIICIUAJIBHOTO aJITOpUTMa MOJYUYCHHUSA YHUCICHHOTO PCIICHUA MACTCp-ypaBHCHUA C 3alla3JIbIBAHUCM
[Bratsun, Volfson, Hasty, Tsimring, 2005b].

Bosznukaer Bonpoc — kakuM 00pa3oM MpUpoa UCHOIb3yeT 3TOT d(h(HeKT B OMOTOTUIECKUX CHCTe-
Max? To, uTo momoOHbIe (h()EKTH HE MOTYT HE HCIIOIB30BaTHCS TIPH (PYHKITMOHUPOBAHUN KUBBIX Opra-
HU3MOB, KQXKETCA IMOYTH OIPCACIICHHBIM. B kauectBe mpuMepa MOXKHO IIPUBECTU ABJICHHUEC CTOXACTHUYC-
CKOTO PE30HaHCa, KOTOpoe OBLIO MEepPBOHAYAIBHO OMMCAHO KAaK MCKIIOYUTENBHO (u3nueckuil et
[Benzi, Sutera, Vulpiani, 1981]. B manpHeimemM ObUT0 00HAPYKEHO, YTO TOT dPQEKT SIBIACTCS TPHH-
OUITHAJIBHBIM MEXaHHU3MOM, IIOMOT'atOIIUM pI>I6aM M3 CEMENCTBAa BECIIOHOCHIX OXOTHTBLCS 3a IIJIaHKTO-
HoM [Russell, Wilkens, Moss, 1999]. TouHo Tak ke SBIEHHE CTOXAaCTUUECKOH (POKYCHPOBKM aKTUBHO
UCTIONTE3YETCS IPUPOJION JUISl YMEHBIIIEHHS CITy9aliHBIX BapHaIMid B MTPOIeccax BHYTPUKIETOYHOU pery-
msan [Paulsson, Berg, Ehrenberg, 2000]. TakuM 00pa3oM, IpONCXOIUT TEPEOTKPHIBAHUE B OMOJIOTH-
YECKUX MPHIOKEHHAX XOPOILIO U3BECTHBIX (u3uKaM 3¢dexToB. UTOOBI MOHATH, KaK UCIOIB3YETCs MPH-
POIO OMHCAaHHBIN B cTaThe A(PQPEKT B3aUMOJCHCTBUS 3ala3fblBaHUsA M IIyMa, HEOOXOIMMO CHadaa
OTIPEIeNNTh, HACKOJIBKO YacTO BCTpPEUaeTcs SIBJICHHWE 3alla3/bIBaHUs B IPOIECCaX IKCHPECCHU TEHOB.
Kak yxe ObU10 OTMEUYEHO BbIIIE, (DAKT CHUIIBHO 3ara3IbIBAIONIMX OMOXUMHUYSCKHX PEAKIUi ObLT HElaB-
HO YCTAaHOBJICH JKCIIEPUMEHTAJIBHO W TEOPETHYECKH MPH HCCIECIOBAHMM LHUPKaIUaHHBIX KoieOaHuit
y pasnuaHbIX opranu3mMoB [Denault, Loros, Dunlap, 2001; bpartyn, 3axapos, 2011]. Bpemena 3ama3ubi-
BaHUs, (OPMUPYIOIIHE dTH KOJEeOaHUs, TOCTUTAalOT 3HAUYCHWH HECKOJIBKUX YacOB, U MMEHHO IOTOMY
OHHU OblTH 0OHapy>keHbl. JIOTHYHO MPEATOI0XKUTh, YTO U B APYTUX CHUCTEMaxX IPU AKCIIPECCHU T€HOB
BO3HHKAIOT 3ama3/IbIBaHUs, KOTOPBIE TPH COBPEMEHHOM Pa3BUTHH TEXHUKHU JKCIIEPUMEHTA ITOKa OOHa-
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PYXHUTh HEBO3MOXKHO. VIHTEpEeCHO 3/1eCh OTMETHTH ITOMBITKH HCCIIE0BaTeNlell NCKyCCTBEHHO BHECTH
B CHHTETHYECKHE TeHHBIE TIETIOYKHY 3ala3AbIBaHAe U U3yYUTh €r0 BIMSHUE Ha JHHAMHUKY cucTeMbl. Ham
W3BECTHA, 110 KpallHEel Mepe OJIHa IKCIIEpUMEHTaJIbHAs MOMNbITKA TAKOTO TUIaHa, B KOTOPOW B CUHTETHUYE-
ckuil penpeccunamop Inosuya (cMm. nmoapodnee [Elowitz, Leibler, 2000]) Obutd BCTaBICHBI JAOMOJHU-
tenbHble yuactkn JIHK, mpenHasnadeHHBIE A1l BHECEHHs 3ama3[bIBaHUs B pabOTy penpeccHisaTopa
[Prindle, 2009]. XoTst BcTaBIEHHBIE YIaCTKH JCHCTBUTEIHHO BHECIH 3aIla3IbIBAIOIINN AP HEKT, B IETIOM
MOJTyYEHHBIE PEe3yJIbTaThl OKA3aIUCh HEOJHO3HAUHBIMHU M HE MO3BOJIMIN JOCTOBEPHO BBIICHHUTH, — CY-
IIECTBYET JI ECTECTBEHHOE 3ala3/IbIBaHNE B MPOIIECcCaxX IKCIPECCUH TPEX TEHOB PEIPECCUIIATOPA.

CTOHUT OTMETUTH, UTO CTAOMIBHOCTh T€HETHYECKUX MPOIIECCOB — OJIMH W3 BAXKHEHIINX (haKTOPOB
JUTSL CYIIICCTBOBAHUS JKMBOW MAaTEPHH, TaK KaK KIMEHHO MOCPECTBOM 3TOTO MEXaHM3Ma OCYIIECTBIIS-
€TCsl CUMTHIBAHUE U Tepe/iaya TeHETHUSCKON MHPOPMAIIUU OT KJICTKH K KileTke. ONMUCaHHBIN B CTaThe
MeXaHU3M BO30YKIEHHSI aBTOKOJIEOAHHH SIBIAETCS OYEHb YCTONYMBHIM IO OTHOIICHHWIO K BHEUTHHM
Bo3jeicTBUAM. OH MO3BOJIACT MOAACPKUBATH OMOPUTMBI KJIIETKH M TIPU aKTHUBHOHN SKCIPECCUU T'CHOB,
U B «CIISIIIEM» PEXHUMe, Koraa 3kcmpeccuu HeT. [IoaToMy ucmonb30BaHue MPUPOION MEXaHHU3Ma 3a-
Ma3JpIBaHUs B TEHHBIX MpOIleccax Mpe/CTaBIseTcs BeChMa Hecy4YaiHbIM. [loaHy0 pob 3ana3apiBa-
HUS U OIyMa B TEHETHYECKUX MPOIIECCcaXx eIle MPeACTOUT BBISICHUTD.

B 3akimoueHre OTMETHM, YTO OMUCAaHHBINA 3()(EKT, O4eBUAHO, UMEET (yHIAMEHTAIbHBIN Xapak-
Tep, TaK KaK MOXKET MPOSIBIATH Ce0s B CUCTEMaX COBEPIIEHHO Pa3HON MPUPOIBI.

Astop Omaromapen JI. Humpunary u /1. BonbdcoHy 3a MHOTOYHCIIEHHBIE U TIIOOTBOPHEIE 00CY-
JKICHUS TeMBI JaHHOU PabOTHI.

Cnucok jureparypbl

bpayyn J]. A., 3axapoe A. Il. MonenupoBanue NpoCcTpaHCTBEHHO-BPEMEHHON AMHAMUKU IUpPKaIUuaH-
HBeIX puTMOB Neurospora crassa // KommbproTepHble riccnenoBanus u Monenupoanne. — 2011, —
T.3,Ne2.—-C. 191-213.

bpayyn J[. A., 31032un A. B., llonosunxun K. B., Ilymun I'. @. OO aKTHBHOM YIIPaBI€HUH PaBHOBECH-
eM xuakoctd B repmocudone // TDKTD. — 2008. — T. 34. — Bem. 15. — C. 36-42.

Tapounep K. B. CToXacTHYeCKHE METOIBI B €CTECTBEHHBIX Haykax. — M.: Mup, 1986. — 512 c.

Typru C. A., Coy Hxc. B.-X., By /{»c. X. HenokanbHbIle ypaBHEHUS peakui-quddy3un ¢ 3amasabiBa-
HUEM: OMOJIOTHUYECKHE MOJCIA W HEeMHEWHas nuHamuka // Tpymbl MexTyHapoaHOW KoHbepeH-
i 1o auddepeHuanbHbpM 1 QyHKIHOHANBHO-TH(QepeHnanbabM ypaBaenusM [CM-2002
(MockBa, MAU, 11-17 aBrycra, 2002 1.). Yacts 1. — M.: MAU, 2003. — C. 84—120.

Knumonmosuu FO. JI. Henmunetinoe 0poyHoBckoe nBrkeHne // YOH. — 1994, — T. 164. Ne 8. — C. 811-844.

Kooounemon 3. A., Jlesuncon H. Teopus OOBIKHOBEHHBIX HU(HEpPEHIIMANBHBIX ypaBHEHHA. — M.:
Wnoctpannas aureparypa. — 1958. —475 c.

Mioppeii /. Marematnueckas 6nonorus. Tom 1. Beegenne. — UKU-PX]], 2009. — 774 c.

Pomanosckuii 1O. M., Cmenanosa H. B., Yepnasckuii /[. C. MaTeMaTHYE€CKOE MOJICTUPOBAaHNE B OHO-
¢uzuke. — M.—H.: UTHCTUTYT KOMIIBIOTEPHBIX HccnenoBanuid, 2003. — 403 c.

Cmpamonosuy P. JI. I30paHHbIe BOIIPOCHI TEOPUH (IIIOKTyaruii B paauotexuuke. — M.: CoBeTckoe
Paguo, 1961. — 558 c.

Anywesckuii P. T. Ynpasnenue o0beKkTaMu ¢ 3anasasiBanieM. — M.: Hayka, 1978. — 416 c.

Benzi R., Sutera A., Vulpiani A. The Mechanism of Stochastic Resonance // J. Phys. A. — 1981. —
Vol. 14. — P. 453-457.

Bratsun D., Volfson D., Hasty J., Tsimring L. Delay-induced stochastic oscillations in gene regula-
tion // PNAS. 2005a. — Vol. 102, Ne 41. — P. 14593-14598.

2011 T. 3, Ne 4, C. 421438




438 . A. bpanyn

Bratsun D., Volfson D., Hasty J., Tsimring L. Non-Marcovian processes in Gene Regulation // Noise
in Complex Systems and Stochastic Dynamics III / edited by Laszlo B. Kish, Katja Lindenberg,
Zoltan Gingl, Proceeding of SPIE. 2005b. — Vol. 5845. — P. 210-219.

Bratsun D. A. Effect of unsteady forces on the stability of non-isothermal particulate flow under finite-
frequency vibrations // Microgravity Sci. Technol. —2009. — Vol. 21. — P. 153-158.

Denault D., Loros J., Dunlap J. WC-2 mediates WC-1-FRQ interaction within the PAS protein-linked
circadian feedback loop of Neurospora // EMBO J. —2001. — Vol. 20. — P. 109-117.

Elowitz M. B., Leibler S. A synthetic oscillatory network of transcriptional regulators // Nature. —
2000. — Vol. 403. — P. 335-338.

Gillespie D. T. Exact stochastic simulation of coupled chemical reactions // J. Phys. Chem. — 1977. —
Vol. 81. —P. 2340-2361.

Goldobin D., Rosenblum M., Pikovsky A. Coherence of noisy oscillators with delayed feedback // Phy-
sica A. —2003. — Vol. 327. — P. 124-128.

Guillouzic S., L'Heureux I., Longtin A. Small delay approximation of stochastic delay differential equ-
ations // Phys. Rev. E. — 1999. — Vol. 59. — P. 3970-3982.

Hasty J., Collins J. J. Translating the noise // Nature Genetics. — 2002. — Vol. 31. — P. 13-14.

Hasty J., Dolnik M., McMillen D., Collins J. J. Designer gene networks: Towards fundamental cellular
control // Chaos. —2001. — Vol. 11. — P. 207-220.

Houlihan J., Goulding D., Busch Th., Masoller C., Huyet G. Experimental Investigation of a Bistable
System in the Presence of Noise and Delay // Phys. Rev. Lett. — 2004. — Vol. 92. — P. 050601
050605.

Huber D., Tsimring L. S. Cooperative dynamics in a network of stochastic elements with delayed
feedback // Phys. Rev. E. —2005. — Vol. 71. — P. 036150-036165.

Kepler T. B., Elston C. Stochasticity in transcriptional regulation: origins, consequences, and mathe-
matical representations // Biophys. J. —2001. — Vol. 81. — P. 3116-3136.

Losson J., Mackey M. C. Evolution of probability densities in stochastic coupled map lattices // Phys.
Rev. E. - 1995. — Vol. 52. — P. 1403-1417.

Ohira T., Yamane T. Delayed stochastic systems // Phys. Rev. E. 2000. — Vol. 61. — P. 1247-1257.

Paulsson J., Berg O. G., Ehrenberg M. Stochastic focusing: Fluctuation-enhanced sensitivity of intra-
cellular regulation // PNAS. — 2000. — Vol. 97. — P. 7148-7153.

Pawlik A. H., Pikovsky A. Control of oscillators coherence by multiple delayed feedback // Physics
Letters A. —2006. — Vol. 358. — P. 181-185.

Prindle A. Optimization of a Gene Oscillator using Transcriptional Time Delay // Senior thesis, Sup.
R. Murrey, California Institute of Technology, Pasadena, 2009.

Rao C. V., Arkin A. P. Stochastic chemical kinetics and the quasi-steady-state assumption: Application
to the Gillespie algorithm // J. Chem. Phys. — 2003. — Vol. 118. — P. 4999-5010.

Rosenfeld N., Young J. W., Alon U., Swain P. S., Elowitz M. B. Gene regulation at the single-cell lev-
el // Science. — 2005. — Vol. 307. — P. 1962—-1965.

Russell D. F., Wilkens L. A., Moss F. Use of behavioural stochastic resonance by paddle fish for feed-
ing // Nature. — 1999. — Vol. 402. — P. 291-294.

Sriram K., Gopinathan M. S. A two variable delay model for the circadian rhythm of Neurospora cras-
sa// J. Theor. Biol. 2004. — Vol. 231. — P. 23-38.

Swain P., Elowitz M., Siggia E. Intrinsic and Extrinsic contributions to stochasticity in gene expres-
sion // PNAS. —2002. — Vol. 99. — P. 12795-12800.

Tsimring L. S., Pikovsky A. Noise-induced dynamics in bistable systems with delay // Phys. Rev.
Lett. —2001. — Vol. 87. — P. 2506021-2506024.

KOMIIBIOTEPHBIE UCCJIEJOBAHUA U MOJAEJIUPOBAHUE




