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B paborte npeioxkeHa HOBast MOJIEITb IIMPKAIMaHHBIX KOJIcOaHUH HEHpPOCIIOPhI, KOTOpast OIHUCHIBACT
IIPOCTPAaHCTBEHHO-BPEMEHHYIO JIMHAMUKY OEJIKOB, OTBETCTBEHHBIX 32 MEXaHU3M OHMOpHTMOB. Mojenb
OCHOBBHIBAaEeTCS Ha HenmHeiHOM B3ammoseikicTeun O6eiaxoB FRQ u WCC, xomupyembix renamu frequency
u White collar, u Brogaer B cedst Kak MOJOKHUTEIBHYIO, TaK W OTPHIIATEIBHYIO TIETII0 0OPaTHON CBSI3M.
['maBHBIM 35IEMEHTOM MeXaHU3Ma KoJicOaHuit sBiseTcs 3pdeKT 3ana3apBaHus B OMOXUMHUUYECKUAX PEAKIH-
SIX TPAHCKPHIIMK reHoB. [Toka3aHo, YTo MOJeNbh BOCIPOM3BOIUT TAaKKe CBOWCTBA IUPKAMAHHBIX KOJIE-
0aHMi HEHpPOCTIOpBI KaK 3aXBaT YacTOTHI MO/ JISWCTBUEM BHEIIHETO MEPHOIUUECKOTO OCBElIeH s, cOpoc
(ha3pl OMOPUTMOB TIPH BO3JICHCTBUU UMITYJILCA CBETA, YCTOMYMBOCTh MEXaHM3Ma KOJICOAHHIA 110 OTHOIIIE-
HUIO K CITyYalHbIM (UIyKTyarusiM | T. 1. VccenoBaHbl BOJHOBBIE CTPYKTYPBI, BOSHUKAIOIIUE B XOJIE MPO-
CTPaHCTBEHHOM ABOITIOIMU CUCTEMBI. [l0Ka3aHO, YTO BOJHBI CHHXPOHHM3AIIMA OHOPUTMOB CpEJIbl BO3HUKA-
0T I10]1 BO3/IeHiCTBHEM 0a3aIbHOTO TPAHCKPHUIIIIMOHHOTO (haKTopa.
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Modelling spatio-temporal dynamics of circadian rythms in Neurospora crassa
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Abstract. — We derive a new model of circadian oscillations in Neurospora crassa, which is suitable to
analyze both temporal and spatial dynamics of proteins responsible for mechanism of rythms. The model is
based on the non-linear interplay between proteins FRQ and WCC which are products of transcription of
frequency and white collar genes forming a feedback loop comprised both positive and negative elements.
The main component of oscillations mechanism is supposed to be time-delay in biochemical reactions of
transcription. We show that the model accounts for various features observed in Neurospora’s experiments
such as entrainment by light cycles, phase shift under light pulse, robustness to action of fluctuations and so
on. Wave patterns excited during spatial development of the system are studied. It is shown that the wave
of synchronization of biorythms arises under basal transcription factors.
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Beenenue

[MupkagraHHble PUTMBI — 3TO KOJeOaHUs aKTUBHOCTH OMOJOTHYECKHX CHCTEM, MMOBTOPSIOIIHECS
C MEPUOJOM, MPUMEPHO PAaBHBIM MPOJOJDKHTEIBHOCTH CyTOK [Sweeney, 1976]. x orTnuuurtenbHas
0COOEHHOCTD 3aKJIF0YAETCs B TOM, YTO OHM MMEIOT SHAOTEHHOE MPOUCXOXKACHUE. X0 KOoJeOaHui He
OTIPEeeNIAETCS KAKMM-TO BHEIIIHUM TIEPUOIMYCCKUM MPOIECCOM, & TeHEPUPYETCS BHYTPEHHUMH aBTO-
HOMHBIMHU OMOJIOTHYECKUMH YacaMu, HaXOASIIMMHUCS B caMOM opraHu3me. [lupkaanaHHbie OHOPUTMBI
YIPABISIOT OOJBIIMNM Pa3HOOOpa3reM MOJIEKYJISAPHBIX, (PU3UOJOTHYSCKHX U MOBEICHUECKUX MPOIeC-
COB, TO3BOJIAIONINX OPraHU3MY aJalTHPOBATHCA K CYTOYHBIM KOJICOAHHMSM TaKUX MapaMETPOB Kak
TEMIepaTypa, OCBEIleHHE, BIAKHOCTL. B OoJiee MUPOKOM TUIaHE BHYTPEHHHE Yachl MOMOTAIOT Opra-
HU3MY TIPEABHJICTh U3MEHEHUS YCIOBHIA OKPYKAIOIIEH CPeibl ¥ HAMITYUIIUM 00pa3oM MOATOTOBHUTHLCS
K HuM. K cyliecTBeHHBIM YepTaM MUPKaJHaHHBIX PUTMOB HYKHO OTHECTH WX aBTOHOMHOCTE, CITOCO0-
HOCTh KOMIICHCHPOBATh TEMIIEpaTypPHbIE U3MEHEHHS CPEIbl, BO3MOXXHOCTh H3MCHSITH (pa3y KoyeOaHwmii
o] IeHCTBUEM BHEIITHETO OCBEIICHUs WK Temmepatypsl [Pittendrigh, 1993].

Hupkamuanaeie  KoneOaHWS  HEHPOCIIOPHI
MMEIOT BaKHYIO OCOOEHHOCTB: €€ PUTMBI OECIIONOro
cropoobpazoBanust (KOHUANUPOBAHUSI) IPOU3BOISAT
JIETKO BU3YAITbHO aHATM3HPYEMBIE TIOJIOCHI B KYJIb-
Type, pacTylleil B TBEpAOM arapoBoii cpeze. Jleno B
TOM, 4TO BO BpeMs 3TOTO Ipoliecca Ha rudax pas-
BUBAIOTCSI MUKPOKOHH/IUH ¥ apTPOKOHHIUH — CKOTI-
JICHUS. SIPKO OKPAILICHHBIX (PO30BBIX HIIM OpaHKe-
BeIX) Koumamit. Camo Haszsanme Neurospora pon
MOy M3-3a Opocaroieiics B ri1a3a HCUePUYCHHO-
CTH Ha CIOpax, HAIOMUHAIONICH HEpPBHBIC BOJIOKHA
(puc. 1). Y Heilipocriopbl ObUTH OOHAPYKEHBI XapaK-
TepHble MyTanuu (B Koyueknuu rpuda ooiee 3000
mytanToB [Galagan et a, 2003]), koTtopbie cyiect-
BEHHO BJIMSIIOT Ha IUPKAJNAHHBIE PUTMBI OpPTaHu3-
Ma U SIBHBIM 00pa30M MPOSBIISIOT Ce0sl BO BHEIITHEM

BUZIE MULEIUs. MOJEKyIApHbIA aHaW3, BBINOJ-
HEHHBIN U 3TUX MYyTalluid, MMO3BOJIWI MOCTPOUTH
PAI MOIeNel KA HBIX KOJieOaHWi, KOTOphIe, Be-
POSITHO, MOTYT OBITh WCIIONBE30BAHbI TIPH ONMHCAHUH

Puc. 1. Buemmnuii Bux Neurospora crassa mocie
HECKOJIbKMX JHEW pocTa B IOJIHOH TEMHOTE.
OBooNMs KyJbTyphl Hauyalach B HIDKHEH 4YacTH
yamiku Iletpu. I'ycToil sipko-OpaHXeBbId MULENUN

MpeacTaBiasiecT coboit  KoHumuu. Domoepagdus
BLINOIHEHA OOHUM U3 ABMOPO8 & J1abopamopuu
npog. C. Bpoou

OHOPUTMOB MHOTHX JIpyTmX opraHmsmoB [PFitten-
drigh et d, 1959; Lakin-Thomas et a, 1990; Dunlap,
1996; Dunlap, 1999; Loros, Dunlap, 2001; Lakin-
Thomas, Brody, 2004].

HeoOxoaumo 3aMeTHTh, 4TO MPH U3YUYEHUU IMPKATUAHHBIX PUTMOB HEUPOCHOPHI CYIIECTBYET
JIBa OCHOBHBIX MOJX0/Ia, KOTOPbIE JOMOJHAIOT ApYT apyra. C oJHON CTOPOHBI, IS MOHUMAHHS TPO-
UCXOISAIIMX TPOLIECCOB HEOOXOIMUMO BBISCHHTH MOJEKYJISPHBIE OCHOBBI OMOPUTMOB, KOTOPBIE BKJIIO-
9aloT B ce0s BBISBJIEHHE BCEX TEHOB M OEJIKOB, KOTOPBIE YIaCTBYIOT B peryisiuu. C Ipyroif CTOpOHBI,
HeWpocropa MPeJOCTABISAET MCCIEI0BATENSIM PEAKYI0 BO3MOKHOCTh MAKPOCKOIIUYECKOTO H3YYEHHsI
OMOPUTMOB MyTEM BH3YaJLHOTO OOCIEIOBAHKS CTPYKTYP KOHHIMHUPOBAHHS, BO3HUKAOUINX B YaIlIKe
IeTpu (3BOMIONHMSA OpraHU3Ma MPOTEKAET B ABYX M3MepeHusx (cM. puc. 1)) wmu B TpyoOke (ommomep-
HbIit poct) [Lakin-Thomas, Brody, 2004].

MoJiekyJIsipHbIe OCHOBBI HUPKAAUAHHBIX PUTMOB Y HelipOCIOPbI

C pa3BuTHEM MOJEKYIAPHOH OMONOTMH NMOHMMAaHHUE TOTO, KaK (YHKUMOHUPYET MEXaHU3M OHO-
JIOTHYECKHUX YacOB y HEHPOCHOPHI, CYHIECTBEHHO YIYUIIMIOCh. DKCIIEPUMEHTAIBHO OBUIH OMNpezesie-
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HBl OCHOBHBIC KOMITOHEHTHI YacOB. BBISICHEHO, 4TO MPHHIUIMHAATEHBIMU 3JEMEHTAMH B MEXaHU3ME
[UPKaJHaHHOTO OCLHJUIATOpA SBJIAIOTCS TPH cieayronmx rexa: frequency (frg) u white collar (we-1
1 WC-2). B3auMoIeliCTBHE 3THX M€HOB BKJIIOYACT METIIH MOJOXHUTEILHOW U OTPHIIATELHON 00paTHOM
ces3u [Dunlap, 1999; Loros, Dunlap, 2001; Lakin-Thomas, Brody, 2004; Neurospora crassa genome.
I'en frq xogupyet omHoumenHsbiid 6emok FRQ. Oka3anock, 4To B cepeliHe TEMHOTO BPEMEHH CYTOK
ypoBeHb Oenka FRQ HHM30K, HO K cepeinHe CBETIION0 BPEMEHHU CYTOK €r0 YPOBEHb JOCTUTAET MaKCH-
myma [Dunlap, 1999]. /Iga npyrux rena, Wc-1 u wc-2, koaupyrot 6enku WC-1 u WC-2, kotopbie Haii-
JIEHBI B SIPE U SBISTIOTCS TPAHCKPUITIIMOHHEIME (akTopamu [Loras, Dunlap, 2001; Neurospora crassa
genome]. OHu UMEIOT HAOOp PEryISITOPHBIX JOMEHOB, CPEIH KOTOPBIX CTOMT OTMETHTh JTIOMEH aKTH-
BallMU TpaHckpumimu, u Gopmupytor rereponumep WCC [Loros, Dunlap, 2001]. Kommieke WCC
JIEMCTBYET KaK MOJOXHUTENIbHBINA perynsarop aist 6enka FRQ: kak okazanoch, OH akKTUBHPYET TpaHC-
KPHIIIIHIO TIOCIIEAHETO B TEMHOTE WITH TIOJ BO3aekcTBHEM roryboro ceera (6emox WC-1 sistercst ¢o-
ToperenTopoM). B cBoto ouepenp mpotenn FRQ, mpoxons vepes mporecc auMepusaiuu (o6pazosa-
HHE MOJIEKYJI, COCTOSIINX U3 JIBYX MOHOMEPOB), BHICTYNAeT KaK OTPHULATEIBHBIA PEryJsTOp IO OT-
nomenuio k WCC [Froehlich et al, 2002; Froehlich et al, 2003]. B xome cyTo4HO# 3BOMIONKN GEITOK
FRQ nmerpamupyer, mo3Bouisis mmporieccy Bo300HOBHTECS cHOBa [He et al, 2003]. Perymsmus Bcex 3Tux
MPOIIECCOB SIBISIETCS TOCTATOYHO CIIOMXKHOM, M TIOJTHOTO TIOHMMAHHS BCEX €€ IEMEHTOB y HCCIe0Ba-
Teneil emie Her. bonee monHyo MHGOPMAIHIO O (GYHKIIMOHUPOBAHUU PA3IMYHBIX MEXaHH3MOB pEry-
JSAIUA Y HEWPOCIOPH MOXKHO TONYyYnTh B 0030pHO# crathe [Cokomorckwmii, bemosepckas, 2000].
YnomsiHeM emie ouH 3P QEKT, BaXKHBIN s TocTpoeHus Hairei monenu. Okazanocsk, uto Oenok FRQ
BBICTYIIaeT HE TOJILKO KaK PEerpeccop CBOCH COOCTBEHHOW TPaHCKPHIIIMY, HO Takxke akTuBupyer WC-1
U PETYIUPYET €ro YpOBEHb MOCPEACTBOM HEM3BECTHOTO MOKA MOCT-TPAHCKPUITIIHOHHOTO MEXaHU3Ma
[Lee et a, 2000]. Bosee Toro, sKCIIEpUMEHTAIBHO OBIIO MMOKA3aHO, YTO MPOM3BOACTBO OenkoB WC-1
u FRQ mpoucxoauT ¢ 3aiepikKoil Mo BpeMeHu mopsiaka Heckoybkux yacos [Lee et al, 2000]. C yue-
TOM TOTO, YTO PEryJsius Jr000i TeHHOW CHCTEMBI OCYIIECTBISETCS MOCPEICTBOM OOpaTHOM CBS3H,
caM (haKT TaKoil 3HAYUTEILHON 3a/IEPIKKH, BO3HUKAIOIIEH B TIETIIE CBSI3H, [TO-BUANMOMY, YKa3bIBaeT Ha
Ba)KHYIO POJIb 3ara3/bIBAHMUS B TPOIECCaX TPAHCKPHUIIIHH/TPAHCIISIHH.

Kak n3BecTHO, XapakTepHble MACIITA0bl BPEMEHH OTACIbHBIX KOMITOHEHT MPH T€HHOM pPeryJiu-
pOBaHMHU OOBIYHO HecomocTaBUMbl. CYIIECTBYIOT OBICTpbIE PEaKLMH C XapaKTEePHBIM BPEMEHEM IO-
psiIKa HECKOJBKHUX CEKYH WM MUHYT (HampuMep, AUMepH3alus Oenka) U MeJICHHbIC PEaKIuH ¢ Xa-
paKTepHBIM BPEMEHEM Yachl M JaKe CyTKH (TPaHCKPHIIIHS, TPAHCIIAIMS, Aerpagands Oenka u map.).
B cBsi3u ¢ 3TUM mosBUHCH paboThl (Hampumep, [Rao, Arkin, 2003]), B KOTOpbIX pa3BUBacTCsA Uaes
paccMaTpUBaTh TMHAMHKY TOJIBKO Ha MEIJICHHOM MHOroo0Opasuu. [Ipu 3ToM cuutaercsi, 4To OBICTpbHIC
MPOIIeCCHl TIEPEBOAST CHCTEMY B KBa3UpaBHOBECHE, Ha (JOHE KOTOPOTO Pa3BOpaYHBACTCS MEIJICHHAS
JuHaMUKa. [Ipy 9TOM MoJXoje, KaK MpaBUIIo, HESIBHO MPEAINONAraeTcs, YTO BCE PEAKIIUU SBISIOTCS
MapKOBCKHUMH W TIOAUUHSIOTCS cTatucThke [Tyaccona. Ha Hamn B3riisiz, 9T0 SBISETCS HEOMPABIaHHBIM
YIPOILCHHEM CBOWCTB CHCTEMBbI. B 3TOil CBSI3M BaXXHO OTMETHTh, YTO MPOLECCHI TPAHCKPHUIILIUH
Y TPAHCIIAIUYI HE TIPOCTO MEJICHHBIE, HO €IIe U COCTOST U3 MHOTOATAITHBIX PEaKIUii, B X0/1e KOTOPhIX
MOCNIEI0BATENIbHO 00pa3yIOTCs aHCAMOIU CIIOKHBIX OPTaHUYECKUX COeTUHEHHH. Takum oOpa3oM, 3T
MPOLIECCHI pacIpe/ieNieHbl O MPOCTPAHCTBY M PACTSIHYTHI 10 BPEMEHH U, CTPOTO TOBOPSI, YKe HE MO-
I'YT CUATAThCS MapKOBCKUMHU. Bce 3TO MPUBOAMUT K TOMY, YTO HPOIECCHl HIYT C HEKOTOPHIM Xapak-
TEpHBIM BpeMEHeM 3ara3piBanvsi. ECiii 3To BpeMs 3ama3bIBaHus MaJIO TI0 CPaBHEHHIO CO BCEMHU OC-
TaJILHBIMU XapaKTEPHBIMH BPEMEHAMHU B cHcTeMe (Kak OBICTPBIMHU, TaK U MEIJICHHBIMH), STUMHU (-
(Gexkramu MOXKHO mpeHeOpeub. OJHAKO eciM BpeMEHa 3ama3/bIBaHUs OJHOTO TOPSIKa BEITUYUHBI
C IpYTMMU TIPOLIECCAaMU MM OOpaTHasi CBA3b CHIIbHASA, TO dQQEKTHI 3ana3AblBaHusl He MOTYT OoJbIle
UTHOPHPOBAThCs. HeoOX0JMMO OTMETHTB, YTO MPUHIUIHAIBHYIO POJIb B MPOIECCaX TEHHOW PEryJis-
UK UrparoT GuykTyaruu. J[ego B TOM, YTO KOJIUYECTBO MOJICKYJI, BCTYMAIOIIUX B PEAKIIUU BO BpeMs
TeHHBIX MPOLECCOB TPAHCKPHUILIMH/TPAHCIIALMH, BECbMa HEBEIIMKO — CKOpocTh padotel PHK-monmnme-
pa3bl, HapUMep, Bcero okoyio 50 HyKICOTHIOB B CEKYHIY. TakuM 00pa3oM, aaxe HeOobIIne (Iyk-
Tyanuu KoHIeHTpanuii pubonykimenHoBoit kuciaotsl (PHK) u Genmka MOTyT MMETh 3HAYHMTENHLHOE
BIMsSIHUE Ha oOmIyro auHamuky cuctemsl [Hasty, Collins, 2002]. B pabotax aBropos [Bratsun et a,
20053a; Bratsun et al, 2005b] Bompockl B3aumoneiicTBHS 3ama3bIBaHUsI U CTOXACTHYECKUX (IIyKTya-
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Uil BriepBbIe OBLIM PACCMOTPEHBI VISl MPOLECCOB TPAHCKPUILUH/TpaHCISIIUKE TeHoB. OOHapyKeH
s dekT Bo30yKACHHS B MOJKPUTHIESCKOW 007IacCTH KOJIeOaHUId 3a CYEeT B3aMMOJACHCTBYS IIyMa M 3a-
nas3jbiBaHus obpaTHOl cBssu [Bratsun et al, 2005a]. Kpome toro, B pabote [Bratsun et al, 2005b]
BIIEpBBIC ObIIa MpeIoKeHa MOAU(HKAIA adropuTMa [ mecnu, ncroabp3yeMoro Ui MpsMOoro 4nc-
JIEHHOTO MOJICIIMPOBAHMS CTOXaCTHYECKUX JUCKPETHBIX IPOIECCOB, Ha CIy4ail CHCTEM C 3ala3/bIBa-
HHEM.

Takum o6paszoM, ¢ Hadana 2000-x Bce siCHEe CTAHOBUTCS TO MECTO, KOTOPOE 3ala3/blBaHKe 3a-
HHMAaeT B MeXaHu3Me ()YHKIIHOHUPOBAHUS OMOJIOTUUECKHUX YacOB HeWpocmopbl. Moenu nupKaauaH-
HBIX KOJIeOaHWH, B paMKax KOTOPBIX 3((EKT 3ama3IpIBaHus BO BpeMs HPOLECCOB TPAHCKPHII-
MU/ TPAHCISILMU CYUTACTCS TPUHLUITHATBHBIM (haKTOPOM TOJIepKaHUsI OHOPUTMOB, HOSIBUIIUCH Cpa-
3y TIOCIie TIOSIBIICHHUS KCTIepuMeHTanbHON padboTsl [Lee et a, 2000]. [epBasi reHeTH4ecKkasi MOJENb C
3ama3pIBaHUEM, CKOpee Bcero, ObUia mpeaiokeHa B padore CmoieHa ¢ koiuteramu [Smolen et al,
2001], B xoTopoii ObIIIa MPEANPUHSATA TOMBITKA BHIBECTH YPABHEHUS CPa3y Ui IBYX OHOJIOTMYECKUX
CHUCTEM — HEMPOCTIOPHI U Ap030¢HiIbl. B yacTH MoAemnpoBaHUs MPOIECCOB B HEMPOCTIOPE MX MOJIETh
YUYHUTBIBAJIA KaK MOJOXUTEIbHYIO, TaK U OTPHLATENBHYI0 00paTHYIO CBS3b, COJEpIKaia JiBa BPEMEHH
3ama3/bIBaHMs, a TaK)Ke ONHChIBANIA d(PPEKT HEIMHEWHOHN Nerpaialuy MpoTeHHa Yepe3 oOpa3oBaHue
komiekca FRQ/WCC. ABTOpPBI IOIBITAIHCH YUECTh BCE IKCIIEPUMEHTAIbHBIE (DAKTHI, KOTOPBIE OBLITH
W3BECTHBI HA TOT MOMEHT, OJTHAKO MX MaTeMaTH4ecKas MOJICIb B LIEJIOM MOJTYyYHIach TIeperpy>KeHHOH:
oHa BKMoYana 23 mepemeHHbie u 19 mapamerpoB. OYeBHIHO, YTO Takas OOLIMPHAs CHCTeMa WM3-3a
HEOTIPEIeNICHHOCTH psila TapaMeTPOB, 3HAYEHHUSI KOTOPHIX CIIOKHO YCTAHOBUTH JKCIIEPUMEHTAIBHO,
MO’KET OIHCHIBATh CIMIIKOM MHOTO BO3MOXKHBIX THHAMHUYECKUX PeXUMOB. CHIBHON CTOPOHOM pado-
ThI ObLIa TIOMBITKA MPOBEIACHHUS CTOXaCTHYECKOr0 aHaIM3a, OJHAKO caM METOJ] pacyeTa BBI3bIBACT BO-
npockl 0 cBoel KoppekTHocTH [Bratsun et al, 2005a]. B cnenyromeii cBoeii padbore [Smolen et al,
2003] Te e aBTOPHI TOMBITATUCH YIIPOCTUTH MOJIENE, HO YPaBHEHHMS OBUIN BBIBEJEHBI B IOy (heHOMe-
HOJIOTHYECKO# MaHepe. Kak Mbl TIOKaKeM HIIKE, €CIIH MOJICIIbHbIC YPABHEHUS BBIBOJISATCS M3 UCXOJ-
HBIX ypaBHEHHH OMOXMMHUYECKOH KHHETHKHU, MX THI HEJIMHEWHOCTH CYIIeCTBEHHO MeHsercs. Cpupam
u ['onuHaTaH mpeuIoKmIN JanbpHeimee ynpouienne Moaenu CMoieHa, CBels ee K IBYM IepeMEeHHbBIM
Ut KoHneHtpanuii 6eaxoB FRQ n WC-1 [Sriram, Gopinathan, 2004]. Oanako monydeHHas MOJEhb
OKazayach CJIMIIKOM YMPOLICHHOM, TaK KaK B HEl HE YYHTHIBAJCS MPOLIECC BOSHUKHOBCHUS IeTEpO-
mumepHoro komiuiekca FRQ/WCC. Kpome Toro, aBTopbl HEKOPPEKTHO MCHONIB30BaIK MeTox [ mintec-
M, KOTOPBI HCTOPUYECKH ObUT CHOPMYIIMPOBAH UCKITIOYUTEIBHO 1l MapKoBckux cucteM [Gillespie,
1977]. Crout ynomsiHyTh emie oJHy paboTy, KOTopas y4uTbIBaeT 3anasasiBanue [Francois, 2005]. Tak
KaK aBTOP IOTBITAJICS y4eCcTh IMHAMUKY HE TOJIBKO OENKOB, HO M cooTBeTcTBYIommx nM MPHK, mo-
JIeTIb TaKOKe TTOJTyYHiIach OOJBIION — OHA BKIIIOYaeT 7/ MepeMeHHBIX. B paboTe paccMOTpeHbI cBOWCTBA
MOJIENTH TOJIBKO B PaMKaX JETEPMUHHUCTCKOT'O OMUCAHUSI.

Cymrectyer ere 7Be paboThl, HOCBsIIEHHBIE Y dexTam 3anma3blBaHus B IIUPKAIHAHHBIX KOJIe-
Oanusx [Schepper et al, 1999; Lema, 2000]. Moaenu, pemioKeHHBIE B HUX, HOCIT SIPKO BBIPaXKeH-
HbIl (DCHOMEHOJIOTHYECKUIT XapakTep, HE MPUBSI3aHbl K KOHKPETHOMY MOJICKYJSIPHOMY MEXaHU3MY
OMOPHUTMOB U, CKOpEe BCEro, ObUTH MPH3BaHBI IPOJIEMOHCTPUPOBATH BOZMOKHOCTh BO30YKICHUS KO-
Je0aHui B CHCTEME TIOCPEICTBOM 3aIla3/bIBaHus.

Hama pabora sBisieTcst mpogosnkenreM pador [Smolen et al, 2001; Smolen et al, 2003; Sriram,
Gopinathan, 2004]. MaTtemaTn4eckasi MOJIENb, KOTOPYIO MBI IIpEJJIaracM, sIBJISICTCS TaTbHEHIINM YII-
POILEHUEM PACCMOTPEHHBIX B HHUX Mojeield. BaxxHbIM oTinuneM siBisieTcs: BBIBOJ nuddepeHnnans-
HBIX YPaBHEHUH, ONPEAEIAIOMNX YBOIOIHMIO CHCTEMBI, HAIPAMYIO M3 KHHETHYECKHX YpaBHEHUH OHO-
XUMH4ecKux peakuuid. IlocaenoBarenbHo MPOBENECHHBIN BBIBOJ IPUBOJUT K IPYrOMy THUILy HEJIMHEW-
HOCTH MOJICTbHBIX ypaBHEHHMH B CpaBHEHHMHM ¢ ypaBHeHusMHu B [Smolen et al, 2001; Smolen et al,
2003; Sriram, Gopinathan, 2004]. B marHo# paboTe MBI BIIEPBBIE IMOAPOOHO paccCMaTPHBAEM YCTOM-
YUBOCTh TEHETUUECKOTO MEXaHH3Ma KOJIcOaHUi 10 OTHOIICHHIO K BHYTPEHHEMY IIIYMY CHCTEMBbI, HC-
HOJIB3YsI KOPPEKTHOE 0000IIeHHe anropuTMa ['Miuiecnn Ha ciiydaid HEMAapKOBCKHX CHCTEM, BBINOJ-
HeHHoe B pabote [Bratsun et a, 2005b]. Kpome Toro, BmepBbie paccMOTpeHa MPOCTPAHCTBEHHO-
BPEMEHHas HBOJIIOINS, TeHEepUpyeMast IIUPKaJHaHHbBIMU KOJICOaHUAMH.
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BeIBOZ MaTeMaTHYeCKOH MOIEJIH

MorneKyapHbIe MPOIECChI, KOTOpPbIS
Oy/IyT NPHHSTH BO BHUMAHUE B HaIlleH MOJie-
JIM, CXEMaTHYECKH TIPECTaBICHbl HA PHUCYH-
ke 2. Kak ObI10 OTMEUEHO BBIINIE, H3yUCHHE
reHOMa HEUpPOCTIOPhl BBISIBUIO HECKOJIBKO
T'€HOB, KOTOPbIE YYACTBYIOT B PEryJIHMPOBAHUN
CYTOYHBIX PUTMOB 3TOTO OpraHusMa. B cBs3m
C 3TUM MbI BBIJICISIEM JIBE OCHOBHBIC KOMIIO-
HEHTHI MexaHn3Ma Kojebanuil. OHoN U3 HIX
systeTcst TeH frg, KoTopelii Komupyer Oemok
FRQ (otmeuen Ha puc. 2 6enbiM 1iBeToMm). Kak
W3BECTHO, B CEPEIMHE TEMHOTO BPEMEHH CY-
TOK ypoBeHb FRQ HHM30K, 3aT0 Kk cepemuHe
CBETJIOTO BPEMEHH CYTOK OH JOCTHTAeT CBO-
ero makcumyMma [Dunlap, 1999]. Bropoii kom-

TIOHEHT (OPMUPYIOT JiBa TeHa WC-1 1 WC-2, Pruc. 2. CxeMa mporieccoB TpaHCKpHUITIHK TeHoB frq u we-1,

KOTOpbIe KOMPYIOT COOTBETCTBYIOLIHE benkit 3aBepmaromxcst dkcrpeccueit 6enkoB FRQ n WCC.

WC-1 u WC-2. Usyuenue TOBENCHHS ITHX  [eppr ormesen cepbiM 1eToM. OmepaTop-caiitsl 0603Ha-
0EJIKOB I10KA3a/I0, YTO OHU (POPMHPYIOT TCTC~  yeppi YepHBIM LIBETOM

pomumephsiit kommteke WCC [Loros, Dunlap,

2001], xoTopbIii MBI U OyzieM paccMaTpuBaTh B KauecTBe maprTHepa s Oenka FRQ (ormeuen Ha puc. 2
4yepHbIM 11BeToM). Kak m3BectHo, Oenku FRQ u WCC MoryT cyiecTBoBaTh kKak B (popMe MOHOMEPOB,
KOHIIEHTpAIHI0 KOTopbIX 0003HauuM F u W, Ttak u B ¢opme numepoB F, u W,. O6e hopmbl akTHBHO
B3aMMOZACHCTBYIOT JPYT C APYTOM — B CHCTEME OJJHOBPEMEHHO MPOTEKAIOT PeakLy AUMEPU3aLUK U pac-
naja JMMepOB COOTBETCTBYIOIINX OCITKOB:

F+F—YF,, W+W—5 5w, (1)
F,—S S F+F, W,—S 5w W, 2

e ki, ki — ckopoctu npsambix u o6paTHBIX peakuuii. [IpuMeM BO BHMMAHHE, YTO BO BpEMs

TPAHCKPUIIIINH JIFO00T0 T'eHa MPOUCXOANT PETYISALUS ATOrO Mpollecca MOCPEACTBOM OTKPBITHS U 3a-
KPBITHS OTlepaTop-caiita MOJIEKYJIOi auMepa (OTMEUYCH Ha PUCYHKE 2 YepHbBIM 1BeToM). Hamudue Ta-

KOTO OIlepaTop-caiiTa MOKHO Y4eCTh BBEIECHHEM clielnanbHoi QyHKu D € {DO , Dl} , KoTopast IpH-

HUMaeT 3HaueHue D, B ciaydae oTkpbITHS oneparop-caiita u D, B ciyuae ero 3axkpsitus. C Gpopmaib-

HOW TOYKH 3pEHHSI COCTOSHHE OTepaTop-caifiTa MOKHO pacCMaTpUBaTh KaK JOMOJHUTEIbHBIN peareHT
B cucteMe. CBoeoOpa3ue JaHHOI CUCTEMbI COCTOMT B TOM, 4TO TeHbI frq u WC-1,2 peryupyroT CHHTE3
0enKkoB Ipyr npyra, GopMHpPYs IMOJOXKHUTENbHYIO CBS3b. ONEPATOP-CAHT reHa CUMTAETCS OTKPBITHIM,
€CITi K HeMy IMpUKpeIUIsieTcs: AuMep Oeika-napTHepa. YUWThIBas 9TH 3aMEYaHUsl, 3allUIlIeM eIle JIBE
napbl peaklnii, ONUCHIBAIOIINX THHAMHKY OIepaTop-caiiToB reHoB frg 1 WC-1 cOOTBETCTBEHHO:

Df +W,—< >DF, DY +F,—¥ D", 3)
Df % ,DF +W,, DY —X2 DY +F,. (4

3nech k2F w, kfz’w 0003HAYaI0T CKOPOCTH MPSMBIX W 00paTHBIX peakiuii. [Iporeccel cnHTe3a OenKoB
3aaquM CJICAYHOIHUMU peaKI_[I/I}IMI/IZ
Dl (t)—=—D +F"*, D)({t)—«—D" +W", (5)
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VpaBuenus (5) oNMUCHIBAIOT MPOIECC CYMTHIBAHUS TEHETHYECKOW MH(OPMAIIMH: B MOMEHT BpeMeHH t,
eciu oneparop-caiit oTkpslT, PHK-momumepaza P mpukperuisercs kK Hadaily Te€Ha, U MPOLECcC TPaHC-
KPHUIILIUK cTapTyeT. KOoHeUHBIM IPOIYKTOM 3TOW peakUuH SIBISIOTCS MOHOMEPHI Oeika, KOTOPbIE CHH-
TE3UPYIOTCA B MOMEHT BpeMeHH {+ 7 . Bpems 3ama3apiBaHusl 7 HEOOXOAMMO CHCTEME, YTOObI TOJTHO-
CTBIO CUMTATh MH(OPMALIMIO OT Hayasa 70 KOHIa TeHa, nmepekoaupoBaTth ee B MPHK, a 3arem cunre-
3upoBaTh Oenok. HeoOxoanmo oTMeTUTh, 4TO BpEMEHA 3ala3/blBaHus Tp U 7, AJ CHHTE3a OCJIKOB

FRQ u WCC, BooO111e roBops, pasHbie. Jlake eciiud MCXOIUTh U3 MPOCTEHINEH THIIOTE3bl, YTO 3amas3-
JIBIBAHUE ONPECISIeTCs] HCKIIOYUTENIFHO CKOPOCThIO BMKeHMs1 nonumepasbl PHK mo reny, To, co-
rmacHo 6ase manHbIx reHoma N. crassa [Neurospora crassa genome], ren We-1 (mokye NCUO02356.5)
MPHUMEPHO B TONITopa pasa mauHHee TeHa frg (moxyc NCUQ02265). OmHako MOHATHO, YTO CHTYAIUs
37IeCh TOPa30 CJIOXKHEe, U TOYHO OMPEICTHTh COOTHOILICHHUS BPEMEH 3ama3/bIBaHUs B HACTOSIIHIA
MOMEHT HE MPEACTABISIETCS BO3MOXKHBIM. [109TOMY B Hamieid pabote Mbl OyieM HoyiaraTb 3TH BpeMeHa
paBHBIMU 7p =7,,. B nenom ypasaenus (3)—(5) ¢opmupyior B cucreme neTio MojoKHTENbHON 00-
paTHO# CBs3M, TaK KaK yBeIWYeHHE KOHICHTpanuu Mosiekyl FRQ BemeT k cTUMYJTMPOBaHHIO CHHTE3a
WCC, a 3nauwr, K euie 6onbplieMy ypoBHIo camoro 6enka FRQ.

Benku MOTYT BBIBOAUTHCS U3 CHCTEMBI C MIOMOIIBIO IBYX MeXaHH3MOB. OMH U3 HUX IPEIoia-
raeT OOBIYHYIO JIETPAJAIUI0 CO BPEMEHEM:

FB 0, W3 505 (6)

Jpyroii MexaHn3M y4duThIBaeT HenuHeltHoe B3aumojeiicteue FRQ n WCC, B pe3ynbpTare KOTOpOTO
bopmupyeTcs obmuit rerepoaumepusiii komrureke FRQ/WCC:

F+W—>Q . 0

3necs Bg,, K — cxopoctu peaxuuii (6) u (7) coorBercTBeHHO. MBI IpEANIONAraeM, 4To KOMILIEKC

FRQ/WCC cam 1o cebe He y4acTByeT B T€HHOW PEryJIsIMU [UPKaJHaHHbIX PUTMOB HEHPOCIIOPHI, XO-
TS ero oOpasoBaHue (PaKTUIECKH BBHIBOIUT MOJIEKYJIBI OEIIKOB M3 CHCTEMBI M 3THM BJIMSET Ha OOIIyIO
quHaMuKy (cM. puc. 2). Ypasuernue (7) urpaet BaKHYIO PoJib B CUCTeMe, (OPMUPYSI METITIO OTPHUIla-
TENLHON OOpATHOM CBA3M M GalaHCHPYS MMOIOKHUTENBHYI0 00paTHyo cBa3b (3)—(5).

Kpome peaximii (1)—(7), mporcXoasiux JOKaIbHO OKOJIO paccMaTpuBaeMbIx reHoB frq u we-1,
HEOOXOAMMO yYECTh, YTO B CUCTeMYy MOTyT moctymnath 0enku FRQ u WCC, cuHTe3upOBaHHEIE TE-TO
B JIPYTHX YacTsIX HeHpocmopel. B Oonbliel cTenmeHH 3TO KacaeTcsl TeTepOIUMEpPHOro KOMILIeKca
WCC, tak kak red WC-2, koaupymomuuii 6eok WC-2, HaX0IuTCs B MEPBOH XPOMOCOME HEHPOCIIOPBHI.
B paMkax TpeIToKEHHOW MOJETH pacCMaTPUBAETCS TOJBKO IWHAMHKA HAXOMAIINXCS B CEIBMOI
xpomocome renoB frq u we-1, st koropbix Mostekysibl WC-2 1efiCTBUTENBHO SIBISIOTCS TPOSBICHUEM
BHEIIHEH 0a3anbHOM TpaHckpumun. Takum obpazoM, pomonuseM cucremy (1)—(7) emie nByms peax-
HSIMU.

g2 SF, g—M W, (8)

rae A\, — CKOPOCTH PEaKIHUi.

Kunernyeckue ypaBHEHHUS [UIs TUHAMUKA MOHOMEPOB H JAUMEPOB, 3alMCaHHBIC HA OCHOBAHUH
peakumii (1)—(8), umeroT Bu:

Z_'t::pﬁ — 2kl F2 + 2k F, + k.Df (t—7.) - B. F —kFW, 9
dw Wy p /2 W w
F=AN—2k1w +2K"W, + k, D (t - 7,,,) — B, W —kKFW, (10)
sz E 2 k|: kW W kW W
dt =k1 F-kiF, -k, Do F,+K5D, (11)

KOMIIBIOTEPHBIE UCCJIEJOBAHUA U MOJAEJIUPOBAHUE




MopenupoBaHye NPOCTPAHCTBEHHO-BPEMEHHON JUHAMUKU. . . 197

% =k"W? —K“\W, —kf DFW, + k5D . (12)
K HuUM HY>XKHO 100aBUTH JBE NMaphl ypaBHEHU U1 AUHAMHUKH OTIEPaTOP-CaHTOB!

dDg dDf

T —kIDIW, +k5,Df, el k; DgW, —k5,Df (13)
W W
920 —KIDYF,+kYDY, SOl kDYF, —KYDY (14)

CxiagpiBas monapHo ypaBHeHus B (13) u (14), npuxoaum K 0O4eBUIHBIM COOTHOIICHHSIM:
Df +Df =1, DY+DY =1, (15)

KOTOPBIC MOKHO UCIIOJIB30BATh JAJId COKpAIlCHUA YUCiia ICPEMEHHBIX B 3a/1a4€. yI[O6HO BBCCTH B pac-
CMOTPCHHUE MTOJHOC YUCJIO MOJICKYJI Oenka Ka)XXIoro Tuia.

F, =F+2F,+2D", W, =W +2W, +2D/. (16)

B BrIpakenus (16) Bki1ag BHOCAT MOHOMEPBI, CBOOOTHBIEC AUMEPBI, a TAKXKE TUMEPBI, IPUKPEITHBIINE-
Csl K oIiepaTop-caity reHa-mapraepa. YuutbiBas (15), nomyuaum:

dF,

dt = A +k:D/ (t—7.)—B. F —KkFW, (17)
dw, W
g0 Av kDY (t-7,) — B W - KFW. (18)

Jns 3ambikanust ypaBaenuii (17)—(18) mpriMeM Bo BHUMaHHWE, YTO PEaKIMK CHHTE3a U Jerpajaiin Oe-
Kka (5)—(7) sBIAIOTCS MEUICHHBIME TIPOIIECCAMHE 10 CPABHEHHMIO ¢ peakuusmu qumepusarmu (1)—(2) u me-
pexirodennii oneparop-caiitoB (3)—4). Takum o6pa3om, Ha (GOHE MEIEHHO MEHSIOIIETOCS OOIIEr0 KO-
JIMYIECTBA MOJIEKyJT Oenka Kakmoro copra peakunu (1)—(4) mpoTekaroT CTPEMHTENIBHO, a YUACTBYIOIIHE
B HUX PEareHThl ObICTPO JTOCTUIAIOT COCTOSHHUS JIOKATBHOTO CTATUCTHYECKOTO PABHOBECHSI:

F,=KFF?, W,=K"W? Df=K'K/D'W?, D =K KYDYF2 (19)

3neck BBesens obosnauenns: K™ =k /kD, KY =k"/k". Ucnonssys coornomrenns (15) u (19),
nociie npeodpaszoBanuii B (17)—(18) nmpuxoauM K KOHEYHBIM YPAaBHEHUSIM:
d KYKIW(t—7.)

F
1+4KTF)—=A +k ~B. F —kFW, 20
( ! )dt A FLeKYKEWA(t-7.) T (20)

Ky K3 F*(t—)
1+ K KYF?(t-17,)

(1+ 4K1WW)‘L—VIV =A, +k, — B, W —kFW. (21)
B Mozensx uukaaHbIX KosieOaHUH ¢ 3ama3/ibiBaHHEM, paHee MPeAIoKeHHBIX B tuTepaType [Smolen et
a, 2001; Smolen et al, 2003; Sriram, Gopinathan, 2004], ypaBHeHus ObLTH MONYYEHBI TyTeM Moy de-
HOMEHOJIOTHYECKOH PEKOHCTPYKIUH AJIEMEHTOB B3aUMOCBSI3eH MEXy I'€HaMHM, BBISBICHHBIX JKCIIE-
puMeHTanbHO. B Hamiem ciydae monenbHbie ypaBHeHus (20)—(21) BbiBeieHbI HANPSMYIO U3 HCXOJ-
HBIX Onoxumuveckux ypaBHeHuil (1)—(8) B mpeamonoxeHun 00 wepapXuu OBICTPBIX M MEICHHBIX
nporeccax B cucTeMe. B 3ToOM cMbIciie MOy4YeHHasi HAMU MOJEJIb MPOIIE, TaK KaK He COICPIKHT JIHII-
HHX 3JICMEHTOB, KOTOPbIC HEM30EKHO MPOHHUKAIOT B ypaBHEHHUS MPU (HEHOMEHOJIOTHYECKOM MOIXO/IE.

Kpome Toro, omuchIBaOMe MONTOKUTEILHYI0 00paTHYIO cBs3b ciaraembie B (20)—<21) umeroT oT-
nvuHyto ot [Smolen et al, 2001; Smolen et a, 2003; Sriram, Gopinathan, 2004] uenuneiiHocTs. He-
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CMOTpSI Ha CBOIO IPOCTOTY W KOMNAKTHOCTH, ypaBHeHHs (20)—(21) BOCHpPOM3BOAAT OOJIBIIMHCTBO
(hakTOB, HKCIIEPUMEHTAIBHO HAOJIOAAEMBIX NIPH LHPKaJUaHHBIX pUTMax Helpocnopsl. Heobxomumo
3aMETUTh, YTO BCE BEJINYMHBI B pabOTe MPUBOJISATCS B pa3MEPHOM BHJIE.

JInHaMu4yecKkue CBOMCTBA MO/Ie/IH

Vpasuenuns (20)—21) onuchiBatoT cOOCTBEHHbBIE Koebanus KoHIeHTpaimu 6enkos FRQ n WCC
HeHpoCmopsl B OTCYTCBUM BHEIIIHETO BO3JIEHCTBUSA HA OpraHu3M. PaccMoTpuM mopoOHee fuHAMUYEC-
CKHE CBOWCTBA MOJICNT B paMKaX JCTEPMUHHCTCKOTO OMHCaHUs. BhISCHUM CHavyalla OCHOBHON MeXa-
HU3M T'€HEpPHUPOBaHUs KojieOaHui B cucteme. [Ipennonokum Jjist IPOCTOTHI, YTO MEXIY Iapamerpa-
MU, OTUCHIBAIOIINMU MOBEICHHUS PA3HBIX OCIIKOB, UMEETCS MOJTHASI CHMMETPHS:

A=Ay, Ke=ky =K, B =B, =B,

KY=KF=K, KY=K{=K, 7.=1,=r.

Torna, monoxus B (20)—21) npor3BOAHBIC HYJIIO U BEIYMTAS IPABBIC YaCTH, MOTYYHM:
KK,K, (W = F)(W + F)+ B(1+ K,K,F? ) (1+ K,K,W? ) (W= F ) =0, (22)

U3 KOTOPOTO BHIHO, YTO HETPUBUAIBHBIE COCTOSHUS PAaBHOBECHS, MPUHUMAIOIIUE MOJOKUTEIHHBIE
3HAYEHUsI, JOJDKHBI YIOBIETBOPATH yciosuto F, =W, . JIuneapusyem cucremy ypasuenuii (20)—21)

OKOJIO 3TOI'O IIOJOXKECHUA paBHOBeCI/IHZ
(1+4K,F,) 30 - ZKKKM 0y (B4 kwy)at) - KF(), (23)
dt (1+ KK W)

(1+ 4K1W0)d—w—LK2F°20(t -7)—(B+kF,)o(t) - kW, 0(t), (24)

dt (1+ KK,F7)

rae 6, @ 0003HA4YalT MaJyible BO3MyIleHHUsS nepeMeHHbix F u W coorBercTBeHHO. [IpuHuMas Bo
BHUMAaHHE CUMMETPHIO ypaBHeHH# (23) u (24), UX MOKHO CBECTH K YPaBHEHHUIO /Il OJJHON MepeMeH-
HoM D(t) =O(t) — w(t):
do 2KK,K,F,

(1+ 4K1F0)—=—1—2§2d)(t—r)— BO(t). (25)
At (1+K,K,F7)
Tak xak xoHuentpanuu 6eaxkoB FRQ u WCC B cucreMe KoyeOItoTcs B mpoTtuBodase, TO BBEACHHUE
nepemernoir ®(t) He MPUBOAWT K TPUBHAIBHOMY PE3yJbTaTy (ISl CTAIMOHAPHBIX PEIICHHUN 3TO HE

tak). Cinaraembie B TpaBoil yactu (25) He ABJIAIOTCS PaBHOICHHBIMU: TaK KaK BPEMs 3ara3/bIBaHusI
CUUTaeTCsl OOJIBIIUM, TO BTOPBIM CJIaraeMbIM MOKHO MpeHeOpeub. Ha mpakTke 3TO 0O3HAYaeT, uTo
npoliecc JUHeHHoH aerpaganuu Oenka (6) He Tak BaXKeH IS TAHAMHUKHA CHCTEMBI 110 CPaBHEHHUIO
¢ oOpa3oBaHueM rerepoaumMepHoro komruiekca FRQ/WCC (7):

do

Wz—;’CI)(t—z'), (26)

rae ¢ =2KK,K,F, /(1+4K,F)[1+ K,K,F?)?. Jluneitnoe nuddepeHnuansHoe ypaBHEHHE C 3aMas/ibl-
BaroIIeil mepeMeHHoi (26) MoXeT ObITh PEIIEH0 TOYHO B TOUKe Ondypkanuu Xomda:

it 4
o, . (t) = Acos—, L =—,
bif ( ) 22_ §|be 22_
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DTO0 pelieHre NPeJCTaBIsAeT CO00H Nepuoandeckue kojaedanus ¢ nepuogom | =4r. MexaHusMm Ko-
nebanuii, BO3HUKAOMHMX B (26), oueHb mpocT. [IpeanoaokuM, 3BOTIONNSA CUCTEMBI HAUWHAETCS B MO-
MEHT BpeMEHH t— 7 Mpu OTpHIATENBHBIX 3HaUeHUsX mepemennoi @ (t — 7). Torma cormacHo ypaBHe-

Huto (26) npousBoanas dd/dt B MomeHT BpeMeHu t mosoxutenbHa, 1 QyHKIus pactet. Poct QyHK-
min O(t) mpomoipkaercss BIUIOTH J0 MOMEHTa BpPEMEHH, KOTJa MPOLUIOe 3HA4YeHUE (YHKIHH

O(t—7), ompenensroiiee 3HaK MPOU3BOIHOMN, MEPEceKaeT HYJICBOE 3HAYCHHUE U CTAHOBHUTCS MOJIOMKH-
tensHBIM. TTocie storo ¢ynkums ®(t) HaumnHaer yOBIBaTh. B majpHEMIIeM ONMMCAHHBIA CIlEHAPHit

CMEHBI pocTa (YHKIHH MOBTOpsieTcs. TakuM 00pa3oM, BpeMsl 3alas3[blBaHus 7 OIpEIeSIET POBHO
4eTBepTh Mepuoja konebanuii. Heo6X0auMO 0TMETHTh, Y4TO MOA0OHOE COOTHOIICHHE MEXIY BpeMe-
HEM 3ara3/bIBaHuUsI U IEPUOJIOM PEATU3YETCs TOJIBKO B IMHEHHOM npuOmkeHnu (26). B HenmHeitHOM
Ke cllydae, npeacrasieHHbIM ypaBHeHusMu (20)—21), npu ¢ > CBsI3b MKy 3ala3iblBaHHEM
¥ KOJIEOaHUSMH CTAHOBHUTCSI OOJIEE CII0KHOM.

3adukcupyem 3HadeHus napameTpoB cucteMbl (20)—(21), 4acTHYHO BOCIOIB30BABIINCEH TaHHBI-
mu 13 pabotel [Smolen et a, 2003]. Yo kacaercst 3Ha4EHHIA, KOTOPbIE OTCYTCTBYIOT B [Smolen et al,
2003], MBI JOIOJIHSEM UX OIIEHKaMH, KOTOPBIE B3ATHI M3 IPEATOIOKEHUSI O CKOPOCTAX TPOXOKIECHHS
pa3IMYHBIX MPOIECCOB B crcTeMe. Hampumep, B Hamieil MOIeIH MPEAIONATraeTCs, 9YTO MPOLECcChl 00-
paszoBanust 1umepoB (1)—(2) u mepexitoueHus cocTosHus oneparop-caiTa (3)—(4) mpoxomsaT co cpas-
HHUMBIMHU CKOPOCTSIMH, TIO3TOMY BIIOJIHE JIOTHYHO MPOCTO MPUPABHATH UX 3Ha4YeHUs. Tormaa nMeeM:

KS =5 (ki =5nM*h™, kf, =1h™),

K, =5 (k' =5nM*h™, kY =1h™),

KS =5 (ki =5nM*h™, k%, =1h™),

Ky =5 (ky =5nM *h™, k%, =1h™), (27)

k- =8nM /h, Kk, =4nM /h,
B. =0.3h™, B, =0.4h™

[IpuHrMas BO BHUMaHHE, YTO MIEPUO/] IMPKAIUAHHBIX PUTMOB HEHPOCTIOPHI N VIVO COCTAaBIISIET TTOPSAAKA
22 4yacoB, MbI BHIOMpaeM Clie/Iyrollee 3HaUYCHHe Il BpEMEHH 3anas3jplBaHus: 7. =7, = 6h. J{nsa npo-

CTOTHI Oy/IeM TIpeAronaraTh, 9TO BpeMeHa 3ana3IbIBaHus [IPH TPAHCKPHUIIUK/TpaHCsiun reHoB frq
1 WCC paBHbl. Takum 06pasom, B cucteme (20)—(21) octaercs Tpu cBoGoaHBIX mapamerpa: A.,, u K.

ITapamerp K, xoTOpBIi XapakTepu3yeT CKOPOCTh HeluHelHoH nerpamganuu 6eaxoB FRQ u WCC 3a
cueT obpaszoBanus reTepoauMeproro kommiekca FRQ/WCC, urpaer B HacTpoiike OHOPUTMOB CHCTE-
MbI TIPHHIUITHATBHYO posib. YuciaenHoe uccnenoBanue cucteMsl (20)—21) nokaszasno, 4To CyIIecTBY-
eT KpuThdeckoe 3HaueHne Ky, =22.45nM "h”, Hmke KOTOporo kosiedaHus OTCYTCTBYIOT. Takum 00-

pa3oMm, Mporecc HeIMHEHHOW Jerpajaluy OeIKOB ompenenser nepuos koiedanuii. Ha puc. 3a npen-
CTaBJIEHBl Pa3BEPTKU IO BPEMEHM JUIs IOJHOro uuciaa MoHomepos F, u W, oGoero copra,
HOJIyYEHHBIC TIPH YUCIeHHOM MozenupoBanun cucteMsl (20)—21) npu k=30nM *h™ u otcytcTBHM
0a3abHBIX TPAHCKPUIIMOHHBIX (akTopoB A\, =0. Xopomo BHIHO, YTO KOHIEHTPALUH OEIKOB

FRQ n WCC ocummmupytoT B mpotuBoase ¢ nepruooM npuMepHo 22.65 Jaca B MOJTHOM COOTBETCT-
BHHU C DKCIIEpHMEHTAIbHbIMK maHHbiME [Lee et al, 2000]. 3adukcupyeM ykKa3aHHOE 3HAUEHHE IS
CKOpOCTH HeJmHeHHo# nerpagamin K. Yro xacaercst mapamerpoB A- u Ay, ONPEIENSIONINX IIOCTY-
mwienue 6enkos FRQ n WCC u3Bhe, T0o 0HM ocTarotcs cBoOoAHbIME. B ciyyae A.\, =0 cucrema oc-

LIJUIAPYET TOJIBKO 33 CUET BHYTPEHHHUX (PAKTOPOB, JEMOHCTPUPYS COOCTBEHHbIE Kosebanus. OqHaKo,
KaK TIOKa3bIBalOT pacueThl, 0a3albHbI ypOBEHb KOHIICHTPAIIMH OEJIKOB MOXET CYIIECTBEHHO MEHSTh
IUHAMHUKY cucteMbl. Ha pucyHke 4 Ha miockocty napamerpoB A- u A, mpezacraBieHa 00JacTh Hel-

CTOWYMBOCTH, OTpaHUYEHHAs] HEUTpaIbHON KpuBOH mis oudypkanuu Xomda. Bo Bpeske K pUCYHKY
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npejcTaBiieHa OudypKaMoHHAs AUarpaMMa Jiisi YacTHOTO ciaydasi, korga 6enok FRQ B cucremy us-
BHe He noctynaer: A. =0. Xopomo BUAHO, 4TO ¢ pocToM A,, aMIUIUTy[a KoJeOaHUH yMeHbIIaeTcs,

U BBIIIE 3HAYCHUS A?,'f =3.7 ocuwursanuu npekpamaroTcs. [anee Oyner nmokasaHo, 4ro ¢akrop Oa-
3aIIbHOW TPAHCKPUIIIMU CYIIECTBEHHO MOIU(PUIIMPYET IPOCTPAHCTBEHHYIO TUHAMHUKY CUCTEMBI.

CroxacTuueckue CBOiiCTBa MOA€EJIHU

Kak wn3BECTHO, KOJNMYECTBO MOJICKYJ, BCTYMAOUIMX B PEAKIUH BO BPEMS T'€HHBIX IPOIIECCOB
TPaHCKPHIIIMH/TPaHCIIAINY, BeCbMa HeBennko. Hampumep, ckopocts paboTsr PHK-monumepassr Bee-
ro okoso 50 HyKJICOTHIOB B ceKyHy. TakuM o0pazom, Aaxe HeOobIre (IIyKTyallud KOHLIEHTpaui
MPHK u Genka MOTYT MMETh 3HAYMTENbHOE BIUSIHME HA OOILYIO AWHAMUKY CHUCTEMBI. Mexmy TeM,
MEXaHU3M [UPKaJHaHHBIX PUTMOB JIFOOOTO KMBOTO OpPraHMW3Ma SIBIISIETCS OJHUM M3 CAMBIX YCTOIUH-
BBIX M HEM3MEHHO BOCIIPOU3BOISIINXCS IPOLIECCOB B Tipupoie. [Ipeamnonaras reHHOE TPOUCXOKICHNE
9TOr0 MeXaHH3Ma, OCHOBHBIM BJIEMEHTOM KOTOPOTO SIBJISIETCS 3ala3fblBaHHE B IPOLIECCAX TpPaHC-
KPHIIIMU U TPAHCISIMH, HEOOXOMUMO yOSIUTHCS B €r0 YCTOMYMBOCTH TI0 OTHOIICHHIO K BHYTPHKIIE-
TOYHBIM (uryKTyarmusiM. OTMETHM, YTO B T€HETHKE NPHUHATO Pa3InyaTh J(Ba BHJA IIyMa, KOTOPBIE MO-
IyT BO3HMKaTh B cucreMe. [lepBblil BUJ IIyMa CBSI3aH CO CIly4ailHOW NPUPOJON CaMUX XUMUYECKUX
peakiuii Mex 1y HeOOJIBIIMM KOJIMYECTBOM MOJICKYJI BHYTPH OJJHOM KJIETKH (B aHTJIOSN3BIYHOMN JINTEpa-
Type MCIOJIB3YIOT TEPMHH iNriNSiC NOiSe — «BHYTPeHHUI mIym»). Bce, 4To B 3THX YCIOBHIX paboTaer
Ha YCHJIEHHE CTOXAaCTHYHOCTH, MOKET OBITH OTHECEHO K dTOMy THIy Imyma [Bratsun et al, 2005g;
Swain et a, 2002]. Hanpumep, ¢uykryarun, BO3HUKAIOIIUE NPU HArpeBE CHUCTEMbI, ONPEICICHHO
CITyKaT YCHJICHHIO BHYTPEHHE MPUCYILIET0 CHUCTeMe IIyMa. J[pyroi Tum nryma, moay4uBIINA Ha3BaHHE
«BHeMHUH mrym» (eXIrinsic Noise), reHepupyeTcs 3a MpeaeaaMy KIETKH U CBA3aH ¢ MEKKIETOUHBIMHI
pazmuumsiMu [Swain et al, 2002]. Hanu4ue BHEIIHEro HrymMa Ha MEXKJICTOYHOM YPOBHE IMOJHUMACT
BOIIPOC O €ro BIMSHUU Ha MEXaHU3M CHHXPOHM3AIMH IUPKAJAUAHHBIX PUTMOB OTJENIBHBIX KJIETOK Ha
YPOBHE BCETO OpraHW3Ma. JTOT BOIPOC OCTAETCS 3a paMKaMH JaHHOH paboTsl. UTo Kacaercs BHYT-
PEHHEro myMa, TO yIOOHBIM MHCTPYMEHTOM YHCIICHHOTO HCCIEIOBAHUS TUCKPETHBIX CTOXACTHYe-
ckux cucteM siBisiercst anroput™ ['miutecnim [Gillespie, 1977], koTopslil mpeacTaBisieT co00H pa3HO-
BUJIHOCTE MeTo0B Monrte-Kapino. Oco0eHHO MHTEHCHBHO 3TOT METOJ HCIIOJB3YEeTCS B BBIYMCIIH-
TEJILHOW CHCTEeMHOW OWOJIOTMH NP M3YyYEHWW BHYTPHUKIIETOYHOW JWHAMHKH, B KOTOPOH y4acTBYeET
CPaBHHUTEIBHO HEOOJBIIOE KOIMYECTBO MOJIEKYJ. Kak M3BECTHO, YHMCIEHHOE pelleHre, MOoIyYeHHOoe
METOJOM ['Miulecty, CTaTUCTUYECKH BOIPOHM3BOAUT TOYHOE PEUIEHHE OCHOBHOTO KHHETHYECKOTO
ypaBHeHHs. OJHAKO KJIacCHYECKas BEPCHs alropuTMa Obuta copMynmpoBaHa TOJIBKO IJISI MApKOB-
CKHX cucTeM. B cBsizu ¢ atuMm B padote [Bratsun et al, 2005a] namu Obuia npe/yioxkeHa MoauduKarms
anroputMma ['mwecnu Ha cirydaii 3ama3IbIBaOIMX XUMUYECKHX peakuuid. Tam ke Ha mpumepax ImoKa-
3aHO, YTO HOBBIH alITOPUTM KOPPEKTHO BOCIIPOM3BOIMT X PEIICHMS YHCICHHO, a TAKKEe MPUBEICHEI
NpUMEpHI pacyeTa.

OnuiieM KpaTKoO TJIaBHYIO uiaeto mMoaudukauuu anroputMa ['mtecnu. [IpenmonoxuM, umeer-
cst N XuMuueckux coequHeHui X, , BCTYyNAIONMX B MHOTOSTAIHYIO PEAKINI0 Mexay coboit. Kaxmprii
THUIT PEaKTUBHOTO KOHTAKTa, CIIYYAIOIIMIACS MEXIY MOJIEKyJIaMu, OyJieM Ha3bIBaTh «XMMHYECKHM KaHa-
mom» R, . Ilycts Takux kananoB mmeercss M wryk. Bynem cuurars, 40 MHOrOCOCTaBHas peaKuus

pacnaaacTCda Ha 3JICMCHTAPHBIC aKThI. HpI/I COBCPLICHUU KaXA0I'0 aKTa HYKHO BbIYHCIIUTH BPpEMSH, 4€PE3
KOTOPOC HpOHSOfIHeT CJICAyromas 3JICMCHTAapHas1 peakKuus, a TaKXKE OMPEACIINTD KaHal 3TOM pc€akuuu, TO
€CTh BBIACHUTL, KAKMC MMCHHO KOMIIOHCHTBLI U3 BCKTOpa Xi JAOJDKHBI BCTYIIUTh B KOHTAKT. HH}I Map-

KOBCKHX ITPOIECCOB, JIJIsl KOTOPBIX U C(HOPMYIMPOBaH METOA | Wiliecu, pacripeieicHue IPOMEKYTKOB
BpeMeHU At, mpoXoasmmx Mexay peakuusMu, oAYuHsAeTcsa pacupenenenuto [lyaccona:

P(At)=)"a,exp| -At) a, |, (28)
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rae a,=c, hﬂ — BEPOATHOCTb TOT'O, YTO B JAHHBIM MOMEHT pEaM3yeTcs A4 -U XUMHUYECKMH KaHAIL.
3nauenue @, Gopmupyercs Onaronaps ABym ¢pakropam. He yriayOussch B TOHKOCTH KUHETHKHM PEaK-
1Mii, MOXKHO CKa3aTh, 4To C, —I3TO ckopocTh peakimu [Gillespie, 1977]. Bennuuna h, onpenensiercs

JUISL KXKJIOTO XMMUYECKOr0 KaHala U PaBHACTCS KOJIMYECTBY Pa3IMUHBIX MOJIEKYJISIPHBIX COEINHEHUI
u3 Habopa X;. DTO YMCIIO JIErKO ONpenesieTcsl KNHeTUKOM peakiuu. OTOop ciexyromeil no BpeMeHn

pCaKkuru 3aBUCUT OT AUCKPETHOT'O paCIpCACICHUA

P(u = 1) = Zaﬂ; . (29)

u

AIII‘OpI/ITM [Nunnecnu BKIOYAET B ceOst cIeayromue ﬂeﬁCTBHﬂ. IIo 3apaHeC U3BCCTHBIM KUHCTH-
YCCKUM YPABHCHUAM XMMUUYCCKUX KaHAJIOB BBIYMCIIAIOTCA 3HAUCHUA aﬂ. CTapTYSI C HCKOTOPBIX Ha-

YaJbHBIX YCIIOBHH, TEHEPUPYIOTCS JIBa COy4aiHbIx yucia u3 orpeska [0,1]. [lepBoe YuciIo coracHo
pacnpenencuuio (28) onpemenser BpeMst HaCTYIUICHHs OvsKaiinied peakimua At , a Bropoe — o pac-
npeneneanto (29) onpenenser XMMUIECKNI KaHAl 4*, KOTOpBIHA peanusyercs uepe3 Bpems At. Cuc-
TeMa JienaeT mpebkok t=t+ At, u peakuus copepraercs. OOHOBISETCS BEKTOP COCTOSIHUSI CHCTE-
MBI X, , U BCs IIPOLIEypa MOBTOPSIETCSL.

I'naBHas uaes OOHOBICHHS ANrOpUTMa 3aKitoyaeTcs B crieayromiem [Bratsun, 2005a]. Tpemrmo-
JIOKUM, OJIMH M3 XUMHYECKMX KaHanoB R, sBisercs HemapkoBckuM. Ecim mpu onpenenenun cie-
JIYFOILIETO KaHaJla BBIMIAIACT PeaKkiusl 4 * C 3ama3/bIBAaHHEM, TO OHA HE BBIMOJIHACTCS, a IOMEIAeTCs
B CTEK MaMATH C TeM, YTOOBI ObITh BBIMOJIHEHHOW B MOMEHT BpeMeHu At* +7, rme 7 — Bpems 3amas-

JAbIBAHUS. Ecnm >xe BRIMaBIIMM XUMHUYECKUM KaHAJ SBIISICTCS MAapKOBCKHM, TO IIPBIKOK BO BPEMCHHU
At*, KOTOpLIfI JAO0JDKHAa COBCPILINTHL CHUCTEMA, CPABHUBACTCA CO BPEMCHAMHU HACTYIUJICHUA OTJIOKCH-

HBIX B CTEK MaMaTu peaknuii. Ecim B nquamasone mexay t u t+ At* HHKakuxX peakuuil He 3aIlUTaHu-
pOBaHO, TO CHCTEMAa COBEPIIACT MPBHIKOK Ha At*. Ecnu jke B 3TOT Iuana3oH BpeMEeHH Kak pas Iora-

JTaeT OJHA W3 3alla3/IbIBAIOIINX PEaKIINi, TO MOCIEHSS MPoIeIypa 0TO0pa HTHOPUPYETCS, a CHCTEMA
IpBIraeT K MOMEHTY BpeMeHH t+ Aty, KoTopoe paHee ObLIO yXke 3aIUIaHUPOBAHO, HO OTIOXKEHO U3-3a

3alia3JibIBaHusd.

a) b)

Puc. 3. (a) BpemeHHass 3aBUCHMOCThH TOJHOTO 4nciia MOHOMepoB Gemka FRQ (crutomuas muams) u WCC
(mutpuxoBast JMHMS), MOJYyYCHHAs MPU YHWCIeHHOM uHTerpupoBannu cucteMmbl (20)—(21). (b) Bpemennas
SBOJIFOIMS COOTBETCTBYIOIIEH cToxacTuueckoi cuctemsl (1)—(8), momyuennas metomom 'mtecniu. Bo Bpeskax
npHUBEACHBI Qyphe-CIIEKTPHI CUTHAIOB. 3HAUYCHHUS MApaMETPOB B 000HX CIyYasix OJHHAKOBHI (27)
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[TprMeHrM 3TOT METOJ ISl YMCICHHOTO aHan3a XMMHYECKUX peakiuii ¢ 3amasapianueM (1)—(8).
Ha pucynke 3b npuBenens! pe3ynbraThl pacyeToB I TEX )K€ 3HAYCHHUIl MTapaMeTpoB, 4TO U B JETep-
MUHHUCTCKOM Cllydae, MPEICTaBICHHOM Ha puc. 3a. XOpoIIo BUIHO, YTO, HECMOTPs Ha HEOONbIIOE
KOJIUYECTBO BOBJICUCHHBIX B JUHAMUKY MOJEKYI (B JI000H MOMEHT BPeMEHH MOJIHOE YKCIO MOHOME-
poB He mpesbiacT 50 MITYK) W 3HAYMTENbHBIC (DIyKTyalnu, Oa3uCHBIH MeXaHu3M KoJicOaHUi yBe-
pento paboraet. Bo Bpeske k puc. 3b npuBenen dypre-criekTp cTOXacTHYECKOro CUTHAIA, KOTOPbIH
HMMEET MaKCHMYM, IPUMEPHO COOTBETCTBYIOLIHM Meproay Koiebanuii 23 Jaca.

Puc. 4. HetitpansHast kpusas oudypkarmu Xomda mis cucreMs! (20)—21) Ha IOCKOCTH TapaMeTpoB Ga3abHBIX
TPaHCKPUMIMOHHBIX (akTopoB A. u A, . Konebanus nabmromarorcs BHyTpu o0IacTu HeycToduuBocTd. Bo

BpE3Ke MpeacTaBieHa OndypKanioHHas quarpamMma it aMIuuTy,ael konebanuii mpu A. =0

B paMKkax cToXacTH4ecKOro onucaHus ObUIO pACCMOTPEHO BiMsiHUE (hakTopa 0a3anbHON TpaHC-
KPHIIMY HA TUHAMUKY CUCTeMbl. Ha mepBbiii B3I, nocTymieHue B cucteMy kak FRQ, tak u WCC
BEI3BIBACT OIMHAKOBEBIN d((eKT: KojieOaHUs MpEeKpamaroTcs, 1 0a30BbI MEXaHU3M OHOPHTMOB IIepe-
craet pabotath (puc. 4). OnHaKo pacueT ypoBHS (QIIyKTyalMid B 000X CIy4asxX U OIEHKA HX BO3MOXK-
HOT'O BJIMSTHHS HA DBOJIOIMIO CUCTEMBI BBISIBIIIN CYIIECTBEHHYIO Pa3HHILy MEXKIY dTUMH JIBYMS CIy-
yasiMu. J{J1s1 XapakTepUCTHKU CUCTeMbI ya00eH koddduunent Bapuanuu C. V., KOTOPbIH IpeacTaBis-
eT co0oif OTHOIIEHHE CPEJHEKBAJPAaTHYHOTO OTKJIOHEHHS K CpeJHEMYy 3HAUCHHIO CIy4ailHON
BennuuHbl. @akTruecku C. V. onpezenseT ypoBeHb IIyMa M0 OTHOIICHUIO K MHTEHCHBHOCTH CUTHAJIA.
Ha puc. 5a npuseneHa 3aBucuMocTh kod(durmenra Bapuanuu ot mapamerpa A, ONpeaessioulero

MHTCHCUBHOCThH nocTyIuieHus Oenka FRQ B cucremy. [Ipu aToM cumraercs, uro 6enok WCC konupy-
ercs Toibko BHYTpH cucteMbl: A, =0. HecmoTps Ha poct cpenneit koHuenTpammu FRQ (3ta 3aBu-

CHMOCTb HPHBE/ICHA BO BPE3KE K PHCYHKY 5a), OTHOCHTENIBHBIA YpOBEHb (IYKTyallii K BEIHYHHE
CUrHaja OBICTPO YMEHBILIAETCs ¢ pocToM A . DTO 03HAYaeT, YTO BO3MOKHOCTU Ul Pa3BUTHUSI HEyC-

TOWYMBOCTH yMeHbIIatoTcs. Kak OyneT mokasaHo HWXe, 3TOT 3(p(eKT CyliecTBEHHO BIMAET Ha HPO-
CTPaHCTBEHHYIO JBOIIOLMIO CHUCTEMBI, BBI3BIBAas YIPOIICHHWE BO3HHUKAIOMMX CTPYKTYyp. [lpmumHa
yMeHbIIeHUs (IIyKTyanui KoHnenTpanui oenka FRQ moHsTHA: mocTynammui B cucreMy 0a3aibHbBIN
FRQ cBsi3eiBaetcs ¢ mmerormmmces 3aeck WCC u obpasyer rerepoaumep FRQ/WCC, we npuHnMmaro-
MK HampsMyIo yyacTue B ()yHKIMOHUPOBAHWM MeXaHH3Ma OMOYacoB OpraHu3Ma. JTO BeAeT K maje-
Huro kKoHieHTpanuu WCC 1 ocnabiIeHUIo NeTIH MOJIOKUTEIbHON 00paTHOM CBSA3H: CUCTEMa epecTa-
et xoaupoBath FRQ n oTHOCHTENBHBIN YpoBeHb QIyKTyanuii B cucreMe najgaer. CucreMa pearupyer
B OOBIYHON i1 OMOJOTMYECKHX CHCTEM MaHepe. €clM YTO-TO HY)XHO€ JUIA €€ (YHKIHOHHUPOBAHUS
MOCTYyTIaeT U3BHE 1apOM, TO CAMOCTOSTEIIEHO CHHTE3UPOBATh 3TO HET HEOOXOUMOCTH.
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a) b)

Puc. 5. I'paduk 3aBHCHMOCTH KO3 (HUIMEHTA BapHallii OT MHTEHCHBHOCTH BHEIITHETO moToka Oenka: (a) FRQ;
(b) WCC. Bo Bpes3ke MpHBEACHBI 3aBHCHMOCTH CpEIHEH BEIMYMHBI MOJHOTO dYnciia MoHOMepoB FRQ ot

Ga3aibHBIX TPAHCKPUIIMOHHBIX (akropoB A u A,

CoBcem JIpyrasi KapTHHa pa3BOpauyMBacTCs NpU M3MeHeHHH mapamerpa A, (puc. 5b). Korna

B cucteMy m3BHe mocrtynaer 0eaok WCC, 3To 3amyckaeT HHTEHCHBHOE KoaupoBanue Oeinka FRQ, Ho
OJTHOBPEMEHHO CBSI3BIBAET TMOCIEAHNI B paMKkax rerepoaumepa FRQ/WCC. Tak kak moanurka CUcTe-
MBI ipotenHoM FRQ n3BHE OTCYTCTBYET, 3TO MOHMKAET €r0 CPEIHIOK KOHIICHTPAIHIO B CHCTEME (CM.
Bpe3Ky B puc. 5b), HO pe3ko ycuimBaer otHOcHTenbHbIe (rykTyanun. [locnenHue, Kak OyaeT mokasa-
HO J1ajiee, 3aIyCKAI0T B CHCTEME Pa3JIMYHbIE TUIIHI BOJHOBBIX MIPOIIECCOB.

Biansinue BHelIHero OCBCIICHUS HA THHAMHUKY HNUPKaJIUAHHBIX PUTMOB

Kak u3BecTHO, cBET BIMSET HA JUHAMUKY IIMPKAJAWAHHBIX KOJIEOaHWI HEHpOCHOpHI Yepe3 Oelok
WC-1. Anssce xopomum ¢doropenentopoM, WC-1 momydaer npsiMoil CBETOBOI CHTHAIl U 00pazyeT
rerepoaumep ¢ 6enkom WC-2. Bmecte oHM 3amyckaroT mporecc TpaHckpumnuuu resa frg. Takum 06-
pa3oM, CBET HAIPSIMYIO BIMSAET HA MEXaHU3M F€HETUYECKUX YacoB, KOTOPHIN JISKUT B OCHOBE IMPKa-
JUaHHBIX OCUMIUIIIMK Helipocopbl. Kak BeipaskeHne 3Toro (hakrta, SKCIIEpUMEHTAIbHO HaOMI0AaI0TCS
TaKue SBJICHUS KaK CHHXPOHH3ALMs OMOPUTMOB HEWPOCIIOPHI MO JACHCTBHEM BHEIIHEro NepHoanye-
CKOTO OCBEIIEHMs W cOpoc Tekymnel (as3pl KoneOaHuil MpH MUMITYIIECHOM ocBemieHnu [COKOJI0B-
ckuii, benosepckas, 2000; Neurospora crassa genome]. B pamkax Hameld MOJIENI ONMCAHHBII Mexa-
HM3M BIIMSIHHSI CBETa MOXET OBITh Y4TeH B mepBoM ypaBHenuu B (3). Byaem cuutath, uTO CBET Ha-
OpsIMYI0 CTUMYJIMpPYET Tpolecc npukperuieHus: rereponumepa WCC k omeparop-caiity rena fra.
Beenem B paccmotpenne GyHkimo ¢@(t), KOTOpas OMHCHIBACT H3MEHEHHE HHTEHCUBHOCTH BHELIHETO

OCBELICHHUS BO BpeMeHHU. B aToM ciydae ypaBHenue (20) npiHHUMAET CIIeTyOIINIA BU

Wi F 20
(1+ 4K, F)d—F =A +k Ky \52 f(t)w (Zt 7¢)
1+ KK o)W (t—7)

e ~B.F—kFW, (30)
a ypaBHeHue (21) octaercs 0e3 n3MeHeHHnid. PaccMOTpUM citydaid IepuoJu4ecKOro OCBELICHHS:

o(t) =1+ R(1+ cos(Q)), (31)
rie R, Q — ammmryna u yacrora xonebanuii. 3HaueHHe R =0 cOOTBETCTBYET YCIOBHIO TOIHOMN

TEMHOTBI, TIPH KOTOPOM KojupoBaHue Geiika FRQ npoxoaut ¢ ectectBenHoit ckopoctbio Kf . C npy-
roi cropoHsl, Beipakerue (31) rapantupyer, uto @(t) >1, TO eCTh CBET MOXKET TOJBKO YCKOPSTH CHUH-

te3 FRQ.
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c) d)
Puc. 6. Crexrpot Dypbe U (Hha3oBbie IOPTPETHI CHCTEMBI (BO BPE3Ke), IOIYYCHHbIE [IPU YUCICHHOM HHTETPUPOBAHHH

ypasHenuii (21), (30)—(31) mwist yeThipex 3HAYECHUI aMILTUTY IBI MOIYJIAIMY BHelHero ocetienus R: (a) — 0, (b) —
0.2, (c)—0.35, (d)-0.4

Cucrema ypasaennii (21), (30)—(31) ucciemoBagach YHUCICHHO IS Pa3HBIX 3HAYCHUN aMIUTATY-
a6l R v QuKCHpOBaHHOW YacTOTHI KOoJIeOaHuit ¢ mepuojiom 24 yaca (3eMHbIe CyTKH). Pe3ynbTarsl pac-
4eTOB B BUJIe (hyphe-CIIEKTPOB MPE/ICTaBICHBI HAa pUCyHKe 6. Bo Bpe3kax mokaszaHsl (pa3oBbie OpPTpe-
ThI CUCTEMBI, Ha KOTOPBIX IO OCSIM OTJIOXKEHBI 3HAUEHUs JIs oJHOTro yucia Mojekysn FRQ u WCC. B
yCIIOBHUSIX MOJHOH TeMHOThI R=0 B cucreMe paboTaeT TOJbKO COOCTBEHHBIM MEXaHU3M KOJICOaHUH,
CBsI3aHHBII ¢ 3amasapiBanueM (puc. 6a). [Ipu 3TOM crcTeMa ocIUTUpYyeT ¢ nepuonoMm 22.65 yaca.
[Ipu mosiBeHnH BHENIHETO ocBelieHus: R>0, HHTEHCUBHOCTh KOTOPOTO MEHSETCS ¢ MepuojoM 24
qaca, B CHCTeME MPOMCXOAUT MepecTpoiika. [Ipu HeOONbIINX 3HAUCHUSIX aMIUIUTYbl R curhan Beger
ce0sl KBa3UTIEPHOIMUYECKU: KaK BUIHO M3 puc. 6D, Bemymmii nuk ¢ypbe-criekTpa COOTBETCTBYET CO0-
CTBEHHBIM KOJICOAHUSIM HEHPOCIIOPHI, & PSIIOM HAXOIUTCS MUK, OTBEYAIONINI BBIHYKJICHHBIM KOJieOa-
HUSIMU, HHCTIMPUPOBAHHBIM H3BHE. [Ipy JanbHEWIIeM yBEIMYSHUHN aMILTUTYIbl KOJICOaHUi Beay i
MUK CIIEKTPa CMEMIAeTCs B CTOPOHY 3HAUYCHHS YaCTOTHI BBIHYXKICHHBIX Konebanuii (pwuc. 6C,
R=0.35), a 3aTeM pOMCXOAUT CHHXPOHHU3ALINS, KOTOPasi IPOSIBISIET ceOsl B MOSIBICHUH MPEICILHOTO
nukina Ha Tope (puc. 6d, R=0.4). ITepuoa xonebaHuii B CHCTEME CTAaHOBHUTCS paBHBIM 24 yacam. Ta-
KUM 00pa3oM, BHEIITHEE OCBEUICHHE, MEPUOAMISCKH MEHSIOIIeecs BO BpeMeHH 1o 3akony (31), moa-
MPaBJsIeT BHYTPEHHUE OMOPUTMBI HEHPOCTIOPHI.

PaccMoTpuM Tereph apyroi ciydail BHEIIHETO BO3JCHCTBUSA. DKCIEPUMEHTAIBHO YCTAHOBIICHO,
YTO HEOXXUJAHHBIA HMMITyJIbC CBETa B TEMHOTE MPOHM3BOJAMT cOpoc Tekymiel ¢a3el KoeOaHui
y HEWpPOCIIOPhI U yCTAHABIMBACT CTPEIKU OMOYACOB HA MOMEHT, COOTBETCTBYIOIINIT MaKCUMAJIbHOMY
ypoBHio Oenka FRQ B cucreme [Liu et al, 2000]. IIpemioxkeHHas HaMH MOJEINb JIETKO OMHCHIBACT
naHHbId 3 dexT. Ha pucynke 7 npencrasieH rpad)uk M3MEHEHHUS MOJHOrO yrcia MoHomepor FRQ Bo
BPEMEHH, T'JIe CIUIOLIHAS JIMHUS COOTBETCTBYET OCIMJUISILIUSAM B MOJHOW TEMHOTE. B MOMEHT BpeMeHH
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t =310 mpom3BOIUTCS MMITYJIBLCHOE BKJIIOUCHHE BHEIIHETO OCBEIICHHUS HEHPOCHOpPHI, KOTOPOE IMpo-
nmomkaercst 1o MomeHTa t = 320. [locne 3TOro 3BOJIOIMS OpraHU3Ma CHOBA MPOJOIDKACTCS B TIOJTHON
temHOoTe. Kak BUAHO M3 pHCyHKA, HMITYJIbC CBETA NEHCTBUTENBHO M3MeHseT (pa3y KomebaHwmid, mepe-
KJII0Yasi e¢ K MOMEHTY BPEMEHH, Koria KoHIeHTpamus Mojiekys FRQ Boicoka. Jlydiiie Bcero moHsATh,
YTO MPOUCXOJHUT B CHCTEME, paccMmarpuBas ee (a3oBblil mopTper (puc. 7, Bpe3ka). B ycinoBusix moi-
HOW TEMHOTHI B ()a30BOM MPOCTPAHCTBE CHCTEMBI COCYIIECTBYIOT Kak MUHIMYM JBa O0OBEKTa: Heyc-
TOHYMBOE COCTOSHHE PAaBHOBECHs (OTMEUYCHO TOYKOH Ha pHUC. /) U yCTOMYUBBIA HpEISTbHbIA UK
(crutorHAsT TMHUSL HA TOM K€ PHCYHKe). Pe3koe yBenmueHne CKOpoCcTH KoaupoBaHus rexa frq, koro-
poe MPOM3BOANT UMITYJILC CBETA, MIPUBOANT K YCKOpEeHHIO cuHTe3a Oenka FRQ u mpexpamennro oc-
WIISAIAN, CHCTEMa MIHOBEHHO TOTMAaaeT B CUTYAIUIO, KOT/Ia TIPEAeNIbHBIN UK ncye3aeT u3 (aso-
BOTO MPOCTPAHCTBA, a COCTOSHHE PaBHOBECHS CTAHOBUTCS yCTOHYMBHEIM. Takum oOpasom, daszopas
TpaekTopust (IITPUXOBAs JIMHUSA) MPUTATHBACTCA K (UKCHPOBAHHON TOYKE, W TOBEICHUE CHCTEMBI
CTaHOBUTCS CTallMOHAPHBIM. [lociie oKOHYaHWS NefcTBHSA UMITyJbca cBeTa B (ha30BOM IPOCTPAHCTBE
CHUCTEMBI CHOBA BO3HMKACT MPEACIbHBIN UK M KOJIeOaHUs BO30OOHOBIISIFOTCS. OTHAKO B 3TOM Clydae
TPACKTOPUSI CTAPTYET U3 OKPECTHOCTH COCTOSHHUS PaBHOBECHS, KOTOPOE COOTBETCTBYET BLICOKOMY
ypoBHio 0enka FRQ, uro cooTBeTcTBYET (hase «IaeHb».

Puc. 7. Dddexr cOpoca ha3pl konedaHuii ox NeHCTBIEM BHE3AIMHOI'O UMITYJIbCa CBETa B IIPOMEKYTKE BPEMEHHU
310<t<320. Bo Bpe3ke mpezcraBiieH (a30BbId MOPTPET CHUCTEMBI, JIEMOHCTPUPYIOUIMHA, YTO IPOUCXOIMT
C CUCTEMOH B 3TOT MOMEHT

IIpocTpaHcTBEeHHO-pacipeaeeHHAsT MOIeb

JIsi pacCMOTpPEeHUsI MPOCTPAHCTBEHHO-BPEMEHHOW HYBOJIIOLMHA CHUCTEMbI, 0000IINUM ypaBHEHUSI
(20)—(21) cnenyroumm oOpazom:

Wi F\ng204
%:(1% A 1k, — KWL _TF) ~B. F —kFW |+ DAF, (32)
+4K[F) 1+ KVKEW? (t -7, )
oW 1 KFKYF2(t-1,)
L 2 w) __B,W—KFW |+ DA W, (33)

- ) At K PR (1)

ot (L+akM'w

rae D —xoadduument muddysun, A, —oneparop Jlamiaca, 3a1aHHBIA HA ILIOCKOCTH KOOPJUHAT X

u Y. Bynem mpennonarars, uto koddduiuentsl quddysun moaomepoB FRQ nu WCC pasnbl. Ypas-
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Henust (32)—(33) chopmynuposanst s nepemenubix F(t,X,y) u W(t, X,y), KoTtopble Teneps sBisi-
10TCsl QYHKIMSAMHU BPEMEHH H ABYX MPOCTPAHCTBEHHBIX KOOPAMHAT X, Y.
Pacuetnas o6macte X(X,Y) MOXET MHTEPIPETHPOBATHCS KaK 00JACTh IIOCKOTO (PH3HYECKOTO

HPOCTPAHCTBA, 3aHATAash MHLETIHEM Helpocnopsl (cM. Gotorpaduto Ha puc. 1). Helipocropa siBisieTcs
MHOT'OKJIETOYHBIM OpraHu3MoM. OJHAKO TPAHCKPUIILM U KOJUPOBaHUE OEIKOB IPOUCXOAAT BHYTPHU
OTICNBHBIX KiIeToK. Kak B 3TOM ciiydae clelyeT paccMaTpuBaTh MUIIETHH BCero rpubda B 1eiaom?
3nech Hall aHaJIu3 YIpoIaeT BakHast ocoOeHHOCTh N. Crassa: MHULEIuid OpraHu3Ma COCTOUT U3 MHO-
TOSIZICPHBIX Pa3BETBICHHBIX TH(, 00JIAMaIONIMX AMKaJIbHBIM MOJISIPHBIM pocToM. CenraibHas mepe-
ropojika ¢ HeHTpaibHoM mopoi 10 0.5 MKkM B 1namerpe pasiesseT rudbl Ha KIETKH WK KOMIIAPTMEH-
oI (100x 20 mMkM). [Topa npoHHLaeMa JUTsi HUTOILUIa3MBI, siIep ¥ MUTOXOHApHH. TakuM oOpa3om, Oen-
KM, BbIpa0aTbiBaeMble B OTACIBHBIX KJIETKaX HEHPOCIOPHI, HO-BUAUMOMY, MOTYT JIETKO IPE0J0IeBaTh
MEXKJIETOuHble cTeHKH. [1o kpaiiHeil Mepe, B psje paboT ObLIO TIOKa3aHO Hamuuue (PyHKIMOHATHHO
CBSI3aHHBIX TPYIIN KJIETOK B rudax munenus. Oka3ajaock, YTO TaKhe COOOIIECTBA KIETOK Ha BEPXYIIKE
pactymeil rpubHOil TH(B 3)HeKTHBHO (QYHKIMOHUPYIOT, YCHELIHO pellas 3aJaqdy SHepreTHYecKon
KOOIIepalliy U IPOJBI)KEHHs OpraHU3Ma B IIPOCTpaHCTBe. Bepxymka pactyiueil rpuOHoN rudsl — He
MPOCTO BBICOKOOPTaHM30BaHHOE 00pa3oBaHKE KIETOK: B XOJI€ POCTa BCE CTPYKTYPBI HAXOMSTCS B He-
MPEePHIBHON TUHAMUKE, MEHsIsI MECTO, MHTEHCHUBHOCTH paboThl, CBA3b C coceasMu. Ha koHunke ruga
HENPEPHIBHO BBIAEISIETCS KJIETOYHAS CTEHKA M (DepPMEHTHI, IepEeBapUBAIOIINE OKPYKAIOLIMNA cyOcTpar.
B Hamem ciny4ae 5TO O3Ha4aeT, YTO MOKHO TOBOPHTH 00 00mieM OenKoBOM 00JaKe BHYTPH OpraHu3-
Ma. JluHamuKa 3Toro objaka u onpeaessieT OMOPUTMBI BCETO MULIEIIHSI HEHPOCTIOPHI B LIEJIOM.
OrmuiieM KpaTko yncieHHblil Meto. Cucrema ypaBHenui (32)—(33) uHTerpupoBanack B KBaapaT-
Hoit obnactu X (0< x<200, 0< y<200), Ha rpaHHIe KOTOPOH 331aBAJIMCh CIICAYIOIIHE YCIOBHS:

Fl g F g Wy W, (34)

aX x=0,200 ay y=0,200 6X x=0,200 ay y=0,200

Pemenue kpaesoit 3amaun (32)—34) ocymecTBIsIIOCh C TIOMOLIBIO METOJIa KOHEYHBIX Pa3HOCTEH.
YpaBHEHUS W TpaHUYHBIE YCIOBHS ampoKCUMHpOBaIHCh Ha paBHoMepHOW cerke 400 Ha 400 y3moB
C IOMOIIBIO AIITPOKCHUMAIINIT BTOPOTO MOPSIKA TI0 MIPOCTPAHCTBEHHBIM KoopAnHaTaM. Vcrionb3oBanach
SIBHAsI CXEMa, U, YTOOBI 00ECTICUNTh €€ YCTONYMBOCTS, AT IO BPEMEHH BBIYUCIISUICS 10 GopMyJie

AX?

At = ,
2(2+ max(|F|,|\N|))

(35)

rae AX —uiar CeTKH I10 POCTPAHCTBY.

['maBHast TPyJAHOCTh MoOJeIHpoBanus cuctembl (32)—(34) 3akiroyaercs B BBIYMCICHUH 3ara3/ibl-
BAIOIIMX 3HaYeHHH. [IpsIMONMHEHHBIA TOAX0A K JaHHOH MpoliemMe moapa3yMeBaeT XpaHEHHE B Ma-
NIMHHOW MAMSTH JaHHBIX JUI1 BCEX BPEMCEHHBIX CJIOCB B MpelesiaX JIuana3oHa 3amas3jiblBaHus. B Ha-
ieM ciiydae H3-3a OOJBINOW BEIWYHHBI 3ara3[bIBaHus, MPOTSDKCHHOW 00IacTH WHTETPHUPOBAHUS
Y MaJIOTO IIara 1o BpeMeHU 00Ilee KOJIMYECTBO XPAaHUMBIX JAHHBIX MOXET HPEBBICHTh BOZMOKHOCTH
KoMIboTepa. YTOOBI MPEo0eTh 3TY TPYAHOCTh, XPAHEHUE JaHHBIX OCYNICCTRISIIOCh HE HA KaXIOM
BPEMEHHOM II1are, a TOJIBKO B OINpEe/elICHHBIE MOMEHTBI BPEMEHH, KOTOPhIe Mbl Ha3bIBAEM «OIOPHBI-
Mu». 3HaueHHs epeMeHHBIX F u W 1715 mpoMeXyTOUHBIX CIIOEB BPEMEHHU aPOKCUMHUPOBAIUCH 110
XpaHWMBIM B IaMSTH OIOPHBIM CJI0sIM. B mporiecce pacdeTa ¢ [eNbio TMOBBIMICHUS TOYHOCTH BBIYHUC-
JICHWH YMCIIO TAKKMX CJIOEB B MpeJiesiaX AUana3oHa 3ama3/(bIBaHis MOTJIO MEHSThCS. TeCTOBBIE pacueThl
MOKAa3aJy, YTO MPH BPEMEHHU 3ama3/ibiBaHusl 7 =6 Ui NMOJy4eHUs] KOPPEKTHBIX Pe3ysbTaToB J0CTa-
TOYHO BBeeHus1 6—10 onopHBIX CII0EB.

BbutM paccMOTpeHbI J1Ba NPUHLUIMAIBHO Pa3HBIX Cilydyas HadalbHBIX yCJIOBHi. B mepBom ciy-
Yyae B KAYeCTBE HAYAJIBHOTO COCTOSIHUS BOJIOIMU CUCTEMbI PACCMATPHUBAJIOCh CIIydaliHoe pacrhpee-
neHue KoHreHTpaiuu 6eskoB FRQ nu WCC 1o Bceli o01actu MHTErpupoBanus X . JlaHHas MOCTaHOBKA
HavyaJbHBIX YCIOBHI MOJCIUPYET CUTYALMIO, KOTJIa B KAKI0H TOUKE MULEIHS 33/1aHa CBOSI HAYaJIbHasI
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(haza nupKazuaHHbBIX KojeOaHui. B HayanbHBII MOMEHT BpEMEHH BCe 3TH OMOPUTMBI HUKAaK HE CBs3a-
HBI IPYT C APYI'OM, HO B IIPOLIECCE IBOJIOLMU BCTYIAIOT B HEJIMHENHHOE B3aMMOJAEHCTBHE, pe3yibTa-
TOM KOTOPOTO SBJSIOTCS pa3Hble BHJBI MPOCTPAHCTBEHHO-BPEMEHHBIX CTPYKTYp. C TOUYKM 3peHUs
(YHKIMOHMPOBAHUS peallbHOTO OpraHu3Ma TaKas MOCTaHOBKA 3a]lauu SIBISIETCS HECKOJIBKO MCKYCCT-
BEHHOH, TaK KaK BHYTPEHHSS CHHXPOHHU3alMs OMOPUTMOB B KJIETKAaX OCYILECTBISIETCS HA CTalUM dM-
OpHOHAIBHOTO Pa3BUTUS OPraHU3Ma U CTPYKTYPHO IOANEPIKUBACTCA B XO/€ €ro (PU3M4ecKoro pocra.
Taxum 0Opa3oM, cuTyalus, P KOTOPOH BO B3POCIOM OpraHM3Me HEOXKUAAHHO OOHYJISIOTCA Bee (a-
3bl JIOKAJIBbHBIX OMOPUTMOB B KJIETKAaxX M 3BOJIIOLHUS CTApTYET C CaMOro Hayasa, IpeACTaBIIsieTCs Ipo-
TUBOECTECTBEHHOM. TeM He MeHee, UCCIIEeI0OBaHUE CUCTEMbl C TAKMMHU HayaJIbHBIMH YCJIOBHSIMU IIO-
3BOJIACT IIy0e MOHATH MOTSHIIUANI CUCTEMBI TI0 OTHOILIEHHIO K MPOCTPAHCTBEHHO-BPEMEHHOW caMo-
OpraHu3allly 1 OLICHUTD €€ BEPOsITHbIE ()OPMBI CTPYKTYPOOOPa30BaHUS.

=500 t=1200
200 200 —r | T IaE
180 180 .
160 160
140 140 1o
120 120 k . — WU
> 100 > 100 v , 4 1
80 80 ‘. g
60 60 g
40 40 f a o B
20 20 . E
0 0 | - ‘ﬁ‘m i .__ 0
0 20 40 60 80 100120140160180200 0 20 40 60 80 100120140160180200
x x
a) b)
200 — 2 200
180 180
160 160
140 e 140
120 120
> 100 L4 1 > 100
80 80
60 60
40 02 40
20 20
0 0 0
0 20 40 60 80 100120140160180200
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0 d)

Puc. 8. Tlons kounentpanun 6enka FRQ mis deThipex mociemoBaTensHbIXx MOMEHTOB Bpemenn t: (a) — 500,
(b) — 1200, (c) — 3000, (d) — 4100. Bremnue notoxu OemkoB B cucreMy orcytetBytor: A =0, A, =0. 3naue-
Hue ko3 punnenrta quddysun pukcnposano: D=0.01

BTopoii ciryqaii HauaabHBIX YCIIOBHH, IPEACTABIISIONINN CO00H Maoe CHMMETPUIHOE BO3MYIIIE-
Hue KoHueHTpauuu nporeuHoB FRQ mim WCC Ha ¢oHe HyeBbIX 3HAUCHUH 10JICH B OCTAIBHBIX TOY-
Kax obmactu X, sABiseTcs 0oJiee €CTECTBEHHBIM. DKCIEPUMEHTAILHO YCTAHOBJICHO, YTO NPHU BEIpa-
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IIMBaHUK HEUPOCIIOPHI U3 HEOOJBIIOrO 3apO/IbIiia B OJHOPOAHON MHUTATEIBHON Cpele Ha IIOCKOCTH
(B vamke IleTpu), opraHn3M pa3BHBAeTCsS PAaBHOMEPHO B O0OHMX NPOCTPAHCTBEHHBIX HAIPABICHHSX
[Lakin-Thomas, Brody, 2004]. B sTom ciy4ae GpOHT NPOABMIKECHHS TPAHUIBI MHULICIIUS MaTeMaTHIe-
CKH TIPEJICTABISICT COO0H KOHIEHTPUYECKYIO YIAPHYIO BOJHY, PACIPOCTPAHSIOLIYIOCS C TOCTOSHHOM
CKOPOCTBIO IO TIOCKOCTH. Takoe pacnpocTpaHeHHe MULIET S (PeHOMEHOIOTHYECKH MOKET OBITh OITH-
CaHO COOTBETCTBYIOLIMM YPaBHEHHEM, OJHAKO MbI HE BBOJMM €r0, OrPaHUYUBAsCH TOJBKO ypaBHe-
HusMH (32)—33), KOTOpbIe HANPSMYIO BBITEKAIOT U3 T€HETHKO-TPAHCKPHUIIIIMOHHOTO aHaiu3a. CTouT
HOTYEPKHYTh, YTO JIOKajbHas (a3a KoJeOaHHi, BbI3bIBAEMbBIX PACIPOCTPAHSIIOIICHCS BOIHOM, Ompe-
nensiercst ha3oil HayaIbHOTO BOSMYIICHHUS B 3apOJbILIE, a BCSI IPOCTPAHCTBEHHO-BPEMEHHAsI CTPYKTY-
pa B mesioM (opMUpyETCS B X0J1e MOP(OreHe3a opraHusma.

Puc. 9. B3aumMoxoppemsiunoHHblEe (QyHKIMM ABYX TOYEK MPOCTPAHCTBA A0 M IIOCIE INPOXOKACHHS BOJIHBI
PacCHHXPOHHU3AINH, [TOKa3aHHOM Ha pUCYHKe 8

Paccmotprm cHadana mepBbIi citydaii HadanbHBIX ycinoBuil. Ha prucyHke 8 mpencraBieHsl mpocTpaH-
CTBEHHBIE CTPYKTYpBI, 0Opa30BaHHBIE MMOJIEeM KOHIIEHTpaimy MoHoMepoB FRQ, mis yeTbipex mocnemoBa-
TeJbHBIX MOMEHTOB BpeMeHH. Pacuers! BBIMOIHEHBI IS CiTyyast, Koraa (akTopsl 0a3aibHON TPAHCKPHIILIAH
orcyrctByroT: A- =0, A, =0. Kax BugHO 13 prcyHKa, IPOCTPAHCTBEHHAS IMTHAMIKA CHCTEMBI CKJIa/IbIBa-

ercs U3 ABYX KojeOarenbHbIX pexxuMoB. OIMH U3 HUX INPEICTaBIET COOOM OCLMUIILMM KOHLIEHTPALUU
FRQ B KBasWCTallMOHApHBIX sUeHKaX, Yel XapakTepHBId pa3Mep MEMICHHO pacTeT CO BpEMEHEM
(puc. 8a, b, €). OnHOBpeMeHHO Ha (OHE SUEEK PaCTIPOCTPaHsOTCs BOMHLI (prc. 8, C, d), Bo3HHKarOIHe 13
OTZENBHBIX IIEHTPOB BO3MyIIeHHs (prc. 88). DTH BOJHBI POJBUIAIOTCS BO BCEX HANPABJICHHSX MPOCTPAH-
CTBa, TIOKa HE 3aXBaTHIBAIOT BCIO 00JIACTh MHTErpUpoBaHus. OTMETHM, YTO €Cli caM (DPOHT BOJIHBI BBITIISI-
it OoJiee-MeHee YHOPSIIOYEHHBIM, TO BHYTPH OOJIACTH HEYCTOMYMBOCTH BO3ZHHKAIOT MHOTOYHCIICHHBIC
LEHTPbI BO30Y>KHAEHMSI BTOPUYHBIX CIMPAIBHBIX BOJH, HETMHEHHOE B3aMMOJICHCTBHE KOTOPBHIX HPHUBOAUT
K XaOTHUECKOMY TIOBEICHHIO Cpelbl 3a TpeOHEeM IIEPBHMYHON BONHBEL PacdeT B3aMMO-KOPpPEISIFOHHON
(YHKLMN MEXTy MapaMy TOUEK Cpebl, MPHHAIISKAIHMX 00NIacTIM [0 U MOCiIe MPOXOXKICHNS BOJIHBI, TOKa-
3BIBACT, YTO KOPPEILILIMK MEXK/Ty TOUKAMHU B BOJIHOBO# 30HE MPaKTUYECKH OTCYTCTBYIOT (puc. 9). Takum 00-
Pa3oM, C TOUKH 3peHHsI AMHAMUKHY OMOPUTMOB ABOJIIOLMS CUCTEMBI IPOXOAUT TpU craguu. CHavyasta u3 ciy-
YalfHbIX HAYIbHBIX YCJIOBUI BO3HUKAET MEJICHHO MEHSIOIIAsICS BO BPEMEHH sTYEenCTast CTPYKTypa, KOoTopast
yCTaHaBIMBAaCT OIpENeCHHYI0 CHHXPOHHU3ALMIO MEXKAY KOJeOAHMSMH Pa3IMYHBIX TOUYEK Cpelpl. 3areM
04eHb OBICTPO B CHCTEME BO30Y>KAAI0TCS BOJIHBI PACCHHXPOHU3ALMH, KOTOpbIE COPACHIBAIOT BCE JIOKAIBHbIE
ycTaHOBKH (ha3 yacoB B cperie. TeM He MeHee, MOBEeJICHHE CUCTEMBbI HEJb3sl Ha3BaTh MACCHBHBIM — CKOpee,
OHa HAaXOAUTCS B <OKIYILLIEM» PEKUME. 1Mojie KOHIeHTpauu Oenka FRQ xaoTudeckn ocuumpyeT Kak 1o
MPOCTPAHCTBY, TaK ¥ IO BPEMEHH, HO TIPH JIF000H KOMaH/ie U3BHE CHCTEMa FOTOBA YIOPSIIOUUTH (ha3y CBOMX
KoJieOaHWH HY»XHBIM 00pa3oM. BHelHee yrpaBiieHHe 3Toi aKTHBHOW CPEION MOXKET OCYIIIECTBIATHCS, Ha-
MpUMep, ¢ TIOMOIIBIO (hakTopa 6azanbHOM TpaHCKpHIKK. Kak ObUIO MOKa3aHo BbILIE, BHEIIHMA TIOTOK Oe-
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koB FRQ u WCC neiictByer Ha cucteMy no-pasHomy. OCOOEHHO UyBCTBUTEIILHOM K BO3MYILICHUSIM CHCTEMA
CTAHOBHTCS B CITy4ae JeicTBHs (akTopa OasansHOM Tpanckpummn WCC (prc. 5b). Paccmorpenue mpo-
CTPAHCTBEHHOW DSBOJIIOLIMK CHUCTEMBI TOITBEPKIACT PACCMOTPEHHBIN BBIIIE CTOXAaCTHYECKW aHaimm3. Ha
pucynke 10 mpencrtaBieHbl MONS KOHLEHTpauuu MoHOMepoB FRQ, KoTopble SBISIIOTCS pe3yJabTaTOM
5000-1acoBOii BOMIOLIMN CHCTEMBI, IS YeThIpex 3HaueHui napamerpa A, . Kax BugHO U3 pUCyHKa, C yBe-
JIMYeHNEM BHelrHero noroka 6enka VWCC Komm4ecTBO OpraHU3yIOIINX HIEHTPOB BOJIHOBOW HEYCTOMYMBOCTH
PE3KO BO3pacTaeT, a cama IPOCTPaHCTBEHHO-BPEMEHHAs! CTPYKTypa CTaHOBHTCS Oosiee yropsinoueHHoi. Ec-
JIM B U30JIMPOBAHHON CHCTEME CTPYKTYpa MMeJia SIPKO BHIPAKCHHBIN HeCTaIMOHAPHBIH Xapakrep (pruc. 10a),
1O B cinyuae A, =0 oOpa3oBaHMS SBIAIOTCS KBa3UCTALMOHAPHBIMU: IIPOCTPAHCTBEHHON AMHAMUKH 3/1€Ch
yKe HET — CTPYKTYPBI IPOCTO «BMOPOKEHBI» B MPOCTPAHCTBO, @ KAKAAS TOUKA CPEIbl OCHULTHPYET TIepHO-
JIMYECKH B COOTBETCTBHHU CO CBoeil (pa3oil konebaHwmii, KOTOpYIO el HaBs3biBaeT martepH (puc. 10b, ¢, d).
ITpu sTOM neprox konedaHNi HECKOIBKO yBenmmuumBaercs ¢ poctoM A,,. Takum oOpasom, aktop Oazaib-

HOM TPaHCKPUIILUK UTPAET 31€Ch CHHXPOHU3HUPYIOLIYIO POJlb.
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Puc. 10. Ctpykrypsl, o6pasyemsie GenkoM FRQ B 3aBHCHMOCTH OT pasHbIX 3HaueHumil mapamerpa A, () — O,

(b) — 1, (c) — 2, (d) — 2.8. Kaxxmast ctpykTypa siBisercst pesynsrarom 5000-qacoBoii sBostronuin cuctemsl (32)—34)
B [IOJIHOM TEMHOTE U3 CIy4YalHbIX HAYaJIbHbIX YCIOBUN
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YucneHHbIe HKCIIEPUMEHTHI /TS CIydas BHEIIHero moroka oOenka FRQ B cucremy mokaszanm,
9TO BOJIHOBBIE CTPYKTYpPHI 37€Ch HE BO3HHUKAIOT. /IMHAMMKa CHCTEMBI TIPECTaBIsAEeT COO0H MEIICHHO
IBOJIIOIIMOHHUPYIOIIHE STYEHUCThIE BOSMYILECHHSI, KOTOpPhIE MTOXOIAT Ha (DOHOBBIE CTPYKTYpHI Ha puc. 8a.
OTO0 MOBEAEHNE MOXHO CBSI3aTh C PE3KUM YMEHBILIEHHEM OTHOCHTEIBHOM BETMYUHBI QIIyKTYyalui mo-
a1 koHueHTpauu FRQ, koTopoe ObLIO MPOJEMOHCTPHPOBAHO Ha PUCYHKE S5a. B kakom-To cMmbIcie
BIIMSTHHE 3TOTO (haKTOpa aHAIOTMYHO JEHCTBHIO BHEIIHETO OCBEIIEHHS HEHPOCHOPHI, KOTOPOE TaKxkKe
BBI3BIBACT pe3kuil poct cunTe3a FRQ 1 npekpainenue konedanuit (cMm. puc. 6).

t=126

0 20 40 60 80 100120140160180200

a) b)

Puc. 11. (a) Crpykrypa, obpasosannas Genkom FRQ mocne 125-4acoBoit »BOMIONMK B TIOJHOW TEMHOTE W3
OJIMHOYHOTO BO3MYILCHHUS B LICHTPE pacueTHO#l oOiactu B Touke X* =100, y*=100; (b) pacmpoctpanenue
KOHLICHTPaMOHHBIX BOJH OenkoB FRQ nu WICC Brosp koopauHatel X (1M3-32 CHMMETPHH IIOKa3aHa TOJIBKO IO-
JIOBUHA BOJIHBI)

PaccmoTpum Tenepb BTOpOU ciiydail HayaldbHbIX YCIOBHM: MyCTh 3BOJIFOLIUSI CUCTEMbl HAUMHAET-
Csl M3 JIOKAJIBHOTO BO3MYIIEHHUSI X*,Y* B IeHTpe 00JIacTH WHTETpHpoBaHus. PacdeTs moka3and, 9To

nepBoHavyanbHOe Bo3myinenue F(t,x*,y*)—W(t,x*, y*) ompenenser a3y HawagbHBIX KOjeOaHMI
B cucreMe. Tak Kak BECh OPraHMW3M BBIpAcTaeT M3 ATOW TOYKH, KojicbaHus B X*,Y* MOKHO ompese-

JIUTh KaK «TJI00aJIbHBbIC Yachl» HeHpocnopsl. IMEHHO 3TH Yachl YIIPABIISIOT MPOIIECCOM POCTa Opra-
Hu3Ma. Ha pucynke 11 npusenenst: noje konuenrpamun FRQ mocie 125 gacos sBosonuu (a) u o1-
HoMmepHbIid cpe3 moast Y =100 (b). Xopoimo BHIHO, YTO BO3HHKAOIIas OCIKOBas CTPYKTYpa Mpei-

CTaBJsieT co0oil cucTeMy KOHIECHTPUYECKHX OKPYKHOCTEH C IIEHTPOM B TOYKE IE€PBOHAYAIHLHOTO
BosmymieHus X* =100, y* =100. [IpemioxkeHHas MOJENb OTPayKaeT Bce OCHOBHBIE OCOOCHHOCTH MPO-

crpaHncTBeHHO# 3Bouoru N. crassa B vaike [letpu (cM. pororpaduro Ha puc. 1): Bo-niepBbiX, ppoHT
OpraHu3Ma pacIIMpsieTCs PaJualbHO BO BCEX HANPABICHUSX C IOCTOSHHOW CKOPOCTBIO, HAauWHAs
¢ MecTa, Ky/ia 3apoIbliil ObLT OMeIeH u3HavyanbHo (prc. 11a). Bo-BTOPhIX, B TCUCHUE «IHS», TO €CTh
korga ypoBenb 0enka FRQ momuaupyror Han WCC, HaunHaeTcs poriecc KOHUMUPOBAHHS. Y CIIOBUE
TOrO, OyJIeT MPOUCXOMUTh POCT KOHUHUW MM HET, ONpPEIeNsIeTcs cpasy ke 3a ppOHTOM pacrpocTpa-
Henust mutenus (puc. 11b). TMonoxurenbHoe peleHne IPUHUMAETCS, ecii ypoBeHb FRQ BbICOKHIA
(«meHp»), B IPOTHBHOM ClIydae KOHHIMHPOBAHKE He mpoucxoauT («Houb»). ITocie Toro, kak audde-
PEHIMPOBAHUE KJIETOK MPOHM30ILIO (OMPEaeTHINCh MOJI0CH KOHUINMPOBAHNUS), M3MEHEHHS BO BHEIII-
HEM O0JIMKE OpraHu3Ma y)Ke He MPOUCXOJAT, HECMOTPSI Ha MPOJIOJDKAIOLINECS JOKAIbHbIE TIEPHO/IH-
yeckue kojedanus nporenHa FRQ. Ha pucynke 10 BumHo, uto mo ucredeHnu 125 4acoB 3BOJIOIUH
y Helpoctiopsl c)OpMHUPOBATIOCH IIECTh MOJIOC KOHUAMK. B-TpeThbHX, B MPOCTPAHCTBEHHOH MOJEIU
MaKCUMyMBbl (MHHUMYMBI) 3HaUCHUH KOHIEHTparu Oenka FRQ cooTBeTCTBYIOT MUHUMyMaM (Mak-
cumymam) ypoBHst WCC — B mosiHOM cootBeTcTBHU ¢ Mojeibio (20)—(21), B KOTOpoii uccienoBaiach
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TOJIbKO BpeMeHHas 3Bosttonus (puc. 11b). [lepuon konebanuii ypoBHs OSIKOB B TEMHOTE COCTABJISCT
npubnu3uTensHo 22.5 Jaca.

O0cy:x1eHue U 3aKII0YEHIE

B pabore npenioxkeHa mareMaTuieckass MOAEIb MPOCTPAHCTBEHHO-BPEMEHHBIX [UPKaIHaHHBIX
KoJieOaHuit opamxkeBoil xieOHoi wecenu (mar. N. crassa). B monenu npeamnonaraercs, 4To MEXaHU3M
CYTOYHBIX PUTMOB HEHPOCHOPBI MMEET IeHETUUECKOE MPOUCXOXKICHUE U OCHOBBIBAETCS HA JAWHAMU-
yeckoM B3aumojeiictBuu 6enkoB FRQ u WCC, nopokaaeMbIX OJHOMMEHHbIMH reHamu. OCHOBHBIM
KOMITOHEHTOM MeXaHu3Ma OHMOpUTMOB, (GopMUpyrOINM KoleOaHusl, SBIseTCS d3PQPEKT 3ana3abIBaHus
cuHTe3a Oenka B mpolecce TpaHCKpuMiyu reHoB frq u We-1. CTabniIbHOCTh TeHETHYECKHX TPOIIECCOB,
KOTOpbIE BKJIIOUAIOT B CE€0s1 TPAHCKPHUIILMIO U TPAHCIIALUIO, — OJUH U3 BaKHEHIIMX (DaKTOpPOB CyIle-
CTBOBaHHS JKUBOW MaTepUH, TaK KaK UMEHHO MOCPEACTBOM 3TOTO MEXaHW3Ma OCYIECTBISIETCS KO-
poBaHue O€JKOB M Iepenadya reHeTHIecKol HH(OPMaLuU OT KIETKU K KJIeTKe. 3ana3fplBaHue B Ipo-
1ieccax TPaHCKPHIIIUH/TPAHCISILUK SBISICTCS TPOCTEHIINM UCTOYHHKOM KOJIECOAHUH B FeHETHUECKON
cucteme. Ilo cBoe#l mpupome OTOT Tporecc o0OJagacT YCTOHYMBOCTHIO TI0 OTHOIICHHIO
K (OIyKTyanusiM, IIO3TOMY COBEPILEHHO HEYJMBHTEIHHO, YTO MEXAaHU3M 3ala3[bIBaHUs] MOXKET CIy-
KHUTh OCHOBHOW 4acThIO MEXaHU3Ma UPKaIUaHHBIX KOJICOaHUH.

IIpennoxxenHass B paboTe Mozeiab OMOPUTMOB HEHPOCHOPHI HA OCHOBE 3alla3[bIBaHUS SIBIISICTCS
JaTbHEHINIM Pa3BUTHEM CYILECTBYIOUIMX B IUTEpaType Mojeneil. EcTh HeCKOIbKO BaKHBIX MOMEHTOB,
OTIIMYAIOIIMX HAIl IOAXOA. Bo-mepBbIX, Hama MOJEIb IOCTpoeHa He (HDEHOMEHOJIOTHYECKH,
a HanpsIMy0 BBIBEACHA U3 LIETMOYKH OMOXUMUYECKUX PEAKLUH, IPOUCXOMAIINX IPH TPAHCKPUIILIUY Te-
HOB. VIMEHHO MO3TOMY THIT HEIWHEHHOCTH B TETJIE MOJIOKUTEIHHON 00paTHOM CBSA3M OTIMYAETCA OT
Mojenei apyrux asropos [Smolen et al, 2001; Smolen et al, 2003; Sriram, Gopinathan, 2004; Gillespie,
1977]. Kpome Toro, B Haieil paboTe BIepBbie ObLIO MOCIEA0BATEIBHO MPOBEICHO CTOXaCTHIECKOE HC-
CJICIOBaHKE CBOICTB CUCTEMBbI HCXOAHBIX OMOXUMHUYECKUX peakiyil. YucIeHHbIe pacyeTsl ObLIN IIPOU3-
BEJICHBI C TIOMOIIBI0 MeTofa [wmiuiecy, crenuanbHO OOOIIEHHOTO HAMU Ha CIy4ail 3ama3/bIBarolInx
peaknuit [Bratsun et a, 2005a]. BeisiBiicHa 3aBHCHMOCTb OTHOCHTEIBbHON BEIMYMHBI (IIYKTyalldidi OT
(hakTopoB 0azambHON TPAaHCKPUNIMH. BIepBhIe OBUIO MPOBEICHO HCCIICIOBAHKE IMPOCTPAHCTBEHHO-
BPEMEHHON JAMHAMUKH CHCTEMBI 3alla3/IbIBAIOIINX [IUKAIHBIX KOJIe0aHHid, KOTOPOE MPOAEMOHCTPUPOBA-
JI0 pa3HOOOpa3re U CIOKHOCTb BO3HUKAIOUIMX KOJeOaTebHBIX PEKUMOB. CTOMT OTMETUTD, YTO BBISIB-
JIeHWe B Haledl paboTe BOJHOBBIX PEIICHUIA MEPEKIMKACTCs ¢ HelaBHel paboroii [Danino et al, 2010],
B KOTOpO# ObUIa OOHapyKeHa MPOCTPAHCTBEHHO-BPEMEHHAs CHHXPOHH3AIMsI OHOPUTMOB B KOJOHHUH
MHUKpPOOPTIaHU3MOB, COCTOSIIIIEH M3 KHILIEYHBIX Manodyek. B 3Toil paboTe sKcrepruMEHTaIbHO TOKa3aHo,
YTO BOJIHA CUHXPOHHW3ALMU OMOYacOB HAYMHAETCS U3 KaKOH-TO OfHON OakTepuu, a 3aTeM pacupocTpa-
HSIETCsl KOHLIEHTPUUYECKHU 110 Bcell KojoHuu. Eciau Takoi ypoBeHb KOOPAMHALUYU JEMOHCTPUPYET CO00-
HIECTBO OPTaHW3MOB, TO BHYTPU KaXIIOTO OpraHu3Ma Tem 0oJiee MPOMCXOMUT CHHXPOHU3AIMS OHOPUT-
MOB OTJIENBbHBIX KieTok. Hama paborta Ha mpumepe N. Crassa neMoHCTpHUpYeT, Kak MPOMCXOAUT 3Ta
CHHXPOHHM3ALIUS ¢ TIOMOIIBbI0 MexaHu3ma ooMeHa oeiaxamu FRQ u WCC.

Kpome Bcero mpouero, B paboTe NpPEAJIOKEH METON pacueTa HpPOCTPaHCTBEHHO-pacIpe-
JENICHHBIX CHCTEM C 3ala3/blBaHUEM IO BPEMEHH, KOTOPbIi OCHOBaH Ha XpaHEHWH JIaHHBIX HE BCe
NPEALIECTBYIOIIECH 3BONIOLUU CUCTEMBI, @ TOIBKO HECKOJIBKUX OTMOPHBIX CIIOEB. 3HAYCHUS MOJIEH A
IIPOMEXYTOYHbIX MOMEHTOB BPEMEHU BOCCTaHABIMBAIOTCS IIyTEM HMHTEPIOJILMM JaHHBIX OIOPHBIX
cinoeB. OnuceiBaeMasi cxeMa MOXKET OBITh aJanTUpOBaHa AJIs pEeIIeHHs MIMPOKOro Kpyra 3afad ¢ 3a-
na3AbIBaHNIEM.

Astopsl 6naronapust JI. Lumpunry, 1. H. Bonsdcony, . Xactu u C. Bpoau 3a MHOrouucieH-
HBIC U IUIOOTBOPHBIC 00CYKIEHUS TEMBI JaHHON paboThI.
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