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OU3HKA DJIEMEHTAPHLIX YACTHL] 1 ATOMHOI'O d0PA. TEOPUY

PEIIEHUE MOJIEJIU SUTEHA
C MOJJU®PUKAIIUEN CMEPJIAKA

B. Cysopos !
Auriga Inc., Bo6ypH, Maccauycerc, CLIIA

Mopenb JiireHa onucbiBaeT 3BOJIOLHI0 BHpyca C TOMOILIBI0 CHCTEMbl HeJHHEHHBIX AH(depeH-
LHAJbHBIX ypaBHEHHIl (HeJHHeHHOe OCHOBHOE ypaBHeHHe). DTa MOJEJb ONUCHIBAET SBOJIOLMIO BH-
pyca, NMPOUCXOXKIEHHe KHU3HH W HEKOTOPhIe APYTHe SBJIeHHsS MeXIHUCLUHUIJIMHADHBIX HCC/IeN0BaHUH.
M. CmepJaKk Npef/IoKUI METOL TOTO, KaK 3TH HeJIMHefHble MOJe/H MOXKHO CBf3aTh C MapKOBCKUMHU
(MHeHHBIMH) MOIEJIMH. 31ech MBI (POPMYyJHpPYeM BepcHIO Mofesu JireHa no CMmepsaky H TOYHO
pellaeM NMHaMHUKY B mpejeJe 60JbLIOrO reHoMa.

The Eigen (quasispecies) model describes virus evolution via a system of nonlinear differential
equations (nonlinear master equation). The model describes virus evolution, the origin of life, and
some other phenomena of interdisciplinary research. Recently, M.Smerlak suggested a method by
which these nonlinear models can be connected to Markov (linear) models. Here, we formulate
Smerlak’s version of the Eigen model and solve the dynamics exactly at the large genome limit.

PACS: 87.10.4e

BBEJEHHE

B nocnennue pecsituneTust Oblia 0GHapy»KeHa CBsI3b MEXIY MOMAENSMH 3BOJIOLUUU H
CTaTUCTHYECKOH (DU3UKOH, U TaKHe HUCCEeIOBAaHUS CTAJU OJHUM H3 BaXKHBIX HalpaBJeHHH
COBpeMeHHOH ctaThucThdeckoil ¢usuku. [Ipu paccmorperuu moaesei, chopMyaTUpPOBAHHBIX
9BOJIIOLMOHHBIMU OHOJNOraMH, ObLIM NPUMEHEHbl MOUTH BCE METOAbl TEOPEeTHUECKOH (u-
3MKH: KBAHTOBasi CTaTUCTHYeCKash (GU3HKa, TEOPHs CIHHOBOTO CTEKJa, KBAHTOBAas TEOPHS
noJisi, MeTol ypaBHeHUH [aMusabroHa—Ako6u (cMm. 0630p [1]).

OCHOBOH 3THX CBsi3eH SIBJISIETCS CYLIECTBOBaHHE B 3BOJIIOLIHOHHBIX SIBJEHHUSIX IKBUBa-
JIEHTa SHEpPruu: MPUCIOCOOJEHHOCTH, OOJBUIOrO YHCJIa CTerneHeldl CBOGOABI WU MOUTH JH-
HeHHOTO XapakTepa AU(epeHlIHalbHbIX YpaBHeHUH. LleHTpanbHYI0 poJib B NMPUMEHEHUH
CTaTHCTHYECKOH (DU3HMKH K IBOJIIOLMH UrpaeT Mojesb JiireHa. Mopeab diireHa (KBa3uBH-
JIoBast MOJIeJib) Oblia MpeoXKeHa Jsi OMHCAHUsT MPOUCXOKAEHHS XKHU3HU [3,4], a mosxe
TpYMeHeHa K 9BOJIIOLIMH BUPYCOB [D] KaK ofHA M3 KJIOUeBHIX MozeJsel B 910 obaact. Mo-
JieJib HalllJja MHOTOYUCJIEHHbIe TIPUMEHEHHs], OT OHKOOHOJIOTMH 10 MCKYCCTBEHHOH »KH3HH.
DakTHUECKH, 3TO KJI0UeBas MOJEJNb COBPEMEHHOH MeXIUCUUIJIHMHAPHON HayKH O YKHU3HHU.

'E-mail: hellofleandr@gmail.com
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Monenbs xopolo cBf3aHa CO CTATUCTHUYECKON (PU3HUKOH, UTO BIEepBble ObLIO OCO3HAHO B
[6,7] nnst caydast MO#EJIH C JUCKPETHBIM BPeMeHeM, Ilie pa3jnuHble MeHOTUIbBl 0ToOpaxa-
I0TCSl B KOHQUTypaluu cnUHOB. B Monesu DiireHa or6op U Myrtauus cBsizaHbl. CBA3aHHYIO
MOJIeJib, TIe MyTallus ¥ oTOOp pasaeseHsl, npemnaoxund Kpoy u Kumypa [8]. B [9] ata
MoJeJib Oblyla COMOCTaB/leHa ¢ KBAHTOBOH MeXaHHKOH B MHMUMOM BpeMeHH, [1032Ke CPefHss
¢utHec-pyHKUMUS Monean Kpoy—Kumypsl 6bla BbiBeieHA ¢ HMCMOJb30BaHUEM aJjrebpaunue-
ckux metonos B [10]. B paborax [11,12] cpenusisi huTHec-QyHKIHMS BbIBEIEHA C HCIOJIb30-
BaHHeM MeTOJ0B KBAHTOBOH cTaTHUCTHYecKOH MexaHUKH. Ecnn duTHec-hyHKUMS ABJISETCS
(byHKLUMeH cpenHero noJs /s cay4vasl, KOria FeHOM NpeAcTaBaseT co6od uenb U3 N reHoB
C A ajsesIIMH, QYHKLUS 3aBUCHT OT HOJM Pa3/HUHbIX aJjesiel.

B pabotax [11,12] oToGpa)keHWe Ha KBAHTOBYI CTATUCTHUECKYIO (H3UKY MO3BOJIS-
eT peluTb AMHAMHUKY 1/ CJaydyash OJMHOUHOH BEpLIMHBI MPHUCIOCOOJEHHOCTH, YTO I103-
ke OBblJIO TNPUMEHEHO [J15 TMOJyYeHUs] AMHAMMKH CO CJaydyalHBIM JaHAWAapTOM IpHUCIIOo-
cobsieHHOCTH [22], a Tak)Ke OMHAMHUYECKHX JaHAMWA(TOB MPHUCIOCOOJEHHOCTH C OIHHM
nukoM [14-16].

YcrouuBoe cocTosiHUe npucnocobaeHHocTH B Mojenu Kpoy—KuMypsl MOXKHO BBIBECTH,
TOYHO COINOCTaBUB NMpoOJeMy 3BOJIOLHK C Hepruedl OCHOBHOTO COCTOSIHHSI Habopa OIHO-
MepHbIX Mopesedl M3unra. Takum 06pa3oM, B HEKOTOPOM CMBIC/IE 3BOJIOLHUS C OTOOPOM
U MyTauuell siBJseTCs KBaHTOBOMeXaHMUYeCKOH 3ajauei, Kak BIepBble OblJIO YCTaHOBJIEHO
B [9], TouHee, 3aauell KBAHTOBOH CTATHUCTHUECKOH (U3UKH, KOTOPas MOXKeT ObITh 0TOOpa-
JKeHa Ha Mojiesib KBaHTOBOU Teopuu noais [17,18]. C ucnosib3oBaHHEM TaKOTO 0TOOpaKeHH S
OblJia BbIBEIEHA CPEIHss PUCIOCOBIeHHOCTh Momen Diirena [19].

[Tocsie ycTaHOBJ/IEHHS CBSI3M CO CTATUCTHUYECKOH (PU3UKOH CTAHOBHUTCS MHTEPECHBIM HC-
CJ1efoBaTh pasJyuuHble (asbl U TOYKM Mepexofa. ¥YxKe B MepBOH CTaTbe O MOJAEJHM KBasH-
BUJIOB DHreH paccMaTpuBall (pas3oBbi Iepexo] B cjayyae yBeJHYeHHS CKOPOCTH MyTalui,
aHa/NM3Upys CllelUadbHbIH JaHAWA(T NPUCIOCOOJEHHOCTH: OOUH I'€HOM HMeeT BBICOKYIO
TNPUCTIOCOB/IEHHOCTD (CKOPOCTb PeIVIMKAalMK), B TO BpeMsl KaK BCe OCTajJbHbBle — aJbTep-
HaTUBHY10, 6oJiee HU3KYI0 MPUCIOCOOJEHHOCTb.

[Ipu HU3KOH BEpOATHOCTH MyTaUMU MofaBJsiollee OOJBbLIMHCTBO MOMYJASLHH UMeeT
FeHOTHI, OJIU3KUH K TOMY, KOTOpbIH 00/anaeT BbICOKOH mpHcrnocobeHHocThio. [Ipu Gosee
BBICOKMX BEPOSATHOCTAX MYyTalWH MOMYJSHUS paccerBaeTcss B I'eHOMHOM IPOCTPAHCTBE,
Y TeHOTUII C BBICOKOH MPUCIIOCOG/MEHHOCTbIO COCTaBISET JIUIIb HE3HAUUTENBHYIO J0JIO0.

[TosnHee daszoBast cTpyKTypa Oblja Mcc/eoBaHA B MHOTOMEPHBIX MOJeNsX, Ile Cyllle-
CTBYeT HECKOJIbKO 3TaJIOHHBIX T€HOTHIIOB, a MPHUCIOCOOJEHHOCTh A2HHOrO I'eHOTHIa 3a-
BHCHT OT pPacCTOsiHUsI X3MMHHIa [0 BCeX 3TaJOHHBIX FeHOTHNOB (paccrosiHue XIMMHHIa
MeXK1y ABYMSI T€HOTHIIAMH — 3TO KOJMYECTBO MyTaluH, HeOOXOAUMBIX OJs TOJydeHHs
BTOPOro (DEHOTHIA M3 MePBOrO).

B pa6orax [20,21] meron [amusibrona-{Kko6u GBI MpeNoKeH AJIS pelleHHs] KaK MO-
nenu Kpoy—Kumypsl, Tak U Momesu DireHa, U GblJIO BHIYMCJEHO pacripeliesieHHe B YCTOH-
YMBOM COCTOSIHHH.

Meron TamunproHa-dKo61, BO3MOXKHO, SIBJISETCS CaMbIM MOILIHBIM METOIOM AJIS pe-
IIeHHsl 3aauy IBOJIIOLMOHHOM AMHAMHUKH. OH Obl1 NPUMEHEeH MJsl pelLleHHs] 3BOJIOLHUOH-
HBIX MOfiesIell ¢ MyTalUsAMH, peKOMOMHALUeH U MUrpalueld. DTOT METOH Obl UCHOJb30BaH
17151 o6Hapy»KeHHsl HOBOro (pa3oBOro nepexoja B 3BOJIOLHMOHHOH MOJEJH, KOTAa CpenHss
NpUCrocoOJeHHOCTh OCTAaeTCsl HeM3MeHHOH, a pacrpejiejieHde B yCTOHYMBOM COCTOSIHHH
pesko uamensiercst [22]. [TosnHee Gblia BbiBeleHa AMHAMHKA 00EMX 3BOJIOLMOHHBIX MOJIE-
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Jed [23], 1 B nuHamuKe ObliM OOHApy»KeHbl 1Be pasdjndHble ¢asbl. CpeaHsisi TPUCIOCO6-
JIEHHOCTb M SHTPOMNUS He SIBJSIOTCS MOHOTOHHBIMH (DYHKLHUSIMH BpeMeHU [23].

B pab6ote [24] momenb Kpoy-Kumypel Obijia BBeleHa B MHOTOMEPHOE MPOCTPAHCTBO
NPHUCNOCOBIEHHOCTH (MPUCIOCOOJEHHOCTb SABJSETC (YHKUUEH d pacCTOSHHUU OT HaHHOH
TI0CJIeI0BATEbHOCTH TeHOMa [0 d 3TaJOHHBEIX IMOCJEN0BaTeNbHOCTEH), U OBIIO BBELEHO
ypaBHeHue ['amunbToHa—HdK00H.

B paGorax [25,26] Gblia npenoxena MoaU(UKALIHS SBOJIOIHMOHHON MOIENH, KOTOpasi
TMI03BOJISIET PACCMATPUBATh TOJBKO JIHHEHHOe ypaBHEHHE MacTepa, yTBep:Kaas, UTO SHTPO-
TNHs SBJsIeTCss MOHOTOHHON (YHKIHMelH BpeMeHH. B pabote [27] Gblia uccnenoBaHa Mozesb
Kpoy—-Kumypsl ¢ mopudukaunueii Cmepisaka. Mopesb diireHa uMeer 6oJjiee TECHYIO CBSI3b
¢ OMOJIOTHYECKHUMH NaHHBIMH, yeM Mozesab Kpoy—-Kumypbl. 3pech Mbl HcciaenyeM MoOAelb
diirena ¢ mopudukanureii CMepsaaka H TOYHO PELIUM BOIMPOC AWHAMHUKH.

B pasn. 1 Mbl paccMaTpyBaeM H3BeCTHbIE Pe3yJbTAThl O MOJeJNH DUreHa, BbIBOAS ypaB-
HeHue ['amusbToHa—IKO6U U J1eBbIH COOCTBEHHbIH BEKTOP MaTpHILbl, HCII0JAb3yeMOH B omlpe-
JeJIeHHU MOoJield ¢ CHUMMEeTPHYHBIM JaHAWA(PTOM MPUCIOCOONEHHOCTH. 3aTeM BbIBOLHUM
npaBblil COOCTBEHHBIH BeKTOp 3TOH MaTpulbl. [locsenHuit Heo6xoauM A/ HOPMYJIHPOBKH
Bepcuu Mojiesu JiireHa no CMmepnaky. BeiBonum ypaBHenue IamusbroHa—-Ako6u pis sToi
MOJIEJIH, TOUHO pelliaeM AMHAMHUKY W TPOBepsieM, UTO SHTPOINHS MOHOTOHHO BO3pacTaeT co
BpPEMEHEM.

1. CTAHIAPTHAY MOJIEJIb SUTEHA

1.1. OnpeneneHne mogesu Ha oOuIeM JaHAWAPTe MPUCHOCOOJEHHOCTU. [eHOM
npencTabJsieT cob6oi 1enoyky U3 N reHoB, KaXKIbl U3 KOTOPbIX MMeeT ABa aJJens. O6o-
3HauuM THNB angeneil kak +1. Cymectsyer M = 2V pasiuunbix renotunos. O603Ha4kM
yepes p; AOJIO §-TO F€HOTUNA B MOMYJSLHUHU.

PaccmoTpum o6bluHyI0 MOfiesib DiireHa. 3anuiieM:

2N 2N
dpi _ R, R= 1
7 = 2 Qiuripi — pilt, =) _Tip; (1)

j=1 j=1

rae (Q;; — 3TO BEPOATHOCTH MyTaUHUH M3 COCTOSIHUSA 7 B COCTOSIHHE j.
_ N—d;; dij

Qij=q" " (1—q)", (2)
rle ¢ — BepOSITHOCTb 0e30IIMO0YHOr0 KONMPOBAHHUA ajiens, a d;; — paccTosiHHe XoM-

MHHTa MEXAY ¢-M U j-M FeHOTHIIAMH, T.€. KOJIHUECTBO Pa3/IUUHBIX ajjesedl MexXIy ABYMs
reHotunamu. [locnenHu#l 4jeH onuceiBaeT paBHOMepHoe pasbaBieHue. bBiaropaps nocnaen-

M—1
HeMy 4JIeHYy BBITOJIHSIeTCs ycaoBre HajlaHca BepOsiTHOCTeN ( > pi= 1>. R — 310 cpexn-
i=0

HsIl MPUCNIOCOBJeHHOCTDh monyasiuui. Ecin y6paTh mociefiHUH 4JjeH, TO pasMep TOMyJsi-
UMK GyHEeT pacTH IKCMOHeHUHa bHO ~ exp (Rt). r; — 3TO NPUCNOCOGJIEHHOCTh MeHOTHIIA.
Paznuunble BBIGOPHI MPUCTIOCOOJEHHOCTEN 77, ONKCBHIBAIOT Pa3Hble «JaHAMA(Thl» MPHUCIIO-
COOJIEHHOCTH.

Camblii pocToit BEIGOp JMaHAmadTa — 3T0 JaHAWAaPT ¢ eIHHCTBEHHON BEPIIWHOH MpH-
crnoco6/eHHOCTH, rae 0-# TeHOTHUI UMeeT BBICOKYIO NPUCTOcob/eHHOCTh A, B TO BpeMs Kak
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OCTaJIbHBIE N0C/IE0BATEBHOCTH HMEIOT HU3KYI0 MPUCNOCOOJeHHOCTD 1. DireH 0GHAPY KU
(ha30BbIH Mepexon B MOAEJH.
[Tpy HU3KHMX CKOPOCTSX MyTalHUH, Koraa

VA > 1, )

nojanJsiollee 60JbLIHHCTBO MOMYJIALKMKU COCPEAOTOUYEHO BOKPYT HYJIEBOr0 r€HOTHUIIA. Korpa
ycJoBHe (2) He BBbINIOJIHAETCA, MONYJALHA pacCeruBaeTCcsd B T'€HOMHOM IIPOCTPAHCTBE,
Mbl MoxXeM paccMOTpeThb ﬂHHeﬁHy}O BEPCUIO YpaBHEHUSA (1),

2

dps e R
(Z = Qijribj, 4)
Jj=1

U NepecyuTarh Macurabd

D
i b (5)
J

1.2. Mopesib Ha CUMMETPUYHOM JaHAmWa(Te npucnocodaeHHocTH. CobepeM reHo-
MBI C OAMHAKOBBIM UHCJOM MyTauu# ! B xaMMuHr-kjaaccel, 0 < I < N, U 0603HauuM Kak
P, Bcro nonyasuuwo. Cymectsyer Ny = N!/(I/(N —[)!) pasnuuHbIX reHOMOB B OJHOM X3M-
MHUHTOBOM KJlacce, Tak 4to P, = N;p;, Tie p; — U3 [-ro X3MMHHToBOro Knaacca. Torna aJs
P, 6bla BbIBelleHA CJeylollas CUCTeMa ypaBHeHUH [4]:

ar & al
) .
T > MyuP;— RP, My =Qurr, R= Zrkpka (6)
k=0 7=0
TIe T — 3TO TNPUCMOCOG/NEHHOCTb, M CYLIECTBYeT CJje/ylollee BblpaxkeHHe JJIs HOBOH
MaTpHIlbl MyTalMH AJis1 BeposiTHOCTeH KJaacca Qyx [4]:
) NN N—k
= — 1 X
Qr = ¢ Z( 7 ) I+ (k=1 —k+1)
=0 2
. (7

X 1
j+5(|kfl|+kfl)

1
m= §[min(k+l,2N7k71)f|k*l”.

Marpunia My, B ypaBHeHuu (6) He siBasteTcsi cHMMeTpuuHo#. Hac uHTepecyeT BBIBOX
KaK JIeBBIX, TaK W TPaBBIX COOCTBEHHBIX BEKTOPOB, COOTBETCTBYIOLIMX MaKCHMaJbHOMY
coOCTBEHHOMY 3HaueHMIO. ¥ Hac ecTb CJjelylollMe ypaBHEHHUS 1Jis JeBbIX W MPaBbIX COO-
CTBEHHBIX BEKTOPOB MaTpulbl R:

N

ZMMPk —RyP, =0 (8)
k=0
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N

Z Myqr, — Roq = 0, 9)

k=0
rie Ry — 3TO MPUCHOCOGNEHHOCTb B YCTOHUMBOM COCTOSIHUH. YpaBHeHue (8) — Bepcusi
ypaBHeHus (6) [Js1 yCTOHUHBOrO COCTOsIHUs, ypaBHeHue (9) HeoOxomumo mJist HOpPMYJIH-
POBKH BepCHM Mofesu JDirena no CmepJaky.

1.3. BeiBoxg ypaBHenusa I'amuabrona—-fko6u. BriBenem ypaBHeHue [amusibroHa—
fIxo6wu, 3aTeM, UCMOJb3Yys ero, BbIBeIeM JIeBbIH CO6CTBEHHBIH BeKTOp. B cienyrouiem pas-
Jiesie BBIBEJIEM BbIpakeHHe MJis PaBOro COOCTBEHHOT'O BEKTOpA.

Mbl paccmarpuBaem MacutabupoBanue ¢ = 1 — /N u nonydaeMm mis di; < N

Qij = e (%)d (10)

PaccmoTpuMm MyTauuu M3 n-ro X3MMHHIOBOrO KJjacca, Npeanosaras ni MyTalWH cpend
N 4MCeJl — CIIMHOB U ng MyTauui cpein N — n yuces -+ cHHOB. X KOJMUeCTBO paBHO

n! (N —n)!
nil(n —n1)! na! (N —n — ng)!’

(11)

Nmut =

TaK 4To d;; = m1 + Na.
Korna nqy < n,ne < (N —n), uMeem

n™ (N —n)n2 T—a2\™ [/ 14+2\™ 1
mut = =(N N _ 12
Tt nil(n —nq)! na!(N —n — no)! ( 2 ) ( 2 ) nilng! (12)

rie £ = 1 —2n/L, 1 Mbl paccMOTpesIn ny K n,ng <K n.
CrenaeM mpeanoJioKeHue 151 BEPOSITHOCTH OAHOH MOCJEN0BATENBHOCTH

pn = N, (13)

rie © = 1 — 2n/N. Torga nss BepoOsITHOCTH BCEro KJjacca UMeeM, HUCMOJb3ysi GopMmyny
!

CrupJaunra 1Jst - ,
1+x IN 1-— x!

N
2 2

Nu(z,t)+ NG=NU
P, = eNul@t)+ ,

l—-2x2. 1—2 1+4z. 14z (14)
G=- In — In .
2 2 2 2
PaccMoTpuM, Kak M3MeHsieTCs OflHA MOCJeN0BaTEJbHOCTb U3 N-T'0 KJacca Mocjie MyTa-
uu#. [Tocse 3MeHeHHsT XIMMUHIOBOTO KJacca n B pesyjbTaTe MyTalui B n + [ Kjacc, rae

| = n1 — ng, Mbl UMEEM

2 ,
P =exp [Nu (erNl,t)] ~ P,e 2, (15)

CymMHUpys 10 MyTalMsM U H3MeHss MacliTad

t — tN,
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nosiyyaeM U3 ypaBHeHus (4) cienyroiiee ypaBHeHue [amusnbrona—ko6u [20]:

du o Tn+l1 — ni+nz 2(ni—n2)u’ l—2z " 1+z " _
dt h Z 77,1!712!6 (,Y) ¢ 2 2 o

ni,n2

1—=z ’ 1+J)
= f(z)exp [—%LvTeQ“ +1—5

e_QU/] . (16)
MBI 3aMEHUIH T4 = Tntn, —n, HA 7 = f(x) ¢ TounocTbiO 10 O(1/N).
Torna no Buipaxkenuio (14) ypaBuenue (16) mpeoGpasyercs B

av _
dt

1l—z oy 1+x ’
f(fc)exp[—%w 5 e U +vTeQU}- (17)

Bosbmem cjaenyloulee npeacTtaBjaeHue AJsd aCUMIITOTHYECKOro pelleHus

U(z,t) = RT + Up(x) (18)
W NOJYyYUM
R = f(x)exp {nyr’yHTm 2o +’yliTx e_QUé] . (19)

I/ILHGM pemwreHusA OJisd ﬂeﬁCTBHTeJ’IbeIX 3HaYeHHH R, uMeeM ycCJioBHe

R > f(z)exp [~ +7V1—2?]. (20)

HOC.}'IellHee ycCJj0BHE NOJI2KHO 6bITb BBIIIOJIHEHO AJ1d BCeX I, TaK 4YTO
R > max [f(z) exp (—7 + 7V/1 — 2)] = f(zg) e TV (@), 21)
[IpuHAB 3HAaK paBeHCTBA B IMOCJeIHEM YPAaBHEHHH, Mbl MOJYydYaeM CPENHIO MPUCIOCO6-

JIEHHOCTb YCTOHYMBOro pacnpenesenus. Bosee toro, ypaBHenne (19) maer perenue nis
JIEBOTO COOCTBEHHOTO BeKTOpa MaTpHLEl My, 13 ypaBHeHHs (6).

2. PEHNIEHUE BEPCUU MOJEJIA SUTEHA 110 CMEPJIAKY

2.1. IlpaBeIiii cOOCTBeHHBIN BeKTOp Mojaeau JiireHa. PaccMoTpum aHsal pas npa-
BOro COOCTBEHHOr0 BeKTOpa, ypaBHeHHe (9),

P, = w; = exp (Lvg(z)).

BwmecTo Toro uTo6el paccMaTpUBaTh HEMOCPENCTBEHHO ypaBHeHHe (9), mpolie HayaThb ¢ ypas-
HeHust (4) ¢

2N
Z Q4T Di- (22)
=1



Pewernue modeau Jtieena ¢ modugpurayueii Cmepraxka 1061

Torna Bce anasoruuyHo ypasHenuto (16), tonbko x — —x. Tak 4To BMECTO ypaBHe-
uust (19) Mbl mosyyaem

log (%) =7 {17:10 eV 4 HTx e 20 — 1} . (23)

Jlast v' uMeeM

(F(x) +1+/(F(x) +1)2 =1 +a?

2v'(z) =1In ,
1—x (24)
F(z) = 1 log (i)
¥ fx))”
Mel MOXKEM BBHIYMCJIUTD TIPaBbiEl COGCTBEHHBIN BEKTOP, HHTETPUPYs ypaBHeHHe (23).
Jast v mostydaeM ciefyiolee ypaBHeHHUE:
—2v) _ .20 9 _
() = (e —e*0)/ (z) (25)

(14 x)e?v0®) 4 (1 —z)e 2v0(@)’

2.2. BoiBon ypaBHeHusi TamunbroHa—Ako6u aaa mogeau Cmepmaaka. Paccmotpum
HOBYIO AMHAMHUKY [25,26] (puc. 1):

an _

o =2 PaMug, a = RoP, (26)

rie Tenepb Ry — 3TO NPUCIOCOGJMEHHOCTb B YCTOHYMBOM cOCTOSSHUM. CyMMUpYys o [, Mbl
noJslyyaeM ycJsoBHe 6ajlaHca BepOsiTHOCTEN:

dp,
—dtl = PRy — RyP, = 0. (27)
l

O6osznauum P, = exp [LU(z,t)]. CyMMupysi pasiduyHble MyTalHOHHbIE TEPMHHbBI AJIst
IMHAMHUKH, T10Jy4aeM BblpaKeHHe 110 ypaBHeHHIO (17), ToJMBKO ¢ 3aMeHON

T i—

1,0

@ Mo——oh
08F
06F
Puc. 1. JluHamMmuKa MOIU(ULHAPOBAHHOH Moe- 04r
au diirena mpu v = 1, f(z) = exp [2(x — 1)], 02k
N = 200. CniyiomHasi THHAS — YHCJEHHBIE pe- T
3y/bTaThl, TEMHBle TOUYKH — HAIHd TeOpeTHUe- 000 e e

CKHe pe3yJ/ibTaThl M0 ypaBHeHHI0 (31) 0,0 0.2 04 06 08 4 10
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Torma umeem

du ,
yrin —H(z,u), 28)

H(z,p)=—f(z)exp[—y+~v(1 + x) e2p_2v//2 +y(1—2x)/2 e_2p+2vl]
HJIH, HCIONb3Ysi 0603HadeHue ¢ = Ju/ot,

q + R 14+ 2p20’ 1—x D TR WY
1 — |=F =4t 4 T 29
og( f(x)) (@) =+——e t—5 e (29)
Ypaeuenue (29) siastercss ypaBHeHueM [aMusabToHa—IK06H U MOXKET OBITb PeElIeHO MeTo-
IaMH XapakTepHcTHK [28,29].

YpaBHeHnue [amusbTOHA AMs © HaeT

X st RVF TP 174, (30)

rfie NOCTOsIHHASL ¢ SIBJISIETCSl MapaMeTpoM XapaktepucTukH. [logcrasisis ¢ = 0 m/s Makcu-
MaJIbHOE TOYKH, HHTeTpUpysi ypaBHeHHe (26), mosyuaeM cienyioliee ypaBHeHHe fJsi x(t):

[ 1
t:/dy .
2(g+ R)\/(F+1)2 — 1+ 22

(31)

PaccmarpuBast npenes ¢ — oo B ypaBHeHuH (31), mosydaeM [Jist mpelesibHOM TOUKH
x(t) — ..

2.3. Bepcusa mopenu Jiirena no CMepiaaky [IJjisi TUCKPETHOro BpeMeHH. Bmecto
ypaBHeHHs1 (26) Temepb pacCMOTPUM paclpelesieHHsi B pa3Hble MOMEHTHl BpeMeHH, P;(t).
Torna umeem

an(t)Mnl q;lql
Pt+1) ="

7 (32)

Jlerko mpoBepuThb ycaioBus Gananca BepositHocTedl. O6e Momesn no ypasHeHusm (26), (32)
SIBJSIIOTCS MAapKOBCKHMU MOJEJSIMU, 03TOMY B HHUX HabJi0[laeTCs MOHOTOHHOE IOBeJleHHe
suTponuu. Hanpotus, o6biuHas suTponus lllenHoHa Monesun DiireHa aHaMorHuHa Jorapudg-
My aucnepcuu pacnpenesenusi ~ In (V) + const, W puc. 2 HATIOCTPUPYET, UTO MOCJAEAHSS
He sIBJIsieTCST MOHOTOHHOU (hyHKILIMel BpeMeHHU.

0,020
~

0,015

0,010

0,005

0,000 B
0,0 0,5 1,0 L5, 20

Puc. 2. JluHamuka Aucrepcuu nas Mofeau Jiirena npu v = 1, f(x) = exp[z®], N = 200. Mu
poBepsieM, Y4TO JHUCIEPCHs He SIBJSETCS MOHOTOHHOH (DPYHKIMell BpeMeHH
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3AKJIIOYEHHUE

M&I uccnenoBany HEKOTOPbIE aCMeEKThl MOAENH JUTeHa, KJIOUEBOH MOJEJSH COBpPeMeH-
HBIX MeXAMCUUMJIMHAPHBIX HCCaenoBaHUN. XOoTs K Moje/H OblJIM NPUMeHEHBl pasJjHyHble
MeTO[bl CTAaTHUCTHUeCKOH (DU3MKH, AJs NTHHAMMKH HauboJiee YCIELIHbIM SIBJISETCS MeTO[
ypaBHeHus ['amMmunbToHa—AKOOU, KOTOPBIA MBI IPUMEHHUJIH B 1aHHOH cTaThe. Monesb ¢ Aju-
HOU reHoMa N mpeacTaB/sieT cOOOH LeENouKy HeJHHEHHBIX AH(QepeHLHaNbHbIX yYpaBHe-
HHUH, KOTOpBIE MOCPENCTBOM HEJHHEHHOro anreOpanvyeckoro npeoOpasoBaHUsl MOTYT OBITb
0TOOpaKeHbl B CHCTEMY JIMHEHHBbIX AU(QepeHIHaNbHbIX YpaBHEHHH C HECUMMEeTPHYHOH
matpuueil. s Monenu Mbl HabJI0faeM HEMOHOTOHHOE MOBeleHUe SHTPOIHUH.

Mbl BbiBesIM Kak INpaBble, Tak W JeBble COOCTBeHHble BeKTOpbl MaTpulbl. [anee pac-
cMOTpesiu Mogudukanuio Mozeau no CMepsaky. B To Bpemsi kak Moznesib DireHa u3Hadab-
HO fIBJIsieTCs HeJIMHEHHBIM ypaBHEHHEM MacTepa, nocJe npeobpasosanus no Cmep/saky oHa
CTaHOBUTCS JHHEHHOH. 31eCh MBI TOYHO PEILUJIHM Mpefe/bHBIH Caydad GOJbLIOT0 reHoMa
17 Mofesu DiireHa nocsae mMogudukauuu mo CMepJsiaky, UCIOIb3yst METOM XapaKTePUCTHK
B noaxone [amusnbroHa-dko6u. MBI paccunTasu OTUHAMHUKY [/l MAaKCUMyMa pacrpefeJe-
HUsl. Unc/eHHble pe3ysbTaThl XOPOIIO TMONAEP:KUBAIOT HALIM aHAJUTUYECKHE Pe3Y/bTaThl.
[IpenmyinecTBo MomesH 3akjaiodaeTcss B TOM, YTO OHAa SIBJSETCS MapKOBCKOH MOJEJbIo,
N03TOMY MBI MOXKeM OINpeeJIUTh IHTPOMNUIO, KOTOPasl YBEJUYUBAETCS CO BPEMEHEM.

§ 6mnaropapio I1. B. Caaksna 3a o6cyxaeHus.

CITUCOK JIMTEPATYPLI

1. Saakian D.B., Hu C.-K. // J. Theor. Biol. 2009. V. 259. P.317-324.

2. Barton N.H., Coe J. B. The Mathematical Models of Quasispecies Theory and Exact Results
for the Dynamics // Quasispecies: From the Theory to Experimental Systems. Springer, 2015.

3. Eigen M. // Naturwissenschaften. 1971. V. 58. P.465.

4. Eigen M., McCaskill J.S., Schuster P. The Molecular Quasispecies // Adv. Chem. Phys.
1989. V.75. P.149.

5. Eigen M. // Proc. Nat. Acad. Sci. USA. 2002. V.99. P. 133.

6. Leuthausser I. // J. Stat. Phys. 1987. V.48. P. 343.

7. Tarazona P. // Phys. Rev. A. 1992. V.45. P.6038.

8. Crow J.F., Kimura M. An Introduction to Population Genetics Theory. New York:

Harper & Row, 1970.

9. Baake E., Baake M., Wagner H. // Phys. Rev. Lett. 1997. V.78. P.559.

10. Hermisson J., Redner O., Wagner H., Baake E. // Theor. Popul. Biol. 2002. V.62. P.9.

11. Saakian D.B., Hu C.-K. Eigen Model as a Quantum Spin Chain: Exact Dynamics // Phys.
Rev. E. 2004. V.69. P.021913.

12. Saakian D.B., Hu C.-K. // Ibid. P.046121.

13. Saakian D. B., Fontanari J. F. Evolutionary Dynamics on Rugged Fitness Landscapes: Exact
Dynamics and Information Theoretical Aspects // Phys. Rev. E. 2009. V. 80. P.041903.

14. Ancliff M., Park J.-M. // Phys. Rev. E. 2009. V. 80. P.061910.

15. Ancliff M., Park J.-M. // Phys. Rev. E. 2010. V. 82. P.021904.

16. Neves A.G. M. // Ibid. P.031915.

17. Saakian D.B., Hu C.-K., Khachatryan H. // Phys. Rev. E. 2004. V. 70. P.041908.

18. Saakian D.B., Munoz E., Hu C.-K., Deem M. W. Quasispecies Theory for Multiple-Peak
Fitness Landscapes // Phys. Rev. E. 2006. V.73. P.041913.



1064 Cysopos B.

19.
20.

21.

22.

23.
24.
25.
26.
27.
28.
29.

Saakian D.B., Hu C.-K. // Proc. Nat. Acad. Sci. USA. 2006. V. 103. P.4935.

Saakian D.B. A New Method for the Solution of Models of Biological Evolution: Derivation
of Exact Steady-State Distributions // J. Stat. Phys. 2007. V. 128. P.781.

Sato K., Kaneko K. Evolution Equation of Phenotype Distribution: General Formulation and
Application to Error Catastrophe // Phys. Rev. E. 2007. V.75. P.061909.

Saakian D. B., Biebricher Ch. K., Hu C.-K. Phase Diagram for the Eigen Quasispecies Theory
with the Truncated Fitness Landscape // Phys. Rev. E. 2009. V.79. P.041905.

Saakian D. B., Rozanova O., Akmetzhanov A. // Phys. Rev. E. 2008. V.78. P.041908.
Saakian D. B., Kirakosyan Z., Hu C.-K. // Phys. Rev. E. 2012. V. 86. P.031920.

Smerlak M. arXiv:1912.05890.

Smerlak M. // J. Theor. Biol. 2022. V.522. P. 110699.

Poghosyan R., Saakian D.B. // Physica A. 2023. V.617. P. 128652.

Melikyan A. Generalized Characteristics of First Order PDEs. Boston: Birkhauser, 1998.
Evans L. C. Partial Differential Equations. Providence: AMS, 2002.

[Tonyueno 19 uions 2024 r.



