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WE EAXLRAMNREZNAAFER. EELRLSEFREN AN, 4.
T. G5 ER. EARA, URKRORERREERZENDE. L +5K, ZERBEALI I F
WERSLRMERT REU AR AXNBraMBNER KAWL AR FED EHFEL AL
R EE AR A AR E R, WA, AU AW E R X AATT 2 mERE.

XA EFEEE EERKBEAM Markov T EXMLHTE FRET BESA R E FHREHR
MSC (2020) EFS3%  60J27, 60J28, 34A38, 60H10, 92C40, 92B05

1 318

FERRIE R A TAEM A OB N g B HE . PR b 384545 ROk & mRNA 5 8 F R,
FEEVIR ) 2 DI RENE S IE RIVE AL A Sk R RIA R I O B 0% RS 4H, AU A A 2 SR IR
Ry 0 2%, i ELAS (R 20 ] 10 A7 A8 5 B SR R 2R BOAR LA P 5 IR 50 2R ik DRI 3R0A 5 35k D) 420 2
oA AIETE . AT S ST RN, BLRR I R A R R e RS I 4
K, BEE A S0 RO 1 SRR RE R, X T2k PR K O WIE 70 3k M 1R AE [ 1 5 BB, AT AT EA
FEHA AT BB RIA R, FRR VRN SRR XS EOR IR AR . B
JGVE L TEAR AR . BRI RNA W B0 1 RNA SROGJEAIAAS T3 E . RIHLRE E S, Horh
A LI L B AT LA I B> F 0 R (2 HCHR [12,27,116)).

FEZ PRI AR R b, ZE R RIE RS R L 2 e B o 2 35 1) S B e 5 2k, T ik —
L FBEER R R TZ K ZE R, OF AR i S R R 72 5, BERG T 18 H AE AN /) A2 3
PRI B R ry JE DR S0 R A S 2 AR A PR R ] X 6 72 S 3 R DRI 6 5 4 P i 18 e s DA S SRR R
TR AR R DA IR Sl X 22 5 A SR DA (R R A i ad, BTN D345 BASIEBI s (10 E A 12 W 5
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PUR: PANNEREHLIE RRIA B ) 2 A A R 5 fig A B e

JE VPG, ORI R IRBEOCBEZR R, BLAh, W Uk R RAA M A A Bl T B SR AR A= 0 R A BB AL A
LRI AR ZE S B T AL PRRA e 15 SR XU B 22 Ve o A1, A7 By T B A A P 2R 28 S o P 5 XL
X A9F T PR ) 18] B S P AT DA 7 2 R e Sl P2 AL, 3 T R 2 R R 42 i % F e ik PR ik
NIRRT AL RIS BB R IR L, A BT 45 = 4 X S e 2L A1) DA RO A 3 R AR

KEM R SLIRR Y], SERRIES) )5 AT BB BENLE. 58 R RE R BEH LA P SE AR
GRS 5 YIRS AR S R R T AN SE (ML AAAR . RNA JEEBEIRIE . ek R IR I SE) HIREAL
PR S 20 701 BkvE LA BT 24 B SRR AR (4 Ja) BRI S BRI SC IR iR 22, A A U e T4 A A
A7 1 181 BEATUAR LAl 5 B AL A A S BT 3 B0 70 1 203K (2 IR [10,98]). B2 54 RN
W17 THUAR Z I, ARG RBOE L, FBEHLIERT DI 2. JRIMAE LA, 25 RN 70 5 Bt E
RD, HBENLVEASTT Bl 2. 40, fER AR b, JE D % JAA LAk, T R mRNA G H A
AAE] 50 AT, TR Bt B2 8 FEF R A AE] 500 721 (S IOCHR [79]). BRIEEEALIE X
TR RIE B 775 (0F T2 W i EE 2L

BT HRERIE G RPN E 5 E N, IEIRIAE) Jy 2 A s i Be DL 5
AT IO [ PR N #e 5 THE R SR A AT IR — . SRR S ) A BRI TEAMON
IR RGN SR T T A5 S R v X, T ELG B AR T ) 40 M D R B oG E MR . I
BERUE R 9t FERE ML R K TR, A3k KRR B ) 22 W T h s 2 ) R . A0 4
AL AL 56 PR R B e S KA AR TR S B BEAS, E i UE) B SR AT AR

2 ZHEENEERIARE

AN BERLED 154 IR AN R iR 5 2 PUB T 50 A ik, B 20 7 & A A4 1
(1705 H (TR AAL 72750 A B BEIN 18] 324k, 1 i & 20 1 2540705 A WE 3 A1 BB I 18] AR A2
. BB A, R GERIBEHLED 705l DA 7 T RO RONZS ) Markov B % (RIS 7] Markov
BE) PrzliE (2 HOCHR (2]), 2 R AT BOE R 2 AL K BE MBS (5K Doob-Gellespie 5.i%) 261 ik
ITRUEREIN. MR AT AL, RGRIBENLEN 157 th A A 707 B BE A 7 A1 B /2 B Ak =2 205 R T
ZHE, %7 72t v DURA B 5 B2 522245 & Delbriick 19 T~ 1940 A th, 1% F2 7] AR A BRARS
SCEE T AT V. AR IO A, o D7 FE R Markov Bl FEAE AL 1) Kolmogorov Ik
Jike. DL, A RN RENLED F) 2 LB R S AR e A g . BNV SR R A R 4
WIBEHUEIE, A7 BRSSO R R R A R G RN A BT 38 0 T M S B AR 4, 1 5 X
I TRGE SR R G 1

AR, AN BENLAD 732 B2 N Tk PR R A B BE NN 1 SO, RIS T —
AR TCRCR. 2RI A% O [ R 2 — 2, RIS HIBENL B /) 2T 15 RS AR S 06 130
TRV R FRIE B R MR AT (BT R AT SR 20 A1) (S L3R [62,75,101)). B G N3KATT
PoREREE, P OSHI R (D 74 (mRNA B ). f i 5 BEATL A DR 2GR AR R e G 1) B Nz iy
-

G5G+pP, PYo, (2.1)

Horp p AR PP A GRS, d AR YIK R R, o MREABFEME. ST MR R AR,
SER T HEIN A T 5 — N RBUAZERT, FEPR P4 737 — A RIZ AR RAR 5 22 i)

2
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AERIERE, iR T RN A S B . ERRESTR, AR A (4 2 5 R AT U SR AR, HLIE IR A4
T ERMUTT B Poisson 43 4ii 79

Hrdr p, W Ebr ss RIRFEE (steady state), r = p/d FNIERF=VIRIIIME. FRATFIE, Poisson 734 it
BN — R HESE T T7 2. SRR R RS0, X T-4a K7 B [, Lk & i) Ty 22 #0  24
KT SME M, I G RR B BRI R IA (13 FE B M (over-dispersion).

T RBEFE IR R IR RO, AE(E B %K Anders A1 Huber ') }2 Robinson %5 58] -F- 2010 4
TS A T A 0L B R PR A B, R LR TR R B 22 R 3R 0 . AR A AR R B G
i, SCHR [88] 51 H 40,000 ARk, AT WLl G MR g2 ER. A8 A — T3 A1 400 Bt B AR AR R AT 7
T, AR TT 2 KT A iR DL B B2 20 A AR IR, AR E K Paulsson Al Ehrenberg (5]
FLAE 2000 FRAEROWZ 25 H 7 50 300 A 20 T AL ATV EE =) 7 T I A R B AR
(), T eI [ N B KRBT, IR IR FE R R IA A (bursting). KR SEE R,
mRNA 58 177 A 0T fe IR R, B8 TN SRR E, T 5B MBI R . B ICEER
PRI TR) AR SRR A — IR, IR R T AR )k LR 7 - PR g M A, T BN I ) P9 PRI AR

SCHR [80] 45 H, o SRR A IR A UART 2317, JUAH I 268 PRI R TR AR )~ R 70 AT IR S — 3003 A B
A, 2 FE AN Ay R I ik PR AR A R A

k —
G2 aikp, kx1, P,

Hrh S 7= A BAT RN, BRI N p, IR B L p NS LT 0 Ai, RORROER A A
k ADNEER P T RIBEFON pk (1 —p). RN, BRI R 20 5 BURM I T B 51— 3093 A 1801

Py = %p"(l - (2.2)
Herr=p/d, (r)p =7 +1)---(r+n—1) A Pochhammer 5. 1% T A A2 B F K 1 51 1073 A 15
RURGE T B 2 Shnt. B SN SIS RO R W R R, AATTAT DASE S50 77K 00 1 3 (R 3R TA 1
PERPE. Golding %5 27V T 2005 47754 b 41 i PN 1 OULIN 2 7 36 ek i 1k, FFE0UF T mRNA R R &
RRM U o345 B, Cai 25 121 F 2006 4F 7541 B 40 A P9 B X0 D0 21 7 BHIR R R 1, FRIGIE T 88 A FO R
KEWRMN U040, 2k, Rt SRR R MRS 2 7R 4 i SE 56 50 IE.
B IR IT [27) FBA, FE IR AR G TAER), A2 2 72T 5 26 P FOR S 2 [ 3R T BEA LD e
FT DR A 30 5 0 B T SR AL 2% 45 B 70 8 Bh 7 IR, 17 2 PHDR A8 5 6 B T AL 2% R 45 & 16 8 30
T ERPIRES. SEER G TFTIPIRESES, ZEP =P mr DA AR 28, 10 425 R Ak T OC PRSI, JE K =4
AR B g il B 3T EiR A2 F s, Ko P9 BLAE 1991 R H T LK R IA 4 S PPIRES
PR (AR HARARE A DLEE 1(a)), 124 A 0] DL ET G0 R i S R BT R -
a6, L a,
(2.3)
GLe+p, P o,
HAp R RAIRES ¢ SHIPIRES ¢ 2 AT, HEER=Y P HASTE LR b T4TIF
WERER. ZARGHMMSH 04 (i,n) Fizlm, K i = 0,1 NEFIRE (= 0 AARERK
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(a) o (b)

JHb - L —p> L»

AL ~ _a WA (10) == (L1) == (12) = (Ln-l) === (L) -

aub aub aub a“b aub
G A (0.0) <7 (0.1) =57 (0.2) -+ (0un-1) = (On) -+

(©) G+ (d) pp"q

a8 \p‘E . B4 (1,0) “;q a, 1)%»(12) Sy 2 - L) -

e (@) eaens allp  afle T afls “N” “Hb
G WA (0.0) < (0.1) < (0.2) = (O-1) <— (01) -+

1 (MEIRFE) BEEFRENFRSER (SRCHEE [113]). (a) FRTHERER. HERLTEESH, E89
FERRAEE—. (b) FRESERERITHA Markov BETIZFRKESEBE. (c) MRSBLMEESR. SEFAR
TFHUESK, EASFUUBEANARTE. (d) ARSBREZMERENEE Markov BZ AR SEBE

KR, § = 1 RIIEERHTIRE), 0 IR FH. % RABHLE 1% 4 1(b) FoRm
Markov Bk %2 Fr ZI i, Markov Bkid B PR 73 6] B R G2 (1) P A MO T 2L 1. 1% pyn 9 B4 P 22
DAL FIRZS @ IR0 7808 n BB, B p, = pon + pra AZERFISTHON n FIBER. T2
FERRIAF) J1ZE AT LW R 422 =572 (BP Markov BEIE R ) Kolmogorov ATHE 7 #2) BT :

pO,n = d[(n + 1)p0,n+1 - npO,n] + [bpl,n - apO,n]a (24)

Din = PP1n—1 — Pin] +d(n+ 1)D1nt1 — np1n] + [apo,n — bp1nl,

He s p MIEREE R AR, & d IR EE B IREAE, & o A1 b RIS IEDLIRS D). %
2 TR AR A IEATA T 1995 SE4 Peccoud M Yeart B BrfG 3. HAkH:, JEH =Y 80s i Fia
A

ss " (a)y
"l (B)n
Hrta=a/d, B=(a+b)/d, r=p/d, 1Fi(c;8;2) NEIEIUTEREL Jiao %5 P PEARF T T % T2
I =R FITEAS GERIRAG « BIE A DUGE AR, FR8 T = Fh oA T 245 A8 B 19 LAe] 21 .

TE IR Hp R DR = () A s E B — S N BT R i AR T S T4 AR A R O N S
KA FEH DNA 7242 mRNA M B mRNA P24 R AR D BT, A 7 i E
WEIE A W27 52 B, Shahrezaei 1 Swain 20 F- 2008 4F4% H T%i@ﬁﬁ@éﬁﬁﬂﬂﬁﬁﬁ?ﬁﬁi (LK 2(a)) 5
ZI B (ULE 2(b)). PR BRI IEIA T S S R IRIX AP IR, 1 = B AR T SRS D)
o, F SRIRX = AP IR, B, B BOBEL B R 0 sONE FT %

1Fi(a+n; 84+ n;—r), (2.5)

G- G+M, M-S M+P

M-S e, P-4y,

Hrb G R, M ORI mRNA, POARR I E A, BT AN S MARKR FE 3 S|P, 15 P A S RiAR
RIEP WA AR, A2, mRNA B8 PR 734 4 Poisson 704, 1252 TR R X)) mRNA
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(a) Wil B (b) i B
RNA ; G* '
\T/\ E{E| = ) mRNA EH
p ; ~—
G S a 1 L b X
v\‘ & ‘/d —l;— v\‘ N A/d
: G 4 7

2 (MEMEE) ERREINFEMBRIERS=MEBIER. (a) BNEREER THRSPEXHENSE; (b) =
BRIERER T EERESYIHR, BERE5EFX=ALE
BN IIFERT (2.1) TIRLRSG. LAt Bokes 55 O 45 H T mRNA 5 & A4 T RIS 7010 1T
ik

= BB e 0 4 S i 2

G-%a, %,
GG +M, M- M+P,

M2 PYo,

Ferb i A S SRR IR LIRS DI, i 18] AN e AR B 3 S R 2, T Ja A S AR 25 AT 7 40 £
fi. FEZIA T, mRNA B0 (-1 A8 0 Al d1 & U LT R s Y, 1002 T2 ) mRNA 8772245
AT (2.3) HHIRBLARSE, 1M1 A BR300 AT H TR AR k. LA S5 BEEE R, mRNA ) A
FARAEIL AT 5 A B . i, A2 KRBT B4R, mRNA (328 AH A2 10 280 (Z
JLSCHR [6]), 18 ) ZEHINAGE 20 /N (S HCHR [72]), B2 T 100 R L, BERSEIRA
R G RAT W A (R 7 BRE. 7RI R R B, SRR A AR, TR =FrB
B H 1 80 g n] DU I O R S8 (LI 1(c)):

PN e LNy e}

G O g kp k>l P-Sog,
Hrp p NEARBREIR, BRERMCL p = u/(u+v) ASETUA 0. 2000, 1% RGO A H
— ot (i,n) Frzlm, i = 0,1 NEFURE, n NEREFEY S TH. ZRGIMBENLE) 125 HE 1(d)
Fron ] Markov ki #2 Fr %, Markov Bkt F2 FPIRZS 22 [0 B RS AT A O S B2 k. SCHR [90] 2 B
AR E A RE R PR BA LI R

Ss ﬁ(al)n(O‘Q)n
P = T8,

Hrb o Fy(an, ag; 85 2) 4 Gauss # LT A%, H

a+b+s as a+b P
d ) a1a2:¥a ﬁ: B

2 F1 (o +n, 00 + 15 5+ n;—B),

d ’ 1 —p

T BT B 5 SR8 U S R PRSP RR oA . RBUAIE BT ARA BE DR PR (4 B 8] (1) 43 A i
WRRABERT 23T, L b, ST IR ) IR 2> A A KR AT AL AR R IRE R R 7 B R T,
B BeAR T mRNA 58 ASEBEN A5 N R1E 20 K Shahrezaei Al Swain [0 frf5 2, = B

ay + oy =

5
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B mRNA B2 B A AT 2 IE N E R Tyer-Biswas %5 85 B3 81, 1 =R B R & (A 5CE BRI
S A AT RIE R T K H Cao A1 Grima 131 T3 31

FERFIEBR RN G BAEE B R L BCF B, BRI A A HR A R DR A A7 ) 1A 41 45 1)
mRNA PRI G ORGSR A M 7 A AR AR T R e B BRI B ] 4h T SR PR RS, (H M B R Ak 1
FITRRAS PR A K mRNA 71 SR [38] 2T DL A%, I Markov Bk 721 2 RE itk 4
AR (B WCHR [8,36,37,115)), UEBH 7RG . BIPRIER A, LR R IR LA 43 A7 X S F 50
AT DA ST = B B A AL v 1 SRR 5t X SR DR R IR R R MR R = R SR AR T PR AR () B SR

3 ZRTHNERERIARE

FEFERIFRIA I 2 SIS B (WL 2) o, FEERI 4T T 5 5 PRI 18] 25 il A AEHi o)A . SR R dlT 1)
S 83971 KB, TENTFLANYGE M, AR 22 5 DR O PRI 8] AN IR AAFE 000 AT, X I 7R 4 1 6 PR ]
REAFTE AN E A LA SCHPIRZS. N T R LRI A, Suter 25 7 3 H T = IREIR LA (1
FRAN refractory #57Y), Jiao 1 Zhu P5) $2H T —IRS LM HB A (BN EBAAEA). STk [39)
fig =R B AE R E RIS B) RUBE 73 B AR U T 11148 mRNA i IR N F K 1 T340, %45 RN
B RNA U #r b Tz A8 R (1 i A (78T SR T By 2R A, S — R, Zhou
A Zhang 121 25 18 7 G A BRI D)L, A3 R AT DAEAT 3 2 IR Z R T BENL D) 3. ik 2
AR HAE — A RATIPIRES, MHAR ISR K HPIRES, MR =8 i e &) SGE LA

HAxH, Z BT 2 IREEREE RS (WA 3):

G M Gy, ij=0,1,... L,

Go D o kp k=1, P Lo
KREERF AT LAE L+ 1 DMARMRE Go, G, ..., G Z AT RN, D B AA ME— T RS
Go LR ZANRIEIRE Gy, ..., Gr. JERLTFIFRE Go B, BRRE7Y) P MAEREAERNE, BR
BN p, R ERMNCL p ASEE U046, 8T BE N, XEHREEARMER d=1, ZEE
SEFR b X i ) AN S E0IAT T bR L.

B K = (b)) NIETRRA VIR B RS (R HCAERE), W H N0 K 939

—AT5E—FIS RN L x L 550, R K AA2), M Perron-Frobenius & B AT, K — & HA M
—HIEREE. W a1, ...,ar A —K WP IERRMEE, ) B1,..., 0 NHEME —H WATARHMEE.

SR

3 (MBRFE) SREEERBER (SR [45]). ZERBEREEFTUES MRS ZBHETHENIIR, Go
REGES, HERE G1, ..., GL HAIMHIE

6
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BR [17) UERH T B L PR = AR o A oA

pss _ E(’Vl)n(’YL+1)n

"ol (B)n (BL)n

HA L Fr(vsvpesan, o apsa) N7 SGEIUTEREL B = 35,2 kp*(1 —p) = p/(1 —p) NP
R, B v,y TR TR

re1iFr(nm+n,...,ype1 001 +n, .. an +n;—B),

ok(y1,- -, vo+1) = ok, ... an) + pog—1(61,...,8L), k=1,...,L+1,
Hrf oy Nk Y SEARXARZ K, B

op(ay,...,ap) = E iy Qi+ O,
1<i1 < <ip <L

XTI Z AR, Zhang A1 Zhou M7) Fi5 5 PR =4 B0 AR~ R 2047 DU mT DASE ek~ T R6 75 5 ik
fTH#N. Shi 85 2] M Zhang 55 1200 f i 45 RAME) ™ 2] 7 BAERATIT S R R 20 A B9 E Markov 2
PR IA AR . Xu 45 114) Szavits-Nossan Fl Grima 99 g — DA 1245 BEHE™ 21 7 AT 0 18 1 B e it
[E]fFI4E Markov JE[K Fib AL rr . #E B PR = M) (R IR 43 A7 75 T8I, Chen I Jiao 6] 7EHE PR =W A Bk K
PRI 25 H T =DIRZS I D5 BB AR AL R I 43 A IR . Jia D Li 1490 45t T R 2 RS R R SR A A5 2
I 73T B AT 8, 8 R RIS 38 1 2R DR P )i e e 5 A IR A P s O

4 EERENERFREEE

P B B L35 PR SR B AT DL D B R I S A P Fh . A B OB A ) R SRk = R AR IR £
BORUE, FORAS B2 B U AR ELLA A ) BRI 3k & v] VU SR Sl HORAS 2 a2 i
SR, DA SRR AR RS 3 O B EOR T | 1T B 3 44 1Y) AR R A L T T B A e A B E TR T
FEBLAY 391 DLJZ Friedman 55 21 B i e iR AR AL, (EIESLIR R AY h ) SR = AR B B A
Poisson 1 FE AT % H, K ZAERIA SR 2 E A Poisson 1 FE AT IX B ) H BEBENL I 7 RE. Jia 45 52 k&
PIX P e SR AL 35 ] DL AE B OB Y RS0 RE S B0 T-T0 75 I I ZOU R, & 53 J7 R AL A6
R TR AR 5 REESHUSIE LI TG, THESR RN B TR R 8 5 RES R IELLETE. 2
It R R R 1) & o B OB Y 5 i AR AT DA — I — B e B R HE S 2 .

PR KRGS OSBRI ANME 1. FRATII T FE T B ] B AR O B R R R A R e

GMG+£P, x>0, P
EIZ ARG BB, R BRI B = p/(1—p) B LIT AR, 2678 T A8 2 A e 1
I, Z TR (2.2). EZRGHESEE TR ECR R AR, AT R E
1R BRI R, HMEREE N w(z) = e */B /B, X &M T E i & U A FE S RRAS. 2
SRR B IR R A Poisson 1 FEIX SN (K BEN L2 77 FE AT i
Horp o REER =YK, £(t) NCL p NIERAZFE . UL w(z) NIBEREDAANE A Poisson i F2. Friedman
LR e, TERRAST, RS 1) B R P V) BRI R ) Gamma 7345

S 1 s—1_—=x
ps (x):Bs]_"(S)m le /B'
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R [50] 45 H T SRR PR Y B BRI 0 AR BN AR 2% BT, T DB B TAHE R R R RS,
BB PR AR pfs N AR, TESE R 1SR4 p*s(x) N Gamma 7345, & 5 KIE, X
AN AR AT LLIETE Chaturvedi I Gardiner 191 DL & Gardiner f1 Chaturvedi 231 Frif 4 ) Poisson &7~
AHE, Bl

P :/ Y s (a)dz, n=0,1,2,... (4.1)
0 n!

R, 7 T4 A7 AR N Gamma-Poisson 2345 3032
U FEFE LR S D)4, D3 LR 0k b R v DA e 40T A IR 2 FE R Y B i i -

cse, o*va s ar+pP PYa

RGBT R TR (2.5) @, Hh B EREBILMRE. B TZRGRA B ERF
PV R A, BT CAHE SRR R T DL ek U e D)) 2% S H Tl T RE T R IA

b=u—dr (FERLTEES),
al|lb

b= —dr (R TAHE).

VAT oy T FE AR A RR N 29 BUH 8 1 Markov i % (piecewise-deterministic Markov process).
Bk [56] 4R, EARAT, 2SI B B HE A T HI Beta 73 Aii:

L(3) st=hge (s —z)f=271 0<z<s.

A Y )
X HFE R R RIS R e, MR R PR AT pr BIUTRE (2.5) 4, MESEA R AP A2 AT p*s(2)
N Beta 7M. 25 5 WA, X PG AT LLEIE Poisson FonAHIE, BITRE (4.1) BOL. B, BE0E
HT T R4 A5 7R Beta-Poisson 4875 155,109
S IR PG T T DU B, X TR 2 BN R F ik R 40, HUBS S i SR AT LU Poisson
FoRAHE. Dattani Il Barahona ['8) {EB T, X5 F38A R ikt WHBRIIERFRIERS, HEREES:
PR () P R840 AT S s 43 A — 2 v LLE TS Poisson K nAHIZE. Wang 25 12 B HHE 2] 7 84 [t
BRI ARG LI TS R G, AT A A R V%, SOk [112) 3 —AED T B
FELAUIR ) TR 401 LRI 530 78 28 50 T 5O KI — G T BB Poisson FoHIsE. % AL
Z LI, IR A1) T S LS B 0 4 IO (AR AT A T LRI Poisson 0% 1 S/ 51
SRS R A AT .

5 BENEEEEMZE

TEESEMAEM R G, 2R A0 BT, o R 2% (1) 25 (R 42 X 4. RS 19 25 IR 1 4
8 1E S35 B B A T 25 B R B T 5 SCRT DAKE ELE N, TR Rl R I X AR . L e i R B
W 245 RS R R i R A B TR X 4, RIDBE R B i 7 A 1R Bl R o e DR I i R B B 3Rk SRRk
B, TERIAFT B, I 40% RIS R 7B 2 TE B AR B R I 4% (2 ILSCHR [91]), i ik 2 4
R B (3 WG [89)).

8
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22 WL IR AS FRARAS Y IR0 25 B AR DR ) S st 4. e, K B 70 2R PR A A B4 3
2 B R X 2 0 B B P AR A A S BRI o A AT AT SR AR AE TR, BN 4 PP
T FE R R IE AL Hornos ALY 34| Kumar #5571 601 Grima #7129 FUEIE Kumar #4141, B
W, & G NER B BRE, G NERSEANE GRS, P HENKEH. Hornos B H )
D35 FANT B SONE P o

G+P G +P, G 2%,

Gsaqgrpr, G2 Gc+pP, P Lo

REEARPEARARERNE, EASTRRA A4 SRS e RFEA B SS G RE T2

CAAS IR A B IR S5 [ B 1 45 5 IR A G R KT B RS AT R B, B oy, > pus

A7 S A5 [ s 2 BT /N T 5 8 IR T, B py < pu. 12T B VBRI T AR 20 A SCHR [34] 25
Kumar 8 1 40T 1) S BTl idk -

G+P G +P, G 2%5Q,

koq_ k(1—
G LU o p e 2P0 e pp k1, Pt g,

55 Hornos BRUANR 2, 3X LA A P A R, BRI B IR LA p NSO LRI 204G 2 8L Y
SRS A HOCHR [60] 45 . FR EER RS, 1R BRI S5 AR B TR A AR B
B G+ P — G* + P fritiid, Forh 8 B RN Y IAE SRR 2 P o, T N i 2 RO e AR AL, AR
T 7E L SE R R A A vy, BE PR 5 2 2 (A FR A B Y SE e 5 5 55 i 2 S, &5 AR R 1 4
TR —A, T AR 2 AR I B A R I —

Grima A 5% 1FE Kumar #MEE TRFSEAZMPEE 5B E/ER, £ Grima B4 B0
NI B FTHER (WL 4(a)):

G+P 2 G, G I5G+P

GLya+rpr, GG+ pP P-L oo

XBEEAM AN RGERNE, 2R IR A0 B SCHR [29) 46 . B IE Kumar B8 B 40 19 OB
FrfiiR (UL 4(b)):

G+P2aG, GZ5G+P

(a) Grima 157 (b) &1 Kumar 1557
G G
— |l EA — -, o B
N \ _d’ ‘k’ . \'\\\ /l/,_\\ _d» o
| UN P;u < i HN P;u - ==k ,\' 1
[N — S 7R i [ AR K B
i G* | - G* |
Lo 4 | ________________ J

4 (MERFE) BEERGEROsNIEER (BRE [41]). (a) Grima B8, HPEAW~ETEFRE
%; (b) #F Kumar #E, HhEAN~HAEFHELM
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koq_ k1—
¢ LU g ke o U g ke k21, Pb o

XA ERA BRI, SRR A0 SR [29] 45 . AR BRSNS b IR S Y
Sa RN G+ P — G* JriiR, M RN G — G + P ik, Horb i 5 e [ B —
I, PR LIRS B s B (T ARHEALTR]) BOFE .

FFRHIFERERMNEREA A Hornos A4 5 Grima FANRH % B 5 A FE KM, T Hornos 15
MY Kumar BRI EA % EEER S5 E A 456 5 005 G ik, 2 1E Kumar B8 [E 25 E
TIXWAEZER R, KR 4 MR SR ). 12 1E Kumar B8 E AEE RSN (WX
Hk [29])

pm=K) ((Zl))’;g;:fl(;)";kzFl(al +k,az + ks B+ Ky —wzo)wtp"
k=0 e

" (a1 4+ D 4+ 1)k(8)pn— e
—|—KAZ( ! JACE )i(5) ngl(a1+1+k,a2+1+k;,8—|—1+k‘;—wzo)wkp k
k

= (B+1Dr(D)r(1)n-
n—1
(o + V(a2 + 1)k(8)n—1-% k n—1—k
— KA Fillag+14+ka+14+k84+1+k;—wzy)w p" ,
T B DO 2 ’ A 0)u’p
/\qj
a+a:pu+auf&fl aa:&—(pbipu)auijud
e A dld+o,)
g v PuTsp _ [(po = pu)d + pucelp
d+o, (d+0p)[d(1—p)+op)’ dld(1 —p)+op)8
_ (o= pu)d+ ppoy _ (d+0y)(1—p) R
(Po = pu)d + puos’ d(1—p)+op’ d+oy’

H K=0-p)*LFi(ar,a;B;w(l —2)) + Al — a)2 Fi (g + 1,00 + 1; 8+ 1 w(l — 20))]~F NIH—1LH
H. BbAb, Liu 55 56 50 2% 1T R AT I SO 5 51U RN A BE TR I 2%, 906 2 1 R 1)~ AR 2
ATREAT T AEHTRAE. Jia 55 PO MG Z LS M 2 7 HA AR VERRR G SR W 2 b JE0 7 T i
(1) BT 2 WL PR

FEBRIT 5341 77 TH, Ramos 55 1561 X Hornos #E7Y fRIBk IS 73 A5 HEAT T AFAT SR AR, SR AATIZE th I i 2
R, Z ARG Markov Blid FEASEAY (106 A% 1l 0 [ )R IEAE W] R e R AR, SR STk [86) T &5 LTy
REIEE Y S8, Wu 55 81 3 Bk TAEHET THEIE, FIF RS 2R 7751530 T Hornos #5845 Kumar
BT PRS0 AT3 PRSI A LA B B M a3 R o 1) 58 R 20, G e AR SR AR AR A o0 2 P AR A R 802 FL AT DY
AMENE S Heun BREL GE ) LA R B =N IR A7 50, AT A R R RRAE AR 2 — AP FLIE S
BT, EARE RN, H LR 24 AR AR T-IEX AR Markov 1 R ITEIE, AR BT RERE
TR E AR . ZIETC SR B ARSI S8 G S5 M AR BR 23 B b R R, TR AR AT ek
TERAEB R PR IR BA TR K. Ak, Jia 1 Grima (400 FiJ FH &2 AR pR 507 v, 76 BROE LR 1) 4
TEIE R TAZIE Kumar B 3 20RO A7, SR — R 0 RO I IR 20 A1 SR ik 22 - T3 AR Sl o

WAL DT 25 ST G — A B 25 o R T 9 e R i Mg 75 R SR 5 52 R 3, X R iR e 7P 3 6
FER =W 57 FEU A 7 2L Fano K7 T %) . Paulsson fl Swain 7EIX J7 [H A — &5 G4 TAE.
Paulsson (78], Pedraza Fll Paulsson [82) F&-F-25 i {1k D8] SRk AR 7Y R 35 AN [5] 1) A= M0 B kS Y5 0 2L (R 3%
IEMEFE AT T o0, IFAE— SR 2% s T e 1) R 5 64 Bowsher 1 Swain 19 J Swain 4 98]
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HERE HeE 55k 7

XA e BE R F AR R AT 1 MR S o), A T DRI SRR IR Y S 5 AR L Lei 18] PR T T
A BRI DR 2538 RS P T3 20 S 0K 0] 5 DR SRR e 75 [ 52 ). Lia 55 (670 A Jia 26 BU 2 5ildg ik 2 5
73 7 H IR N g b g5 T R R A N PR P RN (R R A, B TS R R R SR s
FE IR, B D) AR T, IF S A 2 3 K TR R SRR e 75 | T B R it e i D BE R Rk e 75 (S0
SCHR [51]). BEAF, Rosenfeld 55 891 7T T [ 4% 5L 06 9 2% 1 i RLTE E (8 SR R Gu A B PR35 1)
— I R T R] ), I TE BB 2 08NS 2R 4 A R BT B S s IR B S e LT . SOk [46]
ARG RHE B T H R R N2 i R B (8 SO AR OGS — R BRI E AL 3150, JF I T
FAAFI LS.

ORI TR A R R T Y A R DR DX (B ST o R DR R 45 I 2 R AR A S R T RE AR B 2R, BAAE
1981 4F, 4% 5 Thomas 1070 3 H T FE [RIR 2 0 2% (1) AN B B8, b 5 — S5 AR T 5 I 4% op
TR IE R R B2 R G0~ 2 R84S (multistability) (X% B2, 55 S5 AEIT 5 4% Fh A7 78 B it m] i
R RGP AEFFEAR G LB F. Thomas 108! /5T 1999 FEFEH T 3L 2% 158 =048, A5 A &
R 28 v [ Fsf A7 LE S -5 B it [ B A R 07 A VRV TR b L 2R A T S IR P9 485 (O i e P A T, RS
B RGAFAE Z R BN R, FRERY B RS AE AR E AR BRER. SRTATRT T BE R 4% (1 B AL AL, 2
FaAS B ER MR N B R =) 70 T3 20 0 A, TR IR 3 8 2 R P24 23 300 B AR DG R 8L S Th 2
Bz, 3x B2 MO8 E ARG Fourier 284, RAAFIERFEARY: 4 HA Y DhaR i R s 195),
A S, 7F Hopf 4332 f A, FE R W 48 ] A7 70 75 15 S 4R %% (noised-induced oscillations) Hil
%, B MR AP AR RS B AN Bl o, (E BE ALY ] BEA7TE HH e 75 B 5 3 () B BRI T 2R i (69,1061 75 figt
MrERR 7T, SCHR [47) 76 B R R 2 g5 T R AR B A OGRS Dh RS AR T Rk X, Rt
T T G INBEATLAR A 2 B LR 3 8 A0 0 A2 T BEATL 3 20 I 4.

PRI (R 2 1) () 4 D6 R AR B 2%, FRATTIE oyt A 7 38 DR 3R A2 (PR 43 A« I AH SR R 2R
D2l S B B T AT R TR AR TR AR, Bk, KR AR 20 52 2R Bl ML R Y 2 1 B B 4 1
BEAT I AL PRI AT B M ATT SR, L P B S ()00 AT VR ARG 22 R J 1k (70, 84, 104) | 2 P e s 3/ L), 1691061
JE 3 P 751 128, 61,931 Padéinfel BU . 2R PR ALl 18] A Holimap 7572 441 4.

KT FENLIER P25 1) BE B3 WL (energy landscape) 1A K& RITFFL TAE. FHRS ik, JER R X A%
A SR B S 2 8] 0] LB Boltzmann 23 A AHEE 2. Ge 25 24 A1 Zhang %5 (L] BJF 55 240 o ) 4
(FIBEALAR R 2SR (PR Boltzmann HL) S ILREE SO, A AN M & HA IR AF DA 5 30 B AE R K
gk 7 3 L N AT e AR FEAR . Zhu 55 11220 ST T N MR TR MRS DR 503l 0 2 I BE ML 2 5 AR Y e L
EHOWELR. Assaf 55 Pl Lv %5 681 F Ge %5 291 I F BEATL I F2 10 KA 22 B, 0 59l 75 A 5] 7D B i) R
RBE R R T B A SR 2% e S b A =0, BhAk, Li Al Wang (9] & Wang %5 10) 54
T 2 I BE AL A3 7 FRAR Y B T BE DR T4 IR 28 1 B — M ME R e S W3R Jia 55 1480 AL T 40
BRI 2 A7) 4 5 IR i B BE AT LS 2 A 2, R A T 2B (1) e B e L.

6 HRFEZFRE. @R AaEEARE S R EE

B H AT, AN P IR A IS A A AR S 2R, BRI E T AR A K 4E L, T
AEH TAKAM. A, FSEi A KA A 222 P i i A K A 7 2R L 6 PRl A ) 45 B 2 1 4 i
JESAEAE. Bln, FE B A, A IR GL AL S ML G2 1. MR IUANBY B, kR S
HAAEAE S 3, A SR AAE MO, TR DY AN B P R AR AN K. ERE R i )
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, SELRI P8 DBt —1%; AR RN RE b, SR DL RE DR = W48 DL Bl i/ — 2, dnite
AR 3K Y A S A AR A R S AR M R PR R A AR T o

EHEER, BB JOCRMIE . B E . BV B SR BOR M R B, A ATAT CLEE B4
KT B3R A3 R T ) v B (8] e S cdte (2 ILSCHR (76,102, 111]). BARM, AATTAT DUE Bx # 41 i
PO ik DR AR B I 8] 324K, A A0 SR 55 W] DURF BB BR B+ 5 50 AR A . R4 Rk A,
BRI NPT 4HIE, 2 S0 O P A T AR AT AR ERIB B, T SRAEAEAR RO 2 A
A NNEREEER, RILHTA P08 B f A0 M RIS T R — BRI, R — R 2R XA sl p
DRGNS I, SRIMAR 2 AR SLIRBoR (iR A . FgH)fs RNA JIP4%) 2R 2 44
JLAE ) AN I 1) L PR 3 PR R, T S B8 e By B LR A . 53 RO IR TR, S PR R AA 3
BRI TR DU T A AN [ Rk v AT Dy 1221081,

TR AT TR Z — 72, DAA S AR DR SRR R g Bt 445 5 4 I JA 39 o (0 S B A 22 A
R, RN A A S B i) ik PR R B 0 2 5 0 A S (R BE LR Y, e s 1% 2R 0
5N E T R AF8) 1S, F55 E, Berg P BAE 1978 fFt KR T AU M6 1 TAE,
G LAR RN B8 T A AL R B 1 S AR 2, JF SRR 12 & A B R Al 53875
FER AT SR TARBRGE 5 PR 2 ] AR 2, 2ot T AL 2 A AU Y, SR /E 5
A B BRI Z (3 WCHR [42]). Beentjes 25 [ I Perez-Carrasco (83 7E iR A5 A () L fitt -
BE— B8 T R DA 1) 5 i DR W R B iR, g S DR = DK A et oA« RS AR A MR S AR
IIATHEAT T T SRR

BRI 2, DL TR 0% R BARA D e, Sun 25 991 BOHE T BN, 78 T AR
LR | DI A R G RENLEN 17, JERIE 1210 TR E S T7 2. SCHR [43]
BE—Da T ZER 037 BURBRI A RS R A AR SR A KT, Jia A1 Grima 142
BT 1 3 PR R AA h 4 A SIS S O BE LR 1T 0, SR 1 BE R 1 70 5 B i) B AR SR iR B S T R
T — RV BRI A3 2] 1 AR R LR A IR AIE.

FEZE S PRI DA R AR T v e S =l B i . SR B T 7T [7,77,96] SR W, 42 A% A
J b, IR Z H ) mRNA 5 8 A AR EEAE R A0 30 AL S ALOR R ANAE, IR IR 2 DR = Wk P
EE P (concentration homeostasis). 1X 5L IR E 4B AE — € MMM G Bl A, YR 88w 548 E
IRV O IR R, 15 AZE SR A 28 A PRBEAE TN AR I ARs . i IR LR E I, JE R =4 7>
THROE BT 2R AR, TR AZ B8 TR R A S 0 122t I B T2 AR . 3 o 5 2 AR AR i I B )
IGAE LR RN P A W6 i (balanced biosynthesis) P61, 41 B AR 75 40 i R 1A A A2 AN 7
GRSt R L2 th i AN T I K. DR LA R 2 e 0 Dy A A DA R A 20 M v 3 ST AR e o
P

N T R AR E VE, BATHG B R AL IR IL BN 12 AR BN Jy 5 . A0 J S =4 (O i 5 B
MUY, BUA 2 /g 2 A R 58 W (B2 AR AR ARAE RS IR PRI N R 4R B A R, B i o 3k A
I, 2R LARAR A N 70 AT 0 —2F. AR AR A FE BOE AR 2 4R R A rh 1S 21 7 SRR I0AIE (2 W
ik [11,04]). Cao 1 Grima 14 18 T V071 2 5 0 5 MG RRAAAAEN 122, 346 L s F ok
TR YIBCR BRI 73 AT RS R AR AR SRR AT SR T Z AR A 25 e IR AR AR I BE AL
P FNIE LIRS V). Thomas A1 Shahrezaei [105] %FET%%’&?W%@, FEXPIZAE R AT T N K. 24
% AR 5 FE LR B . SCHR [43,49] BT LU EBR A E IR I T — MOV RS AR B K R0E . Al
FEARAR . A AR S BENLRE AL (LI 5), FFRHZAR AT T ddr ki, T B TR 2%, A
PRH B 20 AR R
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)
RS
s 2
wE gl bk
) o
L s i
= 4
FERIHE A M 8 G* 1 4
f , o PO N\ AN L S
g 1 ay
P 1 “UO mRNA
Lol [ SRRSRTTLE TR
| : G
0 wr o T ——
]
T L
v )

S 1y

5 (MEMFE) EERIA. @ER . EEERNEEHFRE (SR [43]). ZREBEMRER V(¢)
AT HRBAPAREREKSN. BT HEEYEN, EEFYNERERSEBPFRBIELL. HTEETEHMEN
B, EEMHERRERFEHER~E TR, HEMIRLER, BERTIARNMERERNFHEE, B E
=495 F AR R RIS R S B2 > T 4ERa

T RS

AR, BRSO ENE 5 SLIR AR IS 1R . ASOn AR R R R
S DR R 5 P 22 S AR R R LR S AT T RO AT AR, AR IR S IR R R R R
ML I B S =B B R RIA AR | AR RRIAIA . B IR R D P A | B S i
RIRIERR A BENLIEREAE AT SR ML R 8 TR, AR PRI RIA ) 0 2 BT IE h P 8 SR L LY
YRR, X Bk R RGA AR Hogl 7y 22w BLR e 57 RS 25 1] B Markov B R i #iiid. x4 4k
SERRIEMRA, HBh FpA T CLl (DI 2858 H ooy 5 RE BB ML 0 T RE il ade, 3 mp i o D
XT3 R P AN BAT R AR IS T, BEMLI D D5 REx L 2 DR P W) B R R MR . e 3, A
AR AR 2 28 SR 0 A S RT ATE AR AN R 22 DR SRR R R PR B PR P ) 204, 40 Poisson 70473« JUT 73
A FREI G L IS . Gamma Z) A A Beta 73 A1 45 17 HAZ U85 e ik o0 2R A 35 R 20 (R B
R, BRI DR RIEMER (R BE R 1) 0 A AT S U0 LT R KL Gauss 8 JLITRR AL, | 3GH L &
HUR Heun pRECEE. X AN [R] 2k PR 3R AR (1 35 P17 49 01 SEEAT SRR SR, X6 IR N L A2 4 R 14 2 2R e ot
PS5 BE RN, LRSI 1 I 5 R R A 50 ) 22 B 5 S B 2 S 0 B . T A A
B FIRT A R BRE, B BB B AR IR AT A VR 2 AT TE 05 R RAEA SO R Gk ik, i 5
AE Markov % K ZIAAEAY (20,100, 18] |5t BRI IR A) ) 27 (K 2 B i 5 B AR g 43¢ 19357741 8 s AR S ]
DAFE Bl 2 BRIE T M BEATLE PR RA 15 B R R% B ) 2 I 22 M R SRt N AZ AT It T RIS

it ME R CAMERMFRI R ARGEIE, X SFH ).
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Single-cell stochastic gene expression dynamics: Mathematical
models and analytical theory

Chen Jia

Abstract Gene expression is one of the most crucial dynamic processes within cells. Gene expression and gene
regulation play decisive roles in cell differentiation, proliferation, apoptosis, signal transduction, stress response,
and the onset and progression of various diseases. Over the past two decades, significant advancements have been
made in both the theory and experiments of stochastic gene expression dynamics. In this review, we introduce
the classical mathematical models and theoretical frameworks for single-cell stochastic gene expression, with a
particular focus on the analytical methods for deriving the copy number distributions of mRNAs and proteins.
Additionally, we provide a comprehensive review of key literature in this field.

Keywords gene regulation, gene expression bursting, Markov process, hybrid differential equation, steady-
state distribution, time-dependent distribution, power spectrum, special function
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