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Equivalence between cell-sorting and random walk,
and their relations to

one-dimensional stochastic processes in organisms.
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1 FE

SMROBIBETIVE LTORFERIZ, LELIEAEUVRFHERDE DEEOHEBET IV L
EMc 2B, AYARTFERIIHEZOMBERNRE LTEHEL MLARLNTED [1)2]. EUF
ERBIEE FORMCEL TEL DEENH D, W DHDBERICONWTIRBEHIRIVF—PH
RIS EDBRICEB LN TV S, EZ0HEBEIR LIELIEMBEE L L TORENRIC
EZoTW3,

2009 4 11 BicfThh iz RIMS BisSER 5 6 AAEMBEOER L FDOLA] KBV T, &9
DYIBETFINERAE MEFHERI L DEMEUEEX . ACVRTHLNTNIEL DR, FHCRE
DEMUEEBRHLT. —RE2 BAB3EWROEEETFIVD, EREBOHERBEICKEEI NS
ERBHZOTIEEVD, WS T BRI, TORIDE2ELE ZERZRTOERR BTIEE
DEFERELESR) 3 DNEZELBENLEZLOTH Y, 2 RTOMREROHEET IV E 1 X
TEDHBEDS VX LT+ — 7 LOHEMEUEIBRENT VS, EHICSEIOBBICHLLT. HF4
BYESETIR, mRNA LDV RV —LOEHEAC VEETFTEE, REOS VX LU4—7
IR BT A EA RN, FleF RV VOMEAREAC VEETTEE T L,

2 BFER

AE VBTN EAEHETHD . UTORBBRICK > TEORHEANEDHSNS !
is) (1)

X1 —
= i

: Sy] = is7, [Sf, Sf] = is], [S?’ S;

[Sz’ i

TTTsS s, s2@3YA+i LichREYD, EnNEha, y, z BAKKHIET 2EEFTH %,
AEYDREIN 1/2 DFA. s OEFRER |+) & |-) D2D2HD. ThHZENENAEY



up & down DREL KK LICTE (REVOKEETN S DFHICIE., KEDHIEn=25+1
H3)o TNLDRBICRACVHEHEFEERATIESZ L, s+) = +—;-f+)\ s¢|-) = —%H\ ¥/
sf=sfxis) EUT sE|F) = |£). sf|2) =0 L%3 T LAHBEFHIOEIND,

AEMETHEHENCBNTIE, HEZZY A P LORAECUNEWCHEERT %, RLRENITA
CUBRBITH 2 XXZEERIDONINV =TV HIZ:

H=—J) (sfs5 +sis) + Asis?) —h ) s (2)

(4.4) i '
C CTHIIHEENERT %9 XTOD spin pair IKDWWTE 3, FFiC A = 1 DIFE% Heisenberg 17!
EX& NIVEZT Y HEBOT sfsS+s)s) = (s;"sj_ +5;57)/2THD. TNIIEEERT 3
2ODAY L ELELLREE®3 24k fip DEET T up ZHF down ZZEEEBAT L, K
FTOEENOBEZERT2EET THILART LN TES, WAEREOMEERAL LTI
EYRELBEOR XY WL ER, &IL—MICE 1 BERE LT (1+y)sisi+(1—v)sls) &
LT, HEFRAORANEREAT S, BAMYD DECBHIL ys7sl —vs)s) = (sfs] +5757)/2
THO. THIMTOMNERENHRCHIGT %o NIIVEZT Y H DRDHE sis? i bid #HE
YERS % 2 DDY A FOREBOEFE +1/2 OENBN. TOHD % sing HEFRA L KK, &F
REIOHBEERE LTI D Ising HEERAZI2EZ 20 0% sing R L X5, 1 Xmd XY #
REXT 1 XL L 2 KL Ising WEIC DNV TIE, BHIRAVF—OBINEEXNBLATVS
[4]-[9],

CNSOEROMICIZFMENEETE T LMMENT VS [10]. Ising BEIIEXTH & K&
NB1732BAL, HERZESC L2LRATHORAKBEEERZRDEC LICRBEL THEMND,
CDEE 2T Ising WRDIEETHI V & L RT XY BREDNINV TV H £, 185 A—%
DBELEABHROTTAMICKS  [H, V] = HV -~ VH =0, Lizh > Tl ERSEILATEET
HEOEBRE 9 2L BT LHTES, FHICEEITH V ORKEBBEICHLT 2EHFREL.
ST Y H QREEREED—HT B, N5 2 DDOEEDOYEEIX, TDHED ¢ ZEUT
FEE N, FIZITHEOHBEREKOMICE

(7;7%)2D Ising = cosh® K} (s%s§)1p xy — sinh® K} (s¥s¥)1p xy (3)

DEGENDH B, TTTJy & Jp id 2 T Ising #HEIOKE R L A RDEEFRER. 6 =1/ksT
ELT K =001 K2 = 3J3. 737 A— 2 DRYICIE exp(—2K;) = tanh K} £ LT cosh2K} = 1/4
A tanh 2K, = (1 — v%)1/2/h DBFEDS B,

3 MREREROHEETIVE Ising 2R

SBTER & 12 R7x B HEIC KT 012 1E 2 EOMIARRETHE L L 2, BUERED
TSR E NBEETHD. ZDOAN=LLICONTIE., MIEMEOEEAIC X5 EETR
VE—DBMBER TS B L3RI 1960 £RZHLET B Steinberg O —EDFHR [11]-[15]
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TREINTED., TNRELDZ-DICHRALEEET IV TORRMTDN TR, TTTIRE
A-@&fkE-KH [16) i X > TEATNIZETICDNWTER B,

2HLEFKFH BT 1 KTHDEREFRIC. BBEIUTATRRENZ#EAT L DTDOEMN
NTW\W3e9%, BLENEEL TN EOHENZ \gp. HEHDEENZ Aww. BEEHED
BENE \pw LT3, TOLEELADOHIRIOERE (KRB ICHEL TEENDEET ENRED,
CDEEFDOREDEEHERII m ZEREL LT exp(E/m) ICHBIT 3 ERET 3. B S S M
ZZOERDTTANEATVWEEEREBRZINT L, EXEENZ A = Ass + Aww — 2Asw
ELTA/MmBETRENVE Z, REOHRNEE > THRIREEKT 2 Lhbh b,

T T T Age = Aww & LTEETIVE Ising BB L FfiTH S, EOMAZ up. BDOMAE%E down
DA VICHIEERNE, BID &S AECVHAALMED L ZEOMEEERDOIXINVF—IE ~J/4, B

BIREUHARMNEED L EOHEEADLIXINF—IE +J/4 THZDT. TXINVF—DELR%
BEHICRDT, TNEHD 2 DDBEIDICEAGIIGEDIIRZ ENTES, X exp(E/m) &
Boltzmann RFICH S L. MIFURDFERE NS Z LIZHEDEREND Z LICHIET B,

TDOEE2RTOMAGEFNCET 2L DEIZ 2 KT Ising AU BT 54 DB EICHNIS
L. Lo TLEDSMEZBEL T 1 X XY BROMERTERE N, ZL T 1 Xt XY #H
BEICHERE SIS, HEBDS VA LT A—IREKRT 3. FIZE. HEMEANRTHILEE
DB D DMFEANETH BHER gpp 1&. 2 KT Ising WEIOMHEBEEKEHAWVT, T5IC 1 KT XY &
RIOABREEERAOTROL I CEITS !

1
PBYBB = (Sfjsfk>21)15ing + 1 + (87)2DIsing
1 1

= cosh? Ki(sisk)iDxy = sinh? Kf(sgs%)m xy + 1 + (pB — 5) (4)

LT CTpp BEDFEHTH S, TN OHEBIBMIE A E VIR FIREIDMEEL LTHLL
NG, BADEFHZRAMISN TS [17]-20]

4 SVELYF—T DEBETH

EHIC I RUTHEREMNERDHEF VF LT+ —7ICDNT, ZOEBTIIDRE —HRAT
A %Z/RL, mRNA LDV RY—LOEE L DBRICOVTHER LIV, ROBBHEFEEZ LS

w3 pv 0 O
PD Wy 0 0
0 0 w pL ' (5)
0 0 pr w2

N
H=

Jj=1

ji+l

*1 (3] 0 (3) KIZRBEVTT BEAELL



ZCT. BT T OBRICIST 5:
Pp: H‘) |+>j+l | > |=)j+1, w3 : l+>1|+>_7+1 = )15+
pu i =)l =) = )41, wa s |=)s0=)41 = 1)) i
Pr: I+)Jl >j+1 = =)l 541, wi i +)51=)i41 ) |=)5+1
oL =)l = )= )4, we s =) ) e = =) e

DED pp IEXEM. pp IREK. pr ZENDBE. pL BENOBBIOBETHD, & w,; 137
NENDOREDEN L EVERTH B,

&9, FHNBERRHEZREL. wi=0 (1=1,2,3,4) D& E, DX 0RENLRTEIILT ZHEE
KOWTEZELS. RE | +)1]+)2- [ Hv =]+ +---+) hOHRETZ L&, MlEHEIE N BOX
TIEDWTHEET, | =4+ )\ [+ ——+ - +) DEIITEF L 2 DO FENEATH S
REVEREND, COLE, BEOHERDOAEI 1 HDT, BROFRELD Npp = 1 NEHEX
N3, RCBICZADHBRE, FIZIE |+ —++ - +) [+ ——+ -+ |+ —+—--+). etc.
KOWTEZX LS, TDLEERDOFDENT, 22D pp (HBWVIE2DD py) HEIC pr & pL
DNTICBEBMZONEDT, BEOFEFEAELD 2pp =pr +p1 (BT 2y =pr +pL). Ei-

DZEBELEARICLT Npy =1 ThH3Z ehbh 0, #F. pp =pu = 1/N. pr +pL = 2/N
nELNS,

RENTETHEHR w; (1 =1,2,3,4) B0 THRVEE, pp. pu. Pr. PL BFNFN pp + ws.
PU + Wa PR+ Wi pL +wy TEZFMWMZ ONBZDT, HROHREFER

1
Pp +ws=py+ws =+, (6)

(b + w1) + (pr +02) = 2. U

FBIGRDBEL iy, # 57 THH., REUH (4,5 + 1) OB N BDT, YA +FO¥%E N + 1
EUTEME (6) 3ZDEEELY, £HE (N 2<j<N-1HLTZDOEEBEHEI N, Wil
(G, +1) =(1,2) & (N,N + 1) IOV T DREDFEFIE

1
PR WL =pLt+wy = (8)

L5%, & (1) 3 8) ZIRETHLAZENBDT, BB (6) & (8) MBI B THERIE
BT3-00&ETH 5.
HET (5) EACVEETFTEL L

N

_ - + + - + + -
H= E [prs; 87,1 +PLS] 8501 +PUs] s +PDSj 87,4
j=1

h Crz_ o2
5(33’ +8541) +col + §(Sj = 8541l 9)

+Asisi 1 —
CCTIREAMTIITHD, BHREE
A = w3 + wy ~ wy — wa, h=ws — ws

co = — (w3 + wa + wy + wy), c=w; — wo (10)

i
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BT, ABNERES o5, = s DRAIIE (9) ROBBOEZ YL (57— s7,,) =01
O THX. HR clTELEV, wys wg & wy +wo & cITIFRT, LIzA>TH I cZE
B8 A—RL LT (6) & (7) BRI THRITIIL 55, CHIGIEENTEDSDORETH S,
| RDERB X UHRIC ST 3 HETLRARICAC U EETFTEE NS, THARER LS
EEL 1RTTVELIA— I DBL—RNEERTH B, COEBCHETREBTFEORER
up & down @ 2BV ICEBBN B8, | DOBFRICHEETEIRTORE 1 DETTHY, V
bZN—FRa7HEEREZTINFOIVELTA—DIlE>TWV5,

N—FO7HEEROBMGS ALY +—7: HEREMEEIEL, NFALTBRHTSRD
B#iES VALY —21cD0TER S, (5) K, (6) R, B)R&ED. TOFVELYA—IDE
BITHRUTOE 513

1% 01 0 o
Hszﬁj; 00 0 mn ’ (1)
00 7 0], .,
F2fZUnr/N =pr. nu/N=pL . nr+7L =2 THB, TDITHEACVEBEFTELL
2 L1 1
Hgw = N Z:I[E(nRs;st + an;."sj'H) + 85851+ ZI]. (12)
=

mR=nL=1THBLE, (12) & XXZH#EH 2) ONINV 2T /CBENTA=1HDh=0%
Liz& D, DF DRIBDKVIEED Heisenberg BWRIC L > T3, THIENY 7 LOBIRENC
HELUTHMERELAAICE > THASTNN—RITRY VR [21] it S0,

mRFENM DEE, nrYL # 0 DRBDOTTIDORAMRIRETES [22),

N
. 1,
V=expllog) Y jnsl,  my=5+S; (13)
Jj=1

L&D RMBAR [ny,sT] = +s7 LEHR
e Aet = A+ S[L, A+ ZIL (L, Al + L L 1L, A) + -

ZAVBE VTV = q¥sT BEXU VIV =52 BM8bN5B. g=/mu/nr LT B L

N
- 2 vVIRNL , 1 _ _ 2 2 )
VHrwV ™! = V[5 >l 5 (47858l + a8y 85 ) + sjsf + 71V

Jj=1
N
2 1 — ot + .- Z 2 1
= y VR 2[5(% Siy1t+ 87850 ) + (585 + ZI)/\/ﬂRﬂL :
=1

LiehoT. SVELYA—VICBIBEADBEIOIENMHERX, RAEVRONIVEZTVICE
B RAM A ST B,



mRNA EZBETEURY—L: VRV —LIEKEEHLDFT. mRNA LZBEILTED
BILBREGRBEDEBENET I/ BHL RNV BR4ERT S, RNA I 4 FBFEOX I LAF R
M5ED, 3DDRXYLAF RN 1DDARVELET, ZNFNOIRVZ 1 DOBEDT I /8
XS L, 61 FBERDI F 2B T 20 BREO7 I /BICHET 3%, YRV —LIRI RVDOF%)E
CHBEDOMIET BT I/ BEDENTRYRIBRERT %,

URY—LIZE T mRNAICRB L, XVRIBDERERD D, 73/ 8ME L DR ELENL
YA INERTENEZERLZ VRV BREZELTH S, mRNA @J:’a’:‘:l RY 1{@n7ZrgL.
BUZOBHREFHAMoTHIST AT I/ BELDZ %, BRICKRTIRACEETS L, £RBL
Te2NIBEZRLT, B5E mRNA hGHN 3,

1 D0 mRNA EICEERICERD) RY —LIWMTET 5, VRV —LEBICY RV —LHH 3
LEICRZIABHTELEY, DED mRNA EDQVYRY—LEN—Ra7HEEHICE > THEY
IKRHET %,

MacDonald et al. i3 DY RV — LAOEEOHHEET IV & LT, BRETIE asymmetric simple
exclusion process (ASEP) & XidN 5 1 RtOMFKBERZE X 1= [23](24]. TDEFIVIZTDHE
IS, MEMEICE T BIFTEROBAL LTEESN., BLOEBEBRMIELNTVS (FIXIE
[25] ZBHR).

ASEP ZE&EL &5, ThiZEADOBEERZIEE L. ERERHTEILT3/\—Farns
VELTA—TTHB. 1 KTORTOED 1 KEEEX, ThFNDY A+ jid, 7 (UK
V—L) BHENEAIDEELENTHB LTS, ZNFNORFIIN— NI 7HEERICE>T
RELGVDOHRCEXRZIZEICTTE, DEO0YA b j KHBBMFRITA b j+ 1IThiFAK
REATHBLE pr DEIGTHICBEIL., Y1 b j+ 1IKHBRFIIYA b jIhFHRLZER
THBELE p, DEBTECKET S,

FTRAPNREARZGEOTTOBRITI 5) ZEX XS pu =pp = 0 THB L (6) &0
wy3=ws=1/NTHY, HiZ ciTEFLEVDT w, & wy 2

1 1 2
w1=N(1‘5)"pR, w2—ﬁ(1+5)—-pL, (CZPL—PR_ﬁ)
DESICLBTENTED, TNBIREM (6) & (7) BRI, HST 2ERTINL
N 1 0 0 0
1 01 0 0
HASE"“NEI 00 (1-8)-nn  m
00 R A+8)—-m |,
= I + AHasEp,
2 N1
AHasep = + Z 5 (Mrs; §p1 + LSS s5h) + = (TIR +ML)s585 41
1 1 . .
"‘8'(77R +nu)I + Z(WL —nr — 20)(s5 — s5,1)]- (14)

CHIBEEED ASEP TH%. AHNEREMCK D REDOEIIIBA., Hasep & 6 ICHRIFLE
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Ve THIZ S L - TN OFTEICAT TR, BROICBHERICHES LEVD5THS,
m=1-0. n=1+628E, R (11) & (12) CRET S, TOHAIE ASEP i3/ — K3
THEEBOBMES VA LI+ — 7 Th5%, Fc ¢V = 1 hHENZ L2, (13) DEEH 5K
ZEREMHEZ, TOL ¥ ASEP ZEMMBEREMD XXZ BRI 5L,

Y RY— LOFBEFIL L LTIk, BEHOAIIIENFHT, BRAKGIMKHEL T3005B%
THb, CORBICIERME 8) 126 =0DLFICHEEN, Haspp BRIV AL VERETTE
PRTVB 26]27) ¥4+ j =1 TYRY—LMIEEL j = N+ 1 CHhBHRIZENEN
an[sf = (L=n)] Brsilsyer —nver] LBIT. BV = expl(logg) L0 jns] ((13) 2D
LERLTHB) IK&koT

N
2 1 _ 1 _
quva1=N/ﬁm§]§gﬂ+ﬁgﬂ+§@+qgggﬂ_§@+qgn
Jj=1

1 1,
+N\/"7R")L'2"(q —q 1) (s} — sht1)
+ongst — (1 —n1)]+ ﬁN+1[q_(N+1)S;,+1 —nN41]

DEDFIBIED ASEP 12 A = (¢+q¢~ V)2 DRAMEE L, BRIC ho = (g—q71)/2 DRERE D
37z XXZ R TH B0 oy = Oy = 0 DL ZZBFE U,(SU(2)) BIXIE (28] ZBHR) DORiFRE
EROACVHE LTBIC X SMBNTVAED [29] THO, TOEENRFTA—Z g=/n1/7R
2. FXLLBFED ¢ BRDIRTA—& ¢ lc—KT 3,

SR ASEP & % R LIHET (14) K& > TRABEND, P(a1,2s,...,Tm,;t) BRAE
% ICBOTKEE {21, 22, ..., T, } KD BHERL LTEORFRIRILIE

d
EP(mlaz% vy Emy;t) = (AHasep)P(21,72,. ., Zm,; t)

725'}7":'3'0

FRXIVDEE: —RRIC n REDFASHDERBAINHZ L &, ZOBBITHRBLT A /RETF
KEoTEEN, MSTBEAEVRONINW T UNEFEETE L EBRICRT LN TES,
ZZTRED—FIELT, FXVVOEBMOBEBETNEAL VERFTEVTHAL I,

FRYVIZHBRAOYEREEBS BFE—F—T., A/ /0F2—TIKB->THHT 3. EB
RHERN T, BEOLAIHBENTH B, (FIXE [30) 2BH), TDF X Vicld % Kolomeisky
& Fisher iIC X2 ETIV 31] ZEZ L 5,

1 RTABFEEZZ . FRV UYL (G =12,...,N+1) icHBL L.k (k=0,1,2,...,K—
1) ZF R VORRKERRFTEINVET B, FRYNIFDONBRER v, DEIET LMD
E+1IKEEL, wy DEIRTEHDDk-1KERB, YA jichHh, AFEKEN k=K -1D
FRIUEFDH ug_ i DRRTROYFA b j+1ICBEL., FOREBKER £k =0IcKRT, YA b
JH1LICHD, NERREED k =0 DF R VEFH wo DEIGTYA b jIcBEIL, FD L EHNEK
BlEk=K-1Ick%, TTINEIREZZER L2 118D ASEP THIHLEABZT LE TES,
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NERREBOBMN K = 2 DIEEDOBRITIIE A VEETFTELTEL. FhFhOY 1 b,
k=0, 1ZLT I"EH] D3 DDREEMDIES, ZITAEYOREIN S=1 DAV VEE
FREZD L. BHENS? = -1, +1. 0D 25+ 1 =3 DOBEERENEET S, ChbEZFh
TNRE Lk =0, 1 BXU MEA) ITNBERE S, BBITH% Her = + AHgr £ L. AHgp
COWTEXS, YA jICBIBREL=0DD k=1 DERIZ

00 1 000
H;=u0(looo —[000})
000) |00 1],

J J

1, 1y

KEL =105 0 \DBBRIZERICLT H =wi(s;sf—1;) L EI%. 1L jOREL =1
j+1

MOYAD j+1DRE k=0 \DERIT
000 00 0 100 00 0
Hfg=w||100|®|00 0 0 00| ®[010
000/ J|o1o0 0 0 0 00 0],
3 71
1 L. -1 11 .
—u [(—ﬁsj )55 Z55700) = (1 = Zs; s = j+1>2>]
1 - 4 b4 Z
= T3u [(5 $5)(s5418,01) + ((Sj)2 +85)(Lj+1 — (Sj+1)2)] )
TefELT TTHRA (s7)2 + (s¥)? + (s3)2=S5(S+1) =2 &

1,1
sF S’F=—[(S§)2¢s§]-

]’.
TR AT
BRI, YA R j+ 1 DREE =05V A+ jOREE £k = 1 \DBBIZRAKIC LT

HJ_3+1 [(3 (s J+131+1)+(I - (sz) )((s g+1) g+1)]

EREINB, AHkr BTNODEETTHEEEN, Hxr BUTDE 31k 3

N+1

Hyr =1+ (Hf +Hj) +Z (Hjy + Hy )
Jj=1 j=1

BREBICRREGME Ao THEILT B LT, BEREICHGT 2 EE[EI 110k 5,

—HRICENIVPZT Vi n =28+ 1 BHETAEE SORALYMERD,

H=Y Jon(sH™()" —H*Y s2— H*Y 8%, (k1= 22) (15)
(i.5) i ‘

DESICERTEL DI BARENEN S S,
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