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cSET B FE

> 2022/5/15 1 Wk
5,6 BEORELAHRBPMFIKRZIZ Z B TERP /12729,
#B5RkhRZ AR L £3. Physics Lab. 2022 ~F Twitter 74w &~
ke, FHHED Twitter 77V > b & THER S 72300,
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F1E 1ILCHIC

1.1 HBHEXKEBELZEOD

EVNIEBOEINBEERAIL, BRENPEHBICE > THEORWIREBICER T2 &
HWET 5. RS, LEVEOREEAEISIS L TBEIT 2 2w KIEEOEM, &
RICB 2ERERA] - BRIGES R T L4055, b L EWN - EEMNICEBEINTH
250DV DTH5. ¥z, KIBROENNES X7 LI HEMZEETH 2120 0
PHHT, JAXDODRERBRE I TH-oTHUANR FRIEGRS ZFILEEE VLo 72EW0n
BRREZ RS, EVMOAR O TIALKFET % 2 RABEREERKOET LR E LT, KGHE
DEMES R T ZIIEFICEETH 5.

1.2 R

Kild, FED LS AW ELNO B ZHME T2 EHE 2R L, EVFHITOVTE
FARD TV DU EORHRAEZ OE Lawv. YIFE O U WA H TR W
3, 4B TORHEET NV OWERIME NFORMIZHEHEZRHRICLTWS. HO6ET
BRENF O IES 5. BELM/ERNE, XFemzEL THVS.

> 2B TIE, FITABGEOEEZHERT 5 L TORAHIHIIOWTHANS.

> 5 3ETIE, KBEEMMICBI 2 7 FAGES AT 228U, ENiG%E
BAT 5.

> HAFETIE, 5 3ETEALLEERMNTHGRE D I, Y7 FIUBES AT LDOFD
NEWEZRE Z BT VEMET 5.

> ES5ETIE, /A RADFETIRTED X S ICIEHBRIEEEZITo TWAhEERT
5. %), BABRTHRELEEHEESLVOBBIED, RE7 4 L2V ¥ Z7HEECE
FABEIEE —E T 5 R T 5.

> 556 T, KRIGEEMMES AT A3ERBNFET|S 2L %YTHDH, B
FARADLEREEZ B BHEET B,



£28 KBREOEFFIE

C 2T, KBEOMEEIC oW TORARIE RT3 [4, 24].

> 2.1 JiCid, KW OHEENZ, run(EEEH) & tumble(Z ¥ X AT AERIR) & W
5, RAEDRERTTIANERR S 2 REN R, HEIEDI X Lrvr—2 LT
BIEED LWV T EIZDNWTIHENS.

> 2.2 B, (LFREDTFEET 2 & ZITALNZEMER, XA TR VR LY 4 —
JELTHEHEINTWE I 2hAb.

%2 B TOHEL, LEWEOREIIC T CERS 2 3o FHITE, L2 WE 2B
L, BEERABETRADEEILETH S Z L OHETH 5.

2.1 KIBEDEHFHCANAE

KWGEE (Escherichia coli) 1%, R&#J 2.5 pm, BEEK 0.8 pm DAAZ T L 7ARIRDTE
b, NAE (flagellum, pl. flagella) ¥ MHEL 2 IRGER ORIHE 2 (AR 2 & BAES
LTW3.

BEFICBVT, TRXTORAEDEIND S R TRKETE D (CCW) 253 2 & i
b, A7V 2a—D XS IHHEN ZEATTZ LT, H10pm/s TEAMRINGEHNT 5. —
5T, BEEHEID (CW) i2EEi 3 % & dUEiE 2 THEE S 2 80, Brown JEE* 212 X b 5
MR E 2. OF ), KGHOEENE, NATH CCW IZH#E L CTEET S run R
e, CW IZHEL TS ¥ X L% J7AEE%%Z S 5 tumble JRE L W5 2 IRREM T DER
DEDIELE LTHETE 2.

IREE DI REREN X run T 1 8, tumble TR 0.1 ThH D, ZORFE D TS fhi%
b0"[3]. KBEDOKRE XX 1pm 4 —& = IEFIT/NIWo, 18I DORIRIKER
FLOMPIHANT NIV SEHRRTH 5. Lo T, MR 7 1 3IEFFITR <, tumble
D FIGFRH R NIC LR CZ 2. D F D, tumble O FiZ CHEE) /T MIXIFIEMILIER
NBEEZDLIEDNTE, WKBOTIVYEL U +—2 L TARES. (K1)

1 EHRAYOME Y IIREN R B, W X3 REIX 2L DEEZ D25 THITTIdRY. RETIE
HHORHN DD, MEDD D% FRLEHWTRLT 3.

*2 BGEE T 2 ME S TORRANCEZR T 2 221k 3, TV & LAEE.

B IZDXIZENR oD ERF O WS AL, B3ETADS LS RILERICHEBOMREICE s EZ 5R
3.

*¢ 5% b, {& Reynolds (T» 3.



M1 (JAfR) 7V Z L7 +—27DaAva—RTIalb—yayOfRERIRT 2. HE
F—ET, EifEY 2 BEEIERUME, BRI BRI D & L.

2.2 Efti

AR, “BHEIKE o TARABERBEABZIF L, PHRAEREDOIRES 27 K
12, H5H 5 ORIBICKE L CEE T A2 2B 2 HE 2 EME(taxis) & XX, FF
12, AR & DAL LTtz & o TEBS 2 MHE I E{et (chemotaxis)
XN 5. PIZIEKREGEIE, FERT I /Be o REVE N SIRE THETS 250
WHEED, ~HTREAFTURA Y P Vo EEYENEEE CTHEET 355
DHIdRET 5. ZoXSMEEZ ZhZEN FE5IME (chemoattractant) , ZEYE

(chemorepellent) &\ 5.

RGHE OECEEF OB 28RS 2 &, KDL TV 25513 run OFFReR R A3
By, FEREERE M E OREARICIFIIERFE L RN e 3ba s [3]. R
AL TWAHEIE, § ICRATARRLZN 2 WS ZOMIRED DN, 725~
RO =0 THDHEARRTIENTE, FFITTI 2L —2a v 2i75 L ELHEZER
LTWbZEDHERTES.



E3EF EIEDOELFRHEER

HB2RLD, EBMERIT 2701203, (LFWHOREAEIIIE L TRABD ML
A2 U R0 ok, SO EFMEOREARLZBAL, ST 52
FTAERABETRER, EHEXTHIOTLREDD 5.

ZOETIE, {LFRADOMA - > 7 F L DIriE - EHOFH & v 5 FEFEIC BT 5, &
(L2 R BRI D W TR S % [4).

> 3.1 Hi Tk, (LEWEIZERHEE L CEELT 2 22 T, (LPWEEZRAL T
W3 ZEIZDOWTIRR S,

> 3.2 {iTlE, MIFENTOGEWEOIEICE D, RAFBE—R—AE T T F PR
EINBZZeEAD.

> 33 HITIX, RAEBETREEDE WS CheY-p 2, ¥D XS ITNAFEDEMN 72 3E
FOZLESIERI LTV ONWTIHRND,

> 34 HITE, YOFINMEREREE T 4 — KN JHET S Z2I12&-> T, FfEtE >
U OEEREREL TV I EIZOWVWTIRR S,

BIFETOEEZ, X2 DEWNLRIETH B, FIRGTFROEN DKL B, EHICHE X
BB XTI,

A e QkCe)R
Tew I _
e >8P
C‘taW

1w e
Abp
° ®

2: Bt 7 F MARER .



3.1 RBEBESHE

KEBE OMAEEIZE, XFILBESEERER > /INIE (methyl-accepting chemotaxis
proteins, MCPs) & XX 2 REERZHZAEDPFEEL TW5. KIGEIZIE 5o MCP 3%
BRDBBH Y, 7 ARG X VEBESZEZEIR (Tar) &) VEZWZAR (Tsr) id 28
T, 2/ EADE S LHIEANDE MCPs @55 90% 1E I &R, Tar & Tsr IRFEMIC
HET2WE (VH Y R)IE, ZOROED, ZhZ2nFICT R8T F U (Asp) LtV
¥ (Ser) TH 373, fiuc diEES pH, Ni*t FOREA 4 >R RMT 2 SHHZEM
BEo. DT, VA Y FOEBKNABEICZEDS T, —ROFBSIWEICOWTHER
T 5.

[FfED MCP 282 3 F T 1HOFE_RIESEFERLTEY, FRE_EERIZV S VR
AT IEEEELS 5. DB, ZBEKL WS tEEZoRE_BEREFET T 5.

MCP &7 X7 & —& 228 CheW %/ LTk ZAFY ¥ (His) FF—+*5 CheA
LREAL, ZREERE IR LTV, 5l (Sl MEIZEMRICHEE T 5 L, CheA
DHECY YERLIEENG (35R) <h b, ZORBREESERPTOY I FAEER, o4
L XEND anY v 7 READTLAAT, CA N ETMTEDFHAEINS [19].

3.2 CheY & His-Asp J VB L —

LR 2 A L 72 MCP 2% CheA ZiEM(L T2 &, CheA ZHCY YHILITED
CheA-p £ 72%. His-Asp V> L— 12Xk > T, CheA-p DV VEEEEDEEHIEIA T
CheY ZHEZ L, CheY-p 3K E 5. Z D CheY-p BSMIfEEF EILEL L, NAETE—
R—DAA v FEREKIKET 2T, HREEDTOKEIZIHS. CheZ DIFEIC
b, AL T3 CheY-p 3V Yt x4 CheY NE 5.

3.3 NAEFE—HF—

NAEZEFRZHTVWEDIEX, XV RI7ETHREINT RAEFE—F— TH5H. RNA
FEE—RX—IIERANTIEH LD THRAIN-AEEETH D, S8 300 MlEE3T 3. 24U
F1 oY DREGEEICVCHS 2. 2RI, RABD S BROEDHBHES -

5 [H RO D TH 2 HOMTREE Ld .
eRFYrFF—F (HK) &, 77/ Y=Y Y (ATP) 2B LT AFY VEEZACY VLT
=



> [EE T . BHED 7 DICHE IR TRV F =R (T 55
» [OlA T [Ol§RS 2 85

> 571 [AlEE T O [ElER E (RIS 5 E )

> i C KX CENE, EfRoEEZ ETES

3.3.1 EEF

MotA 23453 FL MotB 232 BT8R E o7 "7 EikL LT, BEFERE »E
RENTND. ZOMEEFEEERIEINABREIMEDORE DITPia e d 11 M EFEL,
A A v oBBEK e LTE7zs <. RBETIE, H 2ESLENARE R2 X512
MRSt & BRI AL 28, Rrc, HY 23R 775 X459 5 [EE TEA RN % il -
Tl 2 #i) 5 B, EEFoEZks 5. ZUTHWy, MotA k[T 0 FLG &
DO CTHEMERFE XN, RFEHED O ML 0334T 5.

3.3.2 [EERF

MR TI1E, MEE Eo MS U > 2710y MS VY ZOMIBERICHEE L C VYT
LR IS, CVY7E A4y FRNVE(FIG, FliM, FliN) 2672 2% 5 v 7RO
MiETH 5. Fi/MITHRNIED, EETO MotA [E#ET O FIG PMHEMEHT 2 Z
ik, MinFICRFFEIRID @ Lo b b, £7z, His-Asp UV VY L=k b4
X417z CheY-p 23HlEFd FLIM < FliN *MHEEHT 2 Z 22k b, [HlEsFolnis
HAHDREEID I D ED 5.

3.3.3 =7

WHAZ X, [AlEE S 2 B E A B L W X 51§ 2720, G2 O#ETH
2 FlgH o2 LYY 2y, Flgl 256482 P VY IholREATED, o
TLP VY Z MR, LP )Y R ERERVERKTHH->TH, 7v 7RV E FlgE
PP AEPE X NAUDEEME R R T e s, LP U Y2 P L7 OREEES LW

T P27 ) +H Tl PomA ¥ PomB 2Mtbh b %405 .
*8 HEPEeoE pH BBICAER T 2 HOME T Nat 2N 3. £, MEEIERREOZ(ICE T T HT BE)
J1¥ Nat BREj 2007 5.
*9 25 AEEHIEICEWT, MR 2 S EO RIS B 2 BRRE.
025y v razhzh M) V> 27, S(EM) V> ZeZhTunks, B—0BIET fliF 12k
ZHEETHZ e b olzd, BETIEMS VY Z2HIh T3,
LGt T, ERFEDZ T ARERHICOAFET 2ETH 5. KIBHIZZ 7 ABERETH 3.

9



EDMERRTE S,

3.3.4 EiEE

Ry R, 797, GO P B%S. By FI FloB, FleC, FloF, FleG TR
XNTED, WEEOKENEZHEHS., 79 71E7 v 7 X7 EPBERICER LRFIKRD
ME» B, HEIRDLEAH T M LD 2 JIEINCRRENE R 2156824 S ﬁﬁ@77
DV EMENDE X R ENEE LUIEHEREHET, 27 eI U THEES

34 RXHAT«4TT714—FNvo

FINVMETDH 27 AN F UVBOREZZBIC ERSE 2 L, KIBEOD tumble $HE I

—FETT2d00, LIXBLT2LdOBEARET S BN »8Hlch3 B —7
T, HHiE CTRNREEETIRED Y F Y FBEOAIKEL TRATERIELTWS
728, ZOEIRIEGIERONBZNITTHS. 2Fh, BEDV AV FIEE KT 2
Z e CREORENZ LR/ R TE— X —DEfE Az HET 2 ‘Rt > >
77 DIz, MOELENTWE Z e TIN5,

KIGHEOEMEICB T BIEIGE, ZEKRD X FOUL/BX F I X > TEHEIALTY
3 RBEDINER I VBERIED S BEXAFAMEEINTVEDDHRZVIEY, ZEERDEZ
MK RS 3. CheA-p DV VEHEAD CheB I[2H8 LT CheB-p £ 7% &, CheB-p I
ZHERDOMX F IR LTI %, ZEKROMIENCEET 2 70X 3 VU likE
DX FNALZ T TH 5. I, R FNVEEEHESR CheR 3ZBRD 7N & I U EEE
ZRXFMET B RIE%E T 5.

CIZT, RATA4T 74— RNV PDERETVWE I PEETH . ZEMKIZHETY
Y EDHEET 5L, CheA DHCY YBALEHIZIMHI SN EDTHo%. ZHITED
CheA-p DEEIME T T 2 & CheB-p DIREDIKTL, X F AL/ X F LD HIHH
1, CheR X 2ZHEKD X F MU ZEINCHR D, X F ML EATTZEEKIE, F5D

Y ROIEFHERIIBWVWTSH CheA DHCEY YVELEZEHET 2 X5 IEHT 5.

CDEIBRIHT 4T 74 =K 2712k, REFOV H Y RIBEICN L TIEGZT
WV, EIREORE T D MR EE oREZIC T 2 EZHEE RO Z L 23 A[REIC KR > TV
5. ZHERDXFAICED “GR OREEZR TV WVWR X9,

10



FA4E SUFTIVDEOEXBIEETIL

Z 2T, EtEEREART 2EAKEETLERS (1, 25).

> 4.1 HiTlE, MEOENMMSY 7 FIMRZEICE TS 1 DHOEELRRHMTH LS 7F
IWHEIEIZOWT, HHZ R LX —2HWEme T W E 2 H T 5.

> 4.2 FiTlE, MIEDEMMY 7 FIIBEICB TS 2 DHOEELRFHETDH 2 HEIC
DWW, Barkai-Leibler DfRED FTHNZA MR AZROZ & 2T 5

> 4.3 HITIX, Y7 FAEREEIELD 2 SERME LTRO XS5k, Y7 FImEs
AT LDOEARET IV (4.34), (4.35) BT 5.

4.1 ST FI)LiEg

> 7P MBERBRIZIE S 7 FVEIEOMEIFELE T 5. flZIE, FF-—EEE R
i, ZAEREEROZITLN, 35 /FrREVIePHSNATVS pﬂ.it,/ﬁ%
NMEEFR DK TH ZRABE—X—IZBVTH, 7 FIAMENITOATHS EEX
sHhTWVW3 [8].

Z T, fF#&;m*fZlS@ﬁ'ﬂlﬁE’Jtcéimuﬁﬁ L, REeke LTS 7 FIUEEI ER S N
% %9 E*ﬁé*ﬁkomf%

VY E gﬁ-‘@}ifm\_’)lﬂ“ﬂi Appendix A %, HHIZ XL X — L HERDBERIZ

DWW Appendlx B 2 EZRE k.

4.1.1 ZAGEHADFEMHLE

SZHRREF D GEHER ZRD BT, ETIIHREBICD2ZERDLELRL 720,

TETE(LIRAE (active state) ITH 2 A% Ry, TEHEE(LIREE (inactive state) 125 552

BHRE R EMTHILi1CT5. ZBEKRL VDY R L OFRIEE LTRD 438D HE 2
55 !

R, =R;
R.L = R;L
R, +L =R,L
Ri+L=R,L

=T, FBO 2 KISEEECRE RE R OB R R L, FERO 2 KSEY 4
R REKORE R R LTV S,

11



ZER G D EE o) &, EYHELIREE (active) 25131, quﬁ‘liﬂﬂﬁﬁg (inactive) 72 5%
02 2ZBE LTEDS. £, B0 VAV FESE )\ &, 51K (binded) 72
HIX 1, JEAEEIREE (free) RolX 0 ZHAZERE LTEDS. ZDL X, ZHEWK j ok
FREEIX (o, Aj) THEEZ LS.

ROWIRE B —EDFHIREEICH S L, HEZHEERJICFEHL LS. £3 7 nlkEE

EDER S DERES

S = {€ € S|(az, A;) = (0,0)}
S = (€ € S|(aj, Ay) = (0,1)}
S(f) = {f S S|(a]7/\]) = (170)}
S(b) = {5 S S|(a]7)‘]) = (171)}
LERTB. TIT, SHIhL4008EE B 12XNE 2 IEET S

szgﬂ@gm@gﬂ@gw

FHRLEIznREiownT, ce S tasmir pl, e s trrmEE
. e e S ehaitrr pP, ¢ e SP TthaiRE PP LERTE. £TORERK
m%ﬁfﬁbx§%3®k0ﬁdﬁgﬁ®f,pﬂ%®%ﬁd%4 € (o, \) BEL 2 324K
DEGE LTART IR TE S NICHEREY L.

TAAF— B(E) &N TS HRRECR

Zi= [ d¢exp[-BE()
Si 69‘5'1
Zo= [ A€ e [-BEE)
Sa ' ®Sa
LREET S, LA TR RS Bl L% — 3 2
F 11 A
i = —5 1084
3 g

1
F,=——1logZ,
B

LERIN, INLOHMIANF—E AF,; = F — F, THWV 2 LEROICOWT

p" +p”  exp[-BF]
W0+ p  exp | GF]

2 HFWNIR LD EDRWESEEOEHE L THobT I L.

12



= exp [_BAFa,i]
AT 5. HeERoRat pl) + p +p + ™ =1 ps b oz v R EZ B

exp |— AFai
p0 4 p® = p[—BAF, ]
1+ exp[—SAF, ]
1
1+ exp [-SAF, ]

rRoOLND. HELEGL L TARELZZEEZEVHETE, RICXHT2ZEKD
EMEER o 13

P+ p) =

a = (o)
-l
a,A
() (b)

=1-p +1-p{ +0-p +0-p|
=p +p”

B 1

1+ exp[-BAF, ]

(4.1.1)

ERDEND.

4.1.2 FEHEXRDORIORR

AF,; BED XS RBEBETH 2 DHh#ANE 720, a DHIORKEZKRD 5.
BOHE B e

7z = /s“) d¢ exp [-BE(§)]

i

70— /S , 4€ exp [-BE()]

a

LERTD. O E, ZRZhOREDHHT AL F -7
Y = —l log A
i 6 1
FO = L 1og 70
a 6 a

13



LEHSNZOT, chboalzIAF—Er AR =FY - FY vgnz. cov
x, ERoizonT

) exp [_ﬁ Fi(f)]
pz(af) - exp [—BFa(f)]

= exp [—ﬂAF;ﬂ

DRILT 5. MERCEHIGOR—HETS &

p® [Rileq
' [Ra]eq + [RaL]eq + [Ri]eq + [RiL]eq
p = [Raleq

[Ra]eq + [RaL]eq + [Ri]eq + [RiL]eq
DRI TR eabiEsde

[Ri]eq = [Ra]eq exXp [_BAFSR] (4.1.2)
2185,
2 DDIEE [ IRHER S D FRBEERNT DO WT (A.2) ITHY 3 2 BIfRA
(a) [Ra]eq[L]
K =i (4.1.3)
() [Rileq[L]
Ky = RilJo (4.1.4)

DMALT B. 72720, IRATFD “eq” BIERIG & W RIGDHEDE LW {LEFEE TOE
ThdIZLERT.

(4.1.2), (4.1.3), (4.14) 2Fr 2L, [Ru|eqg KT 2HTHOBEEEZHODT L
MTED !

[RaLleq = [Raleq %
d
[Rl]eq = [Ra]eq exp [_6AF§1)}

14



ChEHWS v, ZIREEICH 2 ZBEROE G

pgf) - 1 o :
1+ [L)/K® 4 e AR (1 L] /KG@)
S0 _ /K
a f .
L [L/RY + e 800 (14 [/
_ (f)
o = o
T [L/E 4 e PR (1 /K
- ® i
S e PAN L)/ K
D 1 [L/E® e PAR (14 m/&$)
rRDENG.
FRITHT B IR a 13
a = (aj)
=> a-p{)

a, A
=1-p0+1-pP +0-p” +0-p{”
=p{ +p{”

B 1+ [L)/K
o a — O i
1+@VK§W+eﬁM%{1+@VKy)
B 1
1+%35A¢2<21;E£E§;>
1+ [L)/K§
TH%.

HHT I F—% AR 13 XFIULE m OHCHTF L, HRE—E D4 FCIEB
fm(m) ZHWT

BAFY) = fiu(m)

LD EZEZNUIXI V. Fz,



CEDD. ZOLERORAEBL !

B 1

14 exp [—fm(m) — fu([L])]
(4.1.1) & (4.1.5) R 3 5 &, (FRECEXILL L 72) EMHELIREE /RS CREO B
HIZ L F =2 Af = BAF,; 1%, WEHOEK m ITIKET 2 fi, &, SMEEOZEE L] 1
WET 2 fL, KHEITEZZ2 b5 !

Af = fu(m) + fu([L])

a (4.1.5)

4.1.3 ZAMEKD Ising ETIL

SRRIEREE 27227 9 AKX —RIBR LTS Z L %R [11] Sz rickh, ¥
7' FVHEIEICOWT Bray {REt 28I X 17z [7] ¢

Bray K&

ZRED 7 72X —ICE D, FH—2 7 AR —NTILEZBIERDOEIEZLH 5 F
iR E, ¥ 27 FLDBIEICEHEET 5.

Bray (REiICES &, BXBROTEMELIREBIIZENR Y 7 X 2 —NTIHIIEEER %
Fo. {EMHLIRBE 20 L RER—HTIUE, 77 AX (LU ZEROIEMEI @
P Ising €7 )L CTilid TE 2 Z e b [9).

N HOZEERD» SR D 7 FAR—%EZD. ZHEW € {1,2,..., N} DIEHIZ o, X
FbIE p; THERZONDZ LT D, 7 F7RAR—HNDREMERRT (j,k) B3HEEBE J; >0
THEMERAL, FUEERREBE 22 & ELEICKR D SEBHRMEL Thrr35. £, I&
PEALIREE / RISHEACIREEO B = AL ¥ —22 Af 23 “Bi5” © LT, SZAERIC/ZVW LTS
PEALIRRE / RIEELIREE D MFME DB (“2 & v KEERFEDOBN”) b 726F. 2Dk
E, WHEARZ -0 d = (a1,q0,...,ay,) THEXONEGEED, 75 2AX—HNIZBIT3
(FRETEITUL L) AIN =T Y HIEZRDESIXEZHNS !

H@) =~ Jix- (2a; —1)- (a5 — 1) = > Af(m, [L]) - a (4.1.6)
(G.k) j
72720, B—HOMIIZBMARRT (j,k) IOV TL 3.
CDZENRT T AR —DRPEEIREICH 5 & OYMEIX, 7BECREIEL

. —H(a
chuster — } € @
a

16



FHWA L TELNS. EED Ising EFL L RIMIC, FE5ELTRTINICIEL 2
X, Monte Carlo i£% b 5 W TEHEINCHRLS ZE DAJRETH 5.

Z D Ising €7V TIE, Jjp ZHEUNTERT 5 2 & TRRDEHDZEMNEIFLET 58
BIZHINETE 3.

4.1.4 FEEN MWC ETIL

RERT FAR %, BINSBY T FZAR-IHET ST, KOEHERET L
PEHND [14]. &Y T2 FAX—ANTEETOZEERIELFEE L THICH UIEHEL/
NEMIREBICH 2 e L, #IC, BR2Y 777 AKX —IIBT 2ZAKBTIZE S MEESE
HLZwe$2. Zhld Monod-Wyman-Changeux €7 )L *13[15] ¥ AT Z e
TZ 3% [22]. MWC E7 /W& Ising €7 /UIZDOWT

g oo ZHEWK ] ERBEREDPFRECY T IRAX-IIET HE =
PFTN0 AR e R R BRI T SRR BT A

Y L4 5 S hs T .
N ZEED R Z2H T2 5 ZAX—2BWT, RIFEMERE L @R LRED 5l
INVF—FFINAfTHS. XoT, wMHRIZ

1
“= 1+exp[—NAS]

) L(1+ [L]/Kfia)>N (4.17)

L<1+¢LVBé@>N—%<1+[M/K§UN

ThEzoh5s. 72U, FEER L = exp[—N fu(m)] 27,

4.2 &R

DBV ERIEE R L AR, MEOEMEEERE QKGN 2ZIC IBS 32 2 e p
TE 3. KBEOEMMIZLRNHEMTH 2720, BEIELEHEST 2/-20DFFLRYE
RoTW3,

FIVMETH 27 AN F UBORELZZBIC LR EE2 L, KIBEOD tumble $HE D
—FHERT 2200, LIS T2LdDHEEAMET 2 ZePEHlZNS [5. 20,

*BEROY T2=y M ERHORXVARZEREGHRTOTORT Y v 7 X VR BHEERZHET 3.
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JIES# D tumble BHEE X, VA Y NBER EORE O 2R X B2 L THFE CHEE
BRo. By b7 —=212BWT, EDXIICLTID XD ICIEMERNERAAIEEICR 5
DIEAIM?

4.2.1 Barkai-Leibler €5 JL

RO~ 7 v B, EHEERa, VIV NREE L], XFAUEEm DO 3IEHTHE. X
DIREZ & 14
Barkai-Leibler &7 L DIRE

> X FL{LiER CheR 1%, AR VE CEMLCTEVTW3.
> i X FAALEER G, RAMEEE VB T (ZAEKRY 7% D ®)Michaelis-
Menten E# K, DIEHZHERICOAIERT 5.

EREANS, X F UL RV OZLRIZTELR o 2 FWT
dm R an?axa
-~ . _max 4.2.1
dt Vmax Kb + a ( )
ERTZEDTES. RDMEST 2L %, ERREdnm/dt = 01272 25DT (4.2.1) Dl

DBOIWCRBEBE alZDOWTHL .

R
LV
- B R
Vmax - Vmax

B35, TAUZV A Y FIE [L) IS LR WERTH 205, BAR R RRERHOC
DHERTE 7.

4.2.2 BT AV OHEF

MWC 7B BIEEIER (4.1.7) ZHWT, VF Y FIBEZ(LICHT 2 ZAKEE
DIKEH A D .

VY RFIREE Lo, XFMEE mg, EHER (a), TILETFEICDZ2 T 5. ZDOLE,

L0(1+¢Lb/3j”)N

ag = (4.2.2)

Lo(1+o/KY) " + (14 Lo/ KY)

*14 52p213, = @ Barkai-Leibler DIREIE R AR M 2R 2 HO7DIC T TH 50, LT LBMETIIER
WZ e 2bhbhroTW3. flzlE, CheR 145 U bR AMBLEE CEINLL &b, FEERZEREEE
FNCHEE Y LTEnNE k.
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THb. 172L, FEER Lo = exp [N fm(mo)] Z AW,

PEIRREICH 2 RDV H > FIEEIM/N2EBEZMA, Lo — [Llo+A[L] €352
ErBEZD. AFUEL L m OZLIE BN L 2 IRET B &, ENE DR R
I — LTI EERIE Lo DEETEDLL RV, IEHERDOZE( Aa X, VIV NEEE
ft. A[L] @ 1 XE THAUR

4 {1+ a/K(")” :
BT Lo(1+m/K§"‘)>N+ <1+x/K§i)>N Al +O<<A[LD >

z=[L]o

1 1
K+ K + (Lo
KW kO
(K + [Llo) (K5 + [L]o)
#18%. MWC BTNV ZBEY 77 5 AR —DH A4 X N IZHHIT 2 &5 8ED
HIEXHTWS. £z, JOBEFHIELETOEMENER ag ITHHRIFEL, g =0,1 TO 2L
D, ag=1/2 THRXEZ L 3.

Lo B—ETHDLE, ag i [L]o KKEFET 2729, ag = 1/2 R 2IETLWenk
HiFHIZ [Llo DEET 22 PRETHE. DD, BSOS FIUVHEIEER MRS 2120, 16
MR a % ag IR T 712D DIEMEZNECHANETH 5.

BINZ K o TXFALL 0L m 5 - < D e (b3 2R, FEEE Lo 2L L TH|
HWMOZLEEID GV, EERD ag ITRS. IS EMIRDO> 7 MITHSEL, Hitwvwy
A Y NEETOENRDIEERI ag ITRE 5.

RDEFD Y A FIEEE [L) WCIEE L7z & & OFMER Lo 1%, (4.2.2) 2R &

:N~a0(1—a0)< )A[L]+O<(A[L])2)

~—N - ao(l — ao)

A[L]

ao (1 + [L]O/Kc(ii)>N

Lo = 1—ag (1 N [L]O/Kéa)>N

ThH%. VHY FBEEER [L 55 [L] KZ{LEeREEROEE a([Lo: [L]) 1, Zhzf
AT e

a([L]o; [L])
m(1+umyK§§N(L+@yK$§N

o1+ Llo/KP) T (14 LK) + (- a0) (14 Lo/ KE) (14 /RD)
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viEohs. OB, EWENEREIA SR N, a0, K K 0485 2—20
ATEES. B2V NRETOINEZEHIL, ZOBEBIETI7 4 v 74 7 %1To
ToAER, NI RX—RIE N ~6, K ~18pM, K, ~3mM,ag ~ 1/3 ThHo7=. ZhuX, O
LD FAR—D_BK6HBEI OB INTVE I 2R T 5. £z, agld 1/2
Wik, RELIDET A LR ->TWVWE Z ICHEEY .

4.3 KBEAELCHES I FIVEDEDOHRETETIL

ZZETERLRGRENMES 7 FVEEOET LV EBE L XS5, ZRIZ3OT, VA
‘F%W[]‘yﬁ#%—%ﬁﬁa ZEEXF LN m TH B, ZEIKICHESIV

YROHEET S thc]:b Fr—iEHEHESNS. ZEERIEA FLEEMICKD &
DT 4 — RN 7230}, HEIZERSNS.

VA Y RiEEE X — %E@k@hﬁx#—ww X FNALDIREE R & — iz tbx+47
HNDT, a b [L] ZHEREEREM T2 22N TES. ald, A FIZRAEZEMRLTm
YL BB LTRET BN TE S,

MWC €7V (4.1.7) ZHOWTIH IO EWZEKR S 7 2 2 —DiE LR E2B T 5.
FEGZERX F UL NV m OZA LR 2 — OB F TR e 5 &, ELEHERE
DETNLNERDEIHIZHEL ZENTES !

dm

Frie = F([L],a,m), (4.3.1)

(i) -1
1+exp | N| fmu(m)+In M . (4.3.2)
1+ [L)/K

2 ZTHWRIEKRD X FOUERZA F OBIBIBE, HARNOEMED & ERAINTIT L CH
s Tniawn [24]. 2L, I XEEERIELSABEINTVS 2,5 2ehb, Flda
DAITFRKIFE 2 FDI3 T TH 5.

F %, a AT 2 BB 72—l TH 2 e RET 2. EHIRE dm/dt =0
T, F(a*)=0 e R2EER a* 1HB. ZOMEEM a* 1& [L] TKFET,

F'(a) <0 (4.3.3)

kD, RHZ F'(a*) < 00 W KEEETH 5. AU, *F—Eiltkd [L] IikEe s
AU LA HAET B “522” BIETH 5 2 L R EKT 5.

15 R RHEITR TS ER I N TOVRWIES TS, H3BENAHADO TN s, 20
BREOEEY KIS OBEEIIFEERICE LW AT I L.
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COETIMIHMTH 32— T, RKBEEMMES R T o588 5% 5 2 CERER, R
KopEMYE, *F—BIHHEICHT 2ZBED X FIULORNE, ZeRIELEEEATWS -
o, ThEKGEOEMHEEEFT LRI Y IZT 5. ZOEEEFILOZYMZ, &
BEOREIC X > THAEENS. flxiE, F(a) DBEEIIEBEBNAE 2> L EDI6
EPBHRDDB W TE S [25].

ELEOEEE T

VY RIRE [L], FExF—EiEt a, XFALL L miZonT

dm
) e LK
a= |1+exp (N(fm( ) +1 I~ [L]/K(ga)>>] . (4.3.5)
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51 EA
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5.3 a2 IRE(L

54 ETIVIIEERL

5.5 HFETILEDLE - XL

5.6 HIEHEEE - MEBED /NS X — 2 KTFE
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Appendix

A UHVFEEDERR

VY FLEZBERR ORIGEEZ S !
R+L=RL (A.1)

L, R, RL ®EE% zh 2 [L],[R], [RL] £ L, [RL] ORMZ(LE M AR TR
52 %FEZ5. RAEDKEEL [R], [L] omiickfl, ©oF b [R][L] s 2 &2
LMD, ZOLHIREE ko & BL. BEEOME X [RL] (AT 2 e E 2 o0, L%
Br kg £ BL. ZOLE, KB (A1) 1K % [RL] ORFEZLIZRD & S 1citih a5 .
d[RL)
dt
JER S R+L — RL ¥#&6 RL — R+L OEER—HT 2 (L2 C1F, BERER
Kq = kot /kon ICDOWTRDORAFLT 5 %16
[Rleq[Lleq
[RL]eq
7L, BAFD “eq” WX TFHIRETOETHS ZE/RT. TIZT, VAV FEE (L)
BHROADPBEZ N, ZEERANOBEIC X Z2BPIEHTELZ2 T2, [Lg=[L] &
TZX57D

= kon [R] [L] - koff [RL]

Kq =

(A.2)

ThH5.

B MRrEHEIRILF-—

WRE 8= 1/(kgT) OBVEHIREBICH 2, KEE N TEBDOP—EDREEZXS. b
IR E BRI T HMEREE p(&) &, =HNLF— E(E) @ Boltzmann KF 12 LAl
35

p(€) = — exp [-BE(E)

*16 «ppitE e (A.2) TEFR L T well-definedness HAEE N 27 HEZTH K.
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7272 Utk 72%, Boltzmann RT%2 43I 7 aikEEOEE S ETHD L7=7ECBE Z
RERLT

IV OREOEE Sy C SITHL, B mEREE Zy %

CERTHE, HEBL TV I 7 IR Sp I8H BHER pa 1

fsA d€ exp [-BE(E)]
Js d€ exp [-BE(€)]
Za
-z
ThHEZoNE. £oT, BHELTWS I 70k I 7 nikBOESR Sy & Sg DZNE
TUCEEN RO

A =

pa ZA|Z  Za
ps Zs/Z Zg

ThHb. ZIZT, RKEBESS, OB E, %

exp [—fFa] _ pa
exp [-0FB] pB
lalz T XDICED BI121E

F; = —% log Z; (B.1)
Z?‘ﬂbiib\*” EROn5. TORDIFIL, #iEt17£12B W T Helmholtz Bl 3L
Z o BLBEE W TERT 2R
F = —l log Z
B

YOI —HL, HARIETH 2. XoT, MRI F, % BHIRILE— LFERZ I
T 5.

1T OB Z; 13— RICIEXRTT TR VDT, ZOERIZEEITIZEL L RV, I 7 0lkEEES LRk
MV CElokl Z = Z)V 28I TERETHS. 1=FL, VORCHEZZTOAHT AL ¥ —
WIZDOWTELT 2DEERIASZ I TH Y, RO ELERT2DEHL EFTHHZRLF—D “£” TH
578, V OBRVCHIIARERN TR,

25



BZ 3R

1]

2]

3]
[4]

[5]

(6]

7]

9]

[10]

[11]

[12]

[13]

Sho Asakura and Hajime Honda. Two-state model for bacterial chemoreceptor
proteins: The role of multiple methylation. Journal of molecular biology, Vol.
176, No. 3, pp. 349-367, 1984.

Naama Barkai and Stan Leibler. Robustness in simple biochemical networks.
Nature, Vol. 387, No. 6636, pp. 913-917, 1997.

Howard C. Berg. Motile behavior of bacteria. Physics today, 2000.

Howard C. Berg. E. coli in Motion. Springer, 2004.

Howard C Berg and Douglas A Brown. Chemotaxis in escherichia coli analysed
by three-dimensional tracking. Nature, Vol. 239, No. 5374, pp. 500-504, 1972.
Howard C Berg and Edward M Purcell. Physics of chemoreception. Biophysical
journal, Vol. 20, No. 2, pp. 193-219, 1977.

Dennis Bray, Matthew D Levin, and Carl J Morton-Firth. Receptor clustering
as a cellular mechanism to control sensitivity. Nature, Vol. 393, No. 6680, pp.
85-88, 1998.

Philippe Cluzel, Michael Surette, and Stanislas Leibler. An ultrasensitive bacte-
rial motor revealed by monitoring signaling proteins in single cells. Science, Vol.
287, No. 5458, pp. 1652-1655, 2000.

TAJ Duke and Dennis Bray. Heightened sensitivity of a lattice of membrane
receptors. Proceedings of the National Academy of Sciences, Vol. 96, No. 18, pp.
10104-10108, 1999.

Sosuke Ito and Takahiro Sagawa. Maxwell’s demon in biochemical signal trans-
duction with feedback loop. Nature communications, Vol. 6, No. 1, pp. 1-6,
2015.

Janine R Maddock and Lucille Shapiro. Polar location of the chemoreceptor
complex in the escherichia coli cell. Science, Vol. 259, No. 5102, pp. 1717-1723,
1993.

Takumi Matsumoto and Takahiro Sagawa. Role of sufficient statistics in stochas-
tic thermodynamics and its implication to sensory adaptation. Physical Review
E, Vol. 97, No. 4, p. 042103, 2018.

H. H. Mattingly, K. Kamino, B. B. Machta, and T. Emonet. Escherichia coli
chemotaxis is information limited. Nature Physics, Vol. 17, No. 12, pp. 1426—

26



[14]

[15]

[16]

[17]

18]

[19]

[20]

[21]

22]

23]

[24]

1431, 2021.

Bernardo A Mello and Yuhai Tu. An allosteric model for heterogeneous receptor
complexes: understanding bacterial chemotaxis responses to multiple stimuli.
Proceedings of the National Academy of Sciences, Vol. 102, No. 48, pp. 17354~
17359, 2005.

Jacque Monod, Jeffries Wyman, and Jean-Pierre Changeux. On the nature of
allosteric transitions: A plausible model. Journal of Molecular Biology, Vol. 12,
No. 1, pp. 88-118, 1965.

Carl Jason Morton-Firth, Thomas Simon Shimizu, and Dennis Bray. A free-
energy-based stochastic simulation of the tar receptor complex. Journal of molec-
ular biology, Vol. 286, No. 4, pp. 1059-1074, 1999.

Kento Nakamura and Tetsuya J. Kobayashi. Connection between the bacterial
chemotactic network and optimal filtering. Physical Review Letters, Vol. 126,
No. 12, p. 128102, 2021.

Kento Nakamura and Tetsuya J. Kobayashi. Optimal sensing and control of
run-and-tumble chemotaxis. Physical Review Research, Vol. 4, No. 1, p. 013120,
2022.

Karen M Ottemann, Wenzhong Xiao, Yeon-Kyun Shin, and Daniel E
Koshland Jr. A piston model for transmembrane signaling of the aspartate re-
ceptor. Science, Vol. 285, No. 5434, pp. 1751-1754, 1999.

Pablo Sartori and Yuhai Tu. Noise filtering strategies in adaptive biochemical
signaling networks. Journal of statistical physics, Vol. 142, No. 6, pp. 1206-1217,
2011.

Yu Shi. Effects of thermal fluctuation and the receptor-receptor interaction in
bacterial chemotactic signaling and adaptation. Phys. Rev. E, Vol. 64, p. 021910,
Jul 2001.

Victor Sourjik and Howard C Berg. Functional interactions between receptors in
bacterial chemotaxis. Nature, Vol. 428, No. 6981, pp. 437-441, 2004.

Peter A Spiro, John S Parkinson, and Hans G Othmer. A model of excitation
and adaptation in bacterial chemotaxis. Proceedings of the National Academy of
Sciences, Vol. 94, No. 14, pp. 7263-7268, 1997.

Yuhai Tu. Quantitative modeling of bacterial chemotaxis: signal amplification

and accurate adaptation. Annual review of biophysics, Vol. 42, pp. 337-359, 2013.

27



[25] Yuhai Tu, Thomas S. Shimizu, and Howard C. Berg. Modeling the chemotactic
response of escherichia coli to time-varying stimuli. Proceedings of the National
Academy of Sciences, Vol. 105, No. 39, pp. 14855-14860, 2008.

[26] Hyung-June Woo and Benoit Roux. Calculation of absolute protein-ligand bind-
ing free energy from computer simulations. Proceedings of the National Academy
of Sciences, Vol. 102, No. 19, pp. 6825-6830, 2005.

[27] D.M. Zuckermann. Statistical Physics of Biomolecules: An Introduction. CRC
Press, 2010.

28



	¤Ï¤¸¤á¤Ë
	¤Ê¤¼ÂçÄ²¶Ý¤Ê¤Î¤«
	¹½À®

	ÂçÄ²¶Ý¤Î´ðËÜ»ö¹à
	ÂçÄ²¶Ý¤Î±¿Æ°¤È¤Ù¤óÌÓ
	Áö²½À�

	Áö²½À�¤ÎÀ¸²½³ØÅªÉÁÁü
	¼õÍÆÂÎÊ£¹çÂÎ
	CheY¤ÈHis-Asp¥ê¥ó»À¥ê¥ì¡¼
	¤Ù¤óÌÓ¥â¡¼¥¿¡¼
	¥Í¥¬¥Æ¥£¥Ö¥Õ¥£¡¼¥É¥Ð¥Ã¥¯

	¥·¥°¥Ê¥ëÅÁÃ£¤Î´ðËÜ¿ôÍý¥â¥Ç¥ë
	¥·¥°¥Ê¥ëÁýÉý
	½ç±þ
	ÂçÄ²¶ÝÁö²½À�¥·¥°¥Ê¥ëÅÁÃ£¤ÎÅý¹ç¥â¥Ç¥ë

	¥·¥°¥Ê¥ëÅÁÃ£¤Ë¤ª¤±¤ë¥Î¥¤¥º¥Õ¥£¥ë¥¿¥ê¥ó¥°
	Æ³Æþ
	2¼ï¤Î¥Î¥¤¥º
	¥Õ¥£¥ë¥¿¥ê¥ó¥°ºÇÅ¬²½
	¥â¥Ç¥ê¥ó¥°¤ÈÄê¼°²½
	À¸²½³Ø¥â¥Ç¥ë¤È¤ÎÈæ³Ó¡¦ÂÐ±þ
	À©¸æµ¡Ç½¡¦À�Ç½¤Î¥Ñ¥é¥á¡¼¥¿°ÍÂ¸À�

	¥·¥°¥Ê¥ëÅÁÃ£¤È¾ðÊóÇ®ÎÏ³Ø
	´Ê°×¥â¥Ç¥ë
	´Ä¶�¥Î¥¤¥º¤ËÂÐ¤¹¤ë¥í¥Ð¥¹¥È¥Í¥¹
	¾ðÊóÎ®
	¾ðÊóÇ®ÎÏ³Ø¤ÎÂèÆóË¡Â§
	½¾Íè¤ÎÇ®ÎÏ³Ø¡¦Shannon¾ðÊóÍýÏÀ¤È¤ÎÈæ³Ó

	Appendix
	¥ê¥¬¥ó¥É·ë¹ç¤Î¸½¾ÝÏÀ
	³ÎÎ¨¤È¼«Í³¥¨¥Í¥ë¥®¡¼

	»²¹ÍÊ¸¸¥

