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Abstract

We present a dynamical theory of integrate-and-fire neurons with strong synaptic coupling. We show
how phase-locked states that are stable in the weak coupling regime can destabilize as the coupling is
increased, leading to states characterized by spatictemporal variations in the interspike intervals (ISls).
The dynamics is compared with that of a corresponding network of analog neurons in which the outputs
of the neurons are taken to be mean firing rates. A fundamental result is that for slow interactions, there
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1. 5|5

PR ZN 1) R AR AC R, BT & e iGN R~ R X 4 (W Abbott, 1994 A ()25

k) o 2 —FP 7 AN E TO I R — A PRI R 2R, 12O R AR e TR [ B TR P R (B 2R (Hop-
field, 1984;Amit & Tsodyks, 1991;Ermentrout, 1994) B B 75 S L6 N 5 % (Wilson & Cowan, 1972;
Gerstner,1995). 2RI, Hir—L5CTBAEE TSGR, WE(E RS RIS [0 o] gefE M & oo (s B b A =
B, XA AT T B A 22 T () 5 RN B)) ) S B EO AR T O i, Ok B AR R4
BEBURAIZ T H1 Bk P F %, e e JIER I tH S R ] A8 e, (T SE AR B B A IR A = FE ) F
IPE (Strong, Koberle, van Steveninck, & Bialek, 1998). XFhal FHIIPERG 58 T #4715 B UAE /) (Rieke, War-
land, & van Steveninck, 1996). 7EFTEEURA G700 P REAR 215 4 i A5 21 7 28U &I (Berry, Warland,
& Meister, 1997). ARFTEED, KA K e Bsf (B0 258G 0t Sk TS S5 ) W o R G v ) S 2 e A R HL L (Carr
& Konishi,1990). TR ZREF 1) 57k i SCHE R il e 88 SR 2 T = FE S5 A A0S [ ARRS Y TH 5 (Mainen & Se-
jnowski, 1995;Gerstner, Kreiter, Markram, & Herz, 1997). ttah, XFpiH50FRH, R RS8R 451
A DS REACER LR 3E 5 AN [F] B #5850 (Hopfield, 1995). X SE 4wt 7E B AN FIt #2 b ERE R B2, SCTIg(E
PRETE, i H AT B2 FriE AR (IF) B8 (Keener, Hoppensteadt, & Rinzel, 1981;Tuckwell,

W6 FH T IR 20 T R R e BE M IR AN B AT R o X SR n] DU IR B E H A7 7= A= dok R 100 B TR 4 1) 28 B &
TR KRG HHE T H K (Abbott & Kepler, 1990;Kistler, Gerstner, & van Hemmen, 1997).

S 7 T A RN 1 22 X 2 AL R AE AT A 3R A AR R BIAN ] o JE I — AN W K R B A% T, 33
FURIE MRS KA KA, FBOY A SB35 50N /B AR M i R 2 RS (11, Wilson & Cowan, 1973;
Ermentrout & Cowan, 1979; Atiya & Baldi, 1989; Li & Hop- field, 1989; Ermentrout, 1998a). 75— 51, K%
KT TR 28 5y 3 2 () AR A OGE BEAR AR B A AE MR AR E 1t , Frbod 48 o DA 5 1 A SE AR 2T F o AR AR IR [l B S
XA R B TR G A AT R, [F2E JLF S R AEAEAEE BRI X m A EAE ST (Mirollo & Strogatz,
1990). BfifE, IX—45 A My e 2125 & B0 A I 5 1 A0 2 Foh S A ANl T LSRR (Treves, 1993; Tsodyks, Mitkov,
& Sompolinsky, 1993; Abbott & van Vreeswijk, 1993; van Vreeswijk, Abbott, & Ermentrout, 1994; Ernst,
Pawelzik, & Giesel, 1995; Hansel, Mato, & Meunier, 1995; Coombes & Lord, 1997; Bressloff, Coombes, & De
Souza, 1997; Bressloff & Coombes, 1998, 1999). A A&, XFF/NAUERER, G055 by b i | Eh3h 7
ML, B RFEEIT TR (), #I (O%Ar) AR TR0 . 38 0% 6 e 38 5 35 [F IR I AR e 5 FI AR o 22 B
I AR WA e B AR AR B 7RI S5 SR (Gerstner, Ritz, & van Hemmen, 1993; #81-44,1995;Gerstner,
van Hemmen, & Cowan, 1996). [F]25 1% 3 AT I O 2 AR BLAUL 6] B A5 MES) Wiz 3 A7 IR Fh 45 8R 37 B Hh AT 1 7
(Bressloff & Coombes, 1998), & _4EM 2t 222 7 iR E Al H FrtL A (Chu, Milton, & Cowan, 1994;Kistler,
Seitz, & van Hemmen, 1998).

FERX G SCE T, AR T R AR N 25 o (U AE 7 21 8)) 77 27 3R, BB IRE 1 B0 3 B AR Y 2 [T )
ZEPR . Fenlih, FAVER T AESSIERRRES T R8BS Al BLAE F AT LR R i RS TN £ RIS . 153
12N 77545 B 5 A B BB A AT N AT LU, o & o i A D R P s R . AT AR — A
FEARGERZ, MNTREMMAEER, WA AR —8 (& e U R REE B). H—J5m, %
SRl RE N IAE P R e, TF MR 0 n] BERFRAH AL B E o

FATR 22 T TR I TB] PR 2ot i SR S RIS 5, IR 1 BRI IR 23 200 20 B an AT D 3R g e pp 42
TCIR & Rl R 3= F BN F A A I R A . 3 I 2 R U (R (R RS AR BE AN 2% TR IR R, T AR SR A R
FERG UL N B AR E PR BRI . FESREAEOL R, A I T S HCE A ) X, AR I X e, R H B ]
AR E PE AT e P BOL R AEBOIRAS . BUEBIRN], B X, 5880 JE 2ot i it B mT DLSCHR LR AN [R]
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KRBT N T/ RML, ZRUHBEERACRE, ERXFRET, TRea AR EN, POARERK R IT,
PURARSPIRGS, Hod— S84k 7GR X TR A BRI (B 2 E IR R R 2 /i 4, JATIE
WX AR 73 3] DA, 3X 5 Gerstner S8 N (1996) AUREABUE B — 2. My smiE R AR v 3 2k 1 e Jm
— AT, A1 R R SRV RHEAR TR e ) TF M oudh . S5 RERW], RS RS, HORRE RS
W BIMA G PUE LRk B% (1STs) BAT A S TEBHE A TR RPIRES 2 AR B B R R & Bedh, ik
Jeeor ¥ AR A3 ] P I ST P 7 T i D % o 7 A P R T S R ) T ) A

2. IFEMHEZTHES-HEEE

IR A AME S AL V& bR #ES) )5 R T i s A, (815
av
Cq = F+L+L (2.1)

Hrp C WM, F OSBRI, fEAMRMRMERZA, I, #RMEMINET R 7E7E 7 - H 22
o B LA S A e M e R e PR S R A T A R R B AR T FLR K SRR IR
BRESERE. FSE b, F A2 V MRS, DA 5H A EA R B SR m, n L R

F(V7 m, 1, h) = gL(V - VL) + gKn4(V - Vk) + gNahm4(V - VNa)7 (22)

H gr, gi, gNa) ZEE, Vi, Vi, Ve 78GR S EEIRTE . H0 57 S B 18 38 A 5% 1R S e L
HFHEE m, n A1 A AN T 0 B 1 206, BEEHBHHE me(V), noo(V), hoo (V) H4BFEIEEL 7,,(V), 70 (V),
Th(V)o
BT RIE & - B ITREAB T WA B AR . R TR TR o A A R R ) 2 AU T B A A
T T B IX AN T IR — R RS T E AR R AL (Abbott & Kepler, 1990;Kepler, Abbott, &
Marder, 1992). %X FI77%, FATTCIHES H —A TF B8, ER4t 740 i & v R iR, DU
PR AR PRI R AR . TR BEAH 2 52 (2.1), F = F(V), RN EAMEICARBE b NE, V
SLEPEEONER R AL Vo ISR SEAREBR TS mon, b BIB171%. RIF MGG, v LU =R
F(V) = a(V-Vo)(V-V1)(V=h) IEfk F(V), HHPEE a, Vo, A h 0] LLATEREEE B &85 207 FE I 4 1)
S U A E
FE—AN R b, ST TR R R &I AR, BRI A T R A e . IX M R i 5 FRLR T
REAICSR oK
Is - gss(vs - V)a (23>
Hep v ARG ETTH R, V, NBERFEBAL, g, NHEEL ZBE s 0NT 532 A0 1E 4L T IF e SRS 1)
MEZR o SXMAT A P R T 5 ik i 4 8 O TSR 4 22 368 ot FR) AR AE AR FE o FEJEASIR T, W RAUERH, KAl & 5) /)
AR I By IR A] Fe A IR T SR b A E T o BRI (Destexhe, Mainen, & Sejnowski, 1994): X
TR so, o, TENFIA] o I, SEAOAE N R0 3.
s(t) = so(t — to)et =) £ > t, (2.4)
EH o P8 T RN H R A TR . RN TRAELS ST (2.1) 1 (2.3) /£ F = F(V) il ', AIS
BRI TR (EXRE C=1J5):
dVv
a = 7F(V) +1+ 8s Zs(t - tm) [Vs - V] (25)

m
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PA MR TCERE] {t,,} AU B)— RPIEE AL, FDMEERE AN (2.4) PE—DRALR N .. &2
V(t) IBZIBE h B, METAG KBk, V SCEVEEAFEEBAL Voo H T, Baat&miic s, K
ATy AR 2 OB VR ¢, — T, BB FATGIABDNEIMNAE . B, BATEERE V.-V ~ V, 2B
SRR Abbott(1991) B 7 2rim Al Be /= A AR RN . Hk, AT E & F(V) = b(V V) K&kt
#— W F(V)(Abbott & Kepler, 1990). FRATKAE G 2L I 2% 3) 75 73 A oA IR AR s & e I 4tk TF
A (DB 3 FIEE 4 47). SR, FEiE— DR AT, FRATTIA EE AR 31— AN T BT (1) U (i g S A 20 1 0 i 22
T BERA R

IF BEAMR R EAN R AR S — MR R RE S RS S, 15 TRER 4, EEmMN (SR) B4
(Gerstner & van Hemmen, 1994; Gerstner,1995; Gerstner et al, 1996) & —/NSHIEA FIHESE, & n] DL N Kk
A J5 28 70 B SR FRA IR S 1 (BSOS B4 ) o AR RSORBE Y 7= A= A2 45 6 A8 I N2 (e L D g . 5 — A
hs(t), #R 75 IF BRI ARLRI AL A JKeh ) S fik 5 SR, A AN, ke (¢), AU, 1T KM B S0 o T 2K BR %
h,(t) TEER N b5 8 FIEE R 1 5 A Eh 1A 0% . fESRET, mE ARz e, RS R
AT REYS Hodgkin-Huxley 77 #2477 HUEIL A (Kistler et al, 1997). HEVFEAMMUL, & ANKIRKTTFA {t,.}
W VE(t) =D, hs(t—ty,) TEME TR A EBAL, Hrd () BERTE, RAFR R0 . B
GIUHEBIEEAN V() = Vi) +VE@), Hd Vi) =3 h(t—=T,)s T NEHEKEFS. 524 V(t) &
BIFEABAER, WAl — Mk, FR VBB — AN A TTER Ay, DU ARLT il S R A 1 R
FH - PSR () B AR AE 2 T — Rk, —h > 8(T,), SRR & SR B —MRefil . BI, 40
RI=0,FV)=-V, B3R, WATLIXAR (2.5) o, [J2ENAK

V() =Y he(t = Tu) + > hu(t = tu), (2.6)

st t
h.(t) = —he™*, hy(t) = / e~ =Us)dt!, t>0, (2.7)
0

JFHMA T EE .

184 Rk, RZH SR AL H TAR S 5 T8 2024 P33 BR 6 R B W 28 [ 7T (Gerstner & van Hem-
men, 1994;Gerstner, 1995), X7 LLEAERXT Wilson il Cowan(1972) fIN AP VERHET . X 5ATEIX B
BRI TTEAR], FATTHEIX B 32 BT ()72 Bk b 22 0 2 e A BRI 28 1180 7725 o SR, SRATTIGAESE 4.3 15
HORE P I R, AR EIRATHE R R 4 R L 28 F Gerstner 58 A\ (1996) FA5E 20 E & B .

3. W3 IF MEEAFHHENF7AE

BATIAES R — i IF S el %, el il i 28 flob B AR I 587 SRAH BAE . 1) Vi(t) %
N NG TR i = 1,... N BTEPRZS, XE N 2R goi et MRS E vie) HEAR (I
A3 (2.5)) Ak

dVit) __ Vilt) + 1 4+ X;(t), (3.1)
dt T4
Horp I RFEESNSTI, 70 AN ARG X (8) 2k NI SR . RATIAE 7, = 1 SRHf i I 8] FRAr
Ta WHAYEALE 5-20 2208 K (3.1) *hAAEEFA, S V, =h B, MET i MEIFEE NV, =0.
HATK I ERME b= 1. RIBHER X, () BAFIEIC j P ERREFT AR, AT E2AEA:

Xi(t) =€) Wy i J(t—Tm). (3.2)

m=—0o0
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Horp eWs; A § MG RIS | ML TCER A MRMBUE, J(t) RE T ZH t <0, J(t) =0 BEA bk
TR & SN I SRR, T oA T AT R IRE Y, m B R BATIIN T DAL

€ SRFAERAAH BAF SRR . AEE 2 i, J(¢) MM IPLIEER:
Jt)=s(t—7.) (t —7.), s(t)=a’te ", (3.3)

Horbos(t) Z2— MR (RALA—1E), 7, B R ER, © RRAIERREL H >0 W o) =1,
RZMA0(t), BN 0. FmRMFRAR N IAEAETIER t =7, + ot FE—RRMAREICP, KB J(t) N
BELL i 25 R R MR R 2L (Bressloff, 1999) SR i SRAHEAR T (HEsh A E3h) IRI5E0

RAETIRE (3.1) M (3.2) LEHIANEE 7T S5 MR 2o 4 1) 7 REZE R S0A5 22, (EUGS b 7 2R 9 3l A5 1 70 A
VBRI — D ANEE AL ], DR DAy s B A 2 oy o B 5 R SE AR RN S A7 AE . R, 3245 ik KR 2 B AR
e Ak TR LT 5o BA TR R AT 58 59 IERAM LD 75 SRR SR Ak [5)F 2477 5. 7E55 4 i,
FAVEXS TF WL BSEAT B i, A KB T X ATl

3.1. FiEE: H-RIHEE

AT SR 7RSSR N, AR TRE (3.1) WAl LARIACAMIIR 75 . N 7 BRI HA, B
L=I>1XTHAi=1,...,N R, FIERAEMIERE (e =0) MBIT, fE o i E e A
W T = In[I/(I-1)] FIEIEN—DNIRE 2% 4k van Vrceswijk et al(1994) 2 J5, FATEIE ¢ (t) FINMAL
AR

Vi) gy
(mod1)s(t)+ 7 =W i) = 7 [ 5. (3.4)

Hp F(z) =T — o ARG (AT AT DOR X R AR B F 2128 2 A5 R i ig AR i A, F(2) DA
M=K ). RN, TR (3.1) &N

Ui(t) = Ry (¢(t) +t/T) Xi(t) (3.5)
H
i 1 1 [1—e T]eT?

0<6<1M Rp(0+k) = Rp(0) WTHHBEE ko ERATAMERENEILT, MR o (t) Erf L
s, FEERE MRS HRMLLEANI BRI ¢ Bob . T35, MR 88 K558 LUK SZ 40 8 i %
B, AHZIUEARGIARSE (3.5) ARNEBIER, AN Xi(t) = O(e)s KT e BI—Br, BATAT LABUSCHE IRECH
TP = (n— ;1) To EXMIELLT, HE (3.2) M (3.5) SERALAM 0,(t) = ¢i(t) +t/T:

J
a6, 1 X
T = Y WiRe (0) Pr(6) + O (), (3.7)

j=1

HApxFREW 0, #4G Pr(0+1) = Pr(0) UL i:

Pr(6) = i J(O+m)T), 0<6<1. (3.8)

m=-—o0

J7FE (3.8)  m WIRAG T J(r) MBS, WENFE (3.3), HEE Pr(0) = Jr (0 — 1o/T), it Jp(0)
0 11 1R £

R a26—a9T

Tr(6) = £ o [T+

Te—aT
1—e T

], 0<6<1. (3.9)
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BRI Ry ] DUARRE 9 B IR 7w TR AR R B 28 (PRC), 10 P WSE XS B IR R B4, B8 T SR B
YEFRBI PTG 40T T, BT VR A B Y (U0 A - i g FIpP 4 T0), ] DA 95 iR BR P 4R
Giee 240 (3.7) AWML 5 FE (Ermentrout & Kopell, 1984;Kuramoto, 1984;Hansel et al, 1995). 1E41 Hansel
SN (1995) VFEATTRIIANEE, Lt ARG sy A 1 8 PRC, XA BRI DA Ml 2 52 AT F AN (Rr(0)
XITRTA 0 #ZIER). H—J7, Eae-maERmMacE T 1A, FOyRIEnT DO 5 ithn o) &8 B E i s
FEATEERFHAL (Rr(0) 7E 0 € [0,1] FERAEMARME). ddx J28E B T BCrE, = (3.7) ol BlfE—25 1
W BA VLI T

do;
dt

=w+eY WyHr (6 —6) + O (&) (3.10)

Hbw=1/T &
Hy(9) = / R (6)Pr(6 + 6)d6. (3.11)

XFIEZ J(1), MHEAERBRE Hr (o) X THTA ¢ #21ER, KON IF ki 12 i a0, 280, @idfe J(r) M
NXHBIN TF FHE 62 (0] 6 G M A A0 BAE G, mT DAL —/NE R0 11 Z4AH B4 FH BR 20 (Bressloff
& Coombes, 1998a). N T Ut BHIXMEVE, BRI J(r) 2 R:

J(r)=Jde(r)—J_(1), Je(7) =5+ (T —71)O (T — 71)

2 -4 T

(3.12)
s+(1) =ajTe

Hrp Jo(r) Ron XAtk (+) AmHIE () AN o % B EERARXT TN 8 (- > ) $EIR, N
%ﬁi‘)&@%ﬁﬁ’]ﬁxﬂﬁﬁfﬁﬁﬁ@i&THLU#ﬂEé’Zuﬁ W 1 FR. HRTEANE ISR Al & 2 15 B B R
B TSIl AR, FRATHNE, SR RS 1 2 R A vk b (AP 22 T, X AT RE S BT BT
—A 3.14 KA BEEIE .

FATE CTRE 3.10 BIBUHAMIE N 0,(t) = ¢i + Qt, Hrf ¢ —MEEMAL, Q= 1/T + O(e) EIEHIR
TR FIHAAATTRE 3.10, IR O(e) #ATIZH, [REAZEITTE,

1
= T + EjZ;WinT ((Z5J — ¢1) . (313)

RS T — S HRT )5, N R (3.13) #E VRS Q M N — 1 i, JFEMILT e. T B0
e @ = (¢1,...,dn) HIRHREME, FATH 3.10 AL, B 0:(t) = ¢ +Qt+0i(t), IHHE 6, FIRFF—H

A6, o~
Hor:
Hij (@) = —0i; Zsz Hij (@) = Wi Hy (65 — ¢4) (3.15)

Hl.(¢) = dHr(¢)/dp. FERTHHFE widdehatH H—ANMRHEEEGEE, 5 HXT R FRHE A B8 m i i 77 im), &P
(1,1,...,1)c GRPTAH HARRHEAE ) S50 67, B R 242 € ¥ (Ermentrout, 1985).

Van Vreeswijk 28N (1994) VEARRIEFL 1 XS BRULEC HAT S flAH B4R Y% w5 PR B P TF #h 22 Joi iU g
MIAFAETEMARE TR Ol FERFEDL T, N = 2 e Wiy = Way = 0,Wip = Way = 1. 230 (3.13) RUIFHXAH
b= o — ¢y MARVHAELZFHEMEHEE Hy (¢0) = Hr(¢) — Hr(—¢) M S . X2 0 I TEAE X R PR
UE T FAHER LD AR ¢ = 0 FIRMBUR FIEME ¢ = 1/2 BIAELE. R 7, = 0o X T/ o, FRATRILIEAHARAN R AH
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Figure 1: (Top) Delay kernel J(f) and (bottom) associated interaction function
Hr(¢) for a combination of excitatory and delayed inhibitory synaptic interac-
tions given by equation 3.12. Here «x =10, 7y, =0, 7= = 0.6, and T = In 2.

K 1. 123

fife R e — B AR . SR, BESE o MOXGIN, XFIEFUE oo, HPRAEMBAES T, SEU=E TS RS
O F1-0, 7HRN0<0<1/2 HY a — oo, 0 — 0O(WLE 2a Fl van Vreeswijk et al, 1994). U1 Coombes I
Lord(1997) Fizr, X TREE o, 7, BN A58 RS E AR AR E MR 0 S AR AR AR 20 (I 2b), X EEs)
SATLAE SR 2R E M. AN (3.15), 15205534 XBUHZA R EHL AR 52 B 78 73 b 251
dHy (¢)
ET > 0.
BRI, T 7, =0 FHIHIERE (e <0), M 0<a<ocolf, FPREREEN. X a<a. b, RMEME
¢ =1/2 ATEE, Ha>a.f, ZWREE, EERANMATRERIBDFDE. EXNEWERE (e > 0) WBELT,
JT A RS e R I B0 5, BRI o W RDE S IERGR ATE R . R EGER 7, WETFLE N, W
ARREMATRRER L E W B 3 R 7K — ARl . RIELEIR 7, — 7, +T/2, FIAFRAHRLE S [R]AR

(3.16)

3.2. 185HA: AIANRE

3T IF P28 A5 58 A AT S /e R I S AlAH LA FE 29518, DL T2 Jo i i vT LUR P (i fa)~F
1) ISR R A M A LR AE (B, 20 Amit & Tsodyks, 1991; Ermentrout 1994). K, 1hFRA1H EIXHE
—FpfEaL, BRI J(7) B alpha BEgsH (WI7H2 (3.3)), H Il ETFIE] ot BT R0 1 Frf HAh s 1) R
fEo BRAEANMZTE | SR HIR AT LA ER (8] ¢ W) 018 SR T RoR . & TT sl R IE S ot R
FHSS, AR TCSERR R ER B, (1) 2 PR HAs @ RS iz L, B

Ei(t) = f(Xi(t) + L), (3.17)
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Figure2: (a)Relative phase ¢ = ¢, —¢1 for a pair of IF oscillators with symmetric
inhibitory coupling as a function of @ with I = 2. In each case the antiphase state
undergoes a bifurcation at a critical value of @ = «,, where it becomes stable,
and two additional unstable solutions ¢, 1 — ¢ are created. The synchronous
state remains stable for all . (b) Relative phase ¢ versus discrete delay 7, for a
pair of pulse-coupled IF oscillators with] =2 and o = 2.

Hoep, U7 (3.1) AR, BCBEEE f AR

HX):{m[Xﬁl]}J(X—I) (3.18)

(ER, AT 7 AXASIIRIFEN, 2 RGBT T H R RN, 0 AR G EH). X (3.17)
0 I A e L bR R R R ) 3 1 S SR 5 X (1) ERERARE R . SEbr b, A AR J()
AT LUK T R R AT — B8 S, X — AN B2 W AR gk PT DA T — AN 2 e AR SRR

fE BRI, FRATATCAHE S A IR X () BSOS (3.2) EE N0
JTFER IR, IX MR sy T FRAE A (3.3) 1 alpha BREL J(t), FHERRRZE TR H ARV 51 B Ay s R R
(2 HAEX (3.18)):

X, () B
o IR+ X (1) = Vi), (3.19)

L dYi(t) S
(6 dt + Y;(t) = €j:1 WijEj (t — Ta) . (320)

KR Yi(t) ARB R
TR 1 — AL A R SR R R RS TER S RAERRE &M, SBUER A BA RS /5
o T ARG A R R AORAS (L Ermentrout, 199820 A T MALIRATIHT, FATREX M K 1, LA T %
R
N
I=TI+ef(I)> Wy (3.21)

J=1
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Figure 3: Stability of the synchronous solution ¢ = 0 as a function of «~! and 1,
for weak excitatory coupling with I = 2. Stable and unstable regions are denoted
by s and u, respectively. The stability diagrams are periodic in 7, with period
In[I/(I—1)]. (This periodicity would be distorted in the strong coupling regime
since the collective period of oscillation depends on the strength of coupling).

Bl 1> 1. 0T RS IEREN | < 1, analog BUE—MEEHARMNL Y = X, = ef (1), Wiy ik
SRARFELE F(1) (1. BRI AT AN A0 3.19 Al 3.20 FTTRHATAREEAL, FEEAME UMl
(Xu(t) Ya(t) = o (X, Vi) HOff. SKHLAEH] T LA 7R

+

A
2~ 1 Jef(Dupe ™2 p=1,...,N (3.22)
o

Hrf oy, p=1,... N, ZBCEMERE W FRAEE. 2 HAS ReX) < 0 WXWFTH p < 0K, AShaik#iioifeE. =
le| MO BEH0, ARErTRER /D LAF AR kA WR AR —FSRHIEE A FdE N FipE A, 0
L= ANER TR, SEUHILS AR SRR B KIS . Bl e > 0, W BA SERHIE
Bi1>0>->ny51>0 WEKKEE . REBSESDD, HP A =0, 1= \/e.f(Dvio H—H
M, WER—XEILPRFEE N = g £ i\ FEE T B A SR (A =0), M<Kk Hopf 77X, FEUH
SAMRIIE G BT I R RO T 22 . Bldn, B 7, = 0, W A — X EFRHEE (v,0*), v=1e?,0<0 <.
(A, AL) RoRTHE (3.22) B NfE. s HAbARFAEE N PSS, 78 Redy = 0 Wil Fdse . &b, R
1= /e.f'(I)rcos(0/2) Bf, 23 Hopf 437 o PRGN 55— M52 A JEF IR 7,(Marcus & Westervelt,
1989). &, HEAfRREMELERS R EFEE o LK.

N T RIS B BRI 7T, € < 0, Wip = Way =0, Wip = Way = 1. #L
EHEE W AR +1 AR (1 £1)0 2 2y = 2 —ef (1) WS FEER 21 = ef (w2 + 1) —ef (1)
zo=cf (x1+1)— ef(I)e —MNERFTRANN z; = 0. B 4( 1) B8 TSNz 1E4 | BREIALE 1) 5E 85
Tl FIRABN A x; = 0 X T 2B /INAIERE | 2F0EM, (BERAS e =e 5 e. = 1/f/(I) BIAFRE, 1Elk
Hr el =€ e =1/f(I) &I XT |e| > €., JRRMAATEAN RSN FE S RILAF (BT 508"
Ao B HE R, REN—DFICREEE]—ARE, Hh—ME e Z2IERE, BAEREE f(I—ef (1)),
Mo — MR, BOREFERNE ., EE XA E T2 B 5 — PR BURAS . B, 2 e > 0 1,
I; Wb LR R IR SR 8 (S WA 3.21), WT 28 mIERE I < 1, BUILER RS —ANE 8
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MASALLH 22 7T (1) 40 B TR A4S 2 B — AN AP R AR 46 o, Ma- e nT L& 7 Hopf 43 70 2R % (Atiya &
Baldi, 1989). 1ERN—IF, B ¢ >0, 7, =0 DL Wiy = Way = 0, Wiy = —2, W, = 1. XEMLIT 2 ]
PTG 1, TMEIG 1 FIEREIT 2. BUEFEFERIRREE A £, FIEY e BN 724 Hopf % . (W FHIA
X322 MR, ) 2 oy =21 + 2ef (1) Ml 2y = a9 — ef (1), HAFE z; = 0 AFAE—DAB R IRIF 21 1EH €
IR 72 B 4(F) Fos. ATUVEH, RGLF 17— MNriB KGR Hopf 7375, HHFRAZ) A z; =0
BEARE, REPD — MR E MR, FRH—ABAG O R R M. X RO 20 BRI 8 RN
R . ZRGERIE I GG .. [EREERE, W5 (3.18) I BHE R KA f(X) BONE S K FE R
sigmoid BRI, AN T-45 % MAUE, Hopf 7 #5442 15, BRI MATRE A S AUPRR IR, BRIA
TFAEBER I R BRI G o RN BR - (W Atiya & Baldi, 1989) 55— ANE 2, A0 SRRV RUE H— [ 5
FEMAZ M TR/ IA 1 (W7 #2 (3.19) F1 (3.20) FivR), HSAmiE LE S NG EAHEAEH (Wi, Way # 0),
DA KA Hopf 43 %% o IXARME IR AW 25 B AR BESRUE B o (W SR¥s 2B SR AZ O T B R B AN =2 R 2K 3.3, T mT 5
Bl—Mr . ) IRATHAESS 4.6 1T 4RELIX N ] R

- —
i 74 f“/’(?(me
b <a
S \ u
0 ]
=1t U
‘-T..\
-2+ an'sfve
Y - ‘ - ‘ ‘
0.6 1 i 1.4 1.8
4
X
2 P
0 s ‘P“u u
ap",ll
210 e
4 S

1 14 18 .22 26

Figure 4: (Top) Bifurcation diagram for a pair of analog neurons with sym-
metric inhibitory coupling and external input [ = 2. (Bottom) Subcritical Hopf
bifurcation for a pair of analog oscillators with self-interactions. « = 0.5, = 2,
Wy = Wy =0, Wy =1, and Wy; = —2. Open circles denote the amplitude
of the resulting limit cycle from the Hopf bifurcation point € ~ 2.0, and s (u)
stands for stable (unsta ble) dynamics.

4. BERKSTHREFIIFNEF

MBS 3 19, 3938 IF M oMz n] LRA T MBURAE, Hrhpra g o A MEREE 1ST. 55—
T, A AR A £ 6 0 48 T AL A A ]I 18] 510 5 AR R T R AR E TR GRS 70 B BA TR IR
AN/ B A RO T AR APIRAS . (BRI ) 55 DRSS X 0 A R BRI 9 fE I (8] 1 25 5 72 B A 4
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MEEMERT . ) RRWEREREZMT, IF B PBHEBROZAEEM AR E S 7k, A1 TR
I 5] FF) 25 B Hopf 23 2 Hf 8 T IX AL . X 80T ISTs ARSI M MIER Ik, SCReS R R 24130 1%, A
PRGESHT. (5 4.3 1) JBAR (55 4.4 7%) AR (B 4.5 1),

4.1. $FEEEZEOHIE

kiR (Bh)IF & Tosh Jy 2 i — A BRI A, W] DR AT 59 R B i 1% 00 N 45 S B0 7 12
(van Vreeswijk %8 N\, 1994; Bressloff 5%, 1997; Bressloff & Coombes, 1999). 7EHG A T FItEAH ¢; %14,
TBIRECN TP = (n—¢,)T, HHERMHHE (3.1) BIAFE. x5 (3.1) X ¢t € (-Te;, T — Te;) LR,
WL E %(—¢T) =0, %(T — ¢:;T) =1 SINEEZKAM, 15304

1= (1 _ e*T> I+ EZ Wi, K (6; — 1) , (4.1)
S -
_ eT/ Z J(r + (m + ¢)T)dr = (T_G)HT(gb). (4.2)

A (4.1) HA(3.13) MEAHE, MAHEAEH KRB (ERIET). Lbr b, H£FE 8N L =11
FHEFRE T, A3 (4.1) BN aR (3.13)(1/T = Q). XEME JCaT TR T T 55 E IR a5 W 28 B0 AH 14
ARAT LAY e B9 e PO 2% o i, 78 AT R ARERE HOA [R] 35k & as R IE U, BER VR DU T ey
BT 7328, IFME S @I, SR rimid B R FRAE P2 A8 B 5 3 (Bressloff et al, 1997; Bressloff &
Coombes, 1999). 4t FE—AHBRM IR SEETEG T, RABE RSN ANE 1 sk
FARRLAH EAEFH 3, FRATAT LA AT MRIIAEAETE, A VR BE R AR (FE RSB A 1)L FZ FRAD);
R R G0 AT DL RASHU (a7 B HE S I2 30 (Bressloff & Coombes, 1998a).

SR, BUHJTRE (3.13) Al (4.1) A —HBEM 2R, 1k, X (4.1) 2K, m (3.13) (X O F
R, PUNERAFIEBRRG FESHR . Kk, EAX (4.1) hediH —BtifeiRGMES RN T, Rk T
RO BEIRATERE 0 (FASHEIRT, Y i=28, MNaX (4.1) FENN i = 1 7. XlEs T
N—1 MR N—1 REE TR & = — 1, i =2,...,N, XTI =1, HUUTFER:

N N
0= Z WinT(éj - ¢Ez) - Z leKT(¢J)
j=1 Jj=1

Hr ¢y o BEIMBN 65,7 =2,...,N & T (HEH, 24 i=108, TRBERELE 4.1), 4n T rkEtE
—EMESIE. SIEBRE TN A, FONAXT AR BRI T ks, S9iEBfsmiEs: 2 M rsE =
AN, R PREA A FE S B AR, BRI B I RGRAFEI, ST AR e R
Mz, B, E—X IF METrRRIEN T, of DUEAR B SHCRERA, & T BB T A
3 (3.16) RARMT + HUHPRSFAE LB (van Vreeswijk et al, 1994). #R1MT, IEQIFATEAE S d g SLAREE,
EAFRBERARPRENR S FEM. (50 Chow, 1998)

4.2. ?R'{klb\TE"Jfla-}j

N THERITIE (4.1) BRI ZIERE L, TATHE T HORIREUN S 67 (van Vreeswijk, 1996;Gerstner 45,
1996;Bressloff & Coombes, 1999). BIfE (3.2) & T = (n— ;)T +07, INERIHEE M4, N T 2] Tii+1)"
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i (3.1) SRS, XS ECT AR BT, B E Y RSB (Bressloff & Coombes, 1999):

{I —1+€ZWUPT(¢ ¢l)} [5?+1_5?]
= (4.3)

= eZWW Z G (65 — 60, T) [877™ = 67]

m=—0o0

Hrp Pr s (3.8), HA: .
-T
G, T) = ‘% et J'(t + (m + ¢)T)dt (4.4)
0

LRAVERT AT 22T RE 4.3 IR 67 = emr0;, H 0 <Im(X) < 2m. RFAEME A FURFAERIE (61 ... on) WETTHE

N
I —1+ 62 Wi Pr (¢; — qﬁi)] (e*—1)4;

=1 (4.5)
_6ZW’L]GT Qsm 5 _EZWZJGT ¢ ¢17 ) iy
j=1
Jo .
= Y e Gu(e,T). (4.6)

E A5 M—MEEN=0, § =0, NTIH i=1...,N. XM T 375 MAARE 5 5§ i ) i — 2508
%, T — TP + 6. FILBUPIRS LR E M % ﬁ:mﬁﬁ 4.5 WIFTH RIRME X SLENT . XWfk 67 — 0 1N
n — oo, KM, PRI EE R . B XERE ¢ RREHATRIT, ATLLENL TR /NRERE, TR 4.5 77
A RS E SRS T B T A Y B E AT EUAE R 21, BIOTAE (3.14) A1 (3.15). (ML Bressloff & Coombes,
1999) FATAy B g X ME VSRR B (e RGN R (R e R E5E).

BARME, BATEREFRDBRREN . N T RIXFERMRAEAE, FRAT5RIN 73X 544

I = ll—eKT ZWML =1,...,N (4.7)

XPTHELEEE W) T > 1 M T = In[l/(I-1)]. IF BRI 1 BIVERZEELT (3.2) TR 1) 772 (3.21)0 Xt
THH § FULE ¢ KRS ¢ = ¢ WRESHYN T B (4.1) B BUE T FRATAT UG S0 A5 78 £
— AN RN L, SRR R (3.18) RIAAAE S F(I) = 1/T, RFLLF R TF5E U W

N
Wi =W =655 > Wik (4.8)

k=1

W R R, AR (3.14). (3.15) BT (4.2) EUIFSARARLMRAEH, 2 ALY
eK,(0)Re[0,] <0,p=1,...,N —1, (4.9)

Hr widdehatv,,p=1 ..., N ZHF widdehatW PFFHEE, widdehatvy =0, K5(0) =T~ 'dKr(0)/d0. {E
SRR IO BRSO R, TFE 4.9 FICAZAE eKL.(0) > 0, 24 ¢ =0 I, ST 7772 3.16. (case ¢ #£ 0 LA
SE AR R ) . kT L, B 3 AR E R BR TS K.(0) 1B o Al 7, RS Blhn, fEFRE
B (1, =0) FIERT, W3 ERMH, MTFHEER o M T, K.(0) <0, MMTFHEGp=1...,N—1, HFE 4.9
a9 ke E 26 AF eRe ), > 0o
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S R A IR A (0 M R R AT AW IR L 2 4.5 I FUABAIE G N #EA s B, 4%
PEARRE Je| TR, AR 0 ARl b — B AT 2 SE U AE R0 AN 22 B0 B A AP T8 0 i 2
(B5. GERAE (4.5) RAPEE A =0, T DUR i HHiE ) FR AR 2R SR AE I 5 ot J T R Re . ) B, R
M4k, WEBH b = ¢ i =1 ..., N, HHMZM (4.7). %R (4.5) (LHH

[(e* —1) (I — 1+ e[V IK(0)) + el K7(0)] 6; = eGr(0, \) Z (4.10)

HH T, = zjv Wije BAUERIRIL Pr(0) — IK7(0) = IK4.(0) and G7(0,0) = K,(0). )5, BATE X =i
RN 410 AKX, HIFREERERIHME |e| = e, HPFLE—NEM 8. XE T RPIREBEAFEE M
Hopf 737 s (TERFRIENLT B =, IXHEEWAE MG, ) W, U D BorF i i, 7572 4.10 AT LU#E
Ik 6 WEBUEMRE WL A & 2 — R 1k .

AV I8 IS — L BAR 0T R AR Hopf AEEMEMIAT . FRATEK W@, X T12R M, IF BIRY K50
TS5 3.2 AT ORI R AR — B0 (163E 22 UINTRI R ) o N T ERBOX R SRR AR, 5 L A
Pz Lo WFFRiEA i=1...,N If] N IF &M%, BATE LT KIBOEERN o, = A, H
A, N IST “FH1E,

~ 1 M
A= o §: Al (4.11)
AP =T — T, BB TF R 8] R — B0 AR TF BRI OB o SEEIBAYIY

ﬁarﬁmﬁgzm@@a R, MBS WIEEF] IF W4 ISTs (30, T B R Jox Sk 3 .
LB Hopf 404 (175~ Neimark-Sacker 43 %7) % 5 A8 (SR A 3) HUBRIERA %, 76471 10% 5 Fox
R TSTs ()8 WIVEAS (. ZERIUBEIR 4 X 55 I 1) T 56 (KB R (K I 0, BRI 1STs B0 S U 0 A o
TR BN, DR TRRAZ IR BT |AP — A /A < 1 for all i, m(IEZ 1 (4.5) A RIBE R
B, R 12, ) BT, AR 4R R A N A R R (KRS R, BT IR BB ISTs
[ R BIE 2 AR K. ZEIX RIS R, FRATAT LA TF BRI N —ANSEE AR 2P + 1 MIEEiE A, LLE UER
a;i(m) = A;(m) =" [T H 7 L %

P
_ - 1 mp
Ailm) = 37 pZP A

SRJE BATHUTT AR 2, X T I& 0 PR p B, PRI (R I 8] A2 A PO T80 R 2R 2 [ e 75 A7 AE R AP ULIE . 5K
B b, FESCEH, B LU BUREADL I 2% AT R R AR S5 0 if 4% ) ISTs 224 S faj 8 (ULIET 8).

4.3. E=RFREZIIFIERLE HRZIEE

VENIATAESE 4.2 7157 [ W] Hopf AEPERISE — M7, JATHERE T — N1 N AMHF] HPoiR 7 & 4R
7, M B et ER: HA B EAER . flan, XFhRA g C ey H T EAPR % (RTN),
BRI A e R IR B PR T B 1) 00 %% 381 14 [) 20 7 R v () 2 48 (Wang & Rinzel, 1992; Golomb & Rinzel, 1994).
7£ Wang M1 Rinzel(1992) £ RTN AW BRI o, Bh 4R 3 2 1 S0 J5 BOsOR4ERR 1K), X2 —Fhi 4
TOAER I B T AR A Jo B O AR FE BT I R o IX RO S FRATTRI T B TF BB Bont b, fE AR A iR 2 |
SRR ZEGERRIR o FRATRAIERT, X T8 5%k, (ECRIN [REN Hopf 70 KA KRR, ARG SHESIERIRS
TNYHT, Wi, e s A EYE . (2 ) Whites Chow. Ritts Soto-Trevino 1 Kopell Hif %
T A E B - B AN TR AT, 1998 4F. )
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U e < 0 A JRIERMHIMSIIBUERE W B W, =0 Ml Wy, = 1/(N - 1) 4, @8RG i=1...,N
Ty = 1. HEEH, W B - ADERIFREE vy = 1, SREEME (1,1 ...,1) Al—4 (N — 1)-fold &
FFEE v = —1/(N — 1), A3 4.8 MR widdehatW [WFHEE D58 0, =0 Ml o = —n/(N — 1), Kk,
M eK5(0) > 0(WAT 4.9) B, FREATEFERRES TRREM. M THMREEANZIHEN, X U0 L IERT
(WK 3). iR, RGEMEEARHFINFRMERRE FEFSMOBADIRES, Ham 2 ol o AW EE A [ A 4
Jfif% (Golomb & Rinzel, 1994). AT || 3B FEPRAS M EME . B 4.10 TR (61,...,6n8) AR
BT v=v, B v=rv_ KFHEAE, & \=if. AR MHSMER TN TE,

eK7.(0) + [cos(B) — 1] [I — 1 + eI K7-(0)] = eC(B)v
sin(B) [I — 1+ el K7(0)] = —eS(B)v

(4.12)

He O(B) = Rer(0,i8),,5(8) = —Im Gr(0,i3).

EE 5 o, FATEH] T TR 4.12 BIfE e FEA—XHHIHIM AT (N = 2) B EFI ] o BRI, H T =1n2
A1, =00 2 (B D N TAFIEE v = —1(v = 1) BARKISZRE TR FERE |e| = e.(o) B Hopf R
FE . MaxAS B B — AN B B R AR — NG FHE oo I EFHIFE], I X NI S Hopf 7 2 A
DRE WU, R o > ap, X TAERERIIIGENERE, FPRSREFRE. 55—, ST a<ap, 34
PR ¢ NTIZFESE 5 MSfRliZen, RPPIRES KA R . EAREFRER (6, 62) = (1 — 1) BISCE, X
KW= =N EF RS F b, X IF B EEBERNERY, EFPE (d > ) KRG, RPkEH
— AN EBNME IO — ARSI U AR SIE . BRAFHIXFE RS0 X T 288N R, —X) IF M4t
R 5 S ERCRAS TR R — AL 2 oAU AT 9 (L (3.2) 1A 4( R))o i Rl BT A o FRORHIE
it N agt =~ T, Hi T NKRFETIRG SRR . RS RFARS AE, WAATSHE IF M
[B]~F- 357 ) ASEADISE A 2 TR (& BROLEC R AR, IF MR8 TGRS AE — DA K/ ) B kAR ARk 72 51364 T %A
TH B DT8R i BT TR] ot Y.

20 : T & oo
\ i I
\ I: :
15+ !
lel i
10 o /
£.(0) /
5 ol E region of
I oscillator death " stability
— /‘," :
R
0 i i L L
0 ! 2 3 e, 4
o

Figure 5: Region of stability for a synchronized pair of identical IF neurons
with inhibitory coupling and collective period T = In2. The solid curve |¢| =
€.(a) denotes the boundary of the stability region, which is obtained by solving
equation 4.12 for v = —1 as a function of @ with 7, = 0. Crossing the boundary
from below signals excitation of the linear mode (1, —1), leading to a stable
state in which one neuron becomes quiescent (oscillator death). For & > «y, the
synchronous state is stable for all €. The dashed curve denotes the solution of
equation 4.12 for v = 1.

FIREE R RAR S E I . B, BB DN IEFEBOER 7, RFEEXNTANSER o) PSR
ARER, RMESREEN. MRS HEE N o BOEREF Hopf 2 MARE, SERGHHET . X
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SERYRB N PEER, B (4.12) B - = —1/(N-1). fEXH, SRS EFED RECT KM Z 0
WP R E . AN, WHE oo BEE N A/, R KN 4R a5 M 2% b T2 5 R R BT
FEIE 6, AT e 220109 o FIBREL FEMIZE KN N BITERIN, ATRAR R N — oo, ap(N) — 0. XEK
ENHF R L, WS ICEATR KR FRFEFED, R REB M5, Fae b, mTFEEMNMETRE B f
2 PRI LTI o, DRI ISR (SRt (), 2 NOKT 5 A, WAL hiRkG &
W (REA MDA HEEE. B 5 Proni B ih 2 B2 588 (1,1 ..) BREHES N X,
N SR, BB e (o) X HILE o VBl A, FPSERESIBRKEAR R &THIRE
R ST IR AE P I, (BRI A 31K A 1 A T B I 45 4 )

200

N-101 [
150 ' .
| IN=11 |
€ | 5 |
“ il | N=5
100 |
N=2
50}
0 TR | J
0 1 TR

Figure 6: Plot of critical coupling €. as a function of « for various network sizes
N. The critical inverse rise time o (IN) is seen to be a decreasing function of N,
with ap(N) — 0as N — oco.

FE R W 28 v [F) 20 B R A S Gerstner 55 (1996) £E 73 AT U6 R e S AR 2R g 15 31 55 Ut 0 e B2 — B0 . 3R
ATHAE TF BERY R 50 M NI EE R e N TR A REE ML, X (4.3) o BB B 22 A B
Wr prs:

{I -1+ elK(0)} [0 — 67

=c Y Gu(0,T) N%szﬁm—ﬁ

m=—o00 YE)
Gerstner 55N (1996) 7 (£ BB, X TR N, XFPrdE m >0, Fhsh (™) =32, 07 /(N —1) = 0.
TiE 4.13 WAy — 4k — It

(4.13)

I—1+¢l—1)K5(0)
I —1+ €elK7.(0)

MEAY kr| < 1B, F2 (W) REAFE. BN AK (4.14) 00T MR M ST S H i AH 45
R (W Gerstner et al, 1996 FH AT (4.8)) ZHIERE XN, ERNERES, B LIS K
>y I (IT)57
6_7L+1 — Z . 4.15
’ Y s P (T) + €25, LT (4.15)
K B (t) = dh,(t)/dt. B, AT 2.7, 3.3 M1 4.2, EWLLRYLY o h(IT) =e T/ (1—eT) =1-1,
S a1 PL(T) = IK7(0)e 4 A(T) =1 — 1+ el Kp(0), BATATUES 72 (4.15)A(T)0 " = Y u e Lot 3%

n+1 __
optt =

57 = kro?. (4.14)




16

T AT —e TAT)or = e 767, XRAHFM R (4.14)e™T = (I —1)/1. A (4.15) A (4.14) EH
FPAER N IR FREEER, FM2 eX,5, h(IT) > 0, B eK7(0) > 0(Z WA 3.16). Xt Gerstner 5§
(1996) HIBIARE BRI SE R . AT TR 7 BA alpha eR 00 RAZ N TF B8 0 AR 2 —: T LR 20
PATTTHRE 4.15 Xt 1 HSRAN . SR, (EAFSGVER)E, FEM I NSRS , A SO S5 RAE 2 RIRE i T
hy MU hs IXMASE —BALEFE. BAIHECE A REE RN ASERIEANRE I, Bk & H T HAAE X
FHEL ] (R 2B 27 S-S A e R B, IE U0 White 25N (1998) 7E A —ZUliEs) J1 ¢ R R BioR, 78
HA 2208 )75 S b g AT FE BB B e sk .

6

bursting A bursting

region of stability

0 2 4 o 6 8

Figure 7: Region of stability for an excitatory-inhibitory pair of IF neurons with
inhibitory self-interactions, € > 0 and Wy; = Wy =0, Wy = 1, Wi = —2. The
collective period of synchronized oscillations is taken to be T = In 2. Solid and
dashed curves denote solutions of equation 4.10 for € with A = ig, real B. Cross-
ing the solid boundary of the stability region from below signals destabilization
of the synchronous state, leading to the formation of a periodic bursting state.

e, EHAMARTAEF, van Vreeswijk(1996) fE7r 1 RAT 2R AT PEERL ) TF #2709 2% o] 28 SO I
Al Hopf 70 & W RSB ATEE . R, X PECT IRE 1 ISTs H/MRIEAE AR (ISTs A7 T ARXTEU
3 PAINIE 1) o AT LI RS WLEEAH L ) A PRSI 42 T I 25 R B, 8 SR BB 23 X3 55— AN RIS 1) T Sk AR
2

BN o

4.4. TF MF-iHIHETTER THEL

IAEAEIRATHERE € > 0, Wiy = Wao = 0 F Wiy = —2, Woy = 1 MIEHIRIEIR 7, = 0 1) IF #Z T84
Sfo fE 3.2 5 A T I I AN X285 BB AU AS S 78 SRR RS TR ST R s R T R (A ARk . e 4.9 mT A,
MR, FEPRSREER . N T U RIERAE R Hopf Afase ik, TATIE 4.10 ik A =ip, FEK
fiit (e B) EN o HIREL. SHFEA o, BRI e =e. 58 T Hopf &, XS TH 7 finlrfei.
SR BT A S, ST . FEflR AN AEAE Hopf 40 5 I AR . ARG B BB MEY], 78 Hopf
R LAL, ARG EE BT IRRE . RGBSR TR I B R A RRAS (LA 8). X AT LA
fi# N5 1STs 18 A 51 3IE 1 B A vE AR AR S A Bl E (LK 9). B &k S — MRS A — M KN My
(IR, XTI p, AP — AP, R AL s AP FHIE n=2 ..., M, BASRIBNF
P B EER, TREEA AL, FURER EEEEN M. BRPIMRTIIRREIR (AL £ AL) FIRRBER 1
RIEHT (M, # My) A, EEATRRE T IR S B, B SSM Ar = SM2 An iy Fidshi0 8 3934k, 1STs

n
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HVEEPE I — BB HUS b, X5 van Vreeswijk(1996) KILHITE I 5E A E, 7F van Vreeswijk(1996) 1, H
TR B I T, AN IR VTR . (FE 4.5 T AR Y BOR B T g B T AR AT )ISIs AP 5
n B E 4 S B 8 AL XS B ()R T ZR AR AT LU . 7 o AR/DEITESL T, PN 2 8] mT DU #IR
W —8E (WA 8a), (HAEY o HYMEE, Wi Z ML 7 25 (S 0El 8b). MUREIRG #HE TN T, £
TN TR) R AR i Hopf 73 28 A A i 11 o iltn, Bk 3RATA — PN EZRBEHBUER 7, EEXST4ER a,
FP RS R—ATEN, MRS REER . RATKIE —MIRESLED o BRI [t Hopf 425 M AR E,
FE AR RS
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Figure 8: Spike train dynamics for a pair of IF neurons with both excitatory and
inhibitory coupling corresponding to points A and B in Figure 7, respectively.
The firing times of the two oscillators are represented with lines of different
heights (marked with a +). Smooth curves represent variation of firing rate in
the analog version of the model.

FATDRE—5%F Mo Ar- i) B IF M CiI TR B, BT smZU M R AES:, 1A 75 RSN 2218 551 HL R, nI B
TEMZE K B AR (W Wang & Rinzel, 1995) . 7EAH B A FH #2070 W0 28 vhor= A2 ik i 6 55— oL 2 2 -4
Mz TR (38K . X OAE B0 JE SO b AR 7 28 o 22 T ) /NS 26 (Mulloney, Perkel, & Budelli,
1981) FIEE A7 & F A2 e KRB 4% (Han, Kurrer, & Kuramoto, 1995) HHET T . AR HricE
B, fERABNZE TAETEEMEMAEAERI (Bressloff & Coombes, 1998b) 1EH T, BR MBS KA, R
A AR 322 (1) £ FEIE I IR S ARIE IAFE. (S 4.6 79).
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Figure 9: A plot of the ISIs (A}:‘l, A}) of the spike trains shown in Figure 8a, il-
lustrating how they lie on closed periodic orbits. Points on an orbit are connected
by lines. Each triangular region is associated with only one of the neurons, high-
lighting the difference in interburst intervals (see also Figure 8a). The inset is a
blowup of orbit points for one of the neurons within a burst.

4.5. —HEMEREIRIR K
TENFATLE TF W48 hoikiE s Hopf A tEpsa — M, BATHE—DH N = 2M + 1 M4 Iud )
oW (3.1) A (3.2) FEtL, A e> 07, =0 M PBUERE Wi; = W(i —j5), HF
W(k) = Ayexp (—k*/ (207)) — Asexp (—k*/ (203)), 0<k <M. (4.16)

W(k) =0 X%F |k| > M J W(0) = 0 WL (J self-interactions). FATIEE A) > Ay Fl oy < op W (k) MFIR 5
VG R AE FL AR FH R s 3, R A A R B B O Rz B B A 2 Rl 5e 4. B 10a 3l T W (k) HUiEESE
PRRRA CLHE BB o ARPT AR, X Fh SR A (R R 54 SRS & R G I B A A JE i (Ermentrout & Cowan,
1979;Ermentrout, 1998). FATEAEHZRLLAT MR ESE IF B,

Figure 10: (a) Example of a Mexican hat function weight distribution W(k) and

(b) its eigenvalue distribution v(p).

X T4 & MBUEARE W FISFURAMTSIN L, =1, I =1 ... N, MR FBALH) X BWRE YA TR (4.1)
KR TN ¢ = gk/N I “ATE”, WTEBE ¢=0 ..., N — 1o OPEURE th H LA 068 2L iy AR Y (1)
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WA (Kistler &5, 1998) A5 IERAHAL IR 25 (W 5T+ (Crook, Ermentrout, Vanier, & Bower, 1997;Bressloff
& Coombes, 1997). AT LT FP#E ¢ = 0. AT LETFEZM ¢ = 0. N TR, FAURBEI
itz [ — NS PPAT, E 4.16 e A, Ay, T, = Z;vzl Wi =S, W(k) = 0. XAMFEHEAL
W R A B2 ) R, FRPHRGHIER NN T = Wn[1/(1 — 1)](WARK 4.7). RN THFFEIRES LM
faEtE, WATFE LM ERUERE W IRMEE. X2l gt

27 27 (N —1)

v(p) = QZW(k) cos(pk), p=0, N TN

k=1

(4.17)

v(p) > v(0) = 0 XS THTH p # 0. MNMHPRHERIEN 6, = e A3 4.9 RYFRIRELE T IERRE T A8 E
1, BN KL(0) < 0 SEFF a( 7, =0) 1 6(p) = v(p)e B £pmax N v(p) IEBH AN IIE. (K 10b
ViR T SRR ETIE AL, ) B 6, = P AT, =0, AR 4.10 FEE N =if. ST A A3
X
[cos(B) — 1[I — 1] =€C(B)
sin(8)[1 — 1] = —eS(B),

:/E\:EP €= €Umax; Umax = U (pmax)° &,ﬂ‘]ﬁfy_&ﬁ? (07 B@Fﬁﬁ{a’ %Kﬁ&ﬁ%lﬂz‘i 4.18 E‘F“quﬂ»ﬁg (%%)I_L]:E 11)0 EEUH:
ALAL TR TRHIERE 0 = etimeh, Hopf 7393 XRAE T o M Pmax # 0 TR, AFEE PRI RBORIN [R] 2
] BATE RSN, XK S ECREA M4 TR RN s sh e, anl&l 12 Fros.

(4.18)
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Figure 11: Region of stability for a ring of N = 51 IF neurons having the weight
distribution W(k) of equation 4.16 with o7 = 2.1, o = 35, A; = 1.77, and
3>, W(k) = 0. The collective period of synchronized oscillations is taken to be
T = In1.5. Solid and dashed curves denote solutions of equation 4.18 for €.
Crossing the solid boundary of the stability region from below signals destabi-
lization of the synchronous state, leading to the formation of spatially periodic
patterns of activity as shown in Figure 12.

MM L2 i Hopf 43 %00, B2 S8 ISIs BAMIBUER L. RIE ap = ALY 2 SRS E 3, Jid
Ay AT 411 H5E o HIET AT, A0 SRR 25 6] h A7 AR AR L A BUIE 22 (A1 70 A, ECRIR R ay BOZE A (R-1KH1) 22
Wtk B 12 BoRBPUB SR A Pt B LE TR T RS B IR REETRRAN) . k™
A2 AR G AT D9 ULt 20 10 2 T AR O RS AE, A 12 B3GR B s XS AR B S 4E 3.2 1Y
255 H ISR ) A LB A R B AR A — 3, 1 IR — SIS T o B2 E G, ARSI Al 1g 5
fiho SRT, IF BB BB ARSE R, 245 S K 12 PIE EREh s ok, X BEIR R TC R R i o
RAER 13 s AR T U, A BRATZ ] T ARG S E PN AE o (8T RIS IST(ERHE N BRI )
AL, UG, PRISREA S EVERBE. N 7 RAER LA RN, BATE T k R E TR
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Figure 12: Separation of the ISI orbits in phase-space for a ring of N = 51
IF corresponding to point A in Figure 11 (¢ = 2, ¢ = 0.4). The attractor of
the embedded ISI with coordinates, (A;j_]. A}), is shown for all N neurons.
(Inset) Regular spatial variations in the long-term average firing rate a; (dashed
curve) are in good agreement with the corresponding activity pattern (solid
curve) found in the analog version of the network constructed in section 3.2,
with a; now determined by the mean firing-rate function (see equation 3.18).

5t 2 H Cy (k) WA HAHhE:

./ A2
Cv (k) = w, (4.19)
XTREN P BEsiE 0, HPEB AR 412 8 L. BMMETH Cy B 13 FLHHIN o BIRE. X5£
BH, V35 0 F 2R (R S PRI B IR R/ o I IS pR . X TR ik (o — 0), Cy A/, R IF By
BRI AR UL . SR, 24 S s B bR IS, X R s AR/ 5 N 2 2 . 0F T B Jo /7 S5 v BRI A BLAE . RS
RFFNFEHLAMR AL IF M2, S50 Oy 17— MRk B AW s HCR (Usher, Stemmler, Koch, &
Olami, 1994). Hil2&, Softy 1 Koch(1992) CL4R M, HLAE R ML N JC2 AR R B R Joi b 28 0 R 30 HH 1)
i ISI AR St
IR B — ANV AE N A B TR B T A B e MR TF AL, Somers, Nelson 1 Sur(1996)
XX PP RLHEAT T BUEWT L, A1 & T — N EA k FRid i@ s 0 = mk/N B IF #H4& 0. &t R
filAH BAE R, kb K H S8 B alpha BRECGHIAR, FEEAISRLT K] 10 (0055 75 SR oR 200 K 20 B X i A I
A e 0. BB R T R A BAE ] S 807 a1 2R BiAk . v ERE, Somers A (1996)
FRASE 2R 3 B0, 5 - SO AN B TR AH OC B BRI ; B ] DAY R RATISC F R A A, DA PR BT B0 55
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Figure 13: Plot of the coefficient of variation Cy for a single IF oscillator as a
function of the inverse rise time «. All other parameter values are as in Figure 12.
For each «, the oscillator is chosen to be one with the maximum mean firing rate.
(Insets) Time series showing variation of the inverse ISI (A")~! with n for two
particular values of «.

4.6. EMERERWBELMIEHET

FESR 3.2 iR, BAHR M, AP R RSO0 T, AT B AR AR I X% -3l w22 o5t A e AL Hopf
Iy XK, HMETERAEIRFZ G DL, 4.4 715 B 70 1) S AR R AT 9t AT BE T 5 i s 7 Fg b+ B[R] 0%
N T T S A AR ) BT ANT Bk R Pl A R, BA T8 I 25 rEf B 22 7 ok 5 78 (3.3) 1 alpha

[05KeD)

J(t) = (71t — e~2t) O (1), (4.20)

g — o
TEWMR g — o — o 1, XFEHHN alpha BB (AT 3.3). WH ay > an, WFARIIHHITAT AT em2t,
IRFNEA I N €, = [0n — o] ' In (o /ag)s TIE oy > oy W ay Al ay KRR

TEE 1da 1, FRATGH] 7 HEHTLE 4.4 154047 I A3 -H0 0] 72 5 FLIS 8] TR BS ) Hopf 7325 (s Fh e 4z . 3
1, JERAAT J(t) HTHRE 4.20 41, Hd ap = 0.2, oy NEHBESE BT 200 Z 0k B AR, AT
IF BB AR 2 A RGP VLT . 8] 14a fos, FSRBSEanst, Kl 14a SR BDAR LA s 2 b gk
il SR AR R . A NBVFIZ, BMEAE o BORIME T, BITESRfd BB IR AIIE LT, RAdER &
SRS, (RIME o) MBERZTE 100 8L 100 LA E, o RAERR. ) ATTRETISR IR G AR ERIR o — oo
W T %, AR, FIFAEML, XL Hopf 737 2 IG5 h EfE (S WA 4b). &5, EE 14b
H, BAILH T IF PG ol iR 2 T FLE . X o BRI SS, X SRR — .

5. g

PATFEE T — DK TCHIZh J 5B, AR SR REAR AL IR A B RN JRE RS R (BAL) A 2 ]
O TR ARSI AL R AT LLE S5 F
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Figure 14: Critical coupling for a Hopf bifurcation in the firing times as a func-
tion of the rise time «; for fixed decay time > = 0.2. (a) Excitatory-inhibitory
pair with € > 0, W3 = Wy = 0, Wy = 1, and Wy, = —2. Bursting can oc-
cur even for fast rise times. The corresponding critical coupling for the analog
model is shown as a dashed curve. (b) Inhibitory pair of IF neurons with ¢ < 0,
Wi = Wy = 0, Wy = Wy = 1. Critical coupling is only weakly dependent
on o.

HAT R AERLI) TF M2 502 FP A SEA N BB R KB Hopf 70 % . 1Kl H = P EARARNAT
N, FRFIERE A PUE L TSTs 1 F8 Sk st JA Al . AR SRt B0 T, HURLEE (32 7T LU I A B
RIS AR I o, AEAZAR A oy, P2 T A H A L 9~ 2 TR R

BA 2 RSIER R N AN EE s 28 70 10 55 0N 48 7] DR SR IEBRIRES T A g B Le i 42 0 AR 15 AN
B (TR #RIETD) BPIRZS. R, van Vreeswijk %5 (1994) 18211 N = 2 B MEAITRAAE 55 EHRE T
Ao M a> ag(N) APCEFRSAE, FFE—A S BT T ERIGFE ao(N), AR R AR IRRE
6. Ah, 2 N — oo, H ag(N) — 0. ZIE T Gerstner 25\ (1996) HI48 e #5502 2 AT L€ i As e v
FAAERT IR T A 20, AERT EAG 18 SRl A B Y 28 AN PR 7.

A PR RN A2 R fd 3 2% P AR o A0 2% rp ] H IS R Ik M AR 3. ISTs £ i I BIE Lisith, AHXS T
BRA AT IST UK. TF A7 ISTs AR 8] A2 £ 5 AH RS FULASE 7Y o g0 Fit ik 3 PR A2 A B A AR e — Bk

U ST E  AT LA PR TF 022 70 90 24 7 DA 2 25 P J40 7 o o o W I A AR A 30 S5
SIS — 0, ISTs FEARASIAIF 4330 BLAF A0 BB 30k, TF MO (ORI 175 M0 S8 7 1 ML 20 0 B
e, HU R RMOE LTI o RSO R BA)E R, ORI S SR B T RO B E T
M,
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FRATI A B S A b T A R ) — N B R, AR SO RFEI IF 4 BT R I (K S 44T NTE 2 KRR 2 R
SR ALV BRI A 22 TO AR R BT S o o A - B A A TT VD BUE AT SR W], X PR 2 (A
IRBRMVEC R . (53 White et al, 1998) {1 F IF B8R 2 & RVHUH RSB 1 3 ARk o BEAh, FVF2 70
DA R AT 70 b7, LA R S 22 oAb B 0 A 7 1

AT 3.2 T J () BONAHRL ST R RIS AR, AT DL I AR T R B BOUS I N . 7E
(BB St IR AT AR AR/ B Rt m] DB RIS VIR R e 1, A TE ) /) % 7] LA Koch(1984) #2 1
LA BT AN RIRAEAE, BORIEIESTR R BIRIT N R T MBIEARIRIRFE . A ihi,
R SRR B FEIR AR S 4R A AT VT RC I, AT s ZUE 5 (9855) FE A () Emi& . ks
BT LA BAT 5RO B PR A I M B2 1 TSR T R SI M 2R [RE . R EURIIE R R AR (Bressloff, 1999).

AN 3.1 i I, = a + Bsin(wt) BT M Z 0 EZ MRS, H o, B NEH. BT Hik™
HEN I RGEERIEE RN, FUAEATREE N — 1 A RO R B VA SR kAR E B (W5 4.1). 2
17, FRATTAT DA Gt I 2 5 SRR 245 5 1 26 e Bildn, 78 11 BERBUE IS IL Y, IF W&ok ECh
Tm = (m—¢;)T, Wi T =2m/w. 4XTH ¢; HIXH T E

N
l=(1—e M)A+ (1—eT)F(¢)+e> WyKr(d;— i), (5.1)
j=1
Kr H 4.2 1 F(¢) = B[sin(27¢) + wcos(2mp)]/ (1 + w?) ghie IdXFEE 4.2 35 p 3 0 Ak A7 A% BB 1)
HE), WA RABE SR MR AR S . T MBI R p - g BABUE . Bt Bl T RIBeas
X, Hrb j shETTHERIRE T WIHL ¢; IRe N T AERBGXFERIE, A0S O —BIE R (Coombes &
Bressloff, 1999):

j
o [) FoR B or. IXANAAR ¢ v mod q; AERT 4L SO gy MITRR. T LAREATIR LT FER G E S 5
larhi g, Hd T EEASUE M ansatz 5.2 R o IXFERIL AR ER 8 L— AR E, HERERRA
BER 2 AR AR EL X . BB AT DU T 4.4 5 b RILAIB R R 7 %o TR A0 A7 76 AT LU i 2=
P RGBS Y FERAT AT, AR ECE 8 1 b T HE M REIsh & A E L AE/E (Coombes & Bressloff,
1999). MRAEHE—6), 2 RABEAIE W RV AT TF A2 00 RL/N R AR S = (0 e I ) T S,
BN i Hunter. Miltons Thomas 1 Cowan(1998) M2 HIABKE o

F3 A HE R e RO O . FRATTIIER L 6 /N (IR 75 KO A & AR SO AR S R 5T, MR
7 BAEAE ] LU ECH AE @8I S, IEW Usher et al(1994) 1 Usher, Stemmler, & Olami(1995) X} B TE %
BT FE BT U BB RE o A AT R T AT R DY A A Y B A ) L DR SR A A BE AL R AN — 4 TF fihe
TORALE o ABAT TSR S AT R TR R T S R T 12 AR v s B CE) —4B A . BT FE R, fE— €S
Bl A, XA A AR B O N R ARSI, JFBTm TAEM S il XA M /122 20T R
LU R E E ISTs DN RIEMB RS AN 1/, HISBTERRKZERZECN Cy > 1. HEl, JATIEAR
KSR TTIEENS —YE TF W 2% rp RO B AT PRANRIE 75, JEA BERE— RN T f# Usher 55 A (1994, 1995)
RO EEEE IR, R0l A2 M P R 7E BT SE 3 0 2 I AR ELAE P o A2 T AR 2R e (i e 7 AR e 0,5 MR 7 ) — o
FiFE G N—ANETC T3 /NS 8] A T R RE ot © P(U;6t) = 7= 1(U)dte T B4 EE S AR, Ri 8] 7(U)
WiEN U < h B U > hBEHHER. XS R 7(U) = e PO, Hp 7y 2 BRAEL RN R, 8 e T
WEFE Ko £E B — co WIRALKE T HAE MG OL. 72 RBY [FIR 28 fTHOL T, WT U 1 2937 75 920K B 2k b 3]
ST AT AR FE RS (W Gerstner, 1995). ER, WA 55— A5 RS AR AOREIDLRCAS b1 Sk e B (LA 5K
3.18).
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5 S FRATTEE 5 R 11 52 TN 48RRI 26 2 A B DXl o FEARSCH, FRATTKE 1 > 1 51N 3.1 mfEd, Mkt
WS EAERA FARBEINIRG TEERG T, = In[1;/ (I, — 1)]. R0, HRMEIRG WA R AL TR X,
H L <1 XTI i=1...,No 5 4 TP PTE FA 45 R T DAHE 2 0K XK, - el A
TR 4.1 MALHELTE 4.5, H—H, 3.1 WHEHEZRIEIRAREN, BTG EA R IEER 4Rk
GifT N A —S/E — 4k EXF AT DA IR I 24 ()3 7T (Ermentrout & Rinzel, 1981;Ermentrout, 1998b)
MIPAGERE (Chu 58N, 1994;Kistler et al, 1998). AT H AT IEAE A A SCH2 HH Y — L8 AR W] ORI 4R 32 Hh 43T
28 TR I R AT VR 1 HL R
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