| Lnases
\‘ World Scientific
Connecting Great Minds

Subject s Journals Books Major Reference Works Resources For Partners \s OpenAccess AboutUs \s Help v/

International Journal of Bifurcation and Chaos | Vol. 10, No. 06, pp. 1171-1266 (2000) | Tutorials and Review:

NEURAL EXCITABILITY, SPIKING AND BURSTING

EUGENE M. IZHIKEVICH

https://doi.org/10.1142/50218127400000840 | Cited by: 1361

Next >

B rorerus F Tools < share

Recommend To Library

AP XA M AB AR R A 5 L
Section 2: #¥ % L&) 3L 451

NEURAL EXCITABILITY, SPIKING AND
BURSTING

Author: Eugene M. Izhikevich
DOI: 10.1142/S0218127400000840

Dates: Received June 9, 1999

Translated by Na Zhao, School of Mathematics, SCUT.
Link to the Journal: 10.1142/S0218127400000840

International Journal of Bifurcation and Chaos
Vol. 24, No. 8 (2014) 1440003

2023 %3 H 30 H
* XL R FET 1999 F, BIHECLEIEWTL. Izhikevich 7E1% 0 HVEGIAGH T L o451 . I s

RIBTE K BVEA 73 B o X TS A A S, 2GR M T F R B AR . th TS ORI,
Rl AR A, DM E MR E LB H T . X2 Sec. 2: A ITTHIM AL


https://www.worldscientific.com/doi/abs/10.1142/S0218127400000840

NEURAL EXCITABILITY, SPIKING AND BURSTING

EUGENE M. IZHIKEVICH
The Neurosciences Institute, 10640 John Jay Hopkins Drive,San Diego, CA 92121, USA
Center for Systems Science Engineering, Arizona State University, Tempe, AZ 85287-7606, USA™

ARICLFIR T G IO RN E B (SR06) BT W43 Z 0L o FRATTIEZR T 43 25 ISRt Ao e 5 400 M 1
PR . B0, URRASHOE R4 W, i ] DD BRI i e A Bl o R E, ERA
B BB, FE A7 A% R 8 s, B R . MR, MfadHER
Andronov-Hopf 73 @i, AMTERFEMBETEH N R, HRERREFETL, E%A WifE L EE
W, R LAm R K TR RS s B O Se R N A (GEIR) SRER . I A SR SERR
Al e AEIR B2 1 Hofl

PAVERIR T WHAEFER OGS, HHILFS BT & TIA KBRS, A2 mts. &
I T burster MR nf e LHME M EEYE, FHIRAVER TAFM burster A7 LAARIHIAE T
25 FIALHEAE .

Contents

1. F—RNMENERSR
1.1. H1E
1.2, SN R G A A
1.3. 218 i3 B 14 HL
1.4, 59 4%
1.5. | 5 208
1.6. A1

2. %I Andronov-Hopf 73 7% )58 28 m ah R
4
2.1, BME. MArtEMXFaS
2.2, EREI S
2.3. B N
2.4. EFMEZBMEZERH
2.5. 55
2.6. 5 RN MAME U IR
2.7. i) Ji5

3. BE-L5 R0 FHER- IRl O 4
3.1 MVE ALY

4. PO REIR 12
4.1. FIREMI AT 13
4.2, YA RIS 14
4.3. BMEAMA T 15
4.4. L HEETRS 16

N O Uk W W N

— =
O O 0o o 0o o I

— =
— =

* Eugene.Izhikevich@nsi.edu;


mailto:Eugene.Izhikevich@nsi.edu;

ZrE—NABAEREFENRSR, M R%
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RGUARTE A, XA 2T 75 T B 0 I 46 R0 25 o KPR
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A O LI 75 P 1 S P 23, 84 BB Fa e 1 f
1301 ZGu e e e, il 5 s, £ K02 K7,
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fER A 75 B . 78 F 30, FAME A Rinzel A1 Ermen-
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AN, BEEIREDE, FEEEBAIRERENE
BOH R, METTRHRIENEBIRY . SEE RS
I RIRGARES R 7 008 TG .
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QAR A Yy 750, Wil 5 Andronov-Hopf 43 7%
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Hodgkin-Huxley

B 5. A RESA N EIER OV PUE (BEt) s SHEREF () Sas RS, KRG a i .
te

(FIRPEON B 21 2(t),

Morris-Lecar

[t1; 6] XAER—BUE, BD o(ty) H9E x(t2)).

Hodgkin-Huxley

Vi)

Spiking
Frequency

Spiking
Frequency
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Class 1 Neural Excitability

Class 2 Neural Excitability

Bl 6. 40 R aR EE T HGINIE, PN BRAS A v A 1 31 S R IR Y . (MR A RS N F
Hodgkin-Huxley 5%t LA/ 18 8 i 2508 )

steadt, 1997]. Morris-Lecar. Connor #i%! [Ermen-
trout, 1996]. Traub 1% [Traub & Miles, 1991]« Bower
BEA (Wilson & Bower, 1989] PA K ¥ HiAth A= Hy i ¥
TR A R K. BAE 4R it R G o kb
AT

pi =f(x,y),

y:g(‘ray) $,y€R,/L<<1

AR, WE??HR.

MR SEIN Sy, BRAEMA A BV, 5 0 5w)
i) Hodgkin-Huxley[1952] BRI R I H 2 — 04
% [Connor & Stevens, 1971]. Rush 1 Rinzel[1995]
IR, W Hodgkin-Huxley #8! H AR AT (%)
WOE & OE YA, A HIRAT S — R a A
s 1 o

1.1. &

B 00 B — NN, RGEA — DI
BRIE-#% AR B R [FitzHugh, 1955], 6008 % B K
N BRERE, DR R AR 2 8] 3 RS A AN A E
TR IR FSL b, FEE 9, ANEE 73 B AR R A A
W/NEBh 2 SR, T AR L 5 B e (R 0 B ) 2 DA A0
AMK, A — DRI, IXFE RGN RA
EEIATN. PO RA P RIRRE S A (b)),
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R YR, EA AT RER e BRI, SR
HIBRMERAGETT I, BRARA INER € BTl Hofh )22 &

1.2. F—RAFHERGHHRBIER

BB 10 R RS BRI RIS , REHE
WS- 4 R R LB IRMR /N BRI, 8 (2(2), y(2)) 1E
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Saddle-Node on Invariant Circle

H 99

Supercritical Andronov-Hopf

QI

Subcritical Andronov-Hopf
7. XN WGP B RE B0 1R R 1
YPEPIRA N BHERT LU AR B — A RRHEE RS, e
R YR ORIETE AR, BAFEETHR A
ARG bR Sy . AR X S R R B 3
HURFIEMEES, mte &k E Andronov-Hopf 73 %% 5681
5E XL [Hoppensteadt & Izhikevich, 1997] 8%
[Kuznetsov, 1995].

2 R AT A5 B IS TR B A, SRS AT AR (1) I A2
B YL R, IX — B NI 5 — A 2 e w1
Ermentrout-Kopell & H# 285¢ | 2l [Hoppensteadt &
Izhikevich, 1997, Theorem 8.3].

EI 1 (Ermentrout-Kopell), B AT H Xby3h7) &
Gk
&= [(z,y),

A=008, ERTRAS>E LA —ANEEE A—ANER
Ry AR A

x e R XNeR, (1)

¥ = (1 —cos?) + (1 + cosV)r, (2)

XN PEBHNAR, K =d/dr, = /Nt HIEE
W, JeS' ABRERAGALTEEE, re R ARKT
[N B — AR, LR, REEA AT
O(1) AR W, AR —/ it h WS, XA (1) &
A R4 B (2) B9RE.

WSS h W —S! KSR T 848 K — /NGB, IR
BAAARA LD m e ST MFBEER; WE??.

4

B, 2 o ARG (ARE), MjEAE
i m FEK— N
JYERR (2) MR AT

o WK r <0, WAHWATH R

1+
1—r

9% = +cos

AR RS R W 11 LR X
b RGURAINAT . 9 K/NMEIL S0 R A L
5 9%, sta MHEEOEIET A, Wik o0 1k
S BE, it D, W R 9 = 7,
ZJaA R BFE IR 97 2 e — 0 B, P
K& 9T M9~ BERAE

o IR £ > 0, MAFLEFHDRE, I(t) PSR
w=2yr ®’%. K, FERS (1) KIRGMER
2/ A\, IX E LA I FTIESE (M. [Ermentrout,
1996; Guckenheimer %%, 1997]).

BAVER], r ££ (2) TEREDZSHWEM. HE

M 9 I, EVEAT A R e #£ 0, A4
FRATAT DM F AR B (AR 4K [Izhikevich, 1999Db]

1
p = 2atan tan—

NI
W E MR R R —

@ = —wcosyp (excitable activity,r < 0)

Y =—w (periodic activity,r > 0)

K w =2yr —ANIESH. & (3) Y T
2ei6 EREE, R e B SROR 47 00 A A T
r=—1 ATy ML r MEEFT r = +1 178,

1.3. ZZErEN MR

FEHEG IR (2) I, ARSI (1) +
(T B T R R AR AE P W ] B TR A5 22 1 N (]
R, N THERENE (K) BIEE TR, HA1%5
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[Izhikevich, 1999b]).

ISERN

x :f(‘ra Y, /\)a
v =pg(x,y).

W = O(A), WX REHA LIRS 2
[ S BREE TR oA — B K RE 1 4 2 M o 2R
i, Wy 0305 A S 2 3 O
2 PRSI, BIY o AT RSN, § = 0 &

—@Bifurcation
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Repetitive

o__Spiking

Repetitive
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(1 H [Hoppensteadt & Izhikevich, 1997].

Excited
(Regenerative)

Threshold
Potential

Refractory Rest

Potential
Relative Refractory

K11, 38— R A tE AR (2) AR PRI
(kB [Hoppensteadt & Izhikevich, 1997]).

—ANRERRE R, A TRATT AT DA S S R A Y

¥ =(1 = cos?) + (1 + cos?)(r + su),
w =6(9 — ) — nu.

Hrn < 1,6 4 Dirac delta B 2 9 @ik n(KH
JEE), AR o IR, RS BRI
B w= 0. s FFSIRIE TP R TB SR IL 2 IEIR
T ORI, XA E T AR E BE N . FRATRE
TEEE 3.1 BT e —FILR.
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MRS B, ERA S RN
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JAAYERG S, M HEEEY Y EREGHEE, RUETH
fih 25— A w4 R GEER ] DAl I 3 2 ) AR R A
By (2) ZTRER. ZAFRE, BT LIRSS A [Hop-
pensteadt & Izhikevich, 1997; Izhikevich, 1999b] —4>
S5 EERE I 5 — KA A R TT I 4%

z; :fi(xiv)‘)+€Zgij(mi’xj?)"5) (6)

=1

Hrp e < 1 BB mne.
EIB 2 BIXAL (6) HRATAAN LS
o« HNT AL

Z; = fi(wi, \) (7)

A=08, E—NTEELA-AN&LEESTD,
o L x; RTHUEREGEADABE, A B
9ij = 0o
REBER—Neg >0, THFTHAN c <eo, (6) A
ATRABRZ — BUET |\ A= e 89483 Xy (LB
12)0

O(e)

OE?

Distance to
Bifurcation

Al

Strength of Connections €

B 12, 55— Ral X P o 59 R M (6) A AR
AR, BT (A AN e MR RN CRE
[Izhikevich, 1999b]).

Case 1: |\ < %
V. = (1 — cost;) + (1 + cosdy)r;
j=1
+ Zwij(ﬁi)é('&j — ) (8)

b 6 /& Dirac delta B SRR wy; BB

wi;i (9;) = 2atan(tcm% + si5) — Vi, (9)

JI—{L 13, /]\ Sij I%#/Pﬁﬁo

=T

K H [Izhikevich, 1999b]).

Case 2: e < |\| < e.

j=1

V; = (1 — cosv;) + (1 + cosv;)(r; + Z 5i;0(0; — )
(10)

Case 3: |\ > ¢ MITRE (7) WIARBRIASR A o

Jj=1
O =wiy+ ) siH(e; — @), H(x) =1- cosy,
(11)

HMIEAM A (11) 5 Kuramoto #AIA[E, J53&
1] H(x) = sinx.

ARG (9) M (10) kB Gz, RIERAE
BOH—A9; B ©, [BWEATRAREER; e
Ui, BT AR, T AR KR A R 5 R AL
I, X — A AR E RN AR K. 5
Bt B 23T FRRSERUAN ], ik B RN AS s — AN 3
M & BT T i 5 A 228 T (1) 4 RTIRAS o

1.5. HHIfERUE

SRR VE AR 28 70 WA 55 S0 A K o A
R R . sk b, WK 14 PRATEE], §9/%
e (IHIE) kb () BIBEREIEE .
IEAFRATAE T R B AR, X028 A X i
LICR TR -

ST, A AR e N T BLAE B — A A T
L, Bilhn, = BE R B SeE LR T i, JATE K



15 Rt [FIRE, A IR) A A\t ) DUOE I 3
ISR IR TR, W0 h B, SRS R
Bb, B — R A R 2 T r] LR ] 5 2R, (H R
A7 E S 5 2 A AR LT

1.6. EZMH

AR 5 — 2R A A e R AE D . X — A
[Hansel 55\, 1995] fE %01, I Ermentrout[1996]
X=X A AT 0T JE KRR — R R BT R
YR AR TCIN 4 [Tzhikevich, 1999b].

B b, FHREMAAES (11), HiZ w = w) s12 =
so1 = 1o WA, MINLZE, x = ps — 1, T

X' =H(-x)+ H(x) =0.

BN H(x) = 1 — cosx &/ MBERE. Xl T
MR, Z2/07E 1/ B A R _F 2wk, AH
S, TE#EIE A Andronov-Hopf 43 7 B I B 26 — 28 M 4y
RGH

H(x) = sin(x —¢),

Hp o e St R B BRMALZEE XHZH [Hop-
pensteadt & Izhikevich, 1996], [ A7EH ML T
X = o W o #£ +£r/2, BRFREHF D . XA
ST AT DAY SR B AT 15 2R m] M ISR R AR
FEARFN, REVFLZ BRI,

2. 51K Andronov-Hopf 5 ZHIZE
“EKAHEN RS

Andronov-Hopf 73 7 # I\ A A& #1480 i 1k Ha A7 11
FESH, FBAE R Hodgkin-Huxley #7YH M EH 1L
PR FE AT, AR R TR AR iR
LMY — B, RPN — 2T T
EAER 7 (WA [Hassard, 1978; Troy, 1978;
Rinzel & Miller, 1980; Hassard %5 A\, 1981; Holden %%
A, 1991; Bedrov %5\, 1992]).

—ANEZFER P LESE, R ERENMAER

7

FefE, Ao B, BEMEES, #HeHA0E
Hodgkin-Huxley # AR UBH 1), R ZET I
WA R AT X Sepp IR anIRAT17E T & 2 A
Ffo

Hodgkin-Huxley #%¢, DLRVF 2 HAL A Y1) B4
B, A — AN A g, Wl 16 AT . 45
SE T WNRE, FasE SRR GE AR PR IR @ T B il
BRI 70 B JEE AR R E RS, @ i 5
f*) Andronov-Hopf 7 Z5 A H 2 ka1 .

1E T BUEfRME L, AL EA S T aE s 2
2hRHEIE I [Kuznetsov, 1995; Izhikevich, 2000a]

2 = (a+iw) + bz|z|? — z|2*, z€C, (12)

B T e LB Hodgkin-Huxley M RS040 4
Gb, EIRBREIME T REA R, PN ER BRI BRB) /)
SR St T

2.1. HME. MEHRNiEs

FASEN Sy 22— DN EEAERGE, il U A KR
Wiy k. Hlan, B 16(b) H ke FATRE Mk
BRIFESEIL AT I L AR, R RS S
AN, EATTRT REARAS TCVA X )

16(b) A1 16(c) #i# T Hodgkin-Huxley #5:7 ]
NI TERT . ANEEE AR BRI 73 85 1 1k
RS BRI 5| SR T B A 08 1) DRHIR s 0 PR 40
I, AEE AR — AN BERE .

YPHPRS S — DR RG], WE 16(a), X
PR A BT A R R AT /N BB BTSSR °T DA™= A2 K )
e W 17, Bk, Z RGN, BAE 5(Sec.
1) HdaR i S 2 g B Oy B aE . SR, — N BRMER
TETREAAFAE . FHEL b, WRVIE KA T 17 4
WA TP Z B X IR, Rgin] D=4 —4
BAEE A IRTE RS0 . FAT XA X IR A 3R
. BATEF], Hodgkin-Huxley HiHIEH 44 84T
RN o
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Rest §

State Threshold
(Separatrix)

Class 1 Excitable Neuron

g Excitatory -- -]

Class 2 Excitable Neuron

B 14, 55— RMAERPZTC. Mt (FIHIVE) Bkl (C8n) BIBMERIZIIEE S (L), 5 RN
PR TCo et AR bk 2 i/ 2 B AR RO BE B, WIS M A R 1) 2 [ R X 70 AR A5 i VR L

15. ERME AT B Se e LRSI, s P4 A m]
Gl E —RAD A P22 TT IR I

2.2. EHENR

FitzHugh[1955] #4012 T Hodgkin-Huxley 7
Rz —AE TR RERE, g TS
%o B 1T HRAE/ N PSP ORI ARG fif 2 8] (1) R 55 ]
PL/NE 0.1V, 3X FURR FLAL (P e P 8 B /N . TR ks, 22
£ Hodgkin-Huxley #5754 Holl 52 21— >t S PRI 12
W, At A AR EWIAR A, FLRE R SR 2 FE A A
VBRI I AN E PEA R o DAL, AR 1P
TEFTA WG AT N R H 2/ ST N, HER
HEERKILTB—ANE. FitzHugh[1955] FRiX 2
— AL REILR -

2.3. BMERK
4bF Andronov - Hopf 7 Z AL Mtk RS A

HEREBAEBLRE ST ER X (B A ) R
S B R~ R 2 T X311 Kb /NI e FELJE i35 1 s

Ao FRATERE 18 Hil] 7 IX— i, XAEMEIRATE S
T AN R S IR- TR AR [Tzhikevich, 2001]. — X
FEXS R PP BN (doublet), FIRES AT BEA 215
RAMERAL, T H AR 24 (AR I A] 23
FEIERY (BHAEE) (0 RH, sl g2mm BLER
k. B, $REhAT R SO AH B . B, P
A B R R AR . X ILR 2 A
4t (Frequency Modulated) #H H.AE ML —HB45, ©
TEFR AR A 23 [Hoppensteadt & Izhikevich,
1998; Izhikevich, 1999a]. FRAITEHS Sec. 3 2 5 i
TEAPHRE .

2.4. EZEFEMRARMZEER

AHTE RS & AT B2 0] B AN 2 AR R 5 # 48 ook
Gl RN, EERT B R . X X R AT
Z B Ry B A i T — SR WA 19.
Feonlseg, XMz oonl DR REE — & ams R
EFZERE; WE 20,

2.5. SR

K18 HAg— Ml ROy AT Ak A 2 515
fish i 55 2R AT ey 22 T r AL OB B A . AR A
CAE RS — R 5 HAR 28 M smia Ve . R
Uk, FM HURHRAEAE, Qs fror .

IERATZ IR AR R, 1% B EAREARES
I —ASNARIR Bh s . FATVEOGER K /& RGUE RS
A IRt A NVEAEL S 1 59 5 BRI e (t) FRIMANL .



Stable Oscillation
[} ! Mijimeta o
= o Fold Limit Cycle ooy
= 1 Bifurcation Subcritical :
E- ' Andronov-Hopf
< \ Bifurcation
Al
< Unstable O
“Dstable Oscillation
| Sable | Unstable ]
a b Equilibrum ¢ Equilibrium d
aT n o)
0. ar|
Qs: [T
of \Y o
™ o » ] 0 = 0o ) E] ) w W
a b
C d

K 16. Hodgkin-Huxley F i) it Y 7 70 4544

PR, AEE RS

x €R™,

T = f(x,¢),

LA, ALK Andronov-Hopf 4370/ e- 46
WAk R IR

z = (ea +iw)z £ 2|2|?, z€C,

PN T 553238 R4S
T = f(x,e) +el(t),

GEl

=eJ(t) + (ea +iw)z + 2|2)?, (13)

z

I Emprm, Hr J(t) € C =& I(t) € R™ BN
A AL

z = eve™t, zeC,
SEIE
0= eJ(t)e ™ + e(av £ v|v]?).

MR RGRTY, [R5

¥ = /2b+ e(av £ v|v]?),



Small
PSP

Threshold Set

Kl 17. £ Andronov-Hopf )7 BT IR 2 R S8 ] g
WA RE. F??(a) e

Hodgkin-Huxley RGMHA" " . —DRRT

ANHRIE 1) S i 5 AL (PSP, 1M 3 — AN s AL B/

HLA

y
|

T—oo T’

I ,
b= Mn‘/ J(t)e “tdt
0

FERS LT w B T () B EI R X SO
AL, BME J(t) #0, b WATLAH K.

BAMBE Bl 2 FaEr, Bl a < 0. t0% b =0, A
2ov Moo BREFTEPAT A, MR, Wi b #£ 0,
o v g Jebt —FEEKE » = O(Vev) BITHEIE
RER—AN/NERIL, TR HE 18(c) H AT E
B BR IR I 7= A — AR

2.6. FBRANTHA TSRS

FATE B — 5T Andronov-Hopf 73 % HI R 8t 78
LTI E R Ay TN 1) B, XRT
IR FHESUR w, JE RIS RIS . R, T
RN, B % AR IR — 20, X
FiAT N CEAE ik 4538 [Hutcheon 45, 1994; Puil 5%,
1994] AR FAHZ G [Jansen & Karnup, 1994; Gutfre-
und 4§, 1995; Hutcheon 4§, 1996]. Llinas [1988,1991]
KX AP OO RS . 58— RN WA T
FHI,  BEINAIBOR W] e 4B IR L 8 2 B3 — 2R %
FIZETCI TR [ Tzhikevich, 2001], RUN'E AT AEFEAI (14)
€SI 0] A HFRATHE FM ZHE, FRATKAE
Sec. 3 & 5 5[] FIX A i /L

10

"Excitatory" Pulses

Spike
jl'm
Y —Dr
l _esa-\l.u:[
(.I.I:i.l:’.l
Fiy
| 1
g g -

"Inhibitory” Pulses

Spike

—

I 1
Mwifes anant
Doublet
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