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1. 58

# F Hahnloser F AN &8 4 m o454 P So9MK, R TANH KRS
M.Long F B E& KZHN, KMNFRT —HBE R AT HVC AW L2 BEA,
CRABETHS 58 F A 4, 8RS 2 T A9 R R 41 vA & Hahnloser 5 A
1BRMRBN G “FHEANEL” B—IET EME L,

BN S0 R4 0, HVC R AENT 0 A 500 77 A2 33 4% () A2 A e B A
FHHVC W E% A MBI A 2 o A R Sl TS RA #HZ8Z(HV Cra 41 E) 21 55 15
PRI R BRI AT R 3. Gibb(20092)( LA T i FR GGA1)5E
NS AP ERh 2 o (HVC 4 i) 1) S8 AE 9715 2] Kosche 5 A (2015)(LA R R
KVLI15) S50 3 HF . iR IX Le S2I0 FE B Mg, FRATIFE HVC 251 gl 4
P I AR B S A P SOZAH — B A SCH H FRERIT T X Ph 4R R 5 SR, 1%
ZERIFETF HVC FTHAE ST, IXEETHRE B 02 & A T T R A

BATH HVC WAz @ — P A B 4%, 120 2% B8 i 1t b & 1) A
ML, PEERT AR 2 MEREE R . XFE, KA1 Hahnloser 55 A\ 25711
HVC & o Rl AR 4 1 AV B 2 R ke . (2002 4F) BL A B J < B
WHEM A U R [5G 22, JUHZ KVLLS 1 TAER) S5

FRATVIE K7 75 07 D0 (1) 8 R T8 e ¥ B0 HE HVC HoAth A5 RRAE BE
s B, ATTHERRL 7 DU R AR, X ECafbm T AR TR TG
HR, TRATRE A B TTAE [B] B8 AL T35 BRI AN AL T35 B PR 2 I X6 [0 3% 1) 52
SR o

AT BRI 9 S S B AL B3 20 ZEL s 1) [l % AT DIORR 470 ) e 5 A R 45 5
FERE AT AR Z —, DL 2) RIS 7R IR Lo S [A) PR 3 4 L) o FRATTK
PR ix 6 [ bR AT BLE I H Lotka-Volterra-like fRI5h /153K S, %380 /12 A fig
(R AT ML 52, AL SRR R R & MM s 2 e iE 3, (HAE S
W54 B R ST R N T T D A AR .

Hahnloser 25(2002)i# i3 1E B 28 HVCra A2 5 1 B0 oh (1] — Fh s i 1
X, MITESL T HVC B F=ERE 7. ik 70 S8 i Cbf 8 HVC e8] 5508
AR B TR, R AT UK AR A 1 30 0, RS B G iR 4
syrinx A= 4E . HVC H B4R i3 /7% e KVLLS 7857 BB, KVL15 LyET
HVCra fl HVC M TTiE 2 MBI EAE R . KVL15 it — &% GABA f5H157)
(gabazine) 75 T (1) [ W 1IE B , 0 FE F 7E 117 HVCra 40 HTE P ke 5 R B
TAT TR E 1 S R P ) AN 2 A PR B XS T S  A Rl ) B B, AEX RSO, B
AIGENERTE SR AL TS 52 N T BbAh, KVL1S I8 7 40 M 2 8] i AE T
FEFN HV Cra 41 M 2 R F Rl 12 ) iR R #M I 2R , Mooney H Prather(2005)5 Hi



X ZE L N A HAd A P A A FRORX P 22 51 0 B A R 8% TR IR R 2
£ HVC Ve, @i i s 5 1 B4R Bid P (Solis AT Perkel 2005).

PR ) HVC A58 38 5 38 F i esynfire Sl Sk 85 b T 77 4E — £ 51 HVCra
P JEIS (Li A1 Greenside 2006; Long %%, 2010; GGAl). GGA1 &M
PEFITEXFEBE Bleh MEH - GGAL AN TR 2 — 25N T & ik [
B, %[BT ARSI RIS ARAS 2 A e o iZ D BeMEAE PR HES A TR 52 7 =UH)
BUEE, DUBUR I EE I RSG5, B (A28 0 IR i Bl RO B il £ 50k
(ISR B N o 3XFE, GGAT A2 Ef AL AR AN P Bk 1), (B AR AL 2
TR VBN PR DL T R 0 & T Cannon 55(2015)i84& H 1 —Mud i #1
W HEE, A Nz KRR AN . A, BARBER AL AT L
IR RVNBOE AL, HRSREERRIT 2, EEE L, BEARRR R EIER
T, B R EH KVLLS, HA g4 o A 25 f A i R o A vl Bisk i)
YEM .

A A L RIS S, Ot MR B NTE. SRR
RO T e [ R & Il iz (B Wl Verduzeo-Flores 56 N, 2012 4F)
AT IR 524 (Fn, Yildiz A1 Kiebel, 2011 4F). R Ja& W& KA $=2 52
DIRERRP IR R, (R AT TR IARA 1068 J6 2 5 5 (WLC) IR T WS 51 17 A 6 fia] B2
MR, MJEIR B3, En U= NBAE R HVC 33 133 . B E 2,
WLC JE AR T — /M (A B 72 MBI AH A R . B 5L,
WLC [l 52 3 A 5 2o WLC A2 HVC 11— R F3E P ] §ETE (Afraimovich
%, 2004; Rabinovich 5, 2006). FATCLKGHAREAE AASCHE H B A (1) H
BLH R

TATRE 7 —Fh HVC 8L, AR £E — SRR AE P A AT o s 2 R] 4 48k 1)
METTER .. AT TR “DIRE & 15 70 (FSU). AR H b G X a1
Y1 M 7E BB DA CRRFDTER) FITE B (), P e v s At AT — R A%
I, B WLC 4ERpia . R Eanr DLEE FSU A (1) A (A1 41 28 0 2 1] 1) 5 ok
o AR B AN [V R A R AE o TR TR ASE 20 T PR I VB VA BT T e 4 S8 IR 6 8 5 i
FERMZ TR . Q2R — 15 58 B0 SR AN 2 BHIX L FSU [HEAR 4 ),
A FRATRT LIS BIAE HVC H 4 e] P 30 £ 55 08 ik R rhORn e 1 S5 B 00 5 28] (14 X i
FHES TCAIAMG AR S ORI PR BTG B o Bl Ul FRATT BB AE B AR 7K
T AU ) — R BNEVE, T EL S M T b R R (R M A 1 AN
PEAHRRIIAT

ETR—T, AT AE3) 71500 Hodgkin-Huxley #£8 JLHEIA LN
) HVC %0 ycft . Daou £8 AR S TAE LA K Daou £ 2 JiEF K% Margoliash 5%



96 % 1 S 56 (AL AN SZ ) (Breen 25 N, 2016 4E) W& HVC & oIt 17 23844
PEREERE . (2013 4F)o HVCra B2 022 0L T 5256 022 51 1) B I (Daou 25, 2013;
Long %%, 2010), Jff#F Kadakia S5/ 77 30T T — 220K, (2016).

EAR RGN .

D)~ DhRenr % o ARG 53 71 B T Dy e 2R A vh s FH S A o 42 o RN R ik

2)- 3T Hodgkin-Huxley [A]#% F B 45 3 BH , 2 188 11 dfe] 51 2 9 FAS [R] 1)
N1 AL, FEIR R [AAAE B 78 0 U X4, A A7 AR AT BEAE AR
DEHIL T R AR I AR R, I A AR S50 = R Az n Y

3). fEMETEE Y, AR T — Ao, HRIX L FSU /E AR g
KA E TV S0, AT 7 FRATT A A an e P A () 8 T R T
o

FEVTIR T, AT oM 58 4 v e G H0 i ok 22 Je 3l g I B HE B kAT
THWEFE, R THL AT RS HVC RS oiE 30 A EEF S .
SRIG > FRATIEE m) m) L3 ik S B0 I A 2R Tl 1) 592

2. MIgeEWHEIT

TATTHE Y 1) 32 L BB 7y 2 Dh e & 15§ 76(FSU) . FATTIA N HVC B2 FSU
R, BN FSU I — AN S S0 PR AL R, AR 00 1) 200 B 1) 9% 5 RS 5 54
JE, AT PUREUH MR —: DT IHPRES AL o808, LKL 2)
IR 22 TG I A T AN A 18 A8 B O HPIRAS o AT TR X Lo A8 2070 Tl B <<
BRI B

X AE Lotka-Volterra-like R HRIZRE), Z RS EX RN JHHIFE S
S FEEL T FR A m TR A A A BE R, [FER X RIS B
Rabinovich &8 NE 7 — Pt 2 P 5E Ho X st AU e I R AR oM 55 4+
(2001).

HVC T I A TE B 2 6B 1 HVCra SR TC AN 3, il 1
No BANZMIAREKR A HI T, BARERE HVCra A TTHIES . K
o [ LR 577 Sk 42 23 ) AR A ) 1k A0 DN i 2 Ty R P R A 4%

MR PR, FRATAT LLEAT AN FSU G 3h 2 (B 7 LR SRk, 2419 ANIg
A, HVC W T FSU #4b T 2 DU bR B 5t T Bird HVC 4i i
AR, @ E 1 FELETE HVCra ML CUTER, K% FSU H I
Er ol JE N IG I RE 7 XCRE B LT 7 BB X PR AT B2 I AR R E Y
FSU Py 55 $00 1) 1 4 22080 57 (491 4 GABA) T SEER ), HABA J& HVC s i
PR 5 1) A (Dutar 45, 1998; Schmidt A1 Perkel, 1998). HIFE, %45
FSU W] HVCI & o8 S N #5638, JHgfFed . B 1 LR G 2



KA HVCra A T0. EIE MR : EREIPIREE], FSU AR — 551
2R, EE 1 RBIZER T, =AY HVCRA FRAMKIR 55K o 1% 5] AR E 21
PO B A BE LR AR, IXH FSU MK BIER IR

N T RS SE YA ) SE R S0, oA HVC & 28 U iR EE H 4R
BE“E T AR KBRS R, (HIRATHBEE K& 155 T Rt
¥, IR REsk HIZsh S (ltn, Vallentin A1 Long, 2015 4F), H4txf HVC
(11— &% FSU ilit — RPN HNH AP 208 TR0 . X FEA 2 Gibb 5 ANFEHH.
(2009b), fhEEN Uva 1% 1] BEJE 15 BRI -
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B 1.—ANh & T £ T(FSU), & 3 ANpdl e P a4y 2 T (HVC)A= 3 N RAAY 2 T
(HVCra)AP 2 LR SR Z AT ARH 5 R REIHEA)E . B B Ak &9 5 & 74045
P Fe et T AR R

3. ThEeE T ITHI AR

3.1. &t

T EESTARRL, AT FE T HVC Al HVCra B . A% R EES 3] X [X AT AFP
[ HVC #1470, FRATHG B S E HVCra F1 HVC ABE L, RAEATT CA A B b
SE NN A R A A £

BATN AT EA M, AR IR Hodgkin-Huxley #1480, FAll
M Breen &5 N3R5 14 2 HIBAL(2016), FoA TR ATRALSE T Kadakia 25 A
(2016)o IK P A 2 AR F1 1 LS 4 ff 425 e 3 1) 5 T FL AR B ASUHE A4 22 1) (Daou
&, 2013). HVCI & BA T RS A RABEE L. HVCra & ILEA L
TR e T R — AR BT, 122368 T A 20 A PN A A B IS (ML FRCR K/Ca 83E)
BEAN, HVCra $28 TOAAR g FAZR 20 P R 2% 2L RS T 35020 45 1) . AR e B
AL V() I TEE AR IR AR



sl R E T
dvi(t)
CT = I (1) + Inai(?) + I i(7) + Icari(2) + Iu(r)

& ; Tomil) F B Hosell) )
JTk

MR METT: AARE
dv, (1)
dt

cC

= I {#) + Iy, (1) + IKJ'(I)

+ gsn(Va(2), Vs(2)) + Ihackgrouna + noise()

MEHBEFNHETT: HRRKE
CdVd_i(r)
dr
Horb C R, noise(t) B IR BT, Loy, 13277 S Al N\ HIR,
Ibackground Iﬁ%%%%ﬁ%%ﬁﬁﬁb% DC EE?}%T:’ ﬁﬁ £sD Iﬁ*%ﬁﬁ%_—%o ;Iﬁ i /I\??ééfﬁa(]
2 IETE N

= .[Ca_]_“,‘(r) + IKCM‘(T) + é’SD(Vs(f)’ Vd(r))

ILi(1) = gu(EL — V(1))

INa,i(T) = gNa.fm(f)3h(f)(ENa & Vi(f))

I (1) = gxn(1)*(Ex — Vi(1))
Ieari(1) = gearia(r)’b(1)°GHK(V (1), [ Ca].(1))
Iea (1) = 8carig(1)*GHK(Vi(2). [Ca] (1))

Cal.(t)?
Ixcai = gKCa%(EK — Vail1))
Iy (1) = guH(1)*(Ex — V(1))

[Ca](f) — Cagee ViV
GHK(V{(1), [ Ca]i(1)) = Vi(r) e—sz,-(z)/:zT ) .

ZH e RN R KB SE, RRNE NS S B REBAL
[Cali(t) 240N Ca? IWRFEAFE NI TR R AL . Cacw 72 Ca?' BTN MANKSE . 1E
GHK HjiiH, FOREREEFE, R ASETEE, THRE, B 37°C. [E%E
Ui(H[m(t), h(t)» n(t), a(t), b(t), q(t), HOJHAL:

due;(7)

= (V1)) = i)/ m(Vi(1)):
U(V;) = 05[1 + tanh((V; = 0,,)/0,.) ]
Ti(Vi) = tyo + t,4[1 — tanh?*((V; — 6,,)/0,,) ]-

HOA MBS HoA tn ORI 8 w HAES R 1. 8530752005




acal) _, , Cao—[Cal)
dr CaX Tea

ForpreCaX i N AR <X 0 ARG AN HI AP 2 TS A PR R <TCh T T B2 AN
“L(O0 T L &) Cao =AM ES T BT EE, T ke A2 oK IR 2K

Pl Tt — @i H% | g S A, B A S Al SO HAT Esyn, rev KR IX 73 2% A PE
AFSIEA 2Tt T HERR BT RPR I AT e = A R, FRATT3E i it B oK HL
g FIEHE I ELCY TR MZIT), CaT Ml H KIS AT KH T gear M1 gu( T
[ 22 70) A1 Cal AT KCa ST i K BT gear AT greaOR T 24 A IR FH D) o
F1HIH T Na, K, LAH HERE AR £530 17 REAAR 2
1,

F—: MWZIC Na, K, LFHERKSEYE

Quantity Value Quantity Value
8- &ns Ey.
gLo 0.00303 uS 81 0.00302 puS
8o 0.00299 uS 8L 0.00301 pS
BL4 0.00298 uS gLs 0.00297 uS
E o —60.0 mV B4 —59.96 mV
E; > —59.94 mV E 3 —80.0 mV
E , —80.05 mV E s —79.95 mV
8.1 2.073 uS Zuo 1.9973 uS
8u3 2.017° uS
Na, K, and L Current Kinetics and Other Cellular Properties

&Na 1.2 uS 8k 0.2 uS
P 50.0 mV —77.0 mV
[ —40.0 mV O —60.0 mV
o 16.0 mV oy, —16.0 mV
foici 0.1 ms Ton 1.0 ms
Lim 0.4 ms hn 7.0 ms
c 0.01 uF 0, —55.0mV
gsp 0.05nS o, 25.0 mV

fo. 1.0 ms

5 5.0 ms

H Current Kinetics

Ey —40.0 mV Oy —60.0 mV
o, for H, —11.0 mV oy for 7, 21.0 mV
ton 0.1 ms hu 193.5 ms

TR3F: AP 22 LR AFAELE T g An EL 891 AR, £ F gro A @B R K5 ke 55
ANmpaF)e HVCI AP 2 LR AFIEE T gnfi Bl F: Na, KAe L ©iRS) 7 Fhe A tm o 45
}iéﬁ'{ﬁc —F. H‘%/}ll.ﬁj}j]%é'fﬁo

3.2, Rfih

F TR Afhsh 1%, FRATLEXS T Ha A& 1 (1) #2088 o ik 1R il Destexhe #1
Sejnowski(2001) A & Destexhe 25 A (1994) (B, (EA FTAR: FRATE HH] P 58
filiS G o g B ORI EE, T2 MR E#E 6 2 SR 4%



JRHE Tmax FIRRAEL. FELERESRN, Timax A 5 52 HVC H1 RS L ] 12 () e 2L
FE FSU HIATNTTTH,  BL Tmax £ g KB TGN T AT

o= 8T D) Eni = VD)
BUD o O = 50] = B O
oTo(1). V(1)) = kel )

1 + exp(—Vi(t) — Vp)/Kp

Loyn,ij 72 S il 5 A M SRk i 20 A j B0 N B FRIAE o By AE4HMU 1 1 T i i 7
B, Vi(t) 2 4NAE i FOBRI B, T sij(t) /2 2 it (S i) 40 B § 3E N (S M)
Y i BT R To AN N ms-mM, BRI, JFITHIE R o (Tmas V)AL
N ltime; B, FFITE, WHAAH Utime. Vi) & RAEETIREIE, 1 Ve M Kp A2
P PP 2 5T AR BN [ 13 AR B sy ) BTN TR BRI A ARS8, K 3 44 TR
fik 7 A2 B S A -

X BEE IS HUE

Quantity Value Quantity Value

8car &cars A ey

Lcato 107" uS Scat 1 1.017% uS
Ecats 1.017* uS ScaL3 0.00301 pS
Beara 0.00298 uS 8cals 0.00297 uS
8KCas —60.0 mV 8KCad —59.96 mV
BKCas —59.94 mV

CaT and CaL Current Kinetics and Basic Cellular Properties
0, —70.0 mV 0, —65.0mV
e 10.0 mV oy, —10.0 mV
Lo 0.1 ms tos 1.0 ms
fy 0.2 ms hy 5.0ms
G 0.01 pF 0, —40.0 mV
Ea. 2500 pM a, 10.0 mV
k, 25 uM log 1.0 ms
b 0.06 uM-ms-~! nA™! i 0.0 ms
Toa 10.0 ms Ca, 0.2 uM

TR AP Z AT XA T gear((HT HVCI A2 L) A2 gear #7 grea(3T T HVCra #Y 22 7)Y
A8 A Bl o J&3R: CaT A= Cal WA ) /) FAe ik Kamfodd e 6948 . ARAERID HVC AP 22 T 89
W, 4 39 2 2 B8 (Daou %, 2013).

BAVFEIE T PR EIB T oA PERIFIE P o M P 4 22008 o 1) e IR S
HUIEE A 1.5mM;; S P4 42 326 5 1) e KR BE TR VAR (Tma, inh) o FRATTSE LT 410
] 5 H0 ] IR B R B (g3, inbeto-inh), LME EATTHE Tomax, inn I MTIHE NN 0 Tmax, inh A2
AHETE HVC M A ME M SR e i . AT AE FSU BIAT A BL Tonax 1 g
HITE I 18 Tomax, inn FIEFE LL A gij RZAB HOARAE: o



R=: RS E

Quantity Value Quantity Value
B i —80.0 mV Bin 0.18 ms™!
Eem, 0.0 mV Bexe 0.38 ms™!
v, 2.0mV Ty 1.0 ms-mM
K 5.0mV

4. R

FEARTH, AR FSU ZH erh 28 7o I L & BE I T A2 4k, Wi B FSU =&
W shARAEH T . SERIT.

D RATEUER, SIS EKET, FSU BFIMEHEAE WO -

2)s FRATKEERBA, XTIX Lm0 2 o it hn 2 0% i d1E H 2 3 B FSU A&
Tf b RAS, AT HIH SRS S R A .

3) WA R, IXEERE G om0 5 = Ve S B S ) T (HE &, AT LASEL
— P AP 2 oA B ORI AL o X FRE LRIR — NS B FSU.

4)s L FRIT FSU 1 Tinax AR AR 550 gy YO FEI N AT, FATRAE: 1)
i AR ORI SR 20X e S HUE B N I B St s 2) A Al REAE L0
2 HHOE 21 ) H A 1 B A AT A

5) TP ERS], MO PEGH I 250 1 40 L RN T — RIS s

XTSRRI BRI 51, #48TH Python 4’5 | 34, JEH.
1 F§ Python [ H i& v U Runge-Kutta“odeINT” £ LA 0.1ms [¥)25 KK T a5
Tt

4.1. FSU HE A4

HATH) FSU AN 1 . ERRRIEARF AR T

). HVCi #i & Tu 2 [BAFAE T E %

2)s WEPTR, £=1 HVCra &5, AWAFREA HVC #E o #l 50
LR, A A HVC A E o Zmg AH [F] 1) HV Cra BFEAA

3). HA HVCra BEAE T HIMEA TC S =4 HVCHE T I R AR an B s
ERLX A IERE, A HVCra 58 G I I 7 8] 480 28 70 AR AR 3L 7432 280 oA P A
HVCra %5 . FSU H1{) HVCra 56 2 [AJA SR Al



PAIARLEU I 1) GEPXNEES XA EERNER; 2). D HVCH
LI BUH I A G R T TECE: 3). R ERE HVC &2 P s
ORI . WETG. BMESG T HVCra M0 HVCHHZ TT ISR L AT LA
BN 8: 1, REERPUER ML —2. E2, FATHRBRRA R EARMTRE
1B

4.2 HVCra #P2 TUEE B IMHFIE R RIE L T K

FATE Sl B — RS, IR, HVCra #14T0E R M1
F RSO T Bkl P 2E S E AL BT /& (M ERME, 123488 1 KVLLS (451K
NIE, FATEE 1 )= HVCra BEAE—A™ 0.3nA FFEN R, HBENLAZL N 3% .
2 57k T = HVCra QML I 1 28, BEEEA T —A> B i shao
AT T -

60
2 IOWMN\/\M/-
Q —-40
O
—-90
60
j IO;J/V\/\MM
Q —40
O
-90
60 . T .
5 2o o o o o U
v —40
= 90 : :
50 100 150 200
Time (ms)

B 2. =/~ HVCra ¥4t AY 2 TR RTE L, AR F AT/ XA MWEGHFER
T, ¥HFTRAKKN, CMNEAK. BxRRELA 03nA, MAILTI 3%,

4.3. #A& FSU
WAERA T oo, |96, BAVEITA Mo iEEk, /X
LU I3 i i 5 158 B ONFEIE 0.01mS FIMEGEZ WK 4), T8 Tomax FHE & B NVIIGRIK

f 0.5mM. HBITIXEEPE, HVC 4 oS R 4T .
F 4K 3 HRERAS FSU O H I 28 28 b o . g

Cell 0 1 2 3 4 5
0 0.0 0.011 0.011 1.1 1.1 1.11
1 0.011 0.0 0.01 114 1.1 &
2 0.011 0.011 0.0 .11 1.1 1:1
3 il 1.11 0.0 0.0 0.0 0.0
4 0.0 1.11 1.1 0.0 0.0 0.0
7] 1.11 0.0 1.11 0.0 0.0 0.0

(70, % 17)F 89 0.011 uSAEXM BT gor: A@mia | SEANmIE 0 89 R Aik. ik, 4pl-
IPHFBETRZE A 0.01 w SGEELE KA L AT 0.5 1S &AL F HVC1 AP 22 7T A& ); 37 -8k & 4%



BARBE LA T 1US, AEIRHF FHAHE HVCra AV 2 T B SR 8935 b ik
#A1US K, 123 F FSU ¥ HVCI A& L LS R L, SN L BAEATHEGE.

FERR, AT HVCHETTEES = HVCra £ 5 I AT
R, HPERAAD HVC # 4 Je A I8 M A ) HVCrao FATHEIX LS4 ] 2]
WO FIER R RE W BN 1.0pS o I8 X B e 15, 0 /E FH 2 88 58K, 2 L3 iRk 0.3nA
M SRR T A HVCRA A& . it B HVC #& o 38040
HIHE AN HVCra 525014

Kl 3 BB Tk ZE S . HVC 4R i) F b 2R (1] 3, TR B BN T IEEIE S K
o A HVC A TUBEN B A HVCra AW, =ANBLRT AR H 1 HVCra
LA AN R B R SRR 3 FIRES, o B AR E AR Tl
REBREZ R T RIMETED) . AT PR AEEIRES

60
U -40
Y 0
%‘“ 60
2 T -a0
= v
= -90
60
; IO—AMMMJ\M
[T
b -
20 30 40 50 60 70 B0 90 100
60
2 10
0 _4p
]
—gpE———"
[= 60
=]
= : 10
2 840
£ —gp =—
e 60
2 10
U —
0 e
20 30 40 S50 60 70 80 90 100
Time {ms)

: inhibitory neuron

. excital rojection
| © i gl

—= : inhibitory synapse
— : excitatory synapse

.

K 3. % FSU. = AN HVC AV 4 T8 ® JE 3 2 (TR 2R ) fo =/~ HVCra A 42 769 9 R 35 2 4

AR E—ANEEAR(F 1), H2T#E5 FSU A, HFps-s- a8 R0 5 LE HR

AR, AL HVC A2 AL LS, To ¥ 0.5mM. K3: MEHTER, £ =AM

A0 1A= 2)fe BB (T 3. 442 55 A K& HVC = HVCra AV 2 Lo JRIZE L8y miath 5

S TFHEAXGRT, BEAGEsHNEATREREZ Ll ToyEs, 4/ HVC &4t
B/ HVCra M2 Lo B HT A ZA HVC AP 2 TR B &S B, =4 HVCra & AL H] o



4.4, JEEKF] FSU

N7 NS AGLIE RSN, AT FSU 75 Z AT RIS 2

D) HVC 2| HVC BI5GB LG IR 2) P& 2 A 0.01 2 2.0mS(1H
Z 3K 5).

2)v Tmax LAIEINKLI=F5: M 0.5 3] 1.8mM.

B ANERBIRERATC AR 7 A8 rhARIL 1 53 ke £ 56 5 b 2538 5
WP 2 R] R L AE D

X LR, R RS SRR T, HVCARIE R & 1 HRIEES).
WERHEAT T A4k, W HVCra SEINIE SNBSS AT . ZERFFENEHEE .
Kl 4 DAL= r g2l W 1 TS )

B4 BoR T =X R BEARER A HVCHHPZ ol —/ HVCra £
A9, For AT Y HVCRA 8672 %45 2 HVC 4o A5 21 1) FSU
)= HVCra o A4 8o AN B SR BRI, H A R 3 DURE 8 B e It 7
R R B R C AT BE RNk . BT IXRPERE, HVC o — R4
TGS T HVCra 55 H— R F1TES) -

T, ek (B 4, A7), EIXE, A HVC WAL A,
It H Rt M| A~ HVC#H 270, e B H DLE AR RIX L HVCH#Z 7T
YT AEBAE LA AT ARE SRS . TEBIEI(SR E)HVC 4 o 2 =4~ HVCra
LRI XRMERBEEF LI EGRR, REENTEBRE L SR
F5) HVC I ZETC AR B2 =4 HVCra £ A RME— AR Z IR IEES . B4
TEH SOHIIE LT, X P HVCra BERIE K (M =250ms FF4R). B, B2 4%
(ENI

BNk, ARG e IR R S S £ 34T, BHLECEE B HVC M4 TT,
IAE AN | FRSEBURIE O, HrhiE SR G () HVCL #2 o) 1 HoAh Py
AN HVC & TTMS HVCra 865, IF H—ARAMH ) HVCra S5 (1 21 ()
A RE S (FE t—315 A2 R MHEIE). BJa, ER=ATH, B4 aX 7t
~375ms M EK .

K SAUE FSU M1 4 rpd ol 42 (1) 5 b i - g

Cell 0 ! 2 3 4 5

=
=

0.0 2.1 20 1.11 1.1 L
2.1 0.0 2.1 1.11 1.1 L
2.0 2.1 0.0 1.11 1,1 1.1
L1 L11 0.0 0.0 0.0 0.0
0.0 111 1.1 0.0 0.0 0.0
1.11 0.0 1.11 0.0 0.0 0.0

11
1

Ly e by b e

(470, % 12)Fa50.011 uSHAX ZF g01: BARMMA | FEAMAL 0. sLik, pHl-dp
SBIEIE LMK B RMA 2 uS, T A4 HVCRA ¥ — R S| a2 B R EFHA B TR A, W4



KL BEATRRFEIUSHER:, AT F4E—F76 HVC, HX4XHWHRELMLE] ]
LS =&

XAMEERI FSU AR — S & T, EUL A = HVCra 14 T0 & 2544
I ik A o PR, BESEIZ R A LS AN HIRE & aR B B I, 7524 Tmax A
0.5 3% 1.8mM.

5 UEI A g M T BT, ZAFE PSR . R TN R
4, DAER B 4 FREEm Al = A . EE S, FHEBITH AR ASE = AN 0] P 2 o A
et A 2 T I RS R AR O3 0 R AE TR A o 122 B AR E A TINIR S,
I P M 12 ) 200 P 8 5 A A i % K ESOR ) R T o

5 HIH TSN FSU MR R B, 3 B HIH R R HE L 1) 5 fE R Z)
LU A B R N R o AT 3 B X 6 i B2 AE V5 B A8 20T FR AR R A 1Y)
—FAEE: T WLC BRIV, AT 20 B—#45r . ERHS gk
TR

Voltage traces (mV) and corresponding schematics of three neuronal pairs,
each with one inhibitory neuron and one excitatory projection ensemble,
firing in a series

First pair to fire

= inhibitory
2 10 || | | |!
Sl N ML
_gn_LL.-,'L = b T WY -
| | projection f
m 10| |
& a0} I |
.ia 250 -."'300 — 0 _;-:1-0_.
"
Second pair to fire e el
g \ inhibitary 4
— 10 :
T f Y A
N iy | 'H\\'\ ! [ bl
Sk NN W AW,
projection H - .'\\ o P
w1 FAAA T N
8 a0 ]Uljll & {{\ ;’:” A
e, ] A e 1)
=0 750 300 =0 400 A05 73
Time (ms) '
Third pair to fire
" || Whioitory y 4
- o M . N
& -5 Ay | |I | |I|.II|I |__ 2':._ /; h‘l
i | . S 1122 E Y [ ! . / e -
projection f b il
*ow |I \f ~, / \ |
& -an _-L'l-,-'l-_. C)’ - \\-‘/ H“O
s o o o0 B A0 73

Time (ms)

B 4. —ANEFNE FSU, A3 M“w kT, £XE, WH 54 69485385 294 2uS(k
5), Tmax=1.8mM, RERIHAYELTRAGEFHNF. £: Z3F 0L ETE, HFHRE—
AN HVC A 22 (&2 TR 2R) A2 i HVC) AY 22 70 A B 4 54 2] 69 — A~ HVCra 2R (F 2 AR,
R AR mILT R AR AR K. Bk, HVC#WZ 68— 27 F %0 T HVCra £ 489
—RPNEN A BN TER, AP SAEHOIANGEAERE BT, L EANEIM



BH4T 77 @B AT, SR E (TR T8, KRG R &35 Z(F 1), KRB AL EN"F (K
) RIZE LA E TS YT EEEXGRT

4.5. FSU 7E Tmax M gij FHEHKIITH

TANFEED, 520 HVC #4702 (8] B RS -G A1 98 ik 1] 4% n] AR DX B Th
(Tmax, V) KL E Tmax 284k, 0 PAECAE FSU 3G TE, B AbFRAT]
A5 FH “Tmax” 8 A 20056 5 42 il $00 1) 3% P 0

60

0o

60

Mu,uwuwuu,
[

10
—40
100 200 300 400 500 600

Cell O

Inhibitory
Cell 1

Cell 2

—90

60

3 D D N

-90
60

10}

-40}

—9p L=
60

Ak b b

—90
100 200 3 400 600
Time (ms)

B 5.8 4 B0 A 5 iEsh b9 AN sk 45 o = AN d] tm e Fo S A b R A0 B 4 B AR TR AR
Fo R A —A, MERDLE 4 FiT.

FEMAEZE T, Tmax 4% &2 HVC FMFLLR 8 EALH] R 3 (B 2 Wt ie).
N T FRAE FSU AT B E BB MRS E P, AT A 1 FSU ZHLAE Tmax AIH)-
AR E R g M VZAEYE N TS B 6 SR TIXuegE B BL TR
Tmax:[0.5,10.5]mM 1 gij: [0.01,10.5]nS 7 Bl N 1 FSU AT 4, Hrp 3R AT THR i HVCra
RGBSR FAEAT N RRIES IR SERE 6 HE Lo

BTATER IR TE 6 K=ATH . H26, #ACH S20 R EHAEER T WLC
RR (GRS H WLEAT R, BTN T Tmax F gij B/ NEAL AR BA
SRICEFEE: PO AR BUR T8 VG X e S . sebr b, B 6 T, 78

Cell 3

Projection
Cell 4

Cell 5




Tmax=10.5 &, B F| 50mM [ Tmax {EH KA Z R HIK, BARAFHSEA
Ay B AR 32 ) B X3 X R A 32 B 1) oV S HTE AR LL i AR, (HIX Ll
DX I A A A BRI DX 38, AR A F A AT A e )5 FRATHE IR [E]5 L At A
o =, BAVERBT LE T — KB, XALR RS TS50
(Tmax, gi)ZFAI“BEAE”, ZEEAE AT AR IR FSU FE RS ANE S8 A 8] B I
DLAE,  FRATTHE I V8 X o % A% 1) EE L DL K B A 2 1S 6 HP BT IR 58 B AR 1 7
%o

erd+++++++++++-000000 Key to symbols
10 % ++ ++++++++++ 000000 1 The two chief modes

@* ++++++4++++++-00000080 )

@ quiescence

e¥ ++++++++++++-00000080

®* d+++++++++++- 000000 +  active: series WLC bursts
8f ® QA+ ++++++++++r0000080 1

er ++++++++++++0000080 Rarer behavior

% 4+ ++++++++++ 000000 + active WLC bursts, but not in any

e* ++++++++++++000 0080 particular series
=s ®e+++++++++++++00000080 alternating bursts of two HVC g
£ @x +++++++++++ 000000 neurons, while the third is suppressed
= o % + + + + + ++++++ 0000080 % alternating spikes of two HVCpy
% ex +++++t++++++000000 ORS; Wil the tied la suppesesnd
'_54 e* +++++4+++++++ 000000 < transition: spiking to bursting

8R4+ 4+ + 4+ + + 4+ +4+4 ++ 090090000 p transition: seriesWLC to

e +++++4+++++++0000080 quiescence

®e*®++++4+++++r 0000080
2} ®* 4+ + + + +rrrrreo oo 000

e % g er P> PrPrPPrOOOOOES

L ] < =000 000

> + + + + + + + + >

o 00 0O0OCOOCODOOODOEOOOS OO

0 2 4 8 10

g, (09)

B 6. FSUATHE Toax Ao g 89X R, P “4TA” RARIE HVCra EFHZ LB, & XAT
A FFTELEMIE, TG LEHRERT—RAVZHEFIEHOITE, o TFEX 5-8 AT To
AR LR [FERIHFRRINALEE TS (WLC) |25 T 20, JFHfX L AHE
M NTEER S, FIRE, £ Toa= 10.5mM 8, % —474£ Tmax {45 50 mM Bt & A
kARG, I, ERANEZERAZAGLERBA, A& (2)) BFTAHAEX, AM
TRMNZLEFRETHRES . A& LRV AR SHFTHEE R THHAEX RS0 E
Frin A, FFHMEVAEAE,

s A S0 5 1 SRRV E A4 =, BRAT A& — > Tmax(t) 77 F£ LA
S Tmax(t)F gij(t) LI IR R, %K R A e SLVF FSU 7E S ANE SRS Z (7] o 4%
. ARSCETH TR FPIRES . (Tmax, gij) % [ H AR bR AR #B < AE FSU
[¥) HVCi A1 HV Cra #1228 70 1 P A2 5 1€ B B AT MY, BAREGR e %% 00t
R e U7 i) () 2 R AR N (A 6 T IRTS), DAACEATI i P s



XF HVC A1 845 28 1) B AR A FUR TE Bl 3 IR 0 VE AR BT 1 T A ST iy
Bl (HA2, CRBNARN FSU BT HEM R EE B, EAT , IR T
ZAE R — 2B AR, TR, BT BER T BE A R S BT IR 1 FE SR 2 34T
KT IR

TATE Seilid ZoRk Tmax()iE T34 & /ME, B FSU 7EN 8] =0 #2124
RS AR A AR 3. 76 =0 I, Tmax % B [EGE T Tmax
FEFEANS ] €1 kB8 KAH, ARG SR F AR IR 0k M F2 B BA R = AN D 3R
R

Toax(t) = Ty " (£<0) ©)
Tyarlf) = T % (0< 1< 1y) (6)
Toge(f) = ez €2 (> 1), 7)

Horpr A0 F R R ETPRT R BEECRAHE L o A TR B P
[A]

I] = T log( Tlowcrbound

max

upperbound
) ’

Yt B SR e R I AL
T lowerbound

T o SN (s x>
) T upperbound ek :

FATIEFE Tmax TRy 0.5mM, LUME L RIEAER 28 5 5 5 BA R, FSU K
A TR IRATEREN Tmax IR 5.0mM, 2B 7RG S04T MBI L Ve
(& 6). MG T B8 1Y Tmax Al gij Z 89S R, P ETHRTT R 5,
DARSEATT B2 S 2 s (K I (R R . B S e 9 Tms, DU AN s 452 0ot i I
FESAEA . TR B0 4 280, DUMEESIE AT DAREZE 200 270, X2
) 5 15 PR ML B RE A N (]

RN TR AR g X Tmax(t) IR, FATR AL IR

8{;(Tmax) = puTt .. (8

It HIRATER gy 1 B THIE BE AN B TG {E, X2 E Tmax BT+ 2 i FHE LA
B RAER . AR TR —ER, DGR g B Tmax SGEIG I, [F] G
gi(5 WA 3 ) AR HOE S, MHZAEX TS 5 KR T . g KT 6 #i
AL .



AATHIT A T TR R A AE S (8] 7 51 () Tmax-gij K FR. X
BEORRMT: 3l TS B RS S, gi(Tma=0.5mM)=0.01nS,
gi(Tmax=1.8mM)=2.0nS . FTiEZHUEN Tawration=2.0mM, m=0.18 Fl g=4.2,

XTI TFE 6 IERAT I Tanax A1 gy IS AN AR BRFE R 7 o 350 Trnax-giy KR
TR S METER 6 FHIH .

RAEBRN B FERA — SR DIRE, IF HAERAN TR0 R S AE(Tmax, gij)
A IEIES AN E R, ERER, XENEEERREZ M. WRTAE, AT
RIIR 5] DS 25 o] Bedk

PAEFRATE 20 B 6 F AR A . 4 BTk, BR T B R A
FERIA AN, AV E T AAFHME, 15 T — MRAMEA REX
o 25 B RN Tmax A gy BIAHNAE, XS8R B )5 — NPT 5
MR RS DB CRME SRR, KPR BEARERNENEL F
FIFELAAMNS), 2)=Fh HVCra HIE TG BIPRAN RIRE BRI, 15 =]
GEENNT), 3G = HVCra & JCH BIPHANIER/NIUE, T 28 = AN B0
MO AAR), 4) Al I I I B 20 R M5 B (75 0 /e 48 11 = A T ) A 5) TGtk
JHE 5 ZR A i Y LG B8 SARF I T SR (IE AL [ A = A1 TE) o

PRI, AATTAT R S BB A S0 2 Fh B AR IB 1 —Fl HVCra 427G, ZMATT
R X LT B AT A TT A, AN ] B 1 B — PR o AR At s
R, R e g, A TKAS 2 Hahnloser 55 A B —FiAH W, H.
TCIEMERER HVCra LR BIZE . (2002).

4.6« XNEVEESMEIER R ERME

AN ESN FSU 5 E A, FATEIL 1R a5 i PR i 2 A1
LR 1 Py BB, AR KAE RS HVCMZ T . A TR
TR EOR, [R5 I Toax A ERMETREF Y 1.8mM, K5 304 - 11l
MG o L R i ME PR RN 2mS, - [RIIRPRESURD-FIHBE R 1.0 F#KH] 0.01ns 285
— R HVCHH AT R Mg, —A> HVCMZJoiE S 7 5354
APATMSL M ERAE AT — A PR E RS, FRATER D] T iZ R — AR &
W ] - S0 ) R 5 5 5 10 B2 1 AN RE SR AN RS2 R0 1S3 1) B A ELOM 1
2 20pS)H R AE TR EIR . FAVFH LR E58: AR g, DU B0
A ASEITE M E e 4 F 2N AT AR I st e BATT AR BN R AR A8, Al
REME 7138 Mt w2 3 R 2 (1 22 AR 6 HVC 31 77524 TR 8.«

4.7. BB R



SR F, FRATH FSU BEAL R HE) 2L B HER HVC 4 TR HVCra 2K
Mo X/ NP g (A TR AR T BIECA MRS, DL AT LR 3RAT]
TR XA T A«

1) DAZUEREE A % BT S #0542

2). AN HVC M ToaB 0 2R — 1 HVCra 2B M T £ 5 -

3). FA HVC & o #5° — MR HVCra SR E AT B &H
P~ HVC #1487t 2B A R HVCra 226

R B R AT R A R/ INE T A ST B o JRA TR A B AT A B
SR 4D TN T 48 7

0 100 300 Time (me)

Typical duration of one syllable

B 7 ARIEF K 5-8, WA Tma (1) (WA Ao gy (1) ORI RFGAVELT A
itz , g FE6 MR EHE,



I Song motif I
Syllable: a b d
8

Frequency (kHz)

B W N

HVC(HA] neurons

o © @~ o

iy

HVC
interneurons

2

K 8.4k Hahnloser ¥ A & #6952 B £ AL #h 4 B £ 09 R 28 & 4918, HVCra A= HVC1 A¥ 4
T RIER A GRAT R . (2002 F) o EETHRAAAAABEHR SR oMM, [4
Macmillan Publishers %7, A { & &) 43 (Hahnloser %, 2002) ]

4.8, FELSEEHI NG

PR, BATE R H 24 FSU REIE TR S0g . BATULHE S 2 1) 58
B ST P g 5] o XL, FRATPHE R AE S R, ande] S DU R B HVC
H PRI MR ) e AT N

WIZRA 2R R B 5 2 R e AR B0 1Y) 38 1 AR g Y, 3 6 5 47 e
Xof LTI N TE] R 40 B T o WL EZ B AF AN E SR 1) HV Cra A28 JGEREA 5 BLIA [8] K
Sk, JF HAERE € IR (A4 B T FEHh R 3T . MR BB HVC & TGRS 1Y
NS o R X SR R S, A RIERPEDTER . TEIER K, AHBEEd, &
FINGF AR, H HAE A 5 2 8] B0 7 (] R

SRR SN () [ SR IR A AER T o 1245 2. FH Hahnloser 5 A 7E S50 i Pl o
FoRe (2002 ), FRATCOAER 8 HibfT 7 EHfil. fE“FSU HELL N, SEBEM)IEFA]
PUHRFHERAEHE, K FSU 5 HVC H1 11 FSU &tk . FRER|E 1K HVC
HHORE TS ) 25 46 PR 85 PR S FRATT 3R 3 — PR o R A AR (1) 2 ) i TR A
AR 5 2 2 R P od kST K4 T AR S A8 GE (Vallentin £, 2016). 24T T
NG ZRAH, BAANE 5 SE R () P AR LR AR AR AT Dol I SRR N PR AR Sk
W EE Y (Cynx1990), {H A2 15 1 vp B 75 28 B 322 1 B T-#(Ashmore 55 A, 2005;



Vu 55 N)(2005 ). )5, KVLIS &I, [ HVC BTN GABA 1547075 < b
S0, 538 GABA JE NS5 N X35 N S Se 2 a5 14, (B R 0545 DA
TRE . X = UEER I, FEFRATIEBAESL )y, FSU MM HURTE THER . 28
Je, FERATHBE D 2R 3 REE A B A R, FRATHE FSU [ ()3 e 14 5
AIRAAFAE, TR R B A R — R LS PO AN FSU.

% 6. Tmax-gi 5 RIS KU

Quantity Value Quantity Value
7 i 0.5 mM m 0.18
?‘I:{;'f'h_"““d 5.0 mM Y 4.2
’ i 2.0 mM T, 1.0 ms
Ts 4.0 ms

Tmax 4 FIEH 0.5 mM £ = £ # S8 REHKM FSU 74 . 4 Tmax 49 LR A L FE
B A A ENEX (LA 6) o 3% Toaumaion WAL HE 45 AP WK 28 g 14 Tmax 494
Yotk EAh, £k, ®4F uAep, R T 0.5 42 1.8 mM 49 Tmax 14, gij 2 FME = A 0.01
F22.0nS. HFEAATEFTH o fo £, DUZE B IAZAR 053K b 2 18] A9 B ) EAZ . AKFFER
BB FFHRE 0GR LK, ARE 200ms 49 BA F P HL0 A EFEFHKRS.

T B OSSR e B Y, FATTIRYE 7 F2 50 5-8 Hid g4, 1K
YO —HIUAS FSU & #a T-H0 R (e s e S v (B 6 YRR RRAE), PAKL Tonax
AN g BEIS TA] AR A O AH B _ETHRT R BEFEAR, A 7 e JE4% T Tamax FO LR AL
LA WLC R8T AE S 1 L VFRFEEI [ 2179 200ms, X2 — /> S AR 8 T 47 4k
A BBAE SV —A> FSU B BTA =4 HV Cra A7 I TR AR TR — K



time 3 first | second Jthird { fourth

i Sequential stimulations of FSUs to create a motif

g 10

4 % 7
FsU1 Fsu2 FsU3 Fsu4
ot
gt Mg —
| e & \ 100 ms
" —
() 15ms |
S .
[ - A /

HVCpa neurons
o -4 o 15 E w »~ -

w

chl neurons

B 9.9k th i AL ¥ R K 69 HVCra A7 R % HVCI AV 2 LAY SAAE B o TRER: 2 4% 4 kA4
2R, Rok¥er 4 A FSU. — 2R ib 2L a9 R mE A em (Frk) 9 5l4E
AN—AAPETF . RAWHECIF R TERIL, FHAELRARREZHLY,

Kl 9 Bor TATURDEME, ARG DU RIERZ ) FSU 4TI 7 H s i1
NN PSR EE . K9 BITIER, AR 1 A& BUE NP A1 . FRAT1E
VR — IRTES & AN RIEUE B, B S I = S E e e it [l i 4
1.

EBE 9 Toax(OBERIVIE T 7, B2 7 WUANHRF FSU, HA ik
PRic oy 1-10 )RR IE S B SEEE R MM & T0. 77\ RN E £ HVCra #1122
JG e HAR 9 A 10 ERE| HVC A TT.

FE FSU BT 72 KIFOGHHE, A S 10 Mhson, Kb
5 0 T 9 THES R B AR G 5o BB — MR TT 1 HUARUEIN Fr e S I, e B
F FSUTI“THE " 4E A H 17— HVCra H1E 0. MZE 0 2 F 3 XF 8T FSUL MR/
M4 H A F HVCra #ZE T

AT FEADMAS B T =N B AR . 5, EIT 2 M3 B4RIERT FPAE L
~PAH ) I 18] 2 0B AR R 28 o ) A4 4 i = 1) P I R e A g AN [
(14 e P T PRV o TR P RE 23 R INAG %R LU B S 22 e UL I 2 7T 2
3 B B2 M g2 B e 2 o6 2 A1 3 sl I (7 Hahnloser 25 A BB ).
(2002)( 8).



HWR, BEZEET FSU 2 4T 7 IR KABHIRIEF 51 o 7F Tmax
Y B, il 58 FSU 2 (135 8 B HE R 4 e i 218 T M40, Ktk FSU 2 #EN 1 “F
A2 — AT RE SIS XA KA. A HVCra SREIAZ G ARG, 1155 =4
s, e 6 A SRR HIER, BRORAERT LT,
£ Hahnloser & N\ [FSC &, T AT RESS KINKGE I TT 7 I IX LEAEADL N e 5 4 2
TC 5 BRI R AT EL SR . (2002)(] 8). X EEAEH KRB, FhL 7T 5 Al LAAT
SR I H A S B2 A NG I TE A IR N AR R IS B . 1245k, Rt
SPZAT NI N B AR . FRATAIRRI TGN, A5 /R 27E HVCra 4 TG H WL SR
B NBATRIX AT R ITES),  BUBEAS T4 & A 4% iE 3 1 WLC.

55, THERE 9 JIKEMA HVCI #1242 70(9 A1 10) AT . X T 550 ) KR
TN, H8A HVCL BrE R FSU & TEHIIRZSES, HVCI #Z&uaREeEg .
HIE R0 S AR, HVC 40 RS s 2 Wt : HVC & e R 8HEER,
1M HVCra f & JCIEA AR ITER (Kozhevnikov FT Fee2007). 2R, 45 E HVC
FHIZTCAT B FSU A TS 2RSS, % HVCI M1 & Tt RIS B8 /K 2 I 2k
W, XEMELER

AT DLIE SO 5 79 2 8] 9% 2 (1) AL R SR Ay it A A A ) S 85 I i B A
R, Rt 7 E AR E AR AR . Rk, S0 AR AT BE AR FSU
Z MR i . BAVFEE WX ol ge k. S ARUL, X TARATRZER &
g, FRAVERHAEE FSU Z [ @M A an FSU S @32

5. T8
5.1, REToRES 354 IR I E R R A R RS )

OV IR T 4 5 I SRR 2 18] AR ELAE AR R 1 AR 1 28 o0 Hho 52 2]
(R AL TEZN I . XM S 7 Rabinovich 25 A BT 1L 3% 4+ (WLC)HEZE th ik
IE R (2001). WLC S48 SRARAL, — 28 57 H Al A Je i K 2B 25 (CPGYfT A
IR, 35K B (Huerta 25, 2001), ARSI HIFFAEAT N(Varona 45,
2002) LA S i ot R 5z 5 #2 (Laurentetal %5, 2001).

Rabinovich ¢ A\ (2001415 s IR ARAS 23 [ R SR I UMEEE & - Al
FBH, JE e O I A R T DA O 4 T AR E I . TR AR, BT A
SRR R B BT, XL AT BE RS S AR e (B AR . X B e A
HE, BT RAT UG R — AN B E A, HHORES A (Rl B 2 — A3 Y
SRS, ZPUETERRA IR T s BT AR I 2 AR E AR BR PR o BRC B R —
AN R 2 & B B D4 (B 1% 1 A 2 A U 7R, 1152 L Rabinovich 4%,
2013). 4 CAHEAEH R MR YE 76 4+ Lotka Volterra 5 /7245 . (=T 3e 41k



=4k Lotka Volterra RGEHI73 X 34T, 12 W Zeeman 1993; KT AL EE 1
Lotka Volterra 24 KA =[] 5347, 1S L Afraimovich 28 A, 2004).

AR 3N )17 5 IRESE — 3, BR T —MRFIE: F20E I R F0E HOBL T %
it HVCra A TOI S A5 FEFRATHIDT LA, BR T Tonax 9 BRI ] -0 16 A
Z AN, MRS RAETT IR FSU HHk T RIEFE I L Z %A . /£ WLC BRI Ei
ANFEEIXFhEN S35 o BATAA E LD RE I AV B2 o FRATTPRSE D% A 14 S 15t
WA AT NI e 52, NI AT et IR AE B 3l AR =

5.2, HWEERESHRRMMBE RENSEHAE

AT, YEHER LS FSU MHTE NS85, #Em 5
RGN —A 1 AT D@L, [T E] 2 il 5 ek 22 368 5 140 5 B
DAFRTSCCRE M S0 . 7EIX B, FRATTAT A 1 I P 42 1 15 AL ) 10 2 3 4 A LA 1
IR o

PREE AT IRRIR . FEVF 2R AR R, T4 R IR AR B
AR AN (G R A SR A 771 e A Wi AR ) AR SR o R el L s 7 ) R
JIE N 55 X (VTA) R E A 22 CLE RE 20 B IR ifi £ (Phillipson1979), 78 & 2R 45
SRR REAS XA 2 R 0 1) X St n A 2 R 1 VR, 9F HL o I Bk IS o
VTA /13RI & AT S5, AUFE 7R S8 A7 B A E F (B 40 Stamatakis 56 A\
2013). ESRMIAHIE N VTA BIE W) HVC BT, (HRfsSeh — il £
I VTA 7E0 5 S e : CORILEINH R VTA H i 2 304 J0iE M fr a1y
e S [E 4 (Kapur2008). FATIANE B HHEN VTA H 2 [#520m HVC, KR
VTA TERZ AT VE F o IR SS TV 2 K X3k FATR A AL 58K VTA 25 HVC
W T, WA TR IO TR A

5.3+ MG RIBLH] R X R Al AR o

PREE YRR F BIATL I S T 5 fink 0 2 e 7041 M Sa ik SEB A 7T, DRI R AE () R
il 2R U AT, SEAMZE R IR LT T RN 58, FF HOW S 3 SR A 1) TLAT TR AR 22
1R K (Scimemi 1 Beato2009). . _FFHi (8] 5 524450 715 5% . 3248 [a] n] LUE
TG BRI, 52 G SRR R F

FE TR i 1] 53 o o 2 18 Jo R PR R A AR ) e 2 AR AR K o K 22 B0t A2 K
FUEREE] 2 2] 3 NMUEF 2 ATERSIH T 1mM B & 2 (Scimemi F1 Beato2009;
Barberis 55 A\ 201 1) 188 5 18 128 HHL it e Jo7 St 0 3 A8 A 0ok 5 fipk £ 74 52 M) (451 4
Mozrzymas2004), {HZ A BRI 7157 H T2 R AR AL .
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