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HE [ABSTRACT]

B AETT R REAT ML BN RS, BN (PD) 1, HRMETTHIDIREMBUR, Mank
B ASE SRR . AR T — AN BRI Z T IIE P 2R, AR RMz )5 AL ME
TOAT AR Z RN T E40T . el FAZ G EER A B (TA; arky & HEK) A1 T 8 (TT prototypical) #
2 0GB AR AR R FEAT IR . AEA SR IR TN, SOIRAA 1R Ja) 30 00 ] 1) 3 308 % ) A7 AE 0 T R IR A 2 15 7E K
YO [ ) B B IR AN N IE R B RO ). BERRIL, 2 AR 51 R R T SUIRA R A 5 2 e 2 4k D2 K
(CTX-MSN D2) iz o (MSNs) 1) AMPA ®0784m, A& MSN AMUlZES: (MSN-MSN) /b 27
# 7 PD MRS EAMYRG 5. BLAh, W2 BRI SRR CTX-MSN D1, CTX-MSN D2, TA-MSN A
MSN-MSN {HEX ) 502 7] PABSGs VR R AR 2 1 B I £ BE . 28 LTIk, JRATA I R b R e A28 0%
FPESH) 2 AR DR S s (R £ RE 0, NIRRT . R SeRE (T BN PD R YT S 7E R 8
B, FEIGINFRATINT P 45 B 73 7 F0 W 2% D E 18] 9% 2R AR BRAE

X ##i7): basal ganglia; dopamine; inhibition; network dynamics; Parkinson’s disease; spiking

network model

Significance Statement

JEJRAPZT (Basal ganglia, BG) J2 AT R EH0E ALK IS, WS (PD) ', £ EHdh Z S5 BG
TIBERERS . BeAh, WIRENSAT N, RS MIGE RS KRR . BATET A BG MR, JEHI SR E LT
PR AR 24 SR T SR DD B R R 28 3035, URTEZERIRS F ik L Thag. AR B R T BCG Thig
QU] LA % R 0 2% 2 00 5 B 52 A5 9 LA AR IR S5 J90 AR 56 5 U A T P A AR B B R B . JRAV ERI T Fe 5
TR B T I & AR VAT 8 7
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1 5% [INTRODUCTION] FNIT

1 5|5 [INTRODUCTION]

FIRMHETT (BG) XHAT RFUTEN AR R EE, MiH 2 OREEIEmS&R (PD) nfS
BG HAE Y G REZ A 8. A T ECEMERRM G, WRATFE 7S BG ThRekaG s
ML . 2 EIEFEE A ME BG W40 R SR AN TT; SRT, FRATIIR SR Z 0 S Al 77 32 3@ 4 A
PREE LB M AR B B A FH 2 el ‘2 B0 4 4R A58 BG DI REREAS X FE A o

BG #ifR N —F—RATEIE B R E, BRI EAT 3N /AT N A5 A IR BT R (Houk F1 Beiser,
1998;Redgrave 2 A, 1999;Frank, 2005;Kamali Sarvestani 25\, 2011), SHAH—5, HHFREH, R
RIE (BG MBS AR) AT MEHEEHI1T A (Kravitz 25N, 2010;Freeze 25N, 2013). ZEEELTH
PD (Hornykiewicz, 1966) £ BG HIVF 2 #77 K A% (Cepeda %5 N, 1993;Shen 1 Johnson, 2000;Bracci
2 N, 2002;Herndndez-Echeagaray 2% A, 2004;Hernandez %% A, 2006;Baufreton I Bevan, 2008;Taverna
% N, 2008;Zhou % A, 2009;Humphries % A, 2009a;Chan %% A, 2011;Chuhma %% A, 2011;Gittis %5 A,
2011;Miguelez N, 2012). THEEHFNTANHEHE 75T PD B G &EHLE KA W E K W f# (Terman
N, 2002;Humphries 58 A\, 2006;Kumar %6 A\, 2011;Damodaran %¢ A\, 2014,2015;Corbit 55N\, 2016), {H
HEAE T ZERIEFT RN TE, HIAE T BG WEHEMAMFEMm. Kk, T2 7 PD
PPN, FRAVKEIETE RIS NI eA], HEull seie b & 2 1) D M Sh SRR IE I Rk .

TESURAA T REREST GABA-A fhPuw @4 PHG 2 F 8 BG A R =214 (LOS) %2k (Bronfeld
Al Bar-Gad, 2011), SRR T AASSBNAKEZ 34 (McCairn 58 A, 2009). Bronfeld F
Bar-Gad(2011) #f53RHE], LOS b B2 PD /WK BG @3S 18 mM R . SCRER PR 2 T
(95%) HIE T2 PR R R 22 o0 (FSNs) B S M AT AT me 4 i) G545 ok, AhEEBR (GPe) #1117
—FREORPERA A B (TAsarky & AEK) $ESE (Mallet 25N, 2012). 3X— 1 1038 B X SOR AR TS 2 10 5200 78 11
HRR IR R AREIRZ M T, Bk, v 7 Ak 1 ARCR M R R 2 A R E N T 5 LOS #H, A
WA LR ST — AL ACR R IX — TR A

TR, AMRE 7 — BG M s EAT (K 1), 2Rk E MSNs RGN ORI M 4%, K
H FSNs [ATmiH, RE GPe TA M&IuHtE HERINH], N itz (STN) GPe Ji#g, LA H 3B 5T AR
# (SNr)o FEIE 4RI, FEIT Sk o] B8 4 SR I R o A AL B (PR — P IR UEA T NI B R Ud, SE4F
HE AR PD Hh [ED ARG VB R L], FFAT RSN PD S8 M A0 e T FR B R 5. Rk, &
TR T BG M S W SC R aifEik £, LU PD HEZI BG 20 A% 3 Al o an T sz BG
M. FSNs Fl GPe %} MSNs MI1EH 5 MSNs AL A4 /R kb, 7138 76 B2 RIS 3l I A 20
JE FAE R R = BN fe A Rk, FRATT TN sk 55 E  E AR 2 1) MISNs Ik B R8s /E, RIS /i Ja
RAEDELGUIRAE MSNs MIF R AR, JEERI MSNs A7 ] DL Z H0H| 25 & o &30 . FATRIAETR
ATRERI ) s AR S 4231 MSN D2, MSN Z8 ik I 55, FIl GPe MR, 1X 5 2 EUEFES, FHOC
BRI T A AL #2 AR E 2N BG WM H G SR g hn 7 Mg RS PD 983 . FATKI, TEHA 58 FE T
P, o A ET DA T A SGE S B b, T STN 3 v LR IR B BH 1451 X 2 HR B/ E e 4, tn] BA
M 2 EFE R NS Dhae . B Jm, FRATGIRRAM I FI N P N 25305, v AER S sl e 6 58 77 550
b PD 1R -
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2 MR5EREE
2.1 PRIERS

ZAAI 2% MSN D1, MSN D2, FSN. STN. GPe TA. GPe Type I (TI) LS #Z 0 AR SNy
e (B 1A;Mallet 28N, 2008). ZEAHFFH, ¥ MSN D1. MSN D2 1 FSNs 280K A LA
J2 GPe TA 1 TT #4708 (Mallet 2\, 2008) MIAFIZ §i R FMHA (Lindahl 2 A, 2013) Hi, %A
ML T STN. GPe f1 SNr W%, B4, FRATIEERIN T SA0H0 2 B # & o R A fl 175 (Cepeda
N, 1993:Shen 1 Johnson, 2000;Bracci %% A, 2002;Herndndez-Echeagaray %5 N, 2004;Herndndez %5 A\,
2006;Baufreton A1 Bevan, 2008;Taverna ¢ A, 2008;Zhou % A, 2009;Humphries ¢ A\, 2009a;Chan %A,
2011;Chuhma %5 A, 2011;Gittis 5N\, 2011;Miguelez 25 N\, 2012). FifT BEAREREESZ T A4 A5 T AN HH < 1)
A R fhdm N, CUR R HSCH R i, fEIXH, KEMFK T MSNs. FSNs #l STN 2% #s PEd A 1) 3 %
SKIR, T FE AR T 8% AT et GPe A1 SNt HM AT MR AN FISKYE (Smith 25 A, 2010).

Excitatory — — Increased

Inhibitory —e MSNp; weight/activity amae
Emulated —— Decreased { e
Simulated — 2000 ms weight/activity > 4

FSN

IR DA

STN

GPe Type 1

R -

500 ms

Bl 1 BERIR . A, MBI SR AR S e BRI TR (I 6 . SRR RN I R A, AR
ARG MIER: . BRUZZM (468). B, Bl MSN D2, FSN, STN Il GPe TT #& itk ronflRiz. C,
T P 25 1570 T it B 22 U0 g VS R i 8 T AR R IR 52

P SIS A 1 80000 NZ TG K /NMIFE R AL AT L%, B T RATHT ML KN A 20000 4T ik
FEABEFL 3000 12 TT I BUIR AR W £ BEH 30 OB 7E 80000 M TR b, REAN4H A% 4
M uEE WK (W ILE 1A). 20BN ER I BG A AR L5 X 57 it S SCIRAA R 22
JGH] STN, GPe. SNr FIZZER—if2 (Ff 1996) FI{E EHIAHXT 245 MSN D1, D2 MSN FIAHEESCHRAE (47.5%
47.5% F1 2%, 39 (Gerfen % N, 2010;Tepper, 2010)] 1 GPe TA (arkypallidal)) 1 GPe TI (prototype) [#]
FEXF 5340 [25% F1 75% (Abdi %A, 2015)]. GPe TI #& STl — AR Sk Uk vl LA Bl FSN (Abdi 45
N, 2015;Saunders £ N, 2016), FAMGIHE TT S AEP 10%. MEH N 84900mm—3(Oorschot, 1996)
SUIRAR, IX A2 MSN 1 95%, M4 Al FRAIR R 73 B # 200pm(Gerfen 58N, 2010), FAIETHA 2800 4>
MSN FAFR A R 5 1) — 1 MSN(89400*0.95%0.0335). R4 6.5 * 10~3mm(Tepper, 2010) ) FSNs fli 7731
R, BAMETHE 540 4~ (89,400%0.95%0.0065)MSNs 7E—4~ FSN FAhITEE N o 3T LI b Sl o p 2



2 PRSI 5\ 2.2 WZTIHE

RO IR, O MSN S i%EH: 1 FSN 2] MSN [1&E 83T 7 25 (B BRI, Flk—A MSN 5 FSN H g 51k
E e ERIT A MSN BXR 2800/540.  HH T4l SR SR A8 A 7E BG FIRHEIX b, BT DAAS A% 2 () Fl
¥ P BT A Lt 2R e B R BE AL A 1 (Smith 25N, 1998;Sadek 25 A, 2007;Baufreton 2 A, 2009;Mallet
N, 2012).

NT GINFEBRRI AL, RS (O) FEHRABIE (Vi Vi) 2Rl EZ— P O Fg A7 s
B (Vr/Vin) 2506, BARSREZE R PIMER 10%, WEBEMREZERN 1 mV.

2.2 fHATHMEZR

TR SRR R R, FRATTIARE TR o BITEMAIN (GR 1, MZERERZEL) . GPe TA. GPe
TI F1 STN #HZ&JuHETES Mallet 55 A (2008) AHVCHEC . X T HARFPHE, 0] AR AT HE AR fL 2 A2 A Y
SERGICSR VSN, Bt MSN:0.01-2.0 Hz (Miller 25 A, 2008), FSN:10-20 Hz (Berke 25N\, 2004;Gage %
N> 2010), SNr:20-35 Hz (Maurice % A\, 2003;Gernert %N, 2004;Zahr %8 N, 2004;Walters 55 N\, 2007),

2.3 ERHZTIMEIIMNPIMNEE

TEFTA AU H, XF MSNs. FSNs. STN. GPe FHEEFI SNr BH NSRBI ERE, HAE v 45
N1 FRKPIRAS, BN 2SR Z B s, B RS ANER S % R G s (TERRGERREE ), 1M
PG AN AR LI TGS (AENRBEMRIEE N Mallet 25N, 2008). 1-Hz FISRFR IS (FH 42 6 A 2 B €
SEEG) F T AR R R BOE S, 20-Hz IS RS T 7= 4 K Z B R R 1 B I_% (T 2 ERLEFESER) .
X EC RS NSNS + A4 (R 1), XFEBENIRLE v + va Al v« va ZIAEEEAN IR R 5
TIPS

FERAU A, FATINA TR B EIRBERE 7T, AR BN I wikafi A 2 MSN, FSNs 1 STN
FRZE TG, MSNs FEMN (BREEANIEBRIEEHI]) 1035 PERFAE S B iR P T AT 5 (Wilson, 1993). TEREH,
MSNs ZEA R SR TEELE 0.01 £ 2.0Hz 18], TENERIA R IIEMARIEEAE 17 £ 48Hz Z[A] (Miller
N, 2008). ANINA, ZHATM (AFELEURTIRIE ) EAF PR EKE N2 RS E ik #E4
(Lindahl 58 A, 2013); Bk, A7 RSB E 8N, RAOTKERRKKERERN 100ms, HLmas R R—,
MSNs J# % 205K 100ms(A B AL 1s;Miller 28N, 2008;Gage %A\, 2010). IX7EFTA ALK H #2Eix
. BPEEBAL AR 2 MAL, MR ERE —MEBRME, R4 e MSN B8 % 100 =27, &
Ja A 900ms FIE LB, RA TS SIS MSN. XF T AR5 SAT NN N AL S, AT T
T 80 ik, VAULEARIGRITI AR AT AER—ATEENE, i, 77 A ERBMAAE (EE AL
F—AR), BATLIAAT 3920 MEBRL . X TH—A 747(49) MEFMEHE, dRHAHUEIEER (W
T R ZE CRHFEM S EIR BT, AT 7R 8 T (W E30). fEEEERL, anRAH
L] SNt #2 UAE B M B IR~ 3505 3R 1K T RS 2 rp P 3835 30 1 50%, WA SUE @ . Bk, &4
RIS T LLA DRSS R, X e RN LB R 2 O I B o i R A0 (1) DOEREAT ) 1;(2) Rik473)
2;(3) 1LHE T I, B (4) PIANSHTEHSCA Bk %

FEFRATIASCIR AR AN R, S N R B BEADM ) 5 i fi A MSNs. FSNs #il STN [ #RIE )2
A 3G
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Table 1. Network and connection parameters

Name

L —
NGk
NG
NiZvon
Noition
NEER
NS
NS o
yCT-MSNgy
CTH-MSNgy
Yo -FSN
yCTX-STH
WENT-GPery
yET-GPep
yEXT-SNr
gCTX-MSNp;
gCTA-MSNpy
gCTH-FSN
gC™-5TN
Nt
Nt
Nt e
e
Ny e
NG, st
NGPepMsH
N ™=
N =
NEFepFSN
NZa ="
Nigipswr
NE =
N SPen
NETR e
J’V%ﬁ?‘ GPeqy
Ng'ﬁn?. GPeq
Ngqpﬁ'up GPegy
Ny een
NGrep-sT

Value
80,000
37,971
37,971
1599
388
329
988
754
448/546 Hz
592/722 Hz
646/787 Hz
170/250 Hz
100/200 Hz
720/1530 Hz
180071800 Hz
011
0.11
011
0.11/0.35

364
84
392
504
16
11
10
10
10
10
32
500
30
500
30
5

5
25
25
30

Description
Network size
Size of MSN D1 population
Size of MSN D2 population
Size of FSN population
Size of STN population
Size of GPe TA population
Size of GPe Tl population
Size of SNr population
Cortical input to MSN D1 (slow-wave/activation)
Cortical input to MSN D2 (slow-wave/activation)
Cortical input to FSN (slow-wave/activation)
Cortical input to in STN (slow-wave/activation)
External input to GPe TA (slow-wave/activation)
External input to GPe T (slow-wave/activation)
External input to SNr (slow-wave/activation)
Amplitude oscillations MSN D1 (both states)
Amplitude oscillations MSN D2 (both states)
Amplitude oscillations FSN (both states)

Amplitude oscillations STN (slow-wave/activation)
Mumber of MSN D1 connections on each MSN D4
MNumber of MSN D1 connections on each MSN D2
Number of MSN D2 connections on each MSN D1
Number of MSN D2 connections on each MSN D2
Mumber of FSN connections on each MSN neuron
Mumber of FSN connections on each MSN neuron
Mumber of GPa TA connections on each MSN neuron
MNumber of FSN connections on each FSN neuron
Number of GPa TA connections on each FSN neuron
MNumber of GPe Tl connections on each FSN neuron
MNumber of GPe connections on each SNr neuron
Number of MSN D1 connections on each SNr neuron
Number of STN connections on each SNr neuron
Number of MSN D2 connections on each GPe Tl neuron
Mumber of STN connections on each GPe neuron
Mumber of GPe TA reciprocal connections

Mumber of GPe TA connections on each GPe TI
Mumber of GPe Tl connections on each GPe TA

Mumber of GPe Tl reciprocal connections
MNumber of GPe Tl connections on each STN neuron
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Table 2. FSN model parameters (quadratic integrate and fire

model)

Mame Value Description

a 02s Recovery current time constant

b 0.025 Voltage dependency of recovery current

- =60 mV Spike reset

C 80 pF Membrane capacitance

d 0 pA summed recovery current contribution

following an action potential

k 1 Steady-state voltage dependence

By -0.078 Magnitude of dopamine effect on resting
r potential v,

Vi =55 mV Voltage dependence recovery current

T 256 mV Spike cutoff

v, -64.4 mV  Resting potential

Vi =50 mV Threshold potential

2.4 ERARHETRE

FAVER T WA RB A8, HR IR A EE, A — MU — Mg PRS2 F . X T FSNs Al MSNs,
PAVER B &N A KR (Eq. 11zhikevich, 2007), X+ STN. GPe fil SNr #1470, FAVMEH Hi&E
NARHUERE G RKIBEAL (Eq 2;Brette Al Gerstner, 2005), HZ#H Lindahl 58 A (2013)(% 3. 5 1 6). Pifh
P28 TOAE Y AE RS AU RE AN A e i 0 e T B8 AT 9 RE 0 2 T #AT AR 4 AU (Izhikevich, 2010).

N B TT RS T OO RS Y EE RN ) 5, e VORERAL, w SRMA TR IR SRR -

d
C’d—‘t/:k(var)(vath)fu+I

du
=V —v)—u) (2.1)

tf V>uvpesk then v=c and u=u+d.
X C B, v, Mooy, £EEHECAMREBA, T Z2HEGE, o Z2KEHEEN S, o 2% E RN HEE
Wi, k RIERSHAHRE ([ -V) XRRMSE. YIEBA V AR vpea B, B8 ¢, WEHR v E
By de
R TR TS SRR S R B )5, Hot VO IREAL, w A TTig L DTk

)—w+1

—a(V Ep)—w

C— =—g. (V—-EL)+ gLArexp <

_ (2.2)

dt
if V>t' then V=V, and w=w+Db

Hrp ¢ R, g MilMltEHS, Ep M B AFEBRARBERA, Ar ARERT, I NBERE, 7, NKE

LI A, o N BBV B R . SR V OIAR] ¢ B, BACH V., ISR w B b 35K
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Table 3. GPe neuron parameters (adaptive exponential inte-
grate and fire model)

MName

d
It:l'.I'T

b'.l".-q

Value
2.5 nS
70 pA

105 pA
—0.181

40 pF

60 pF
1.7 ms
2.55 ms
-55.1 mV
1nS

1 pA

12 pA

20 ms

15 mV
—£0 mV
—54.7 mV

Description

Subthreshold adaptation

Spike-triggered adaptation Tl neurons

Spike-triggered adaptation TA neurons

Magnitude of D1 effect on resting
potential E,

Membrane capacitance Tl neurons

Membrane capacitance TA neurons

Slope factor of spike upstroke Tl neurons

Slope factor of spike upstroke TA neurons

Leak reversal potential

Leak conductance

liny to obtain in vitro firing rate 8 Hz without
synaptic input

iy to obtain in vitro firing rate 18 Hz without
synaptic input

Adaptation time constant

Spike cut off

Spike reset

Thresheld potential
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SR CRMN T RS2 BRI, Il aaep T, gy DT 0 M 1 ZRIKSH, K
2 2R 5 AR KSF, X & Humphries 28 A (2006,2009a,b) ARG HIMES . 2 BRI S5 p 1)
SR IEIE TS 1+ Board (Qaep) FFEFKIEBIN, XFE p <+ p[1+ Bpsrd (aop)] - XH Bpar € [-5,1.25] J&
— B RE, AR IA TR SE, e T 2 B R S ERRSNNZ IR R TE ¢ (aop) =
Qdop — o, g = 0.8 BV BT A B IR (10 2 U HKF

Table 4. MSN D1 and MSN D2 model parameters (quadratic
integrate and fire model)

Mame Value Description

a 0.01s Recovery current time constant

e 0.032 Magnitude of D2 effect on k

b =20 Voltage dependency of recovery current

c =60 mV Spike reset

C 15.2 pk Membrane capacitance

gMshor 6E6.9 pA Spike-triggered adaptation MSN Dn

d™SNoe  O1 pA Spike-triggered adaptation MSN D2

k 1 Steady-state voltage dependence

plSNo e 0.0296 Magnitude of D1 effect on threshold

r potential v,

pMsNo 0,450 Magnitude of D1 effect on recovery
current contribution d

Vpeak 40 mV Spike cutoff

roet =782 mV  Resting potential MSN DA
vt 80 mV Resting potential MSN D2
Vi -29.7 mV  Threshold potential

2.4.1 FSN f&#

FSN BB R T MUTER BB 15 2 2K5h 0%, HABERE: R v < vy, W a=alb(V —vy) —u], &0
v < vys W 4 = au (Izhikevich, 2007;Humphries 25 A, 2009b). XEMFHE FSN #R AT IAEPGE. K. FEHHE
WA JE 2RI A AR HaAr, ARG (R BB R 0 H AN R e e (G 2R N — L4075 Tepper, 2010). %
EE S D1 20 FSN & EMAGER « AT — RN EBA v, v, (14 B,0), HH 8, WEHNIL
Z M gop = 0 BTHIEFH R 2 B (agop = 1) B IIERB(K 5mV;Bracci % A, 2002;Centonze £ A, 2003).
X2 5 TS

2.4.2 GPe {58!

GPe P22 TR I H e 0 F B IR %, AR () 25 ARk FELUR T S 12 AN U0 e B AR 78 L (Nambu
F1 Llinas, 1994;Cooper #l Stanford, 2000), PA K AR EEARARE U 1 (Nambu A Llina, 1994;Cooper il
Stanford, 2000) . & B AT 2 M 1) HL - A5 0C 2, 7R I 4 A IR B 9 A 2R IR [ 3& . (Cooper 1 Stanford,



o WIS B=1 9.4 i UM TR

2000;Bugaysen % N, 2010). % Bl il 57 GPe M4 JTIEH K HON HiE, X GPe &L HE
ZMACAER (Chan 8N, 2011). AW EL < EL (14 BE, ¢) REX RN, Hrh gg, #RM, 2 Ok
,ﬂiEEH‘ (adop = 0) H:% EH;%HTJ_ (Oédop == 1) B‘]%A%\%{E\E 10mVO°

Table 5. SNr neuron model parameters (adaptive exponential
integrate and fire model)

Mame Value Description

a 3 nsS Subthreshold adaptation

b 200 pA Spike-triggered adaptation

Be —0.0896 Magnitude of D1 effect on resting
) potential £,

C 80 pF Membrane capacitance

A 1.8 ms Slope factor of spike upstroke

E, —55.8 mV Leak reversal potential

a, 3 nS Leak conductance

I 15 pA |y to obtain in witro firing rate without

synaptic input

T 20 ms Adaptation time constant

i 20 mV Spike cut off

V. —65mVY Spike reset

V; -55.2 mV Threshold potential

Abdi A (2015) BFFLRIL TA #2470 R A BCFH P ER-SRE 4L (Abdi 5N, 2015;T1 & TR
N 60%). FREENIX—rl, ATKIIGIR TIERL b, V(AR RE Ay FIREZA C TA 20K TL #2700
150% (% 3). Bh# T1 #h& 0 kS 8-18 #%%, /mTEFHFEN (Abdi 5N 2015 4F), A TH 1674 &N
1pA F1 IGPer 59 12pA. B TR STN HIHIAN, GPe 270 4% E BT LUK 15 % b ok py A% Ao
FAZIEIN (Kincaid %8N, 1991;Deschenes, 1996;Yasukawa 55N, 2004). FRATEEIX AN G54 4B 152 DT R AE
Juxf TA A TT BTAFA AN =N . GPe AT M SHINE 3 Fios.

2.4.3 MSN j&E#

MSN B4 #2 £1] MSNs(Nisenbaum 2 A, 1994) 2 H K ZEIRIE AT A (Nisenbaum %5\, 1994), 3+ H i+
TN S 1T, MSNs D2 40 A5 5 s 4 N BB, I HL Lk MSNs D1 4 RS G BH 52 Hh 5 25 5 75 (Kreitzer
A1 Malenka, 2007; Gertler ¢ A\, 2008). MSNs £ %3244 D1 BuF i@ i KIR BA @RS, [R]Ft1
SR T AN E WAL NI R, 2 W, Gruber 258N (2003) . 55— Fi RS 4 A A 22 T e gk 1) A1 F 17 281k
iy wMSNDy o MSND1 (] 4 g MSNov 88— P30 S B R IR AR A, G dMSN D1« gMSND1 (] 4 gMSN D1,
PR RN [ v B AR 1S v, A d MBS 2 ERZ A4S 4L, @0 Humphries %8 A (2009a) Frik. Planert 55
A (2013) WEBH MSN D2 BIMEVEMRI T 2 BRI, S/, Are, K2 EEIRE (60puM) #lNE RS
R SAF AR, MATERA BE (M—800) 2 tk. ik, BATEFEACTAET MG 2 BN MSN
D2 £ ERSZARIE . MSN #1253 8nE 4 Fix.
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2.4.4 SNr {&E&

SNr #1270 5 spike #9174 B & N A LA K R (Nakanishi 4 A, 1987;Richards %5 A, 1997) . ALk
R AL ISR T W AE BB T80, VRSV 5pA MIRUINEAL & DMEMZ T MTTERIRS R N E R (Atherton
A1 Bevan, 2005), 1M SNr #& o/ MR R G SR 5 IE(E (Nakanishi %8 N, 1987,1997). £ BT SNr
METCRAA ZMAIER (Zhou N, 2009). FATKXFIASERAN ErL <+ EL (14 B, 0), Be, WHNKZ
B (cgop = 0) B, FREHAHE 2 B (gop = 1) BHIK 5mV . BERSHF| T 5,

2.4.5 STN j&E&

STN #1122 76 il AZE S fid 2, FoA BEUA I AR 28 (Bevan #1 Wilson, 1999;Hallworth %5 A, 2003).
F A 500ms S5 (IR AL RE SR [V HGR TV N B3 (Bevan Al Wilson, 1999). ffi#iZE 67E 70mV BA
N — B A B 1% 2 SRR #R KR (Bevan 28\, 2000;Hallworth 5 A, 2003). 7E#EMALIE S STN #
ZTCBEBEAERI, BV BAE Vi + maz(w — 15,20), w < 0. STN HAZHIE 6 Frr.

Table 6. STN neuron parameters (adaptive exponential inte-
grate and fire model)

Name Value Description

a 0.3 nS Subthreshold adaptation (below —70)
otherwise equal to O

b 0.05 pA Spike-triggered adaptation

C 60 pF Membrane capacitance

A 16.2 ms Slope factor of spike upstroke

E, —50.2 mV Leak reversal potential

a, 10 nS Leak conductance

[ 5 pA liry to obtain in witro firing rate without
synaptic input

T 333 ms Adaptation time constant

i 15 mV Spike cut off

V. 70 mV Spike reset

V; —54.0 mV Threshold potential

2.5 SRARIZERE

LT P2 ) — 2R (R 1) SREERT R R (Lindahl 55N, 2013). N HFRA TR IR AN
B

ST 5257 MSN D1, MSN D1. MSN D2. MSN D2, MSN D2, fitiit 28 il 5 #2876 M AR #h 22 T 20
5 fih o Hh 364, 84, 393 Al 504 A~ RN 7 MSN D1 5k MSN D2 [k s Fi 50 o, 45 2800 4
MSN(Z WM &%), MSN D1, MSN D1, MSN D2, MSN D2, MSN D2 f#EREM R 514 13%. 3% 14%.
18% (Taverna 5 A\, 2008); KL, & HEABIIMERK 2 364, 84, 393 Fl 504(2800%0.13+ 0.03. 0.14 5L 0.18).
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[F#E, flith MSN D1 Al MSN D2 #2250\ FSNs #US 1 S 50 & 53 ) 4 16 A1 11 Ao £ MSN B SR ES
Fdr, FRATH 60 A FSNs, 205l 5 8CiRiAs MSN A FSNs ) 95% 1 2% (Tepper, 2010;2800/0.95%0.02)
FSN-MSN D1 Fl FSN-MSN D2 MR 2518 27% Fl 18% (Gittis 25N, 2010;60%0.27 5% 0.18), FAIE
7t MSN D1 Al MSN D2 #4 u )\ FSNs R #3799 16 #1 11. FSNs t15HAth FSNs TR Ak, 5
FHAR FSN BXRMIMEZ N 74% (Gittis %A, 2010). HT—4 FSN BJHZI7 A 540 4~ MSNs, FATATEAfE
79 FSNs RN 12 4 (560/0.95%0.02). Kk, FA1fliit—4 FSN HHAh 9 4> FSN(0.74 * 12)
HECR. Btk MSNs fl FSNs 5452 M F A &, HAp &4 MSNs 1 FSN AU B i H 40 40 14
£t KB ITE A IEE (7908 2800 1 540).

Kita Ml Kitai(1994) fl Bevan % A (1998) i hric #f& o ALE B A L GPe M LA (25%) 2L
Z 5> RIS BISCRA . Mallet 58N (2008) AR 18 BEAR 1 R A ORI, GPe #HA TOAFTE AR AL TA,
TE1S 1-Hz FZIRG R R e s, T, 7EARIEERER /R Jeod . AFFE R, TA 2 STN HUk Ik
1, 0TI ZE0REINH] . Chuhma 28 A (2011) B E I 28% I GPe 2 TTI%A WSCIRAA L 4k (16 3
BEOE, SCFFA A GPe P& TTRHABA HICEIR B B ROR I R BRI B0% . ERITTR T (Mallet
2N, 2012, 2016;Gittis 5N, 2014;Abdi 2N, 2015) K8 TA 1 TI BA KRR HERME, L TA 5
SUIRPR (1H5 STN BT Xy i AZ 3 i se), TIES BG iz (A1 STN) i%EH:. Abdi 2 (2015)
R TT IWRE (it 10%) BsefScit B8O, R, BRATERNTAIAR R RS T B 2 S0R A AR
J& STN ) TA #1270, TI MA T aFEAEN, 5 TA 55 STN M, ek Ageikikmim N, 3 H+
43— T $ & ToH RISCIRAR . BARSR YL, FESCIRAR T, TA #0248 7o [F) I 5256 2 B B ek Al FSNs, T AR 4
XHR (Glajch 25N, 2016;Saunders 25 A\, 2016).

Mallet %5 (2012) fESCIRIARF AR IL TA #1450 r 7= 10000 20T, (HiANE S FSNs Al MSNs )
FHRME L. SOIRIEF) MSNs tb FSNs £ 100 £, BRI GPe #4715 FSNs 4 —IR, mhoffih
100 A~ MSNs. Bt4h, BAMEBE 1000 24 TA #EGEREM R K MSNs #tH . )5, P84 MSN £
i 10 4 GPe %I (1000 MEHE 100 > MSN/TA), RIEEEA TA AR MSN i 10 AN,
WG, FATE 1A TA 487 MSNs E/=4 10000 MH#T (10¥1000=10000 ZfEH 1), *FF—4 FSN,
BAMRK e Bk E 10 A TA BN, I HED TA 4584 FSN _Efif 10 4 boutons. 1 4 TA M/
FSNs(10%10=100) A 100 AN, BATESCIRA TSI 1A TA 4174 10100 MR (X2 A EER).
TA TESCIRAR AT FR X 458 P T BB T 5 A2 S0 B (Mallet 25\, 2012); Kk, FATEAE X TA 540K
i P 2 R) R AT PR ) . %FT TT 3] FSN,  FRATEFA R B4 FSN #2053 10 4> TI M imA .

TA F1 TT #h&0#8% STN KM (Kita M Kitai, 1994), TI P2ARIMSEE TA £ 4 % (Mallet 25 A,
2012). 7E GPe H1, &4~ TA #HEIOX N = TI #£4 0 (75% T1 vs 25%)TA 7E GPe). FEth, XFFHA TI
ER, 5 TA B, BAOE—ATH GPe 418 LA 12 4 (43) TT &, AR LAA R K 2 501
SAME AR TA 4HM0K E T1 ML, KA T 58t TA 2 —MEE . SR, QR AFEE TR i,
TA IR FTREMARIE TA BUREIE ZHIER: . EA R, BATHIEEAM T2 30 FlEEN GPe I
H, 5 Ik E TA, 25 ISk H TL. fEARSCHEE, AT —Fi, BT AAER T A TA X230
AR

2.6 ZRfpRE

N T B R AR A, RAVE 7 AT S PR ECE A 77 B AT Tsodyks Markram 17 (Tsodyks &8 A,
1998) SKAH LS A i JE I AT %844 (Hanson A1 Jaeger, 2002;Sims %5 A, 2008;Connelly 25 A\, 2010;Gittis 2\,
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Table 7. Basic synaptic model parameters
Mame Valug Source
T 12 ms n.d., set as for CTX-MSN
Oama 0.5 nS n.d., set as for CTX-MSN
= 2.5 ms Jasger and Kita, 2011
= omv n.d., set as for CTX-MSN
U 6 ms Gittis et al., 2010
Ol = 1n3 Several times weaker than FSN-MSN (Gittis et al., 2010}
= 1.7 ms n.d., same as FSN-MSN
B =74 my n.d., same as MSN-MSN
T 17 ms Saunders et al., 2016
g e 2n3 n.d., estimated
T P 66 ms Glajch et al., 2016
gEEm = 0.51 n3 n.d., estimated
bl 7.0 ms n.d., same as MSN-GPo Park et al., 1982
=i T4 mv n.d., sams as MSM-MSN
TE‘T,P,“ 5 ms n.d.
gL, = 0.5 nS nd.
1855 5ms n.d.
EET o omv nd.
T 5ms Shen et al., 2008
gk = 1.3n5 Lindahl et al., 2013
o 0.33 n3 5% of GPe-GPe TI
ﬂﬁ. Fa 1ims nd.
= —65 my n.d., assumed as for MSN D2-GPe
Taha 5 6 ms Shen et al., 2008
e e 2ns Constrained by Shen et al., 2008
P o 7 ms Park et al., 1982
Epiios o —65 mv Rav-Acha ot al., 2005
Tanga 12 ms Hanson and Jasger, 2002
S e 0.35 N3 Lindahl et al., 2013
e 0.1 n3 30% of STN-GPe TI
13l 5Fom 2 ms Jasger and Kita, 2011
ESIN-GPan omy nd.
T 12 ms Ellender et al., 2011
T e 0.5n3 Humphries et al., 2009a,b; Ellender et &l., 2011
i Ve 0.5 nS Humphries et al., 2009a,b; Ellender et al., 2011
T 160 ms Humphries et al., 2009a.b; Ellender et &l., 2011
s M 0.11 n3 Humphries et al., 2009a,b; Ellender ot al., 2011
T, M 0.019 nS Humphries at al., 2008a.b; Ellendar et &l., 2011
HETE M 2.5 ms Jasger and Kita, 2011
ERi-w= omv Humphries ot al., 20093
T 8 ms Gittis et al., 2010
G- MM 0.15 nS Constrained by Koo® et al., 2004; Tavema et al., 2004, 2008
i M 0.375 N5 Consirained by Koos et al., 2004; Taverna et al., 2004, 2008
(PR - Mg 0.45 n3 Constrained by Koos et al., 2004; Tavemna et al, 2004, 2008
(T~ N 0.35 n3 Constrained by Koos et al., 2004; Tavema et al, 2004, 2008
oy M= 1.7 ms Taverna et al., 2004
=t -T4 myf Koo® et al., 2004
Thahs N 11 ms Koos et al., 2004
gk M 6 NS Taverna ot al., 2004
ol = 1.7 ms n.d., assumed as for MSHN
EFZh-MsN 74 mV Koos and Tepper, 1999

{Continued)
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Table 7. Continued

Mame Value
Toaapa ™ MSh 87 ms
Toapega~ MSNa 76 ms
gage s 0.04 nS
gage MM 0.08 nS
M?MM 7.0ms
EGfE M 74 mV
TR 5ms
g 0505
ot 5ms
EgT-sm o m\y
Toaan ~ShE 5.2 ms
Gt - St 2nsS
fMShp, —SAr 7ms
BN —Sir —-B0 mV
o 2.1 ms
Che s 76 nS
St ams
delay
Egfe-swr 72 mV
Tg,qg,ﬂ" 12 ms
gami, s 0.91 nS
{5, S 4.5 ms
Egn-snr omv
Tamma=™ 4 ms
e ST 0.25 nS
ToTe STH 160 ms
ghrxg ST 0.00625 nS
to, I 2.5 ms
ECTX-5TH omv
ﬁ:‘“@é S 8 ms
gehen-sT™ 0.08 nS
1 5™ 1ms

Source
Glajch et al., 2016
Glajch et al., 2016
n.d., estimated
Twice as TA-MSN D1 (Glajch &t al., 20186)
n.d., set as for MSN-GPe (Park et al., 1982)
n.d., set as for MSN and FSN synapses
n.d.
n.d.
n.d.
n.d.
Connelly et al., 2010
Constrained by Connelly et al., 2010
Connelly et al., 2010
Connelly et al., 2010
Connelly et al., 2010
Connelly et al., 2010
Makanishi et al., 1991
Connelly et al., 2010
n.d., assume as for STN-GPe (Hanson and Jaeger, 2002)
Lindahl et al., 2013
Shen and Johnson, 2006; Ammari et al., 2010
n.d.
Baufreton et al., 2005
n.d.
Same as for MSN
Same AMPA-NMDA ratio as for MSN
Fujimoto and Kita, 1993; Jaeger and Kita, 2011
n.d.
Baufreton et al., 2005
Lindahl et al., 2013

Jaesger and Kita, 2011
Baufreton et al., 2009
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2010;Planert % A\, 2010).
X T ERAS R, URAETERIAREH A 3. BT g #HEEN g0, 5, TERUEZIN], H T UK E
B Toyn FIRENE . RfSGHRH [ =g (Bw — V) &, Ho vV R

dg g

dt Toyn

I Al R I L B Hili3k NMDA KBt 8k (Eq. 4;Humphries A, 2009b)

+ 905 (t - tspike ) (23)

1
B(v) = (2.4)

2+
1+ % exp(—v0.062)

N T RESTIRAKA R A AR (3R 8), ] T Tsodyks #i% (Tsodyks 25N, 1998) (eq .5 #1 6), FMHH T
UL FD 3R (Abbott 25N, 1997;Dittman % A\, 2000;Abbott F1 Regehr, 2004;Puccini %A, 2007). FD
T3 SN R bt B 2 AR i (F) A (D) A8 /RBP4 . X PR 75 2 i 1 5 St il & (1 28z )
IREZE (Tsodyks A1 Markram, 1997;Markram %5 A, 1998;Planert %6 A\, 2010;Klaus % A\, 2011;Lindahl &
N, 2013). R RBEA — DGR REAMFFEMERK (v), ANEK (2) FIKE (z) RE. @ik, y f
2 42 0,2 A& 1o RAAMARIE BN — e B JRAE N EDIRES 2 AT 7E — BB (8] YA T ANTESIIRAS, JLel % ik 52 et
L Tree VT« DB o, XE—NEE, EF—RIEL, FANTFuS 1-u (@ E0MLZ
6]) HIFRBLEDIGIN, FFAEIIE 2 [ BEAE I (B AL 7700 FRECZWE] 0 (BEq.5). & TIHFPREW T y HH2
B oo M u B (3 A RIAR R Sy A) TN, SRS DART I H 3L 75y, (Eq. 6) W sl s o G k. R
il f5 LS 5 A TR SRS R BHIR EL B B LS, A g = goy, RBIRIRAME IR Lsyn = g (Brew — V)

du u
b U(1 = u)8 (t — tapine
e U 0B~ )
% - _ uzd (t — tspre)
" Ty (2.5)
DA t—
7 o + uxd (t — tspre)

dz _y z

dt Tsyn T’I'GC

— USRS H (F 7 MK 8) HKHE Lindahl A (2013) . FHBATEAEBIAT S H CTX-MSN LA
GPe TA Fl GPe TI [JZ%. #¥E Ellender 25 A\ (2011), FAME T 4B ZE MSN 7464 1.1ns B iEL
(PR, T MR E B (EPSC) MIEEN 90pA, HERFHAIN 80mV, AMPA ¥ AN Omy
(90pA/80mV =1.1nS) . » {1 AMPA il ¥y FAL 5 FEAR T & (1)~ 34E, AT BN 0.5nS. Moyer 55
A (2007) fhitt AMPA fil NMDA Z A/ FH S K/NZ N 2:1. 3 HL A 18] 5 $0T DL 5 fd 06 H 5 SR A it
S A/N: B, SRRSO 12 ms A MSN AMPA %¢fif (Ellender 25 A\, 2011), H S AK/NET
6 (0.5%12), T Zfuif A% #8160 ms A MSN D2 NMDA %l (Moyer 25 A\, 2007; Humphries 25 A,
2009b), HAKHFWUIAA 0.019, KA NMDA KHSRK/PMNEET 3 (0.019%160), LAME AMPA #l NMDA ]
SR/ 2:1. BBA, Humphries 25 A (20092) ffiih, fEIEH 2 BT, MSN D1 NMDA ffH 2
2 MSN D2 NMDA 1] 6 &%, LT HEIER MSN B R E 2T 8. ik, FATH MSN D1 NMDA %
BN 0.11 (0.019%6). MSN D1 Il D2 NMDA $EHTEX PRI G 5 g 48 ORI v (1) SR B[R] [0 2 22 57 AN o
ZMFT ERRRE MR, B T 2 BRI B A RS A I Y .
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Table 8. Parameters for facilitating and depressing Tsodyks synapse models

Synapse u Trec Trac Source

FSN — MSN 0.29 902 ms 53 ms Planert et al., 2010

FSN — FSN 0.29 902 ms 53 ms Gittis et al., 2010; Planert et al., 2010
GPe — Shr 0.196 969 ms 0 ms Lindahl et al., 2013

MSNg, — SNr 0.0192 623 ms 559 ms Lindahl et al., 2013

MSNp: — SNr 0.24 11 ms 73 ms Lindahl et al., 2013

STN — SNr 0.35 800 ms 0 ms Lindahl et al., 2013

GPe;, — FSN 0.29 902 ms 53 ms n.d., assumed same as FSN — MSN
GPe; — FSN 0.29 902 ms 53 ms n.d., assumed same as FSN — MSN

SR, TA FI T #h& o #RiER R FSNs, TAH TA M4 0iEHE] MSNs (Mallet 8 A, 2012;Smith
E N, 1998;Glajch & A\ 2016;Saunders %5 N 2016). BAKT 5, Glajch & (2016) B 7R, 18RI GPe H
RELCRMR, FSNs H 5 filf5 | B (inhibitory synappost currents, IPSCs) BJE KT MSN D1 A1 MSN
D2 H ) TPSCs (600 vs. 60 Al 134 pA). Saunders 25 A (2016) L YR TT #4948 040 KN & FSNs
i) IPSCs, JEM%EH] FSNs HH KA IPSCs (437pa). ##fE Glajch %5 A (2016) M1 Saunders 28 A (2016), &
MRS TA #£25c5 MSN D2 FEER L MSN D1 IPif%, TA Al TI #2705 FSNs [R50
(£ 7). Ah, TAMBILLE FSN LM TA A1 TT RAZFMHIM (Corbit FF N, 2016;Glajch £ A, 2016). H
FIATBAT KA S HOEAT 1, BAMER 75 FSN 2] MSN MRS % (£ 8). HATEHEH, LURiEH
TA H1 TT # & TuH) R fbs) 112 F AR . Saunders 28 A (2016) 1% TT 4R %) FSNs 15 fih #4524k
T Glajch 25\ (2016) 7ERIFL GPe #iZHll &) FSN. MSN D1 1 MSN D2 [ fl B (17 vs. 66+ 87 Al
76 ms). Glajch 25 A (2016) MY SEER7E =R (21°C) FRETH, 1M Saunders 25 A (2016) [SL50 & 7E
B (31°C) NHHTH . J8E YONERE T S DU X — i fE . Rk, Tl T DA R )
Fo fEIXH, FRAMERE TA R TT 402 (8] (1) R AnEh )R SEA R, SCIRAT T Rkt TA 40K Al 2 A
HRIB) 15

Lindahl %5 A\ (2013) f&iit GPe GPe. GPe STN Al STN GPe #2702 [A] (- F 20514 1.3 nS. 0.35 nS
1 0.08 nS. A7 fRE GPe TI #4765 Lindahl 58 A (2013) 1) GPe #& u A ML H G50, BRI
GPe GPe TI. GPe TI STN I STN GPe TI % & NiX4{H ., TA #E&uAHEZ MSN D2 FUEFHIHIHIAN . N
TARFRE SN TA JBUEER, BATH STN TA FEKE] STN TI 1 30%. SR, N T IERHRES R FEE T T1
A TA R, FRATELIE GPe GPe TA [ALEEKHE] GPe GPe TI [ 25%.

Z &M 7 BG 2 1EH: (Cepeda %5 A\ ,1993;Shen and Johnson,2000;Bracci 5 A ,2002;Herndndez-
Echeagaray %6 N\, 2004;Hernandez %6 A\, 2006;Baufreton 5F[l Bevan, 2008;Taverna % A\, 2008;Chuhma %% A,
2011;Gittis %A, 2011;Miguelez 55 N, 2012). H5RAGEBEHEAMAKCMHZ DESEHEWNR 9 . FHIRATEHR
TRFRA e AR A DLUIE R o

2.7 ZBEREXT FSNs R TR ARAY 2N

Z Bl s D2 4% GABA R E91/EH (Bracci 28 A, 2002) . FAT@ELE FSN-FSN Fl
GPe FSN -2 TER > HIFRLL 1+ BITSN-FSN g F 14 K2 EfE ) IPSC #RIEA Cadop = 0) 435N 2.7
(Humphries 25 A\, 2009b) #1 1.6 (Glajch A, 2016) 3RLLEZ B IPSC RIEL (adop = 1),



2 MELSTE

2.7 Z RN FSNs #1405 fi (¥ 520

Table 9. Synaptic dopamine parameters

MName
EFSH- FSiN
oA

—FaMN
lzams

Praes

ﬁ,‘-ﬁ-"'m-ﬁ'“en
AR

T —&EFPa
Lanara

Bl
&
N —MSN

loams

Bl

&395:!’.-:' MZNm
GAEA

B?PBJ-A- SN
GAEA

B}fﬁ‘.’u‘m-ﬁ‘l‘l
CAES

—5TN
Lanara

e

Value
-1.27

—0.53
—0.83
—0.83
—0.45
1.04
—0.26
—0.90
0.88
0.88
-1.22
-1.15
0.56

—0.45
-0.24

Source
Humphries et al., 2009a
Glajch et al., 2016
Miguelez et al., 2012
Chuhma et al., 2011
Hernandez et al., 2006
Humphries et al., 2009b
Humphries et al., 2009b
Gittis et al., 2011
Taverna et al., 2008
Taverna et al., 2008
Glajch et al., 2016
Glajch et al., 2016

Chuhma et al., 2011

Shen and Johnson, 2000
Baufreton and Bevan, 2008




2 MRS Bt 2.8 Z AT GPe #4 TT I il K52

2.8 ZEEN GPe HEATRALAIFNT

LIGRW, GPe-GPe Zfilff1 2 B H FEMK MBI MEML TS (Miguelez %N, 2012). XLF5 2 B Z A1
FTER; MR, B IX PR B TE R R NS IE ). FoATH GPe-GPe 1) Igapa 5 Miguelez 55 A
(2012) B 1+ AT 7L

R, ZEET D2 #iE FHKR MSN-GPe il Al A AEFEMK (Ingham 25N, 1997; FEIIM
WriH4E, 2001 4F; Chuhma AN, 2011 4F). FATELILL Toapa KERL, Hp BIMSND2 — gpGA I E
KL Ef% (adop = 0) K[ IPSC #RiE/Z Chuhma 5 A (2011) ffil#&E £ Ef% (adop = 1) K IPSC #&
R PRI £ o

i 2 B nT > STN GPe EPSC (Herndndez 55 N, 2006 ). FATTH 1+ B15TN =970 e LLFT A STN-
GPe FEfff] Tanpa FFRUXAIERE, o STAMPAS™ 99 (4 B E MK 2 % (agop = 0) I EPSC #R
G2 2 B (o = 1) B EPSC #RIEM 1.5 £%, W Hernandez 25 A (2006) {1111,

2.9 ZHEES MSNs HE5EH AT

Z EfE% CTX-MSN D1 NMDA Hi AR /ER, 1% CTX-MSN D2 AMPA HEAWF{EA (Cepeda
N, 1993; Levine AN, 1996; Hernandez Echeagaray %5 N, 2004). FATK CTX-MSND1 H Inarpa 2
Ph1+4 BISpa NP g, FH CTX-MSND2 ) Tanrpa TLh 1+ BIG a2 BTG oA SN Pt i B AT 17
REZERE (g, =0) B EPSC #RIEZ M Z B (g, = 1) B EPSC #RIGM 0.14 5, ZEE (g = 0D
REZ O (g, =1) I EPSC #RIEM 1.27; EXWASHESKE Humphries A (2009b).

Z B F 8 FSN-MSN D2 Z [ RN, A2 FSN-MSN D1 Z [HFJEC RGN (Gittis A,
2011 ) FATH Nepsy_arsvpe2 Febh 1+ BNpsy_msnpeds EFERZ O (ag,, = 00 FIEEEUE Gittis &
A (201D flith s 2 % (dop0.8) HEEELMIHIf5

Z BB S8 MSN 2 8] E 2> (Taverna 28N, 2008). ATHK MSN-MSN [ Igapa FelA
1+ BIMENMSN G, MSN-MSN ] Naron—arsn TUh Igapa + Bunrsn s BTN MSN it B AIK S Lk
(gop = 0) WY IPSC RELZEIE (age, = 1) B IPSC K/ 0.25 1%, BB Byvmsv_msn, HEE B
Crgop = 00 HFfR) MSN MIEE H 2R 2 EHE (agop = 1) B MSN A5 H 19 0.25 5 XS EEE R
Taverna 25 A\ (2008) ffiitH1. 2 BN TA-MSN Sl FI52masS (Glajch 28N, 2016). A 1K TA-MSN D1
A TI-MSN D2 ] Igapa 5> BIFELL 1 +ﬁlg£gaA—MSND1¢ 1 +/3[8§§2—MSND2¢, Hrh ﬂjgfgiA—MSNm
Al BISEEEAMSND2 BN Z L Cage, = 00 B[ IPSC R H 2 EE (agp = 1) B 2.6 F1 2.5 £%
(Glajch N, 2016).

2.10 ZEEXT SNr HEMAIF N

% EUt D1 SZAREGH (23 MSN-SNr 58t (Chuhma %5 A,201 D RAVE K Tgapa 55 1-BIMSNPY 5N 0y,
FAFRR A, Horh BIMSNPI=SNT [ B RR L EE (agop = 00 I TPSC #RIEZ Chuhma 25N (2011)
T2 L (pp = 1D BHRIEN 0.5 5. 2 B2 D1 BEEE REER, M2 EREZ Ak D2 s
%f STN-SNr-EPSC A #Ifi|{E ] (Ibafiez-Sandoval, 2006). K, £ E R SRS STN-SNr Zfil A
. X BRAMBE R 2 ERE R BE H B 2 STN-SNr-EPSC 4RI .
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2.11 Z BRI STN & =AM

Z BN CTX-STN Zfff)#]55 (Shen A1 Johnson, 2000) FEiEILHF Taprpa M Inmpa FELL 1 —
BIGTX SN g el Forp BISTXS™Y WE AL O (qa, = 00 B EPSC JRIERE Kreiss %A
(1997) 1 Magill ZA (2001) 5THHIE2 B (agep = 1) WHRIERT 2.5 ff. MIXAMEA SIS 020N I, 24
EFRZ BN, Mt STN M e RN T ~ 100%, X 5528—3 (Magill 2 A, 2001; Mallet %5
A, 2008),

Baufreton 1 Bevan (2008) FIWF7t&E KW, ZEME 10 3| 50Hz R T2 S8 GPe-STN %
F 6 PR /N T S R BRI X EI s TPSC FRLA 1 — BISHS 5™V ¢ SR IS 5™ MR EMBRAEZ
BRI RAE T (gop = 00 RBKZERKFT (g, = 1D flitH R AME T 1) 1.25.

3 WiEDHh

AT IR, 10 Mallet 28 A (2008) Fizs, Spike J#41 LA 256 Hz KFf. Hanning &4 ¥% B N 128
2048ms, XFEERATHAE T Mallet 25 A (2008) 7£ 1 1 0.125 Hz I 72 B AS G AR HE% . ST
FHTFPER B2 KT, FATH T Halliday 56 A (1995) F1751%,

RNTHEFAE T2 AR, FATE A 0.5-1.5Hz 1 15-25Hz )71 8 8 4% P8 JFUG K spike
FEH, PASRASAE AT beta Yo 1. IR 5 XTI J5 EORE SHT A KA R R B A5 BIBRIS AL, B J5 K & T
W I AR AH IR AR BN 2 T 2 [ AT R R S5 R HIFE — MERE S, 16 o Al o ZEA 100 ME 7.

R ZE T RIAR 75, 45T 1000/ 256(ms; 145 Mallet 55N, 2008 AHIFIRAEESIR) .

NTEMN BG MEITGHIFE M, FAMEH Fano BF/ERNME % (Kumar %A, 2008, 2011). Fif
FF(pop) ] Fano T (Eq. 7) & XCAFBEERBERE V(pop) W77 ZBE VMR IR E(pop) M¥IME. Mallet
N (2008) HIRFEAZN 256 Hz; N 1 ULAECX — i, FATEH 1000/256ms(4ms) A& KNSRI E A
o HREFEMEER T4 1. Fano ¥ 1 BWRE LA WALIE RPNk HE S, Wi, &
[ 1 28 T 7E 7] — B T R AR PRI S A Ly s J 2 B Tl ) 22 %2

FF(pop) = V[pop]/E[pop] (3.1)

T AGTERRE b DUESHR S B 0 B, AT T 4IR3% (2 D 284 85 P b 5 NI X — 53552 (Kumar 55 \,2011).
il S e WERASIIE TT ikt Fr 51 B 1 B~ (B TH S R . R — SIR G AR O #e SO
P ARG T \

Ju S(F)popdf
Ol[pop] = —7%
Jo " S(F ) popdlf
Hrt o M6 BB N 15 M 25 Hz, X2 § RGN . 5 Mallet 55 A (2008) —#f, FEASR Fs
256 Hz.

(3.2)

RS

il NEST #4888 (Gewaltig 1 Diesmann, 2007;RRID: SCR_002963). Hiliz4r#E CRAY XC30 &
g b, 7 80 Mx b, B —AMEE 80000 MNMHHA LML 10 £, FER 30 438, ML PyNest #4%



5 4iR B =0

), XE 42 NEST ##+80 Python #H . XA AT IFE github £ N# (https://github.com/ micke-
lindahl/bgmodel).

WGt GPe Al STN RGHHA ., AR R4 AHT RECFIAHA K RRA KM IE RS K BG A

ARG R B A2 KB SIS0 o A A R AR, IR X (5 B B BG MR, &
Je, FRATTICVE B2 R AR B SR 7RG ST MEARZ /N SR E0 B (R 1) RfJEME (£ 7 F1 8) M&ETEME (&
2 1 6) AR Z BRI (3R 9 MK 10). AR PR, —Fut 2 B RS e Brsa (R
B, F—FRAMZ B (6-OHDA) b5 2 AR R 1K RS (B i) . 76 Har et i, —ANH
P 2 T Ik PO A A B A RN S B0 A SR 3G TE Mallet 25\ (2008) MIZETH 4, X L34 & STN. GPe. TI Ml
TA W& ITTZ AR EE . WERARE AR R4 (CV). MTPERFAFE

£ Mallet 5£ A (2008) [HfFFEHT, EZEME T KBRAAEPF L TR T GPe Fl STN #1428 7t 1) I AE 45 -4k
e 7 R BOE AR] Ca R S5 NG, BRTE B SIS ik i& S R (1284001 B SRHEEAIR S0 1] WL 5% B 35 30 ) o T84T
RIL, PR FCIRAS B GPe A1 STN R 0] LLUE R B I (K] 2A1, Di M1 3Ai, Di). %R RIE T U $2
B TEH A5 K B TR N GPe #1270 CV 380 (B 2Aiii, Diii), PAEGEIAE] STN #4250 CV
/b /3G (B 3Aii). AT, 18EaEshT CV MREsEmIcE = (& 3Dii).

Z WEHFEFE BG AT FC I AH O DX 38 BLAR 3 & — A BT L NI ILA. (Gatev 55N, 2006). Mallet 55 A
(2008) TEPIFI R FARAS T (GPe 1 STN #HE& TCHE N EBAIZ [H]), IR0 K RAE 20 F1 1Hz 12 Z AT,
B T] DL il 2 6] B AH T BELi% % GPe-GPe 2 IH], A fAiE+f TI-TI, TI-TA, Al TA-TA #% 7t (K 2B,E) LA
J STN STN 2 [],STN-GPe. STN-TI, STN-TA #£7t (K 3B,E) 1540 K B3 R as A8 s 5. #8 Ki i
JEBEE G, EEHIER T, —SU R B MK LLT (B 2B f 3B, HBZR), TMPESAEAY Y, X A
—EPEE T W KT (B 2B A1 3B, HH4R). fEARANLE R8BS S O EE BRI 45 R (Bl 2E A 3E)

Mallet 2 A (2008) [RHEALIEFHILE] 74105 K R TA A TI TR CV KR, — DS NF#
VLS, AT REME LA I AR 2 TT 2 o AR AR T TA #H& oE K B JZ 0% dopamine-depleted #
B (B 2) W5 AR, T R 0 18 kS B0, TA #2 J0 M B ATERT AS o i T GPe TI #2200 (B 2 dif). S5 EKH, X
AN — AR T 5 1 AN B SO RN, GPe il STN 9%, BAVMRBEIE [ JZIamn, kA K E
I AN = T R S I AN I BN o BASE, TRATRIN, (RBAE B JE B0 I F v LA R Z 18 d Bl 72
B R PR R 2R e i 38 A NPT AR RE R o B RS 2 18] ) TA FH TT X &R (P Bl 2Aii, Dii). BbAh, &R
R E P I T 8RR AE B, B R BOE G TT ME T ov IR T TA M ICH ev, (HBE)E B E180%
AN ov WA O BRI 2Aiv, Div)s

Mallet ¢ A (2008) HI—"MNE KA, FESZHORER PR FURAH, TI A TA L& STN Al TI ##£
TCHIBCEANEE, 1 STN H TA #H&ToH H A2 R FRATR I AL if DLEE X — 0 (TT-TA A1 STN-TI
out of phase, /& 2Ciii, Fiii M1 3Ciii, Fiii; 4k, Mallet 2 A (2008) &8, #AI ¥ TT1 TI, TA TA il STN
STN & JUAE AP I 2R R H R F D OB (W 2Cii, Civ, Fii, Fiv M 3Ci, Fi). iZERE AT LEELY 2
BUE T GPe GPe/STN GPe #Z u G A1 (B 2Ci Al 3Cii) AR JZ 18 % 50 AR R B WA A 1
(Kl 2Fi #1 3Fii). ik, Mallet 58 A (2008) #2H 1] GPe STN MZ& WAHAL ¢ 2 1] Lhid i i1 8445 2.
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5 4iR NI 2 R IR R s AR K RS AR 3 B HL

5.1 ZERIAFIRE TR KRIE L MRS

B 2 B AR RS N R IE YR s M F 20 . B 4A B8 TR BG =W RIE ARG fa 44,
PUSZ s A s A 2 41 (22 R R ) B g N o B X B B (1 S & TE AT DUE . S EFASE )
P TORER, REZEERPRHE B2 IS m.

MELES Rl LB R A Y, 2 ERHFEN BG 2 AWML oA B sm, i, il TR amE S . &
R (B 1C). 2RI, 722 BIHEFEE, AP T 9K 3022 21 1 9 26 A8 A4 PR AH G 22 248
(Mallet 5N\, 2008) 3SR KA 13 2R M. DRk, N T MIRRAEAS B B sh an T s m A W 28 R s 4, 3k
ATHEAT T LA X TIREAE 2 THFE G Z BRI B S4, FRA T S EUE — IR S B HIE, KA
LR G T SHO W E N 2 U FEE B AT T

BATRI, 2 EIHEFEFE GPe STN 4% 14 28 0 A3 A T fid A5 5 1 A8 408 [7) 25 FHR35 4 AN [R] PR 52 0
PAZ DRSS & u i N, —Sem & uteb . B, E GPe XA TEEL GPe 1)
MBS T TA BIFEEYE, (B TT Ms2mAa . (B 4B). S 2 EREFES S CTX 2 STN Rflf
Hhnxs TA. TI. SNr Al STN [FEZPF STN FIRGAIGHIER . Fik, St RILZ ERRHFESE GPe #i4
TN PERRREL CTX 5 STN #AM ISt 24 BG #% K FD MR 5 HA 5250

FEFRATHIRE A, PE R MSN D2 T1HEE M) FE GPe TI & RS T % (B 4B), iX 5 Kumar
N (2011) ISR —3. AT, HAb—Leph ot B PE A RIS g (B 4B). SR 52 ) LL2Z
WA

PR, KESXT CTX MSN D2 @M 4 shst BG IR/ 8k %A Rk s, w1 MSN D2,
SNr. TA Al TT F#% (& 4B), i MSN D1. FSN Al STN 11, 4%k MSNs &AWIMREIN, e
B A E AR RPN, BR T MSNsD1, H45 A X

BAIRI, WA CTX MSN D2 8t MSN HESH &0 AN WX 4% (1) [7) 20 F /8RR 3% A an itk &6 35 s, X2l
FRERN . WEXPFH 2 FEIE MSN D2 M4 ol Ee . FRAMR KR B MSN D2 #1 STN HI4R %% A\ AE
TI AT BT S A T IR — i, AT 24 253 AT 7 =80, Rl 2048 MSN R SE % . 7
Kl 4C Hr, ATLUE H STN TT 8] A AL G 22 a4 T MSN D2 i Z 1), o MSN D2 JSCE I FR IS
ff STN Al TT #hZ et A HARI, MEMBEEAM. &k, BRgERE, @ik MSN D2 Al STN 1%
IR R Z NS TT PR E S, JF FLIX PN TT R DUA B, B T MEZD R, TA M1
SNr [R]85 1t 1 P

gE BT, TATRIZ B FE SR TP X FE L BG AW R ARG = AL e, s oAt
R = AR HEE A

5.2 MSNs {ERAIHNFIEH K X B BN BV SUIR I T RS20

FSNs F1 GPe TA [MiIxt T ¢ ZARTEhIN 28] MSNs [ R R EREE, 4L MSNs [l 4 /e i 2
NS (24 MSNs £ 50 AlAEAR AR E B, MSNs Mg o A= 1 Bk R B2 Ml a N, 2%k 4R
MSNs #2476, K H FSNs Ml GPe TA #1270, FIHIIAT FLIEH, M5, MBIERER . BE AR 2 1 MSNs
BEYIPE T BAREI N PEKE (Wickens 25N, 2007), 10 FSNs F55 i M HI/E A PLE I H] k2 7 MSNs
(I 15% )R 7] A A 3 (Tepper 28N, 2004). [EG, A PFR 32 SERHMHIER 22, RIS A0 BT 0 6 B A R 2
N SCRAR I E B R R . (HEL BT 5 =AM, B GPe MSCIRAINH] (Mallet 25N, 2012). #FFEEKH,
—A> GPe 4R LAZESUIRMA T A 10000 AS2f, 1 GPe FEAlE SUIRAAR F P 14 2 fil S B0b 3 A0 24K 1
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Bl 4: JREs 4 5 )5 M 2 MRS VR R o #2453 W 2 AR R D AR . B IRLR IR 1 EXT HRZH.
(B MEZEREFEE (%) B, MSN D1. MSN D2. FSN. GPe TA. GPe TI. SNr f1 STN [#J[H]
B, NEHBRERGEHFAR, EELEGMAZMNS. B, ERERT Y x MSEIRE 2 EHINKIE (2
B RE) i, SR A L, MSN D1. MSN D2. FSN. GPe TA. GPe TI. SNr Al STN (y %) FIAHX}
F A FIHARCE R KRR, EERRIRG AR, C, SR EIE MSN D2 ¥k %6 STN 5
GPe TI FJMHK R @EYLHA TEAZMN, MK, FEH KK T MSN D2 FISHEMBER . F5REGA
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5 4iR NI 5.3 F 5T P 5 x4 4 A A B

bl 7EIXEL, BATAEFIERE GPe FMHIER R4, UKL B SEEA T SHNHEAH ki, 7 8k —
R FRATERSL T —/MEL, 7R AN, FRATE B T AR Z 2] MSN. FSN #1 STN fifiiN, F7E 5 4
AN E NIE T &A 3000 4> MSN [FAE A SCIRAKRMZ [ % . RIS ZEE (FSN. STN. GPe Al
SNr) AR IR 2 4% Lh il 4 /. FRATER 3000 4~ MSN, FIAIX 2 REfE 4 kF MSN MSN JEH2ME % 11 2 /)N
ISR . B BA 45 IRTE 80000 ANFHIEE TG 1) 4 N 28 AR Y B A5 38 THIESE . RATHEAT 7440 MSNs. il
il MSNs. {4l FSNs. {40l GPe TA FIBLRL, /54T T 52 2MsEs: (K 5A). LA H, FSN Al
GPe 7E )% JZ K5 NI X 42 6] MSNs ¥ 75 FL 5 B 8 32, i/ 572 s A, MSNs B HEZ (| 5A). Kk, GPe
PIVERLT5 FSN BEo8—3, FSN EAR B B AR il ez MSN A ST, 10 S 7E & B o i N B AR XS B2 B
Pethl MSN MR, MR R MSN AN ER/ER . [HASERRR, 2 B ME Mg,
MSN-MSN 1] fyAH X BBt £ kA2 0028, IR MSN-MSN S5, sk [ FSN A1 TA FRI40 ) 5 i 3 hn .

5.3 EFRAMGIFIIZFERREEEERE

M _F TR HER AT LB Y, 0 Y MSNs A2 HoAth 35 P MSNs 2% (4], o] GeA W1 58 @ oz, A A
& Y SOIRAR F (B 8 N 248 T LA Ay 3 B 2 PRI X % (Wickens, 1997) o XA () /0 48 BEAB BT, ol 06 4B ¥ MSNs
W 2% 2 (A AR DR+, (H AR BREYE R X P EREIR TS (Jaeger 5 A, 1994;Thomas 55 A, 2002;Taverna 5§
N, 2004;Tepper 25N, 2004). AT IR MSNs(0.15 - 0.45 nS) 2 7] f 55 7% 22 42 7558 X6 5 1l #4351 MSNs
Z AR B EE R (— AN AT R S FIE R IR B R R 3R R, FRATEIL T AN 5. BRATTERD BISUiR A
MIZ% (3000 MHFZETE) R T — LR ER MSNs #h& ok (K 5B). 7R —FEOLT, BATTBENLES B
MSNs #Z o2 0, MRS RGO, AR EeE R IEH R MSNs. RIE, AREFM MSNs
WA Ry T & FE M MSNs(B 5C, 25—k ), 1Xi&EH TAFEE 2 s MSNs(El 5C, 55 5k ). i,
SHICIBE I MSN 20T BB 42 40T MSN BIRSTHER, FEEAT Bk B3 5t AR — P s e B R pL o
52 EETHFEFR R AP 28 AH L, 42 il 4 28 X 4% (1R X P 2k B T B2 KA %2

5.4 H—DXEFTITINEERR

Kravitz % (2010) #T78& W], MSN D1 BuEME#E47 4, MSN D2 #uE#liHl47 ). Cui 55 (2013) &I D1
1 D2MSNs 7EB % B S ie v 20 b F I i ER . XM AR B, MSN D1 #1 MSN D2 1% AH A i K e
(VS BNRES (M A1 2 5 10 H 7= A 0 BARAT B A _FAHE (4 A 22 70/ SNr, PRI RAMATR A0 T, AlfiT2
BLARIEE T Kravitz 5 A (2010) FIZ5 R Bk, FAMRB, 785 215 RN EAR G IR € K IR LRI
R, EEMREEAAEARR) SNr B FWS. N7 RSB  SCRMT AIE R UL, FRANE 58 B A
TN T PR ERIRAL . KNG R JE FNSUIR A 2 18] AR 58 TRAMBE IO, IX Bl N RS DA e SR T IR AT
B 151, KT —m @A, EZ 5 Potjans A (2011). Stewart %8 A (2012) F1 Berthet 55 A
(2016). F=AgH B, FATHIATRIB N T BG 2 B &8 213 KRS IS 5118 3 e 5k iz sh Af
T . SR, XA AR B . I E MSN D1 #4:7E SN _E R A @S (50:1), XATRES
U SNr WA TURE Gy BUIRME NS, ToVE X 43 538 J ARSI A 3R MSN SN . FHERATE
JREE, MRAIEESET EHRAT AR, BALR IR I .

N T MRRAEEFERE /1, FRATESL T PI/MERY, FE58 — MR, WU D1, FRAE MSN D1 W%,
BT A RSERANIEIER, E115 SNr AR S E U AR ER: (8] 6A). 7E58 A48 D1 #1 D2 1, 3k
ATEEHE T #4513 GPe TI AR MK MSN D2 Ff#E 47200, AR AR 2] SN HATEIB ¥ GPe



5 4iRk Fo R 5.4 E—IB SRR TATAIE RN

— All Only FSN—MSNstatie
— Only MSN—sMSN — Only GPe;,—+MSN
Only FSN—+MSN — No inhibition
§- 25 20 g 0.8+ .
3 2 109 % o4
© 0- < 0.0
p=t IS
2 & 14- SO0 e |
EE g :
=5 K 0-4-7\
0' 00 T T T
08 1.0 1.2 1.4 08 10 12 1.4
Input Input
B
Unspec' ic, 10% Specific, 10% . Connections
. AT B : g --E:;.T;: r
o 3|
z B Z| gisgh i
o e iR o '
= = l’iﬁ'é .5'35‘?’“.' =
| gl Mkl
X = VRS = ‘ . ;
300 600 300 600 MSN id (target)
Time (ms)
C
— Unspecific, 10%
— Specific, 10% Difference
60 30
’é‘ 5:1 40 20+
3 = 204 104
8 Olmemmad bea
E‘\ 8 40' 20‘
= 2
& g 20 104
0 : 0 . .
0 300 600 0 8 16
Time (s) Active MSNs (%)

Bl 5: SUIRARFDHIN MSNs #£8 JoSC A 22 (4% . iBH FSN. GPe TA H1I MSN {45 i 40 anfel g4 MSN D1
Al MSN D2 & e RS . ARHRER T MSN D1 5 & FAZ TR MmN EE ST 0.8 5 1.5
R, SRR T E WH (RIS ), R MSN-MSN #if] (FRiEtn), RAME MSN #if] (F), RfA
FE MSN #as sl (Fegt(e), 1 GPe TA MSN ] (B €h), 3 HE&AEMIH (Bat). A e
s TASESRIE B0 AR DTER, SR KRS N, MSN MSN i (3 #5), FSN MSN #ifil (&),
FSN MSN s Rl (Herth) 1 GPe TA-MSN #ifi] (F). &7 MSN D2 4b, 7o, A EES IR 7
A TEBHEARAA . B, 24 10% ¥ MSNs WREHOS0E R, M #0sfE FH 38 . MSNs D1 il D2 #ithzg, H4h
&S] (id) 78 1-1500 Z08. 72 _E A NBEHLIER MSNsD1 #4 se gl 4 8, b BB R 2 R E
RIEFEI MSNsD1 #1248 0 G I (1) 485 S o A S0 R0 F ) 4D B 30 T A S 7 A [0 1 2 300 R H [ () O TR AR, B T
MSN D2. Aty MSNs (FEEE, Ho—A %R MSNs A . Euii 7K id # MSNs #f &
SRR, C, £ BMARTERER T 10% 1 MSNsD1 7£ 100 285K i Nkt il T ik %, 4paylig
FEI MSNs (5 (5) AR AR ERE M MSNs(ZL ) gt mnt. 4 5 REER T 48 MSN D1 #4 o=
1F 2% 3| 20% 2 (81254, PIFRASELERRE MSN D1 & 0 R Z 5. A2 FAS 12 1) JeS 30 T A



5 4R BT 54 MR T FABH B

TI(E 6A). B85 JZFISUIRAZ AT O 4 %2 T IXFE R FCIRA 1 (S1) #iE —A> MSN D1 jth, BEim#pdil 47
) 1SNt #1276 [ BE MSN D2 #14 eH InqT30 2SNr #4 eI zh (B, JEsh1E 1SN #H£:0) @il ]
g1t . 20 Berthet 5N (2016) 1 fRWf % )X Flakid@ . 4B0% MSN D1 #1 D2 & oh, BeIRaE 2
AR . —NBE BB AEAE MSN D1 fl D2 N IR E XN E OSSR —MEE RT3, X%
JE IR A2 J5 R ST A9 1R 58 R B J2 RS BRSO AR — A N B B R — AN B T LA 20 30 i LR i) SOt 4T
3. X5 Kravitz %A (2010) Al Cui %A (2013) PIBFALE R—8, BUREE R EREHE D1 AT D2MSNs,
X188 MSNs 55 2IANE) SNr #1470 o FESE— S R b, AT 0T BAKE D1 AT D2 W& i ahfE
RN, Blln, fERNARZTCREEEAL 10% 2] 100% 218 (WL R 30). Kk, FATER T A L@ BG
MATBhEE (WE 6A). B TIRMBITEEESL, BA T H AR 2 BENL .

IR IE PR NAZTE — R B A [F] B N FNE BR IR S Al T ok 22 e 80 BfRfE A . Humphries 58 A (2006) 7R T
BG W[ 7E MSN #4128 70 I A [0S 2256 AT B0 /I 8 . IR SRS T RAMIBISTE B R REZER . 5
— N, BRATEPAZNE, EATUA R A E R RS, Kb —AN S —MK (B 6B). —JF4h, XPih
fEFIR) SNr o] LB RIRIF b (K 6B, HlalTHiAR LR fndLk), EAER— ML, XM ERS S
BG iyt A% ML e A, SEBOCEERE . KRR BRI E — A A IR s ST Bl TR, ZhE
WP ATREE— MR 0 (K 6B, IR, $E2R). M, XU R AR T KR B R 3RS (B 6B,
JECERTHIAR), T8 A — L A R AL 50K (0 4 A BB A CRIF I AN B Z [ XS L . 7 Humphries 58 A (2006)
L, BAE B REBUER MSN JF K/, fEXHE, RATEEW, 1EHIERESAZIEA R LF E i MSNs.  [F 1,
F TR BRI UL, AeE7E— R FIA IR N 2 A RIS R R R A a2 oo, s —Fosiail
B RS NGRS AT IR PR @ 2 3R .

T IRIRA TR p B BRI, BATIE T P4l SNr M0 (ShfEih) Z MR ES . RE,
WA ES R P GIE L FBIE 2 ORI [F 58 BE SORA AR B I B 2 NS S —ile, AT — M HA
SNt [ A Bh A i 2 [A] O % 22 S B (B 6C) . BN s M FRRS R — AR, WE RS (). &
PR 1(IE ) JEPRIRME 2(40 ) BRUERE (RB). W TRAEEE S, BATHAT TILRE, 4580 plifE
REANUHE RS JEREBE SR B Humphries 55\ (2006), A4 HERTE SNr R BAKK, EHCEK
A X HLBRE M E 2SN #HZ TG I EEATBOR AR T 50% (W7 iE) .

()38 0T 9 v B R i A MISNs M R R B ASYE ] (SNr) R E2E . BG 2 5TahigFEIERCE
AE T 2/b 20 4 (Mink, 1996), {H BG fE£2 KFEE L5257 (Nambu, 2008) J3SRAFAEG . TR AR
L& I A THIE B X ARV 2 AT AT (Gurney %6\, 2001a; Humphries 28\, 2006). X6 7L HUAS T 535
MR, ST EENAT IR UL, fEIX I, RATANISERA T e & BG B4 i — DRI AT ik
PR UL AR I T MR IS B A RIE BK S SRAME B 2 RN BRI, SRR TR
A1 2 EREFRRAS T C s 1% (R, AT)ee) BHATIE; B AN BEE NAZAE N — AT EE M 4% .
N T IRERAEIERERE /), BRATAN—MEBRA TG, %A R BB AR T #FEE. UGS, W
NG EAPATIIEESE (B 7A, 72 BMTR), EERSMHA (REXE) MRk, FEONEERE.
B, 78R A BB AAENEO T, T ABATAIEERE, H R AR ATEE . REHATEEF IR
WATE SR ORISR S K AEMN A BRSBTS, I FEARXCE B T e vEnD? A St 78 R4
TR ISR IEIE e m R N S B (B TA, A BTTTHAR) . B, FRATVENEE, MEERR
BNYEBIEFEE ) MSN W HLA KN AR, BAERSPATIIEILERE. EE 7TA F1, D1 1 D2 Bk 5 W
Zg o S PR BER Y 20%, (EE RIS, 243Esht D1 A D2 #2 eiECRLE 10% B 100% Z AL, X
TR SIATYSRAFAE (B 7B). Bk, FATKIIZA SR BG W AATAT Ak #5480, I HAFAE I8 I 7 56 K7
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K 6 M F M2 i . B — DRI AT SIE M2 ST RE . MR F] MSNs fi14: T
MR 2 R WX SE AR 95 (B, tF522]), MR ELNRVDERRYE. KUK S1 @I E#ZE (Go) 1@
B —ANGURARER (IE4 Goal) 38, I 7 SNr FFIZh{E 1 (A1) BEfR. S1 IE¥#GE[E# (NoGo) il
FISCIRATER (1IE NoGoa2), BRBMRERSEITE L(RIEARGIhouEh{E 2) AHAR SNr BERRIHIH], R,
KT R BURES 20 SR HER IR R BIE % (Go) BRARHIMZE, BOKHIK BAHELR R [FIN#GE B4 (Go) FHIAjZ
(NoGo) BfAR M4 . iR, SNr AT AT A2 3 i 5 e et 25 400 42 il o 11/ s e o P ) F b B
PRI AT B e s . BT EIER RO T P AMEBL I B BOIRES, IR 1R ) FUIRES 2(4R), EAIES
JE SRR E B EA OGS R MIEE SR T S1 A1 S2 IR SNr Ul R, ARINE 1(RE) 1 2(5).
AR x B EPEHIBhME 1A 2 19 SN il & A By ve TR #¢ AR (BIJEIEH) OIS I (E0Re; B ORRmanfE 1 /1
fil e SR AR T IR BIME, (EB01E 2 MO SRR TR B BRE R (] (RI R (BN 1 AiE#%); BRSNS
PRI RN RS (IR FE) o JTUAR, IXPIRERT (Fh e mb i SR AR k) (9 SN m] LIS BIR &P XS L, {H
FEH —ri b, XPAME AL S BG % R S it SEOGE R, XA A E R —
ANEEA R AVEE A T, mshfEE s AR — MR E O (PR, B52) hiEtfT. Mk, Hik
B A BERIBE T NAZAE R IAIRE (AR ) 3RS, I8 — AL DR SR S A S Bl P DR P A
EhAEZ XL o UM B Z S AN LAt s SOR AR, BET (et 4T3 1 ATl 2, DL ARt BiAT
BEFERI SR . B AN R VARSI, D1 (Go) M D2 (NoGo) AHEZ AT B BURAS 1 AN
2 WAEH . B, RE 2 48 5 kEs BB, RS 1 R, RRER, Hln, 5K, EIRES 1 BRHE
R =R T SNy #HETT R U T R, 2 RIAREE 1(FR ) MshfE 2(4). Rt KEMEK
BRETRMAAS as by ¢ KI=ADT, IE MR B BEFTR . TGS 1 30 (R X L3
B 7 N — AR . AR OE () b, SRR BE R B 5 B B RoR: ABRRE
ke, BROFRWELLE, HORRIEERE 1, LZORREHERE 2.



5 4iR =t 0% X MSNs [l AA [FIRE R i sh 1 ik 4%

M5 PEA N AT AT B PRGN R S AVE H 1 IRl I8 4% .

5.5 Xf MSNs HIfIHIMA R EIZE MR M Eh (EiE

24 MSNs U FN /BT SOR RIS 25 B, ZhEik #8384k, Bronfeld %8 A (2011) WELH], H{LURAE
H B R GABA-A B, 7T a6 77 A BEARE R B S BN . A TARZ AR R 2k (LOS). AT
SRS AR BE B ARFE N 490 GABA-A 774 LOS. A TIIEHMMHIER, FRAIBHE T MSNs %
BRMUAL AT FSN (1) GABA SRfIRSE, RRRBAB—FRA. ATRI, “MMZRL FSNs 2Bt s f ek
I, AR R LOS MEE . 6 FIXiFiG oL, 4a A s AR, SR E R 0 ah(E e B9 B (I
TA, FEEMR). P, ARSI MSN AT 5 A FSNs #% B 2 (A #AT 5% 34 BGo 4I0E AR EL ]
) MSN i, 3X—Wgest B ior (B 7B).

5.6 STN {EAEREFELES

STN, il f7 i 8 B RE G, PR ENE IS S (Cillies Al Willshaw, 1998;Frank, 2006), 54CIRIAFR
GPe 4% [ [HRAE P AT Sk BB I P 28 . SRR STN 25 1 2 &8 sh s sh I N I BUE (Eagle
A1 Robbins, 2003;Eagle 25 A\, 2008;Schmidt 25 A, 2013, Mallet %5 A 2016). FATHAT THEHRL, BRAGES
YER 100 ZFP kbR nE] STN A (LAVCEC LS A& B SRS I RR S 0]), R RHE0E SCIRMA S 1R it (K]
TA, FTFMHER). BATHER], EEEHMAR, ZEERHFIEEER, X5 STN fJRESE BG H 1R
fFIEE S HUE—E (B Lindahl 25N, 2013). 24 GPe TA [H] R MERFES g A2 BRI, @id STN sk
EEE. X5 Mallet 25N (2016) #2H i TA-MSNs 0] 28 fir 3% 14 7T LABR K MSNs 375 14 A0 s — 5
(BB 7B, JEEFIIERE).

5.7 % BRRHFEMSE FREEEE

2 B WAL RIS R RS RRIN, AT NEFR 2%k, I EFTR, ZEIESKFE BG 1 E AR
I, AERATEIREE R, 2 PSR R B W AT ARG . SEBs b, BG F1 PD B3 A - A
iE# (Nambu, 2008). DeLong(1990) I FHEARBIAIFEH, BB ELEE AP SAE T BG fil i 1-F%)
JHE, PR PD. Bergman %A (1998) B AR, ZIG M IMTH 7 PD 1) BG 5 B4,
LT AT T H T 6 2 TS A R Y B b AR T O AR08 () B AR SRR AN B . B R VTR ST A
Z o BAVEFIERATIRR S B REMREIX A F 1. IR B 2 E%, A4t ok R aT s ek #¢ (B
8A, L IRE). £ EMEMCR T HEREMNBREZ I, (FRZEaaaE SRR, SEUrshiket
SRR SNr RIS FR S I . DR, AR SRR A — MR, B BG Ft IS BEN A AT R PD A —LERER
FOERS iR

5.8 ikIFM S BERIHFES I ERNMETAEERE TITHIERE

Z WA SRS ER IRk, (B ZERY, B KE 12 CTX B ERER D1 A CTX Hjf
ez B A D2 12 BERaih 3 1At (B 8A), WTRMKRIX—Ihfe, REVIRFAERDERY (WA 4).
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IR (54 BRCh i ERIASELD o 72 N A RHERCE R 725 B ) 0 B A oS I K sh VR ik #%,
Ak, EEEERIEET STN hRE CGERITA EAmRchrRsifEm A SRS A NANmRker T
MEEE. WA B A S . GPe TA-MSN il 3% L BRI IS5 R . fEATH 6 ANEIH, 20% B MSN
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Bl 8: 2 it Ja W 2% 30 735 AT Re Ik S o P fl AR 0 0 26 1 sh fE i Bk R . 7o B D7 BT /R T ELHEAN
[ 422 B A2 F BT IR 1 X 28 AT S B o 38 ok B R B2 FIRR Y, ER R AR M4 . HARMTR Bon
TSGR, (HMRRI 2 B S IR E 21N S S 5. (5K 4B ). B, MUiBk /3N
$EF, MSN D1, MSN D2, FSN, GPe TA, GPe TI, SNr Al STN X457 177 X 28 A7 (][] 25 A9 % 28 4k . C,
o3 PN /AR AN R AZ Y, MSN D1, MSN D2, FSN, GPe TA, GPe TI, SNr, STN AHX} -9 25 /4 48 15 704 )
FB IR AR . FEREANIMORZ FFE N IE G B AR A RN Z2 AL AR K AR A, 8 T B AR A PR AT AR s DAl
ML 25 (B IIH07) . —Le i E BN PR FER I, XTI 0 A M B AT



5 4iRk 55 =5lodw BEAMIE N B> X 4RGN BG S EEFERE THIRE

5.9 SRAMEMSUR DR BG SEIEFERE DRI

X BG EREN— a2 SBURG MY, EREEE TR 2 SCE s RS, MM SNy ah v
EEPERT AR AE H bR BN, 7EE 4 PEoR, — R UKE — DN SHON 2 EIIEFE I 2% 14 [F) A8 FI9R A 5200 .
N TP S E IR = AT s PR 5 AN VR B, FRATEE S TR, BRI b R B IR 2 L,
AT T A EEFENK . SRR E R FEHT B SNy M2 0 FRAIBORFR M —E T (W),
WEFCRIL, FERZ—2F (11/ 25) ROBEAYEESE D, SEAhRC T iR B N5 80T [F) A0 BUR ik, T e o
f—N T4, A4k (B), 3907 TA MSN D2 Al MSN D2 [i&Ei@H, LAk 24 MSN D2 TI fiEiE M) thit
VAR FERE ). K 10 AU T 5K 8B H R R B LA A [F) A5 M R 3 S 2 0 1) e PR B e T £
R BIIL, £ 10 A BB R H T LME N S VR B BOR BEmit 7C RV E B AR . REAER 2, XAk
A e T+ 74780k (Bl 8D).

Table 10. Effect of connection on synchrony (+, increase; -,
decrease, 0, no change), oscillations (+/-/0), and action se-

lection

Connection Scaling TA  TI SNr STN Action selection
TA-MSN D2 0 +/0 +/0 +/0 0/0 Worse
TA-MSN D2 5 +/+ +/+ +/+ 0/0 Improved
TI-Tl 0 0/+ -+ O/+ -+ None
TI- Tl 5 +/0 +/0 +/0 0/0 None
TI-STN 5 +/0 +/0 +/0 —/0 None
MSN D2-TI 0 +/+ +/0 +/0 /0 Improved
MSHN D2-TI 5 +/0 +/0 +/0 0/0 Worse
MSN D2-MSN D2 5 0/0 +/0 /0O -0 Improved
STN-TA 0 +/+ 0/0 0/0 0/0 None
STN-TA 5 +/0 +/0 +/0 —/0 Worse
STN-TI 0 +/0 +/0 +/0 0/0 Worse

5.10 #BAMRE RS BG sfEiEZFEE AN

W UTBREIG IR E BG 4B RETE, W LGRS EIL SR (% 11 AIE 8C, D). HI§§ GPe 1 STN ]
PAPEAR N 45 vh Z AN AL T R D AR, HIS8 STN JLHA L (Kl 8C). MR # 5 LI &% GPe.
GPi f1 STN K iay7 SR T2 4% PD ik (Okun A1 Vitek, 2004). FATBEFLLEE], STN iGzhHHE
IS E A PERIRG R, X5 STN SR (DBS) CAHIE £ PD REIR KA X072 —8.

XT STN W&EEh/> (Gl 45i6) Somahigm G @) T eAs /b m B S 7] 50X — 130, IR ARt
T NATREIE S . BRI Y STN 24, TA Rl TI #1440/ R R E K, A SNr #1448 ufb bk .
F—J7H, 2 STN Beps 284 Ky, TA bepid A8k, HEMFEIC MSN FIbeiiis % . XA [ il MSN D2
HSTN &1 3] TT M TCHIRG SN 8 - FT (R EE ] 4C).

MSN D2 & PERIR NG AN ERHETE T GPe F1 SNr I[P ARG . £ EHLMEL S5 MSN D2 #40i%
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Table 11. Effect of nucleus firing rate on synchrony (+, in-
crease; -, decrease; 0, no change), oscillations (+/-/0), and
action selection

Mucleus Firingrate TA Tl SNr STN Action selection

FSM Increase +/0 +/0 +/+ —/0 Improved
TA Increase  +/+ +/+ +/+ -/~ Worse
Tl Silent +/+ +/+ +/0 -0 Worse
Tl Increase +/+ -0 +/+ -/~ Improved

MSN D1 Increase 0/0 00 +/+ 0/0 Improved
MSN Dz Silent +/+ +/+ +/+ -~ Improved
MSN D2 Increase +/+ +/+ +/+ -/~ Worse
STN Silent +/+ +/+ +/+ +/+ Worse
STN Increase  +/0 +/+ +/0 +/+ Improved

. FEK MSN D2 3% (B 8C) MR GPe M1 SNr (MR ARG A B0 . ¥ — )51, i
MSN D2 i A GPe (B, HimH = 5815 GPe #MHE . #R10, TN ARG MSN D2 yG MR R A GE1R = ah E
HFERET) (K 8D).

5.11 RBIFEEME. —LEXER

BG B BN AEHAE BRI AR 36 L, BB HONARTE R, R T AN R 2 R SR % e =
S8 AEEHR Mallet 58 A (2008) RAEARR (i fh, ARG 1R TS A RAFI WA . XLR I e

—MEGE TA 5 MSN B AhS) /72 T AR SORIA IR - FE1EH 2 BIE&AT T, GABA g8 TAM-
SNsMSNs Zfili (1150 /% FHIE SCRAB PR . Glajch 55 A (2016) 12351 MSNs-TA 5 fis fr) iF 8] 4 0@ 153
GABA Zfiff) 6 £% (10 ms vs. 60 ms . 90 ms). F 4 EERJFEFE? 550K, XA A EE R Mallet
N (2008) I IFA R B ICEEN, (H 2N HBIEICRZ 0, 7£2 EhOKFIER FEm g8 d, MSN Fhif T
EHIARG (] 9A). PRk, BTN, TA-MSNs 5 fil 14 B ) i S0 75 220 A8 T Hofth GABA ¥fil, LAR;
1E HA AR 1R -

AR, 152 BRI, MSN TA i@t n LAREmAHOC R, HA T LUE: T A TA FIAH
K H. Chuhma %5 A (2011) KIA— GPe A ITUHAEAIEZ MSN AN AT ER, 28%
(1] GPe #ETCIA W SORM A AE R E RIS . 7E HATRoRt s, FRA TR TA & o0 B ix Mk, J
h—ANERE, EREAEXN, BN TA #4 s STN RS, XERECINRERE STN %% i
NTASE R H MSNs BRI PIH P NI BRATE PR M. BRI MSN-TA Z8fih,
S5 MSN TI ZfiliAH L. BEREoR, BIfER7E 25 4~ MSN TA fan-in(HENEEHE) T (FELF MSN-TI
7E 500), TT AT TA ARSI R ALE T BE%AE (K 9B). HRUEHEAN 100 B, A7 RFURITHE, R TI
A TA $RETTI ARG . BRI, AR SCRF IR RO, B TA #i sl S B sl A Bl Bk 5 MSN f/b&
EHz.

5 =N R R E AR JSTN 2 18] (1 S b S IR AR B o 2 JZANGCIRAR /ST 2 [6] (¥ S i 4838 5 1) STN
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RIRRAE 25~125 Z (A4, HKN 25.C; MWRJZEEECIRE Z A ZEIR I [ 7E 2.5~20ms Z [A1384k, KN
2.5ms, UL 2.5ms NP, HEES STN ZHFRMAZERMN 2.5ms S48 F] 20ms K, STN 5 TI #£ 02 [H]
FIANI R R B @M TI 5 STN Z (M5B &, [FBA%MNEZEE STN S SMmAEE, i STN
TEEMEER, TI 5 TA & T2 MM X HR. Fo TA M TI #Z&5HA TA #Z 6, TI Al TA #Z470
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A TI PR TG B BIARAL G R o FZ RS v d s PR 32 B AR5 TA 4 s, —Fudidid B 2 £ MSNs 40
Hligse, H—MUEEE R EM STN XA RZ. Mallet 25 A (2008) K I KA STN A TI M IT/CE
AR o XA RS HILIX PN A 2 B Z ), AV L ZFEORAE /STN Z 18] e IR AEAE FRAT R =
PUXFRBNAS 7 AR E A o RATRI, B JZEBISCRABHIZEIR A 2.5 ms BAIEME] 20 ms, w LA STN
A TI M T2 RIAAL R R (KB 9C), FZE/STN 2tk (K 9D). ik, STN F TT #Z&JtiMhi kR
FIRESZ SO /STN SEIR (4], X8 B L8 2 40 5 BEAE LS8 R G0 P AR R L 45l o

BATENAR T #9558 STN Al GPe Z IAIFFEB XS TI-TA M3 RIMER o BRI SRR EEFRATT3%E 6 1) 58 54
) GPe-STN Zfili, Farries % A (2010) MEEH|, H#Fx GPe 5 STN KRN, STN #HZ Jo i s 2 m s,
I B EE 7 it STN Al GPe-STN [ AT, DUERIX—45% (b Lindahl %A\, 2013). A1,
F—TF 5T (Féger Al Robledo, 1991) i, *42:fk STN M AR, STN (IR SHERIEIN T 5 f5. Terman
N (2002) &I GPe STN Ffilt {351 2> FE GPe M STN & IR . FHIRAMER B GPe-STN R fil 5
5o PR, FAME T GPe-STN RKfili Al STN #Z TN, £ GPe #1470l STN B HMZ I 20 Hz $i2
E 3] 50 Hz, SKN 5 Hzo BATRIBAINEE S FE GPe-STN HJ3858, FONELE TI A TA #H4 THIARA 5%
ZHGIN TR (B 9E). A (REAR), HAEAH TT A1 TA FISCEREEM TR 2, A5 Mallet %A
(2008) #HEE .

FERGEZRW], TI A TA XF TA WA RGRE TI #&TiAZ TA #1270, O GPe #h& oz o H
GPe TSR . MATERERIZE TR TA #4002 WA A BRI . KA TT #0248 70 R 3% 1 6% B
ZT TA #1470 (Mallet %8N, 2012), 11 TI #&THEE & TA #&ICH 5 £, IR E R EE, TI
FRZTERAZM TT HETCEMOIGHE I EE . X TA #HZIetn] DR H U0, Bt 2 Ul b1 i%Es2 TI
FRBLA R /- HCH i o FIX AT REAS R BT, B DAFRATEEAT T FLORARAEL, A TT #1 TA & ITH] TA #ETTHIR
AR T . 24 TA BIMINKER >R E TA I, TT A TA M4 o2 BIRIFHALRE RS, 24 TA KA KD
kH TI#Z ok, TI A TA #EE 02 B A OE Rk (K] 9F). Bk, 8T TA #0485 izl
ok H HoAth TT #&TTHIHIA -

6 1Tit

BATHFL T BG HI—MUEAEM AT, 1F 2 PR FE M Bz il 935 A AR R0 bl FFidE— 0 2%
BN 715 5 SCREAIE IR FERR R . FRATTERDT T AE SR AR 1) AR AN [ SR8 2 o] 41 Rk 28 ] 2 B 5 AR 14
MIThRE . AT AL A A K B S0 A 4R R I S S 1Y, BE S B0 22 AN S 00 W N & SR i A A ik
ITHE, HMRMEHMN BG RanE &, AT H T, A BT ndAa PD ok f2dh ik iE £ F3)
BRHET G VLE R EEAR . 7EARK, SR — MESE, HTRE &M ol A1 2 8 ML I A Y 34y
BRI . PEALTY G S AIIRUE AR T, FRATTER T T/ R S E0 s mg . AT, etk FSN Al GPe 1)
HOHILE B Z ARSI NI AT BE Sy L, iR MSN W28 75 57 2 i A\ B B B2 o J@ e 7R 55 F I MSN W 2%
NIRRT DA AE 5 2 AT LU, NI mishEIE£RRE 7. T, [MEagiaaigim BG #a)
PEIEBEAS S BV, et fEdr, ShfEEFEaeE RN L ZMA R R Y, X5 Humphries A (2006)
IEE F—80. 7ESCRAR I AT RN S H0 i)t l T2 38 B 3 sl Vel . B FUE R B, SRE STN [ .
AN AT DME IR BE IR BEERE, 5 Frank(2006) FITMIZEEL, 1XH GPe TA X MSN #ifi ¥ 51#k 5 Mallet
% (2016) —F. 2 EURAEME WL [ FE S S BUMKPR RS R4 3, [FI h2 S 30T 3l B A8 70 4
o FRATHIBLRLTRN, XL LB M BG BaeAR 01 B L2 CTX MSN D2 Jl g, MSN ]3¢
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IR TS, LA 2 Bk 5 GPe AU A ETE — RE B LRRAK. 45K, LI TA BG
PINETVERT, o e nsiR b eI A i, #AT LA > R AR, B s IR R . IRATERIL, ik
SEPR A BN BG % 2 10 AN FEREB I IEEYE, #n] LLs/D 2 ERGEFEIRE NI FERE AR . EE
BAER X LA o, R R IEIEILFERE 1133 71

ZABIR P P A 2504 8P 5 Nevado-Holgado 25 N (2014) B3 S TR0 i 748 PE A LB, AR 06t
A — BRI — ¥ BEAT TG . M REARETIN 7 MSN GPe TI 2 Ja) %@ E# 3%, 1 MSN GPe TA #
AL, ABEKIL TT TA Pt TA TA 5, XU TI M 700 TA #E oA REAEHIER. X8k
PS5 3] T S50 1 X RF (Mallet 28N, 2012). #R1M, Nevado-Holgado il STN 5 TA fZEiE ML
TI M58, XRTRANEAE RKIF AR, Scbr b, ERMER G, STN TA RKffRH-FE STN GPe TI #H:55
3 1%, HARNELESIRESR STN I GPe TA G YE, A STN BIAFE GPe TA R MATERA
HHRT O LB ZLK T GPe TT BN PRI Bk, FEBATII WAL WX 45 B o 159 30 (G SOE B A R 7 &
Nevado-Holgado 55 A\ (2014) 7E#Z A A (1 FIN (AHX) .

BG #BERR Y BG WM IR BG & — ME N EE B & IR T TS T 2 KR (Gurney
2 N\, 2001a,b; Humphries 25 A\, 2006). %140, Humphries 25 A\ (2006) UG MBS T V¥4I BG 4
2, ATUAR G ZA LI EIEE . MBI, ¢TSSl AN v 5 5 L i sE, I BG AL, A
I, FEABRFH, AR TR (40, Humphries 28N, 2006) (% 31T @Y ThagEEME, fHH T E
TR SCIRAAEM 4%, HRET BG AN K/, HAHE T GPe TA/TI #44. 5 Humphries % A (2006) FH1EL,
BATEIL BG AT LA SRR B IIRE -

AV BG LS BRI ME 7 ¢ T ZhMEk . [R5 R 2 KWL B8 W, FF 098 PD FIH AR BG
FICBIRIRME THESE, SR1M0, HATHIARARIEBL = R E BG i A% i Fe i ARz 2 S A5t m] i, 3 3 — MK fl) e i
B 2 BUIRPRIR RN — AN B R 1 FE I SCIRAR IR R 52T BG i\ (Smith 25N, 2010). Bk FEE. MRS A BG
BNEIEPE T REHT T AE 52 BX L IR P 52 . BRI I B EPAT R I & — AN KIH , (HAS B G
BREBERNT 5.
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