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R IR M ETT (BG) B T MR 2 (Graybiel, 2005; Redgrave &
Gurney, 2006; Brittain & Brown, 2014; Nelson & Kreitzer, 2014) , {HIRATHIELAEAT)
AW ZEH. e NEZMAIIEITARE AL &0 S E 1 ENEZ (STN)
W& R BAL (LFP), DUEARFRI B . X eHmR Y, B M
PN RS [ 25 o 223 S AE A <A Hh 3 0, JF L5 52 B G2 ) E2EIs shiER e —)
#HYIMR (Chen 58N\, 2010; Little 55N, 2012) o fEMEREZWAE T, AR
Vo F M R 23k 5 AT I35 T # VIR (Engel & Fries, 2010; Jenkinson
etal. 2013; Brittain & Brown, 2014) . SAE — SR B R EETES) (Gillies
et al. 2002; Terman et al. 2002; Leblois et al. 2006; Nevado Holgado et al. 2010; Moran
et al. 2011; Marreiros et al. 2013; Corbit et al. al. 2016) , ST H=XH{#FE BG +
] SRR 7 O BEAE, X Se g5 RN AT SEVEE A MR AE . 4L, BATS BG T
REAIATARMBR I 19 o BRIE, EATIANBE T T-A A X 25 1 H B B AT i ik 9 3 1
ERiR

KEM T T REAE NG &M BG ZHIP BPE RN (Nambu 25 A
2000; Kita %5 A\ 2004, 2006; Tachibana %5 A 2008) . RECLKE T Hfixie
AEASE IR 77 A2 1) S8 PR RS (Jaeger & Kita, 2011), fH H FTIE# A 1 LS & #iX
LI R E B, DR, RATTH RN X LE AR AL B S5 E] BG kT AN [H
WA Z TR B R R FHZ D

BG H)Thfefiid & I ER], 12 M 28 5 ) _E AT ARy — g £, 410
A AR A X S Wl Ao 2 Ak PR ) U )

(Frank %5 A 2001; Gurey % A\ 2001a; Humphries %5 A\ 2006; Leblois
N 20065 Li'enard & Girard, 2013) o X1, XLEAEARAEMALEL TEHE BG
FRI AR A IS A1 99 e 2 ) S SR R B 7 2 Rk o BRI, AT TR AR SR AR W ¢
BHEAT R B T T B A A A PR A .

MIRAE A o HE B S50 [ — P 4 B AN [ AP AIE ) — 4L e M e o Y 5 R8T
AIRI I g R 15 ) 5%« BG THREMDGIERFER BG. v 17 AR BG e HAHK
REL R, FRATFEE DG —Wa. Lk A Thae iR AHESE.

FATEL QU —DHH BG A RRIRRAE XA 7], 2R 52 31
W% FHER (GPi) (Tachibana et al. 2008). STN Fl4M5# FHER (GPe) (Nambu et al)
A FREICILR AR . .2000). R EMER] GPi A4 JuR 1o R T
¥ [ % & =) (Tachibana 5 A\ 2008; Nishibayashi 5 A 2011) . #R1fj, X4k
HIFFE A 25 R0 i BP0 B AN [R5 ) S o R 22 HOE AR Fe R A 1 oy
DI A U B BB, BT LA [ fg e 25 e, B AR R GeF 2354T 9 Y



ERRH B . EIXE, BATLRM M ik, B F
JS2 AT g A2 R T 2 B AT AS (R PR 5 4 A N IR0 8 0 22 1) 11 45 R A AR LA
LRI RENE . ERXAIG AL, ma RS ALRE A TARR, I AH B LA e AT
R AERC E SO

PATRH], — AN ERGIDRRY, 2 Semp ik b S (2001, I HIATIEsh
55 I r] BE TR B AN BB, B IR 7= E 54T AHICH) beta I gamma HiiR
Rz iEah. BAh, BiE 1R DU RS SR i IR IR E AL . LeAh, BAlTE R T
ANV FET RE 2 R 2% B — AN % e 1, I HLk £ 68 Jy B A Y 4005 21 i s Kt
MidemE. Fik, RATERSEH TI@E BG 1 &%, RHMER S H ko
M 7 e FA'F gk FE LA (¥ Th RE BB AR K
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2.1 GPi WBLAY BRI T PRI

ARSI 5 A A — SR B 8 S i DAAS [\ 7% 2R A 1 #5044 ( Tachibana
BN, 2008) , A RIEN A T M1 EZEIFExR GPi P HISALES), LA GPe
[FImE A STN XK H Nambu &8 NH R Z sl (2000 4F) o 7EX LR
FF, REAGZAFEMEITCHIETW T T . FXE, AT AT 280
PA—Flolr it 77 208 X Se B8, IR R R R BB A, 4 REAK
WEAn 1 RAEFDEAE M1 R 5 A X S8 S F AR ARSI B . EXT M1
AT 03 ms HIB)S, 03T 42 > GPi ML ITHIBAL R N . FE GPi M4t
Beidsk 100 K. AWML ICaIE—4 PSTH (bin %% 1ms) . EEHEW S
2 IR S LIRS 52 B 53R (Tachibana etal. 2008) . 74625 N, (2008) 45
T 42 A GPi MEITEY RN (CF¥) PSTHD , BRI, A5 254
], ARG S A B e 1 R (LDLE), BRA=HISN . SR1T, FRATRHE GG 5%
FOTHEE R B A B, — & ni = MO . AR, AT — AN B0
SNE, AL FE A A DS A B[R] (4 o DR T B 0 X S OUAH AR — A S
A I8 [ 1) 3 e i 299 25 TR I R Sk 36 (%) ST B AFDRE T 05 T R S 2R gk AT )
—Ao SRS NGB B o DA R ) B KB . X AR T — 2 42 AT T,
WRJEAE [-11] VoA, XM o s B R . tHE TSR K
A IR IR R TR B (BB — RIS 10-20 =0 ASFEBR R . wil B LG
A, XA R E T BRI RS AN R (B 1A o XIS SERE R I ]
JPAF5ME (B 1B A1 C) ik SEHdE nT LA Rl 43 = A FUSURE R

BATPEH T T K BG 3 )R GPi i S XUENE, JET BG
HEFLE ThRE 7 B i@ TE TP (487 (Alexander & Crutcher, 1990; Hoover & Strick,



1993; Romanelli etal. 2005) o Zh{EiLFRAER B AR BAE N IE g i — M€ shE, I
Hox el 3 2 7] A BAE F o iF BG4 — A 301 5 56 4 40 ] 55 5+ 3 A
(Redgrave 5N 1999) o B H I\ 92K B dahd 2 E 1 3K 845 1% (1 J2 238 2 1
MA(ESH, @it BG MIANMIAZ, 525 g il EHAT I SR IRRS i B2 2w
Z o] (Gurneyetal. 2001a,b) FRATEIEE 7 —/MER, KB4 BG MMk
UL RATE A ER T W T e LS AN N = S R

2.2 ARIONPFEAIEIE H B2 R R B\ K22 R 324k

FE R T 20 SO R O 7 v, BRI il F B T8O A 32 B0 B2 JE I RC X
Ik (Nambu %% A 2000; Tachibana 5% A 2008) o CUMLEEHIi% 5= XIS A
ZINIZ S IRIL RSN E . SRR ML H R A2 Bl )32 3 X /N
A 0.5 %K (Donoghue %6 N\, 1992 4) . 4T Tachibana %5 A1 JZ M
(2008) A Nambu 55 N. (2000 ) R HRImEIFEEA 2 ZKENH I
HRHEAT V), AR AT BRI B G A RIZ Bldn & 1 2 AN B2 XK. hAh, e
%<, BG i) e 2 1 (Alexander & Crutcher, 1990; Hoover & Strick, 1993;
Romanelli etal. 2005) . &N 0.5mm JFZJE X yixs BG #HiE 2 —$2 4t
Ao BRI T VF 23808 . A MBs— A1 b Ath 388 38 52 30 55 R B . X
Kl 2B . NTEREAT L, B ot X8 /s 9 I B X, AR AT 73 Afr AN -tk

T BRI LA 3R R S A iR e A, AT A2 BG aliE 1)
PRANBEAT ERAR: — MR R 2 T P v (T, 53— AR T 1 At AH 415 388
HERES) ER/NMATEHE F. BRI EE R A WE 2C s, AR 1
(FHERA, INP) BiXi 2 AT mEERFEIA - 11 CGlilhil
EHIN, INS) , M 03ms FIBERFEAN. JERXFEFLN [H H Plenz & Aertsen
(1996) fliit. HAE N

ab —bt —at
IN =B +¢ (e —e™™) (1)

a—>b

H Betx £ EEMETTITHERBLE, ¢ 2ESMNHE. EFESH a
A b PUE K ZRCEAIZE A 20 Hz(Riehle 5 A\ 1997; Maynard %5 A\ 1999),
Lz J2 06} S8 s I P R 8 ) /2B B 1 SR (Plenz & Aertsen, 1996 ) (5
KEH, ESUNE D .

SIS MEE R, AR SR & e AE RN AL s i L ERIX A B, A
JR IR TR S FER SN 5830 0 X 0 (AR 42 0 5 AR 2 e R B H I B R
[E M (Tremblay 25 N.1989). K, 2506 EARBA MBI AE4/EH T BG
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HhE—ReEEHE (n=42; XEZWHEFE FTRAKEE) . B C, ANTIRAE
226y PSTH 48X 1. B, STE BB RIKEGR B ARABG GPi AP ZETE-FHME (n=
6) » C, AR R RS A A GPi A2 ALE-FHIE (n=36) - kA Tachibana
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2.3 HEAZEHY

B GPi W — /Ml (LAURRROyEEE, EATE B R RER) EEX
FEIE R, T 55— i TE (L,LWUJ%EJJLL e R LA o) &A=
e 87 o FES0F B HE 2R AT BRI, AR I =AM 4 J0 QRIGEIE D LEXUHBHZ T (V]
JliE) £18%. Ft, %M GPe Al STN SZE&CIRMI A 3515 5h i AR A
i EE R R (K 3B f1 C) .

TAVEA 20 R RS BG BIfkefma v, AR R AR T35
R FEEH I IEIR M 72 (DDE) 45 . SR, XA AL = AR 1 45
SEIRARRAE . AR T BRI HE 2 Bkt i B2 1) 32 BRRAE, (HZAE L0 ik id i
FONORPR T o — B R8R PSTH #ids 2 18177 2 5 (VAF) 4 0.188. B fi A
—[r DDE 1fiAJ&—Fr DDE XA ST @B, AT DUOKRHE M2l L&
FE (VAF =0.584). RAHEREAR RSP R SR 3075 w SUN

}}ﬂri + zj’rxrn + Yn = Z W, Hﬂf »Vi:;_ (2)

ooy 525 0 MEIBOE, SAXUTEE 2 HRER M= S48, tn 2
% n ANE TR B W /255 m MEAZ A BT 2 [0 FHERRE, n.
f &/ sigmoidal LKA, TR y FiRAE TN ZE L eqn3).
B, fym®T™) S22 Ton AT m MEABKIAES R, HF To, £ m
A n Z BB FALER . B RE N, B EARER. XM A Xk
SR AE AN G IR S [ A I L AR BT RS, DR, AR A — 4
DDE 4%, BN FEHIR BG B R RS ZHEE; DI Al D2 SURAE;
STN; GP; GPi Mgzl jZ. HTEAE MM EE, Priladtfs 12 /> DDE. #
B 2 [0 Ji ()4 FH A2 B8 0 L B o -SOIR IR 28 FE S 4 B A& — AN Feik IR ok il
I SORMR PR Z HIPPZ 7T (MSN) CHGERIA D1 324K, 4% DRI
i), BN TR BOR A BE D2 AR, TSR £ T I BRI R
. (Surmeier ZAN) o al.2007) . Z EREIEREEDE L E-D1 SURAER:
SRIEIFELL 1+da, K 5E E-D2 SCRMIER TR, 1-da KE X, H da 24
®Z B LEI R [0,1] YEFE NS ECY T A (Gumey 5N b) o [
b, 24 da RECRIETHRIZ CREEMIREEREZ. D1 1 D2MSN 1)}
JIR SR T 2 5m B AR [R], DR 1T ) e 238 22 5 2 el T 110 3 52 2 EL e 1) 11
Jiae AR ERR, ES Wk,
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AT RERS IR IO SRR (B 3) o MM EAL T — &5 BG H
WO R AEAE R SRR A RZYR, 58 BG ko B (10 A= BB 1 5 B RE
Bl 4 s PR IR T Rk B AR . FRAT 4k il i S IR A AL B tH S 3L
)3 S 56 4 SRR G AR Y . 7E Kita S ABI—TRFFE . (2006) Hl3 H A%k
WERISUIRIR, M Z A GPe FI GPi #14 G H RIS BT ID 3% o P EE 4 A2
ANEFE R (BRgE 03 =MD , BAR 200 ZMAFESRRK KR E . @i
SUIRME TR DA A B D A PR AN RABAORIE O 52 XX 4Hz R s
AR 7R (S WA 2A-HD o RIS N 22 W0 0 7 T ik, g 2 2 A
8 5 RS2 WAL I RS R IR o KR B . STN B N R B SOt
o RPN, 50 Hz BFISZSEft 200 ms ) Bk s — B0 541 o

ESEIR S RN 5 Fros. BB 5505 PSTH HEHAHML. SURIER)
BRI (B SA R BY B Ol (K 5C Al D) 7E GPe (B 5A F1 C) Al
GPi (¥ 5B) M =ZimiEH 5l EHtl, pEf5/2 LDLE M D). KI5 REW, 7
i GABA F5¥RIJG, & EHERRT SRR I S B 2 Uk » X Fhidi [ B
WG ROAW MR, HEAEI LN EE . BN, M2 m T Em-
STN ALY AN . SAT, H TR T —Fml ge ) BAREEEAEHL
. WRMEE GABA FEPUAIBA 564 HWHI G R AMZ, HE4 /D% GPe #f
ZIUE S K. XK T ENATEEN GPe & BN EIHIKT, Ml S
. GPe 1 GPi ESHILWIEMDeE (M SE-HD o & SI-K A& BRI SEis
¥ ORE Tachibana %5 A, 2008 5) 5 FIWIEMRR LR GEOBL it
ATECEE, DOAMER B AL 7 28U GPi #F& TR RN, X EIRE
FIBERAL AL R A o8 TR —idiE .

Bl SL 5 HARIS UE A 1A [ 2 A TE T EA TR MAT AN R T R IR AR R K
KRR EIXFENLR, RS 2 (] AR AE R B GPe H4MHIXT
F GPe "' LDLE W= 4E R AT K. T STN IR ATIRAFAE T 1X P
fErp, RICEARERINT LDLE fist. R —/NEEL IR, B D2
SUIRIAER] GPe il %2> T ER AN EE AT A .

B P T7 S AN T 76 % M SIS 45 A T WL 21 (1) R S 2 B A 3K — F S AL
NIZAE T AER SR N BG - 35 X 4% 35 3l 1) B U E 4

2.5 BB EA 5 IO UL A K6 i e itk

BG AR5 R 28 (RO T R 2 — N E A AR 4 A, B FE LR RN IR
R AR BLR T B A RGm R P REEIASE BG I LFP i3k ££
f e BB B - FLfidi-BG R4 R AFAEAA T B (13-30 Hz) Al vy (30-90 Hz)
PRz FEMMRERAR NSRRI EA IS s XL R H & LFP %3] B 4k R



KFEN%) (Connolly et al. 2015) FIKE (Tort et al. 2008; Leventhal et al. 2012).
VW R, RS 4EF:E] (Sanes & Donoghue, 1993; Klostermann et al.
2007) ERAERE S T B 3hig 82/ R 2 J5 (Leventhal etal. 2012; Oswal et al. 2012)
B GBI R Tanetal. 2015). KUk, DUERUIHEMESA v gnhD iz shak “4E
FFBIR”  (Cassidy, 2002; Kithn %5 A, 2004; Gilbertson 25 A\, 2005; Engel &
Fries, 20100 . /£ STN [} LFP HLE R[] Beta ThEIEH SEBFFHATAA
BRARG, B ARz B = 0 S 50 2 90 B N () SE =G 3l (Alegre %8 A 2005; Jenkinson
N 2013) o STN ) LFP R R#E oy 2 ERHI4E 35Hz L REL 50 F] 90
Hz Z[A] (Boraud %5 A, 2005 ) o FATIAEMR A B X LR 15—

2.6 SR FBARIEREALE, MESIRF beta S

WAV 7 RIBAE V2 I R )2 R 229G T N SR 2R G e tE (B 6)
iR 4 2 22 DNRIE s-1 Z IR BIHIN B Z T R R AL A SR B Y, 2D
KR 02 MRIE s-1. WK RFETE R ENEF . fERRBHUE (0.3 ),
BN R 2R R E E I o Fa N\ il R R IAE R AT T AT R 8 sh VR 1 2 M 255 1
KM (Gumey 5N, 2001a) o R, FZZEHABARIEE AT #E e =S (8] oy
B R 2 XA g B . RATEE B, 0.3 A EAE DI RAEL X 0.2 B
P 5 K PRI SR T AR R ) i R 1

EIRAMS FEA LFP 2[RI C R MR T84 1Ak, (R FH BT Ol E 2 & fe i
XF BT [F 5 98 i Jo B A7 (Eccles, 1951; Kithn 25 A, 2005) o 5 XK 5 R A A
RERIL M EES, FONEZ BN DGR Bk, LFP Bl
STN F A RJINAAT KT 3Hz BRI T 2 NRIE s-1 MIIRESTR B E NE.
PO A TR GRifR)e) BEER DRSS IRGEGE . Kk, B 6 &
FAEPRG IS SRS ITRME, B A ARl BRI E 100 ms A DY ZRFEACH]
A 2R HIBE RS . SR1M, ML R G0, WA 1T A8 2 A0 D 2R () 25 2K
A2 (Blenkinsop et al. 2012)

K 6 MER—F% 8RR T{EEIE 2 STN KIFTA BN P INBUR A 4TS Th 2 85 K
g GEIE 1 PSRUIERZMER, HRRE y=x Z&F) . B HERZ
B Z H & B R G S SR TN DU AN 5 o AR AR X
Se Y 2 AN BRI R IR o 4/ R N KB SR, B 4R
I Beta $EIRY; . XM B SRR Y RBUS 5N K Z IS EIBIE )71
WAl T RE (B 6 5 3 FD o il 2 WIS E AR R BRI 4
Fild, SHABEZERL, W@IE 1 1S3 EBUER B EMFR, EX T4 y=x
1) S5



Table 1. Table of model parameters

Parameter Meaning (reference) Value
Tetestr Axonal transmission delay (Jaeger & Kita, 2011) 2.5ms
Teme-sth Axonal transmission delay (Jaeger & Kita, 2011) 2.5ms
Tstncre Axonal transmission delay (Jaeger & Kita, 2011) 2.5ms
Tstn-cel Axonal transmission delay (Jasger & Kita, 2011) 2.5ms
Tere-sTh Axonal transmission delay (Jaeger & Kita, 2011) 1 ms
Tetr-gpe Axonal transmission delay (Jaeger & Kita, 2011) 7 ms
Tar-cr Axonal transmission delay (Jaeger & Kita, 2011) 12 ms
Tere-GPe Axonal transmission delay (Jaeger & Kita, 2011) 1ms
Tere—rl Axonal transmission delay (Jaeger & Kita, 2011) 1ms
Tertmcix Teethal [=1.8 ms (Uno et al. 1978)] + Trhatce [=1.2 ms (Gil & Amitai, 1996)] ims
T Time constant (all nuclei). lonotropic synaptic time constant (Nambu & Llinas, 1994) 2ms
Metr Maximum firing rate of striatum (Gittis et al. 2010) 90 Hz
Bty Baseline firing rate of striatum (Adler et al. 2013) 0.1 Hz
Msy Maximum firing rate of STN (Nambu et al. 2000) 250 Hz
Bstn Baseline firing rate of 5TN 50 Hz
Mep Maximum firing rate of GPe (Kita et al. 2006) and GPi (Tachibana et al. 2008) 300 Hz
Bep Basaline firing rate of GPe (Kita et al. 2006) and GPi (Tachibana et al. 2008) 150 Hz
Mo Maximum firing rate of cortex (Maynard et al. 1999) 22 Hz
Betx Baseline firing rate of cortex (Maynard et al. 1999) 4 Hz
da Dopaminergic input (normalisad) 0.3
[a.b] Biexponential parameters — Input stimulation [100.1000]
g The primary-channel input gain. Tuned to give maximum of —22 Hz (Maynard et al. 1993) 0.25
gs The secondary-channel input gain. 0.17
Wincstn Motor cortex—5TN connection strength* 20
Woestm GPe—5TN connection strength* 3
Weage D2 striatum—GPe connection strength* 40
Wen-ge STN—-GPe connection strength* 0.72
Waege Strength of GPe cross-channel connections* 137
Waegi GPe—GPi connection strength* 0.8
Werg D1 striatum—GPi connection strength* q
Watng STN-GPi connection strength* 0.2
W Strength of striatal MSN cross-channel connections* 0.3
Wat-me GPi to motor cortex connection strength® 0.25
Wi Input cortex to striatum connection strangth* 4
Wicsin Input cortex to 5TN connection strength* 20
Wines Motor cortex to striatum connection strength® 0.65
Wocme Input cortex to motor cortex connection strength 1
Woes GPe to striatum connection strength* 0.1
Woen Strength of recurrent inhibition in GPe* 0.3

*MAP values from SMC-ABC to minimise deviation from experimental data.

BT (AT AR AR B SR BAT T SCEE R I R A8 BT AR I 2 o X 53 2
BG iz 3 /= XS SR T, 2= X eldps 73 AE 52 2N 22 7= AR ZIR 2 5))
HIX 4% (Georgopoulos %%, 1986) . FItfR1x BG @EIEXIX LR B my & 2 —idt
IT9itd. MR BG FEFEF N Z BT ISR (Redgrave etal. 1999), Al
i BG AR5 E A B 52K tH IAE S8 AN RS (R E 8 i B/ E 2 8], i 4n 1m) /e
T3 T8 Fl 1) 45 #% 51 T . Georgopoulos 25 A )45 52 BIX Fil ¢ 2R A BEAELE

(1986 4£) ﬁqj%ﬁ@?f*/l\ﬁﬁiﬁ’ﬂﬁziﬂE‘J?Hﬂﬂ@*i@iﬂﬁ}gﬁiﬂﬁgﬂ%ﬁﬁﬁiﬁ%
Gt A S 5 T O 20 BTG S (k2 o DRI, — S (10 38 3 1 3 [R)98E mT E £ 5
FEAE LA TR T B .

YT IR0 B R 8 T8 g Y — X XU 2 B i 2 IR, 1% 1T DURR R AT A1
HIORAIZEE A G 2 |28 beta #I%E (Leventhal et al. 2012). Kk, XHifk
12 3y i 2 BB B0 AT LA AL 5K 0, Dy BIDR: BRI ia sh i e & BRIk 2 2
WEK Vo RO A m D) 26 B ARG T 75 IBOE AP FEAIG. X5 1-H 40K
%E-1,2,3,6-DUENERE (MPTP) A3 R KKSPIL KOG STN LFP #dE —,
IXSCE s WORTER LA R L ) B DRI (Bergman 25\, 1994) . It



Gb, R BAIEEY S, SRS H T HRER, MSRG RSB
EHIZ (Brown 2 A, 2001) (& 6Q A1 R) .
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B 3. 4R AP ARG RARAEERE AR RRHFEALE T [STN 42 GPe
(Nambu et al. 2000), GPi (Tachibana et al. 2008)]. M &A1& GPi &9 £ R F69M
ANBiE o 2 AR R R @A P (GPi =484+ GPi wAB) . EBERAMEUEE D
=, WP AEEA B AR E LT, K EiBiEES STN. GPe A= GPi =2, E4
GPi W ABBEIRGY £ 2B, AsKIKP, DIMSN 2745 4&, D2MSN 274 B4,
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« ST excites GPe and different magnitudes for causes late excitation in channel 1 STN.
GPi of both channels. each channel STN « Duration of late excitation is
« GPe inhibits STN inits | « Striatum inhibits GPe » Late STN excitati tai ir d
own channel, and and GPi (channel 2 causes late excitafion in inhibition of channel 2 by
other channel of GPi inhibited more than channel 1 GPe and GPi, channel 1 and disinhibition of
channel 1) which suppresses STN channel 1 by channel 2.
excitation of channel 2 - Channel 2 STN continues to
GPe and GPi excite_ tht_a pallidum,
| Excitation inhibiion - - - - @ Release of inhioiton] contributing to the late

excitation.
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N T AER IR M BG- Bz B PR Y an ey e S 5 N BRI AR A, fERIE 7 A2 B
Fr7s RN B Z N RAAZ B R Is 4T 1 1 OB = & 0.25 10,
FEABHVERTE N S Z AR R AR B0 o 1XK 1s B4 DU B o A
M ANESEE AR AL EAER 6 RERNAGTF. T Rl A A I
PRI SRS IR AR B EANRTAE I EE D R, AL S A KO AN 2 15 B D 56 4 A [R] R

CEMMHZE 0.1Hz) JEFERA LB —R505%6M: KE: 4Hz BH (F£ 0<

t<0.25 MED 5 #E%: HTEIIEIMENL 5K 85 S EAT SR AR A0 R A
(0.25<t<0.5) ; iz3): @E 1 FEESIRTIEE 2, ALk BG BRIk
FEE 1 mALEE 2 (0.5 <t<0.75) ; JH action-channel-2 &z KT
channel-1 % &, LIk BG BEA ik £ channel-2 1M A& channel-1
075 <t< 1)

Table 2. Parameters used to generate validation plots in Fig. 5

Input magnitude

Recorded [ae,0s]
Sub-figure Original experimental protocol nucleus Model manipulation [INg, INs] Hz
A Impulse striatum [1] GPa - [1000, 400]
[87, 54] Hz
B GPi =
C 50 Hz stimulation striatum [1] GPa - [1000, 400]
[87, 54] Hz
D GPi =
E Impulse striatum — Local GPe Wiirz-gre = 0.1W [1000, 400]
gabazine [1] [87, 54] Hz
F GPi Wstri-gn = 0.1W
G 50 Hz stimulation striatum — GPe Wiirz-gre = 0.1 W [1000, 400]
Local gabazine [1] [87, 54] Hz
H GPi Watrrgp = 0.1 W
Wepegcm = 0.1W
1 GPe impulse [2] GPi - [5000, 2000]
[300, 278] Hz
1) Cortex impulse — muscimol in GPi Wopecp = 0W [0.25, 0.17]
GPe [2] Wepestn = 0 W [22, 17] Hz
Wepegpa =0W
Weperee = 0 W
Wepestr = 0W
K Cortex impulse — muscimol in GPi Wern-cpe = 0W [0.25, 0.17]
STN [2] Wern-gm = 0W [22, 171 Hz
L Cortex impulse - D2 — GPe GPe Watrz.cpe = 0 W [0.25, 0.17]
pathway lesioned [3] [22, 17] Hz

The experiments modelled are either in Kita et al. (2006) or Tachibana et al. (2008) or Sanc et al. {2013}, designated [1], [2] and [3],
respectively, in column 2, which describes the original expermental protocol. In the case of cortical inputs, the input parameters gp
(gs) are the gains of the biexponential input function on the primary channel (secondary channel). In the case of striatal or GPe inputs,
they are the maximum values of the square wave current input. The pairs [INp, INs] are the corresponding peak firing rates in the
stimulated nucleus on the primary channel (secondary channel). The model manipulation comprises a weight change expressed in the
form Wmn = xW, where W is the original value of Wmn and x is a multiplying factor.

£ 4Hz FRESMAT, BG Eaifilizsh i mpiEsh (B 7 4 LA .
I BG HINMEARIREE, FARFEFANMIA KR EBOHSE, 25 WA EE KT A
i 20Hz IR o IXEEHRG 2 RAH T, FER BT GPe WITES A X
HALE L B2 R 2 A EAE R =420 EAIE BG Mz sh i 2 B a 4i
Mk Aedk . SHi2sh 2 M STN 1 B R 2 A IARX A AL 5% R 4 HT2 1 ,
RS STN 130 EEL 30 2. X5 B SRS MEzd R —i%, RWLE
{8 & K B (Sharott &5 N\, 2005) « ZcJiE 2 IR IT B S 4805 234 (Williams, 2002;
Litvak £ N, 2011) 1 6-&EEZ OfZH, KT FE STN (6-OHDA) TH&ARK K
ALY (Mallet et al. 2008). FRATHI A HTRM, REKETE beta Wi 4L T



BG, HIRG A2 H T BG-5JZ HUBEREAR P (1 R 25 A AR T P~ 2B 1. — B
ANZ BB ZR 2B R (1>0.5) , BAPFHANEIE 2 AR FR R S 3T, S
BN BNEIEE Y ARSI, T — AN SRR TE 2 B R OR B H . BRI TE 1)
STN F1 GPe IR HHZE (50 - 60 Hz) TR% bEE i N IR0 G KA. X i
GE R S 2k 3 (Tort et al. 2008; Tan et al. 2015) .
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B 5. EARIE BAAL 12 ARRBEEPME, LPERGadEARANMS, BEE R
W/ R FBEAE SRR T AL ERR/EEFE K. FHHIE [A-H: Kitaetal. (2006
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89-F¥ PSTH, Hitmizb —Z@EmsEA (E%R) Tk, lhé&ﬂﬁﬁukyéﬁﬁ
ZAAEZINEE T, K 182 GPi AL TH-FHE, HAERHZ SMAEF US4



RROR . Bk, X FoizoERM0 I ddmd (Bag&) stitkik. L, D2
SRR E] GPe #HHETH. AARN TR TEIREHRLAAGBEARE, #45ALE 1,

B INSURAR 2 B2 1 7K P 2 386 I 2R DA AN S A6 415 35 I ] » 76 i 2 B R K
SR, RGEIEEEARE W, JEEA STN MY (KB 6da=0.7) . 4R, A
1) D2MSN filt k%2 FECFY GPe &I & . X3 GPi ik 56 & d 5 .
R, A SR G IESIA S AT RSB RS 3 K2 . /N s 3 12 & sh ke
SfRBRANE . SR, ERELZEROKT (03) F, FERFMANAS, HFILFmEA

A AR S i B2 3 2 (B chl =12 Hz, ch2=17Hz) -

AR R TR s T8 GPe 3 STN EXHIZCR (B 8H-K) . 7EIX
Pl LR BB N7 G sh R B ER AL STN LFP & 21 F4n 25 45 2 3% 5 H R
£ STN-GPe [k, %T STN-GPe Mg AEAEM DR, #M LiR% 1%
R 3 R IME—ZR0E GPi FE 3 2 M R R FEE LB EN . R
TR XA, WAE GPi BRI RERELET GPi EHREKHEERT
PIRD, HASREARAR DA L R 4 2 R . DL MR B0 5 e 1m) B2 B bR 105655
(Williams, 2002) , {HRAZVERFZ, XOUFFLEH 7kRE STN i LFP FIk
I GRS <o A 8 (1) o ) L ] o A8 FH A S AL 7 0 < R DR i oW ¢ 381 ) A
HATHIR R AR T AE

2.8 GPe-ZURIAEBENT T B8 ARMFAN EFEFIIRSEREE

GPe-ZUIRIAIBER B N\ BG BRI AR . FATIRER 1 IR IX P10 ) 2%
RS, FHoK 4 RS RN SR T T e, iZEALEAT T 2 MERED . B 0.5

FO 5k BRI (5, 10,15,20 MR s-1) o fERF 0.5s [AIREA, PIANEIER)
Sl R AL, EAANEIEEE A 100Hz (2 NRIE s-1 TEEED Har v
[ B o s AN IR TE R S TR AR E CETIRAAEIED & —NEiE rr
Bifph ok m T 4Hz B R FRIELR R

TESERAR R, MM S 33 BG Mt A beta R, HTEX
FH B PR AR 9N PP 3 fid e e T UL BRME, DRI B T Rl . A
T TE T R KBS (Bl 8B) .

Y GPe-ZUIRMHERZ AR, 188 24 BAE MR (F 8C) . REM/ M
”%%ﬁ%k@ﬁ%ﬁﬂ HEA GPe-SURMEF A AL @ 5 2 ik —
T T AN AR 5 — /N8 SR B 7S, BLYE S BB B S5 1B S AR AT T AT SR
U2 RFZAEFE

TEFERE SEUF SR, GPe-SUIRME RN T3k B AR SARR W 7= A 22 56
HE., GPe HFEIEIEMH FE—AEIE L TIEENRE, WA —MEE g F .
B BRI T LA o) — Nl SO, (ARG IR @i xRy, R



AMEIE A MEEAL, Sl LRFFIRE . GPe BIZUIRMGERRIN 51 E € S 1 fa
Nt BH ZANF A e e vRde e —MEE I A2 7 — 1 EiE (K 8D-G) .
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B 6. A MR G AR BFREIUE TR AW ANA S KT
BABMEFTEE 2 £ 03 HEMEORE 02 HFRGFEDHFILL, AR—ZF LA KR
R HEGEERMANST. H 1 7]: @i 2STN #9 AR At & K FIRFE (B
LFP) . % 2 7]: % 1 2|F 2T ENMERASHAE., % 3 7] TTHRN NE
BEMBHRERCEGT 4Hz LETZARFE. % 4 7). @i 2 B85 B0k BE,
% 1.2 4 3 (K2T) #9818 | %5 chl=ch2 TP ABRGMEE. A-D: da=
0.1, E-H: da=03. I-L: da=04. M-P: da=05. Q-T: da=0.7. AitHARH
BN GEAR) B At fitt,. da=03 TP aetFETE 7 fokBoird
1% 69 5 AE

2.9 fENIEFENLH S BIE R PR FE A R

BG {EN—FIEFEEMLE, 1E 43518 3h T PR IR I sh VB R AE 2 [A) 8 ff 5 4 1)
R CLHE TIRZZE (Chevalier & Deniau, 1990; Mink & Thach, 1993;
Prescott %6 N\, 1999; Redgrave %5 N. 1999 #; Hikosaka %5 A\ 2000 4F) . JR
W ErfPAE T2 B R BG 7] DIE Nt 2% (Beiser & Houk, 1998;
Gurney etal. B;Frank, 2005; Humphries etal. 2006) . fEXHFPU A A, SiA47k
AR IE B A RE N B IR G A I R AG . FEA S, AT SRS 1) HE e

Ch 1 Input rate



ik, RMERER BG M4t AR DBATAMEGREE. J 7 AR e 4
2 IABHTIRRMRE S, PIANEIE GEIE 1 FEE 2 JrsE— 0 2R
WANREN (LB 7, £ B, DUEIN R E ST AR SR IE
A ZM ST 4Hz IS SO R, PRGEE K8 Dk .

AR AR R N (AT 4%, DA A B U7 200 22 LR R T 1 1
N CILE 6, 5=31) o BB 22 ELE K2 59 0T B0 A 18 H ik £
(%N K ZTOR R TE ), IX R IR AR BNV 2% (Swanson %8 A\, 1998;
Humphries & Gurney, 2002) o [FFA%Z EH/KF-2x b 7 A XGE TE 1 2 1 4 A\ G
L, JE3 I TV BR AT AT SR A NYE R X Pz ] DAZE ] 6 [ B I & 3,
Hop Z EBRKT A 0.1 EXMEN T, Tt kBRAKLZNHMANEZ 5, Wit
ANAE R S A2 AN T REI o IX AR BEALF-AE AR 2R BRI o AR AR
ATH R TG B0 76 W < AR08 HH WL 5% 31) 04 I 28 AR A0 AT B T DR 2k P 2t 73 P s i 9 41 % o

R BG &—FugFENLE], WAL Nambu 5\ PR IR 22 2 (8] B 1%
TR,  (2000) FISZAEZEN.  (2008) LUK RLZE 4 N 2 [A] 34T R B 1 B
7o G0 EFTIR, 2 0 Ak 2 TR R O6 &Rl i P AL ORI B B S R
LU, DAY RGBS HdE . B s8dE (LA 750 S 2l
Ao T R N TE Y MAP Al R i . fEE 2 DA DA T
P BT AR R — A, A T A IS 3 B R R s T 4 Hz
BREEF) . ERBEEMSHE Gumey . (2004 F) o —TUEHMOIIRA -
mn%ﬁﬁﬁ%%fi%%LAﬁmﬁlw XA T — B UNERRINA .

RE 7 B FE BT A A d i () I e A R N DL RS B 1 O 22 3R 3 T R
TR ZE KA RE -

2.10 EFEMIR

(1) GPi MSRE RS HENAE 20 £ 150 Hz Z[A],
EEZEEK (DA=0.3)

(2) 1£ epoch 1 1, ANIEFIHIE 1 MIEE 2.

(3) £ epoch2 1, MiZikfiEE 1 FIEE 2.

(4) 1£ epoch3 1, MiZAFEHIE 2, MAMNIZILFEE 1.
(5) 7£ epoch4 1, RBOZEFIEE 1, AROZIEFEIEE 2

FEZEZEK (DA=0.6)

(6) £ epoch 1 1, ANIEFIHIE 1 MIEE 2.

(7) #£ epoch2 1, NiZiZFEiEiE 1 FHEE 2.

(8) £ epoch3 1, MiZikfiEiE 1 FIEE 2.

(9) 7£ epoch 4 1, NiZiZFEiEE 1 FEE 2.



Sensory cortex

Motor cortex

20 20
) U
s i MM A
o+ 0 J‘ U et
N
3 Striatum
2 50 VJWL 200 /‘
B v
£ 0 [, a lﬂlﬂ”l
GPe
200‘ 200
P“— UUUUUU """ A/ y 0 \/nuhuhu“nhm —— K .
0 0.25 0.5 0.75 1 0 0.25 0.5 0.75 1
80 1
08 5
§ 60 §
= 0.6
g % 3
043
£ £
i 022
)

0

0 0.1 02 03 04

05

06 0.7 0.8 09 1

Time (s)

B 7. YAt & 409 cortico-BG BA Gy b ik Aot B4, L EMA: B 1 (&
HOKAR

&) AN EAEE,

i 2 (%

s &, EF) & E. STN. GPe #= GPi:
Tt H A A STN B 694 N A A Fe b th 9 &,

)\MA‘W g «J\h

&) Fo
D1 #URAR (524) 4= D2 UK (B &)
BB EE, R £ A Mortlet JiE

W’ gl g
e

Ity

i
I ’!’

Input cortex
20
10 +
W\‘(\MAV‘, WNJ‘“
0
B
20 Motor cortex - Full model
5
2
€ 10
2 | p ) |
= |
| [\, f\ J
0 A
c
20 Motor cortex - GPe-Str=0
10
0 ‘ Mo
0 05

Tk M “”‘”Wwff"\*:‘

E
60

=0
Ch2 Input e

Wepasmi

10 20 10
Ch 1 Input rate

Log power (dB)

20 4
15 , 2
2
10
1
8 o

20

Tme (s)

M1 rate (Hz)

20
115

15
10

5

Naither

K
Both
Z HNam

B 8. #i15 GPe-Lkth#= GPe-STN 8% A, fFH:diE 1 (K &) F4FMdE 2 (L&)
A 05 A EAMR G- YR E, HFAEEERA 100Hz, FiwT 2 K%

s—1 EMZMES.
KEAR., D-G, 5B 6 £MmaHE,

HK, 5B 6 £ B, GPe-STN Z#BEXEANER GRNEASRE)

B, &3k Ekrd T4,
GPe- L RN E R ERBEAER ANEASRE) o

C, BHHEME, GPe-sURKEE

GPe-4 Ak %

IR R E A A A RAA,



K 9 BRnT N SHHRREMRAK. WA E 2 AR EE AR (AME
M R=-0.93, P=0.003) 7B IX 2% b e 0r S o B, X284 s BEp L i)
FIThRE BT . FRATRIAE N BG 282t 18 % IAE ik M LHHAT FIEYE

3. HiE
3.1 MERIZEH

PR B AL T FRATTZ BT TAFE  (Gurney et al. 2001a,b) , {HEFE JLAFISH
BIRFIE (L 2AD o B8, I T EMSCRIER S & ol ——H e Ris DI
8 D2 Z s hE L——HAEIEEHZER (Grillner & Graybiel, 2006) .
[l —#IE ) D1 1 D2MSN Z [H A REAFAER ) HE . SRT, X LSBT R0 52 20 v
% B /E B A MR . Oy 7 A SR S BUR I R T &,
XL OIS . BT ISR, GPe HHINANMOL AR Bl : = 2B A U
& H AL FEAR Carkypallidal 408D , DA R EEHF] GPi Al STN BIREAR (&
TIZAA)  (Mallet et al. 2008, 2012) o #R1f1, HETRA TR T EA1S AN
22 B EdE . AN, ENTRNESIE@ R BG HHRAMKN . Btk EAT
B RAR Y B — . T OO S 348 B SRR 28 0 10 il SRAE SR AR 1 K 40 X
BWEMNECR AT, JAURI GPe BISUIRAA N ER R FEIEIE R . BAZE =2,
XFERZ GPe F] MSN, 1A 2 GPe FISCIRUHAIMIZ TLIES: (Mallet et al.
2012; Corbit etal. 2016) . GPe G FEMEIEMGIEHE (Kita & Kita, 1994). HIR
AT UAFEEIE N GPe-GPi M GPe-ZUIRMAEERE, (HIXLEHAMEEA 7 R
T BG HEIES M A B TS R K s AME B . BT R RIG N
SRR YER, SEOSEME . FUEATH A T .

KA H BG AR 254 (Humphries & Gurney, 2002; Leblois et al.
2006; van Albada & Robinson, 2009; Moran et al. 2011; Marreiros et al. 2013) . &
TRBEIBEIXIEFfEN, BG FNIGEFERE T Z B IR KR, X AR
Mer P B Z e B X LR shahfE, BLRSUIRER STN. JZ Bz 3l X 55
2| BG FHiEatig M ik B BG i SR E A . 2 SR T O
TEARRIZEN IS 5t P A [ I s . EXFHEOLT, fiN B = X ik
G RE RIS T K )2, Horh SRS AE 1) 2018 B AR dmts , 7] BE£E LA &5 CEP
F) NF O HIAEFR R T (Graziano & Gross, 1998) o &3 X Ik i 5%k & 1l fE & Y]
Rizs) L)z BMATEs) K Z 5WIREE R E (M) @R RARAEER:, DSl
] HAnfr B 11183)) (Davareetal. 2009). JEMIZshHTEZM M1 #5 BG & AH
HELZR (Alexander %% N\, 1986; Hoover & Strick, 1993) . 2R, HATHIATA
AT AT AR A 188 ) A1) S e e
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WA ZX sz X # R BG #timAN, (HAFEsiXEEZKRE BG KRB
file XRWT HALLE T A BG-F i @A 50 (Humphries & Gurney,
2002) o Hk, B EWIN Y BG ML EZAFHgk, Kitk, BEAMU A
B IR, AR @ A AR R AL, . N SR RIE B e JE T R B
N 1o FEANERAARNT F A NI S B2 B2 S ik f AT BB TA) 548 (2 ms) (Nambu
& Llinas, 1994).
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AL y BRRAMAZ IS, AT PR EAL . XM E L 4R
AL PR AL £ 30N R P RZ N RS 3R o LR Bl R B2 sigmoid, RDNEIN
fi 7 v RS N R FEE 00 B0 ity Ak B0 1 R 1 ST, Bt sigmoid FRITRAR MR
ANET REAE AL R B0 B2 AR BE B L T I BAK T 1 Hz BUEZRACI 2, AT 474 SR
TERSEMATEE . XX MSN GBI B —NMRFIR IR R, BN E AT 5 LR I
AT LRI . T R AN R, FRAEH 7 —4 Gompertz Hi%L,
HAWME sigmoid HIFRABEARRE, (A0 bRt s B 2 AR A HTE 2R, 1X Bk
G R H AN AT DG R PR TR R R F, BRI ER . T
LLZR A F) Bl 2R LA 0K ThR e sigmoid, FRIREIF R ORAFEICI A2, K5
J& MSNs (Humphries et al. 2009). K$%E f 5% y %

B exp(—ey/M)

Hh M 2R Bk, RRE TR E, B &5 § #fE
PR, RORTERAFTA NN T TR 2R GRS fl e & HRXT
HUIRIRS o 12 BRI AR e FL I T T SR8 SRk R R B E T S50k, JR E K
BEERE N 1. BNEIEAR 6 /> DDE, Rt AdH 12 4 DDE. ¥
A —2H eqns (4) % SCRARIIME AL HIA—H S350 da 56, KRE T
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pallidal response, some limited spectral features, and
basic selection functionality using the network level inter-
action between the hyper-direct and direct pathways in
BG-thalamo-cortical loops. It differs from our work in
that their model does not contain a GPe. In our model,
the inclusion of the GPe and its associated pathways was
essential to capture the temporal and spectral features that
are observed in healthy BG, which were not accounted for
in the study by Leblois.

Predictions

In the model, we showed gamma power in the STN LFP
is at its highest when a selection has been made between
two opposing channels with relatively high inputs. Thus
the model predicts that gamma power will be relatively
low when uncued movements are made to a well-defined
target, and higher when movements are preceded by a cue
and the required movement direction is unknown until
the target is presented.

While data are only currently available for GPi, the
model predicts a stimulus-driven LDLE in a small minority
of STN responses (in the model the primary channel) and
a biphasic one (excitation — long duration inhibition) in
GPe.

The model shows beta power in the STN LFP when
opposing channels are activated by similar amounts,
peaking when both cortical inputs are close to the middle
of their dynamic range. It is therefore a prediction of
the model that the generation of a moderate amount of
muscle tone, by co-activation of two opposing motor
commands, yields high beta power in the STN LFP.
Increasing the level of static force close to the subject’s
maximum effort is predicted to show a reduction in beta
power.

Based on the considerations above, our model appears
to provide a plausible framework for the study of spectral,
temporal and functional analyses of the BG. As such, it lays
the foundation for investigation of BG function, both in
healthy and in pathological states and, as well as supplying
plausible explanations for existing experimental data, also
makes several testable predictions.
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