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A 2AAdeo|, tyZYy 2 H7}(Decoding and Evaluation)E 18, z} oz AAE A4 HFHE mZY 35t
<gehal 552 Folz 7 &5 gl &eEhH)E

e A9 daH(140)E AREske] 7)o E vzl (A], £, 7t

F W) 5 2 A5e desd 449 5 9

74 5

x(t) = Ay(t)

oA7IA, A= E]itﬂ Adel d4de Jepda, x(t)E &5 wAHESs d5ela, y(t)E MuE 93 74 =g
g o o A e HEE YEelbAT).

Z} dlole] MEo| s RE AR AL 75%c T MEZ AAHIT YA 25%= H2RE AFEE 4 Qo
(d: Eglold HME = 1327] A%, HZE HE = d50] CollA 4370, FH HNE = 26970, HZE AE = 9%

o] MollA 89, ¥ AME = 339, 950o] FollAd HAE AE = 112).

=2
s
o
o
r
;/9:‘1‘
N
=
S
-3
R
)
Y
(S ?

53], 7} Holg AEe 54 uel A

i)
nﬁ

b A 5 Q.
tayd AsS #Hreh] e 24 &5 wisiASe] oSk AAlgk Alele] RMSE(root-mean-square error) 2
CRR (correlation coefficient)S =AHg F <

o A g A, A8 34 Rd(linear regression model)(130)S o]&3&to], A Q219 %5 F&H QKR
(kinematics—dependent components)s FETO2ZHN, =5 FT& A 22 (kinematics-dependent latent
factor)S 23 4 9l

A Ao A, ¥AY g 2d(110)S T3 e &5 (population activity)dlA 5 T& HA 2995 F
4 = Qo

2 iy M2y, 25 FE5 A 8902 &5 A AFY WA A AEE FEce A4 AdE AT
o]r/}

A .

29, #F 7ed dss Fa WA A4 dEHe 25 898 gL AT £ UdE o)
Y5 AotslHA F &5 (comactivity)e] I s b3

wANoz FA A% Feel $F 54 S48 A9 24 Aol val AolH 9BUL FAse] gl
we @A A7 AHdA £5 2 AMT + ok FHE 75 5 A
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magy KDLF) L wol= I
2d A od FE49
gsoA %5 viZlES(kinematic parameter)E AEsA AW 4+ AdE HAE A nonlinear
approximation)® o]®S meste], 91F Al (artificial neural network, ANN)S 3 353 Z23tA o
Ag FZA A7 e AAeE st vy mis 2EE(140) 8 AAYSUT.

A AAdoA, = 1(D)E Fushd, 2174
4 =50] & ¥k oyt
A, B e mEw, %

Z E
activity neural states)E Z7] 93k A 2L 5 7|0k A Whalo] dwjd 4 9)\‘:}.
ot

neis g FEE A7
o

FE9 £F 549 9B e A 1Y FUE S4sete
g3tol

F5el A4 ade FEa) 9

2
N

2

o

-0,

o

-
oX,

o

B~

it

O —{N'
i
]
4
%0,
i
o

it

oft

A= A
e &l Ao 5 g
d

olgldt FEH A4 24E &5 TF A 29 (Kinematics-

N

ependent latent factor, KDLF)Z}a A=A <=

KDLF&= o o] Hd EFolA A FATE = ¢l7] Wi A &5(5, A8 Esh&(firing rate))oﬂ/ﬂ 23
2 wH RHE(140)5 7EE 7 A A7IA, AAEEEe WAAELNS | UskE
T AUE Ze golE AHE & o

e o)g} St =
B odbgo] mEw | g Al A7 AE A 59 FH 7MHA (shared variability)¥ FAS} A7 AlEQ]
#d gF HglE 48 F 7] el 7] FA A4 dEE 2] 98 FAE AFEE 4 9l

A A7 Al (latent neural state)® &% A3} Asl7] 2% A Alsg2 AE 4 Q7] wlFel ALH

A=
A B L5 9 AT AL Aol ¥ & A,

mlm
o

A F OBIIE s A9sh 2ol g Jbsd &5 AR glo] oleld A A4 AHE A7) 96 AW A}
gatol WY BE KLF Abolo] M)A v BR(1102 48F + Ak,

oA AAleol A, A e FEollA KDLFol gk wis & A

shtE AEste] KDLF7F &% tl29 (motor decoding)dll WA& G&S H7E 5+ Q)
A HAAdel A, KDLF FAgeol gk Al 7kA diaxAd<l vjAdEg vy 291100 ts HMESE(multilayer
perceptron, MLP), &%7] 719 (long short-term memory, LSTM) <3 A7

2 DCCA(deep canonical correlation analysis) TE= A& AFE A A% <30 (deep canonically

"(recurrent neural network, RNN)

correlation autoencoder)E& &g 4 9

o2 So] AN F &3¢l MLPE 949 #olo](input layer) B #3 #olo](output layer)S XEgale] ofz 7
&Y goloj(hidden layer)o & FAE 4= t}.

A Ao, dag Aee e L] Adel vad = Qo

ﬁ

A Ao A, t}E Rde FA(factor analysis), GPFA(Gaussian process factor analysis), LFADS(latent
factor analysis via dynamical systems), PSID(preferential subspace identification) % 217 & A7
3-8 (neuronal population firing rates)S X233 4 9},

®orde] mE 34 mue e mang Oy 43wt o 22 3% 5 drk@E >17% A)
wowgel W AL NI AW BFelA £F Arel SAT A A4 BUE FEet Aze PHS 9 5
glom eeel 34 o BIl] Be U=y 4%s dAges 4D 5 At

T 2a WA 2cE £ Wyo] o Arjdo] w2 ZF dpold digt mdygw KDLFe} 33 ¥ KDLF 3F A4##HA
[e]

= O =4
(correlation, CRR)S =A% Z=wo|t},
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T 22 WA 22 FHaustd, AE 2 #H(materials and method) =WolA, A3d & 9 T x|

(Experimental Animals and Behavioral Tasks)”} &= < dt}.

Zo], a|wztof Y% o] (Macaca mulatta)®] 3719 E@gH oz AL dolg MEZ ALLE = drk(
F

e

o

rlo

649 3 v A AT ojelelst o8 5 adrk, mAl AF ofelel: Uwrmowm A Azl

A9
o] Ak 5 AWM Z Gl o]AE 5 At
L2y

, HAl AF ofgeol= dwel MY TF AT ﬂVa‘(PMd) T d5o] FY wiz AS% APyl &
Ak, A AAf oA, M12] MEANA 715% A7 &% dolgrt ALgE 4= Qo).

.
B
o] (& 2-¥3a Y=g (two-link manipulandum)S #|ojste] 2D AE o} T S FIsies T

i

Hso] F= 7H a4 S04 3D Al o2 =49 29 (3D center-out reaching task)S F3sle= FH=E 4
ATH.
dE B0, ¥5°] & Fe HFH AAE A2 A AA Jo| Al SAF e WA 24 F SHUR o

dwol Co A9, o 2l 45 A= HAS F 87 ®mAHo] AAE 4 Qo).

Aol Fol A%, 9 A4 Frrel wulo] n=A BEE 26709 wAl AN & Q)

Ago] FIA # 94 Y 24 Axgor UHY @ /2d 5 A

Ago] W& 2-3A MUEWIS Alojste] 2 T TANZ EAHQ w9 AL FYAES FAY F
slck

oA Hof, A%l NS AFE AMEZ AF AN A FAN X BED o FHEF AL 5 9
o,

of A%, shtel BEel E@st %ol (% Pl 443 RO, o] e APAA 449 BEE A4
oz ANGEZ ¥ A4A8d & v,

dlolg AEA d%o] C, M, F= Z}7} 175, 498, 468H 2] Ao =3

#2490l WA 5 dolelh el 8 e G At Sl deld 14 Ad Ugo
MR FlA 77t 175, 358 R 451709 Aglo] A 4 9l

i}

OPF‘(

o AAdo) A, dlo]E 7]Z(Data Recording) =WolA, © A7 54 (Single neuronal unit)S zF G350l
sl 7159 5 Aok, dFol C, M, FollAE, 47 172, 67, 1437019 &L f3le] BF5E & 3l

Tk, ~utolart FIAY 2Ftolart AL AYHE {4l (silent unit) (G A= Hit AR L3 & g &
E AlZEe BXgA Td A= <599 Ho AAEEE dFsle A9)S AQsta dFo] ¢, M E FollA 7
ZF 101, 48 % 79 s 4T 5 ot

A fAEE AL8E oy g3y H2AE(p < 0.05, Wilcoxon rank-sum E|=E)E Ea 7] ey & #4
(237te]art §le Y §4H ALDS A8 d3 Fo fgamd A e 2 Aot fles I + Ut
BE ol HA 71E g 2F Fxe] Al xutela EdRle SAARI AATsES FA5] Ha A
] 931 20ms AlZF Hl(bin) o2 wjdE 4 th(binned).

a9 o3, AY EF HA(kernel standard deviation)”’} 30ms®= A 7}~ AGE AL&Ehe] ~ulo]ld 4
o] Aoz HE3} (smoothing) & T3 4= 9l

7 Qgele] & A dxstelx 7y o2vle=

B7F t}d2l (piecewise cubic Hermite interpolating
polynomial )& AF&3te] ~Auto]T F}SE(S, 20ms)9 A== A

7] A8 AuEL = Aot
a9 g, $EE %4 A% A 160msTE ®E A5 AR E god 74 =2 Ak sgais 47 2
% dlolEl 2] ol EH(epoch) S FET 5 o

b
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o~ Gl v [ © 2 T A H S B A+ ® AF 2 e A o
= 4+ %3 S ) w8 Py T & ow )
B 5 7 = o XM ) < o M < G 5 = o 5 )
A - 4 > 3 mp ny H Gl oo = W 3 s o M
5 B o * =~ ~ o wp T v W oy o < o m.#
S y < < B o o & = . =x T & iy i ) i
& i . S o s AR x i T R o o ik
HE ;OL MJ/ N T ~ T ~r ,ML 1 1_ . = O#
- do T 3 = o A ™ N o % o "
§T o = T S o - ) o M < = F w N
o = X =3 ofp o 5 A ol & ~ e D
S o E o i o o X0 £ T uly _,mo = ' o
[} - — ) . ~ P
) - 3 il
P T T s T " y £ ®mz Dw o Sl E
~ — —
TE 2 i o r T ¥ ; i) 5 TE T 2 .
S %o E : = o A ol =° g =l AR B & % wr
g® X R 8 = 3 oF i) b 2 i) > T = < i
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g o g & 2 w o W § R B 5o = i B 9
“ ﬂor \Iﬂ " Q .I [ S ~ E#E “ AT ~ ml - ‘WU a5 m \_ﬂﬁ q
S 7o Wr _IL as} 0 oT_ (=) (o) . .ﬂw ] _EE < 0 jan) 7o
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W FE®_ o, - =" 3 £ oww Hz e o o
=g T RBP4 AoF naUu, o odp = o ,m.m w o r LIS JooSR ) ML ML o
M TR Tw B ® o Ty B B2 8T M < ¢+ H <+
—_— . - — —_— <
Ty *° EF om =4 A= : B s S B & 2w
TE Ny T8 S K g ow ) MLdoERo T Xoa = 2 o
g I : ald . IR
S fy w8 og I p pE ITU Hg e o oW
T . E8 E . 0% T X T R = T R s ol I
dE T B BT H T oH R TR HE HE Pox@RTTFR B H T rE W w
5 = = = =1 = = ) = 5% £ = = )
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Agstel 67k AA AP FHE B &5 ARSE dadat 452 94F + A,

o714, 4789 &5 mpAE (A, S, THERE 2 H7)E A5T 5

73 AFEJ(SSC, FA, GPFA, LFADS, PSID ¥ KDLF

~
rir
fd
rin
=L
2
2,

s
=
e
£
|\
Ip
ki
o L
i
2

o] ool A, KDLFolA taddE o £ tE Aol gt
9 7SS #eld 4 .

% baw £ Wyl o AAdd wE JudA A P28 ZAS Zyoly. & 5him & I o AAde
& 3|52 2 (root-mean square error, RMSE)9] Als 2 ZE =A% o},

¥ 5a R 5bE Fashd, A F =

o], SSCE =3 6709 217 ml B ¢
A AN, 5 AT A 2 =
Wallis BI2ER 57 ZRAAE F3 5= Qo).
%% vmge] 29 Kruskal-Wallis H2EX= (RR(Y%o] ColMd ' =845 p < 0.01; 9ol MellAl * =
208.9, p < 0.01, ¥%o] FelA © =159.1, p < 0.0D)e] thgt A A7 deje] o axs Jehhar, RISE
(o) Colld © = 140.3, p < 0.01; %ol MelA * = 267.4, p < 0.01, Aol FlA * = 228.9, p <
0.0D)ol ik Al 217 Feje] Fa a34E vebd = 3l

Tukey—Kramer HAE AFR3H AMS o5 B]lal HAE(post hoc multiple-comparison test): KDLF7} CRR %
RMSES] =& 5olo] thsf PSID, LFADS, GPFA, FA & SSCHT} ¢ U2 A5 BitgeE AS &9 5 ).
KDLF&= PSID(%e] C: 15.3%, ¥z°] M: 12.0%, ¥%o] F: 12.6%) ¥ LFADS(Yze] C: 17.9%, ¥zo] M
14.4%, ¥zo] F: 19.3%)°l 3] F+ HAZ -7 A A% Jeel vlaste] Aoz vay A

F719e #4985 Unh

olf
9,
—_
@
w
=

Tukey—-Kramer 2 g-& AF&3F AR Tha W]l EH2=EE (RREF RMSEAA 950] €& LFADSSFO] HluE
o -] dzololl 4 KDLF7} PSID, LFADS, GPFA, FA B SSCHEU} U U2 AeS AEASS AT 4 A,

F: 11.4%) <} LFADS(€ 5] C: 11.0%, ¥5o]

KDLFE= PSID(P%0] C: 14.4%, 950] M: 9.9%, 950 M
217 Aeiet vlawste] H@#(CRR 2 RMSEO] 2 %)) tjzd A

2 9l2o] Fr 17.8%)°] o8] T wA® 953k A Al
Sol A 11.9% Z7Fehe selst 4 9)

f

A 2 &5 fagdy wprA R, KDLFE 714 2 £x0] s PSID ¥ LFADSET A =2 A45s 4T
o]
s .

H
[@))
rlo
re
)
o,
{0

©

>
>

o] W2 o=y Ax % EL2REH AFAE 95 AHS £AF mwo|t),
%62 Fustd, d3E RS FUS] AH A4S AT, ol WA U4 e el wiw 5 v,
KDLES] A7de #4e v A A7 el A= nc
JRe A%

ATAE A2 AR A9 KruskalNallis BlEs RR(C = 14.9, Q%] ColA p < 0.05, Aol Nl
AT = 63.5, p<0.01, Agel FlA X =414, p < 00000 the @Al A7 Al Fa e e,

RMSE(Q%0] Cold * = 71.0, p < 0.01; 9%o] MAlA ¥ = 73.2, p < 0.01, 9%0] Fol” * =86.9, p<
0.0l gt A A7 dee 8 axdE Yeid 4 9o,

1
3
rlo
r
10
oL
Lo

°

) AN e -7 Qe sel e M3t A% A ANS AT 2F F

I
N
=
=
i
Ho
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T JRABAE FHET FALR] FE PHE ZAS Ttk d HAAddA], = 79 FALA F=
e olg = 8o ARl =& FX(800)e] o3 aE 4 Urh

T 78 Fushd, S701 9A=, AFEAE] 417 Hd s (neural population activity) AEE 53 @A
o]t}

A AA G A, S701 @A o]Zo, AA A B AITE vEY ZAAQegr FA Rd(120)0] A &ste] #Ay
T7F(latent space) 7]¥F ZAf A7 Aef(latent neural state)E AFEdtar, ) A4 Arejo] 7)¥rsle] A&

4,5 T
39 R (linear regression model)(130)ZHF-E &% £& FA 29& ndygs 4= 9.
K

dleflA, S701 @AISF S703 @Al Alolel, AA FAd &5 459 v 2d
g oy 21200 AAE 4 .

fo

WE 9% B4 A 29, WY uE BU(110)9] FAL 9P 12eE R (ground truth) %
[e]

S703 @AE, AA Ag g% 252 ¥A4E v 29 (non-linear mapping model)(110)¢l] Z&3le] &% =
A 221 (Kinematics—Dependent Latent Factor, KDLF)& AF&E3te wAloltl. o AA]doA, S703 Ao

AEE KDLF= ‘F4% KILF E= o9t 558 71e4 ne 2e &2 AHd 5 v

R

S705 @A, AEE &5 5 A 2912 A8 y=u(linear decoder)(140)0] A &3le] &5 wi/iw4E 4
At WAt 971A, &5 wibS e ‘e AR EE o9 553 V|Ed 9uE 2t {02 AH=E

+ anh.

i

omiaﬂov.-q ot 0% 4

w8 s, ALl FF A (00)E HEH(810), Ao]N(820) W AFT(830)F EIHY & e
FER(B10)E AEAS NG AW BE ABE AT 5 Uk I AN, FERE10E AARE LF
&5 oglom, o A9, AAFE A A A4 Axel U 473 Ad &% A5 5 5 o o
g Sof, AARE U4 AT ofdlelE 2T & At

o,
>,
>
jz
o
i
4z
%
=
N
rir
o
>,
o I
Gl
=
gldv
ot
2
O,

1
of

)
i&
F
o
°

o
o
@
o
@
<
D
2
il
X
o i
i,
4>
o
=

N

JoF-(820)+= A1 A &5 A5 E v)Addg w3 Ed(non-linear mapping model)(110)o] 2 &3l &5 &
A 2.1 (Kinematics—-Dependent Latent Factor KDLF) & At&Estar, A7) Asd 5 5 244 89&
)= (linear decoder)(140)°l] H&3lo] & w/lHSFE A2AHE 4 ).

oft Ipv

o AA A, A]F(820)= Ho® sl T2 A FE ulo]lTZ(micro) TEAAE ¥
ZAAe 4R F rh, w3, A o] 5 (820)= CP(communication processor)ét A" 4
= g tdst AAdd mE A8l FF 4A(800) 52E Ao 7 Ut

ZSAL, i, X
[e]

k. Ao]F-(820)

AZE-(830)= HIAE i 2E(110), HIFEE AAet 24 29(120), A9 39 2E(130) # AY H2
H(u0E A + Ao

(1

An el A, AFF(E30)E A4 A FF AT 2 L% ANSE A9Y Ao

% 88 Aaelw, gAeel FF A (00)E PE(810), AC(820) R AL-(830)F T + Ak, B
el G A dEelq LG 8 A0S E sl 4RE PRl A9 AL ko, =
Sl A% PATHG BE THES AU, EX ud 4e FAES AL Aew 188 o
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EH
Ed]a
100
Neural population activity 110 140
/ KDLF /
€ —~
@ Nonlinear v Linear ><
g @ :> mapper :> :> decoder :>
(7] Py o—
; :

time () —»

Latent space

hy
time

Factor analysis

-

h
Latenyheural states e

I

Modeled KDLF

BTX[+ E

X: matrix of kinematic parameters

E: error term /

130

Template latent neural states (modeled KDLF)

nl

Noisy latent neural states containing faint KF (= factor scores)

-

x

b

O

PPL<TVD
< ¥ < % =<

b

=
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EH1d

-? X)'*(X({-UX-U

=

EH2,

no. latent neural states

10

s

]
-

Indices of latent neural states

Monkey C

no. latent factors: 23
}.

y flsl.[ELL[ e

- I LIN(SSC - KDLF)

[IMLP(SSC — KDLF)

I DCCA(SSC — KDLF)

I LSTM(SSC — KDLF)
@4 Std(LIN(SSC —+ KDLF))
&4 Std(MLP(SSC — KDLF))
4 Std(DCCA(SSC — KDLF))

O

-

M+ Std(LSTM(SSC — KDLF))

0 0.2 0.4 0.6 0.8 1

CRR(h, h)
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Monkey M

no. latent factors: 18

no. latent neural states

0 0.2 0.4 0.6 0.8 1
CRR(h,h)

Monkey F
no. latent factors: 19
10 |
$

:

no. latent neural states

0 0.2 0.4 0.6 0.8 1
CRR(h, h)
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