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Dendritic action potentials and computation in human layer 2/3 cortical neurons
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BRI R T R A TN, BAR e e, KT, RATH S5
R T LT 5 e R Mot 3 By T R KR R T AR, RV T AAR R
BLEBEIE (L23) RERETNRA. EXEHETY, RNEAT —EEHNFH0R
GRS fr (dCaAPs) , HETAnat i 4 Tk 8y B R B, BB AW A HE 3
f o fide th, dCaAPs BASH; B A1M IR IE 2 M A P8y RIS T RABAH, (24 B & A
BT R 55 o 2 3 dCaAPs 3 A A 5 47 2 IR 4 0 46 T B 1 H 4 Tt e R T 40 B B S N
HATR%, ARTEREWAAFESEAL.

AEXAH MBI HT KIRT —NEFENEE (A3E2XK) , EFE2EME3
B (L2/3) WA R[] B, AXKXWEE L2/3 WA TR T E KA 40 0
RA2,3], HAEHRMH A1) X At R 0y 7 M 8 4F P (active electrical properties) 7
WAE Lz 7 R N5 3% m s X5/ & L (axonal action potentials,APs) # 1k, t
i, H, elWRT#ETiHEeE IR BETE,

F A1 F R R F 442 5k (dual somatodendritic patch clamp recordings)Fn % ot F i (&
$ A (two-photon imaging) & B #F % T i i #n i 8 B F K0 Ik oy K K B & M0 oo L2/3
WRWES . BT (RAE) BAAMRBIARZH R, KEFH (Awewa) H 195 pum
(E S1; n=23 Maf) - EARE TR, REEHFSERA (back-propagating action
potentials,bAPs) MK 2|4 K F B, Avar K 290um (E 1, a-c; n=31 N2H) o Abar Fohsteady
T Wm0 K (3 2 40 i 0 40 B4R T 34 40 T 4 T 07 49 850um 4, Tswmavd R 7€
MEZ1E) , IEKREMLT TR R LW K S BCR ik 0y 8 7E 20 % 2] 58 210 Az

# A1 H 4546 7 7 Oregon-green BAPTA-1 (100pum) 3258 48, Jf 78 BOE T 2405 Tl &
R MR APs B KOt (AF/F) B9 %Ak, 4tk APs JF%] (10 A~ APs) £ 50Hz it K fit 5]
RIIFRRP R B Ca*' i (B S2) o MEE & AP 5] (10 4~ APs, 200Hz) # LA
T W R KA, KT SR Al 20 4 L2/3 Sk w20+ R [4]. AT, X
e 5 aTmE R R A LRSS (ES2) o i, RibmAik AP MK uff, By Ca2+
WG B R XA (B S2D)

BETRBMNART AL LB MRERTEAIMERE R RFRAG KN ENF . RITEH R
(Taend) FENBFH K (current step) , J03 T A 2 Fn Mo (AR By B B L o 7 A AAFn 2T 35 A R
WA (CFHIEMAR 170um) , B EEREZIER K APs, FEEZEHES (H lLafb
PR S5h) o 4, YMERERNTERTR, HEARAT2FERL R RAERR
FENEL APs 57 (EH 1,d; xdTeAR%, LESI0) o xMERELH, ARAER
AT L2 MR R st M B R RE 5456, ERERNFHEE, XUHE
FHRE L REEE MR AP[S]. 5 L23 4tk 2 AN, AEFEREE 5 B4R
P22 T0 5 et 2K By oy TR IR MR TCAR e, WS S AR MR 1R [6].
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s Rl o A R A W B G A0 AR R AR B B A R APs (>20Hz) o X M HF
T 1 KX SR VT T AR R [T AR 4 s A/ N-F 26-D- R A &8, (NMDA) %1k,
A A AT RER (lum; n=4 N2 ; B S3) KB A L2/3 44 £ U8 4% R 4k APs,
B4 Ca®3# 3 [ELIT /| CA*" [ALIF (200um; n=5 N4nfe; B S3) o HATEAR L23 WA TLH
WA E| W 50K Ca® APs fe H A FLsh o0 L B0 2 T o LI A 3k o v 3 M &
T, ENERNT (RBZENT) BRI APs $F 8 A R AR BOK[9]. AT & . AL[10].
Na-dSpikes[11]Fa4# % 55 1€ . {2 (dendritic action potentials, DAPs) [8]. # T X 4-F A4 A%
R o R I A R AR APs & B AT 44 oA R APs, HATHRZ A A4 K Ca** APs (dCaAPs) o
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WL Fe bt K WAL A BT B 312um 4o (B) () £ (A) $PHEALRF. 2FTHREBREN (L) BEHEE
bAPs (Vi) #2485 892aftk APs (V) o (i) 2efffk AP 45 F bAP Z #7[Ak (i) PHIREZRRM K], (i) 16 AT
8 bAPs (R &) RAFHME (FE) HufasrF. (C) DbAP K#E (F.5) F3HMmse (KAF K 1,w=290um; n=31
AN, BE) LIERKEBNLRZ, REXBATH 1 BPRREBOGBREZRER. (FHAN) DAP MG T 5
FOARIE B 69 XM PR (12=078, AP 2 RABERH) o HiE; FEH. (D) (1) dCaAPs (Vyus; HE) B AM
R (lgewa) IFTHRRME, N (2) MALZ LMK AP (RE) o (i) WIIKAP (2&) Ao dCaAP (B E) , & (1)
A Re 441% EFH) dCaAP (K E4FK) AR AP 7T, (i) & (B) # (i) FAARH 16 MR (RE) F, FMT
Fhg s dCaAP 5 gzt Fo (E) dCaAP #93RMg 5 B MERa93E B L X (n=28 AN&me) . 0009.0 % i & (A& LA
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&, AKX UERH) Jo (H) #é& (W) Aotk AP (R3R) 897 £F239E4548 dCaAPs 89 R 4o

dCaAPs T THUM B Bt ey & 0, W E e T8 & L kR K
A ZTH (=4 NRE3ANMEHFN A, BHS4) . k¥ dCaAPs BLF B R T R4, #F
R ¥ K. dCaAPs T LA M, 5T 5 bAPs 41X 4. dCaAPs & # [t bAPs 5
(FEH 44+14ms, SEEAE 2.6-80ms Z[d; n=32 Mapy) , vM1&E LA, HAELRE
ik A 45 (kink)[7] (B 1D) o K Z %@ 39 MNafnf iy 27 4) Bxr— 7 (AANHE



% /) dCaAPs, 3w i R & 4.6£1.7Hz (dCaAPs/s) . £ T 12 MR &, — 4 dCaAP
BRI B LB Ak K o R T 12 M R, — /N — iy dCaAP 2 1 ¥ 46 J6 S B 4%
fit X o BT bAP(H 1C), dCaAP #yigE(E 1E)RKH FATATR(E SSHF T 5 40 itk iy
5 B (£ 44 dCaAP 1§14 43.8£13.8 mV, LB 13.0~67.0mV Z J5;n =232 /N4 je, 3% H @0
B). s LS M A TSR R P, RIOVAKREN 2 FRE. KFLZEEEY Ca' A3 8

F & B AL

A Bi ii iii v, iv
\ ldend HH Vsoma ot
305 pA » J/JJF:\ s
=] il
‘g J» R et = ,/
417 pm ’ - X, IS
E g "
=4 L L
o 30 mv 30 mv
1
8 ® pAZ\(E ms 2lms 250 ms = vaﬂ‘\s
ji V, jiii v, iv
/ soma dend
soma soma -
y (I 350 pA Q h
=7 200 pA B3 JJ ] P, \
o2 it i T % el
- ] L AT = SEe B
Di ii E dCaAP rheobase F
200 pAL increasing stim. intensity gi E 80 N
200 ms =3 = %
I = g" 40
=) 20mV L I ‘ g 8
I\ @ o
S5ms / L o < 20
e R e 30 MV L 3
dCaAPs §0 T 9 . i .
0.5 1 1.6 2 200 400 600
ldena/ Irhe ’dsnd(pA)
Gi ji H AP rheobase |
increasing stim. intensity = q cmmcR o v/
E ; ! sharply tuned dCaAP
g Jgl |
. o ! —_—
g | 0.5 (I/ Iipe)
o |
e o threshold for somatic AP
05 1 15 2

’scma / "l’he
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FPRALZEREEL T, ZREALNFFELFE (B) 2 (C) Fo (B) MRV (o) AIKEN 417um (i) Fodfd
fgmietk (i) Fedf RiFL (i) o (i) /& 260 F2 275 pA, EBRRDEF KRG R, FHMILIK APs. (i) £ 260 F= 275
pA B}, dCaAP 3R#&F K, 1 Liwa>275 pA M HpH T EM.  (iv) dCaAPs (B &) {2 Famiiik APs (K&) X 3T; #F
(it) F= (iii) PHIELR APs L Ko (C) 4R®AEA. Tsoma (i) « 28M4k AP 55 (i) A= bAP (i) , L &AEEL
BL5 (B) #4 (1) #he (iv) M4k AP (R&) L FAHEIKDAP (&) ; REM () Ao (i) Fa9ER AP K K.
(D) Liena #9340 (i) #5337 dCaAPs #93ktg (i) ; AAILRE Lo9E 4 54 Idend 445 50 ms B AFIT. #igk; E
F, EF. (B) T RBEM dCaAP (12 M R) Fedg s (BX) , HAMLREFF —A dCaAPs 484+ T Idend
ARG, FTRFH (Tacwr.) A 0.39 (F4E£0.38) , VAtheobase A #45, (F) dCaAPs #kigde (E) FfF, 12 kil
i Ithe A, RRAMEM AR HME (BE) AFRRAME (12 A%) 4 dCaAPs #kig. (G) 5 (D) 4R,
et Fam ARtk APso L., (i) Fedgdb= A6tk APs (i) o (H) ARIBAFELEBAREANCREE Lo/ Ln)
24069 AP dRig. LIk AP #93kig R B 28, £— R IR BRET ARBT Lowa (G) (5 AP #9235 21 6=82, Mmje
R Ly #45) o (=) ARIRm SRR E SRR (BEWL) femltik APs (ZEHZK) .

dCaAPs 3t 4n ekt v 2 R . E— s (37 Napfe ey 17 4) &, dCaAPs 5
41k AP 8% (1§ BkH dCaAPs; fl4mn, K 1F) o 5 4R & 70 4 IE i 3 6 A Rk
APs[12-14]F [, 18 B¢ dCaAPs L Bl /s 7€ R 7£ 21.6 %] 116.9ms 2 |5 (17 MEA Mg d A
11 A28 i 7 ¥ 53.8+26.8ms; & LF fn G DL K S6) o 186 1y dCaAPs 7 % 4R fi & 40 fig {4
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APs W HE h B oM. T—Hl4h, B MMBEE dCaAP #a ik & — M E 4 Mk AP, X &
k&, GHAMM A T[15,16]4 R F 8945 AP 1 [F, dCaAP £ 2 X MMtk AP th3it K. % %
5820 N2 B, dCaAPs # AR B, AR TH R, £ 8% K 4K APs, %, £
A R AE R (PR AR 335+113um) WAL 2| iy K 4% & dCaAPs L fik & 40 fiL 7K APs #7145 & dCaAPs
(BEMK 265+71um) %, {EIEE £ 7 L 41T % & X (Wilcoxon #Anf %y, P=0.077) o %
oh, — /NG AR AN TR A W 40 e AR R O 46 BH[28 2| T3Hz) R =N E £ A dCaAPs.
FEE ST, KATRYE dCaAPs 7 itk 2 ik X APs By fk 7 (B A5 EMEE) RAE LM
(Bp & JeAn/ek 6 ) X4 dCaAPs W4k . B & 7% dCaAPs By K % Hpt &% thfil & T8 2 o

dCaAPs, X kW CA1MAT A T 68 5 78 M S Al o5 Fo/ s b A B Z 3 [17]
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B3 AERMEEL2/3HEHFENE. (A) (&) L2/3 4 Z AR KM H AR BEA dCaAP bub) 4L, KB (3B
JAA 550um) A Feo 100 ANl & E AT H F AR (AMPA) MALLSAH A EARRA L, FAaEEM (B) 8 (E)

TR E. i AMPA o NMDA £ % (33) #e) X oY @88 (HAEBRA 25 MXEREMR (L EfMEE) , BT 20
A GABA #e4p#) (inhib.) ik (35.%) sh, AN TRK RGO —ALR . A ARG F@EL, HEL “BRAFTE
(%) By dCaAP Frhg Bk Tl R iR (lwa) > RRF R (Tcur) H 030 dCaAP BIMER E A 36 mV, RIRHEK
H220pA. (BH C) £iAX (B) HikARY (C) &z A AL L6 dCaAP, (D 5| E) % X fo Y i@l 54 F] i &
if, dCaAPs B, 2 A4 (E) #93mmik L. (F) (k) 40 dCaAP 093 iE R % (Brtr L) MRFRe %
B A (1, 0) F2 (0, 1) # (X, Y) $Axt, AEBALAFT, mARL (0, 0) F (1, 1) #HEEH X faY
BNk & dCaAPs, Ao BAE+ 54710, (ERH) R £k T £ RmL AP 245+ (1, 1) , (0, 1) #= (1, 0)
8 (X, Y) AR, mAR2 (0,0) . (G) L2/34ki 2 uey =R, Tihkmies (% ¢&) 25484 AND/OR
1T, BEDRAKRBIL AP, TUsMREAZHFRT, RARPERMES LAEREHFF TEAZHT, dTF NMDA %
{A[33]

dCaAPs v 40 il 0 By N\ Hir tH ¥ 4. 7, 20 01K APs Bk v & vE O\ B ML B R O 5
BT m. MR, £4 @y (£ 12 MEFEL g4 dCaAPs thafln d) , HATHIE
FERT —FAEREATA, BE AR RR (T 2R R END R E 2T 30 MR
WD Fldn, £E 2, AfeB o, A ROR AR U F AW R IR TR — AR A S
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APs, {EZxtF E &t B ie 5 H K W & APs. MR, ZAIF it itk b, APs &4 H
ML NGRS T g e (B 2C) o xR 2 i dCaAPs % B 7E WU BE . HR
W AE K B dCaAPs 7o (58 MY 27 fih K 48 ML TR APs, (8L JE & R 333 B B 2t — o 38 o T 40
(A 2B)

Bt R B TE B 2k (B7 dCaAPs B4k 18 1E 4 A4 58 WL i E N TR B B 3, Laena) ZEFLTEE
(rheobase, 5 2 DL 5| 42 | ik By 5/ Lot 58 ) 4 3k B B KE (B Laena=lrhe, Lihe A2 fif & dCaAP
B , FEEEE lend FEB (E2, D2 F; 124 k# 48 dCaAP) . # AR %
B (AL O A8 B A B FERE 30 F S E R 039 (FE N 0.38; BTN Line),
X & U dCaAPs 4w UM NGB JE HAT T A BEE (BEHEMW) o b, L2B3 WEEHHY
FERAEREFAATHAE (FH2F) « MR, EHNNGNRECEN, @K AP
(B2, GEH) (A BHAYRER TR, —BHBEAP MK, HiRBILTESH
NI T A (F2H) o G5l 4 #7 % 2 b 8 A 0%k APs, B NMDA IS [18]Fn % 5
EAERM AT (15, 19 fn22) HEA R Ca®" APs (S8 T HLE W1 R 078 5 B 3 Jm 7 3 )
TR, L2/3 4 % 70 % dCaAPs #y ik v oh i 2 Bl Ay e v N E (E 2D o

RAVEEF L2/3 4tk & 00 J7 = A R K dCaAPs #L7E Ty 8 oh i 45 R (dCaAPs By
AR, WHE S12) o WA TRIVEMNIE (B 3A) &, 3 L2/3 w2 oA
HTTHFEREE, SN THRENTEERTE, WwE 3 fir. 4 TENUFHFR LA
WA, BEXMY, RNOAENEEERT 25 M4 EERM (B 3A) , 43Tk R
W—PTERX (H3AFHEERfIER) XEREFHE— L4068 8 TM & dCaAPs (A 3,
B C) o RN F, T dCaAP By E T fh, 74 R ki N8 B 19 (7] B 8008 P8 1K
7 dCaAP #yik1E (F 3D) , Wi H At R AP KK T EA M R N[24](Fl 4n, ZEnbl £
S HIH RN F S BAR R £ TU[25] 3 15 K 0§ B CAL 4 £ L [26]). B Mk, BATHAZIE
XA L2/3 e fhan & 70 W BB BRI H T S AN OGR B  R EE 3, R
ELEMRIHMNGBRER/ZEE CEXd @A PE, E50ES9) o R —AIH
R I X[20 /> GABA b % fit) By 30 #[27, 2810 T AN X i E 40, I Z W, 1K & dCaAPs
WAk @ (B 3E; [29]). X BEERFU, R FndH 2 6 e AF 5 7 3 T dCaAPs W 4 )R E X
FE, FRAMFERAEEEMROXEE T ORI TRECWER (FiE2LE S9. C
f1D) .

KHURAMN—E AN, HRAFERBRATHRGE N AT EHEH, o
AND 72 OR[30]. 4t L, XOR HRIEH AN FE M &Mk £([31, 321 HATERIA, LA
BT iR B, dCaAP jE i BT DL 3t 7 ) dCaAP 8y 9% 18 R A BRI H AR 8 R 2K
2% (H2) o Ak, ETHNWERZATWAR[30, 33], ROFE A, ZER
o L2/3 4 Z Tt 8 o pk Aot RIR E W — ME 6 ZHEH Ao N s e w4 (B
3, FwG) » ax/MEA Sy, FRIZEHZASH dCaAPs W X F#1TH, T AND/OR iz
Hoa R A BoRA R R L 34T, 2313 A 4 fs NMDA I£[20. 25, 34, 35]c A
By R P BE T XA AR 20 o e Sk W A Sy R, X RR AR R T KB M AT
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