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Feedback between models and data: a pollen coupling model about mast seeding. Akiko Satake
(Department of Ecology and Evolutionary Biology, Princeton University)
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ERGEH 2 ENTER T, T 5 OFERITEK
b9, HRBIIBHRO Y IV THSTLE I ND
LN, WTIIZLAHFED A v MIRSEH 7,
COHOEALE, B ETDOT A — Ny 23 ENn2
TREAPARZ TL %o FEREWIZEILERRIIZEICBE L
EDTD I LICL s TEHHEEHRBEET NV E 500N,
BHEIZERO WS OEEM R WikT 5. BRI IER
DD LE®ROD L LD ETE ML RO &R Hi<
FT 2T 5L, WEMHEEICERLHEEHOBINER DS
5HENIZIERAD D EAMICT S L I w) & %
PZRIZZW LT, 5 UORFHE - TTFIS, SAMmMRES
AHBTLOL LT, F— <AV Wb D,




B & KA OME T 4 — K3 7

FERFZEIEE TV & VBRI SE L 7 — 7 ICER L Bi &
525, B EIEOBTI ) LT 4 — KNy 7 9350
D% ERTAZ LT, BANOEMRIIIRE 5o WETE
HENTWAET YT T4 7<YAT A NI, 2O7 14—
KNy 72 iEH L7250 THAH (Holling 1978 5 Walters
1986) o

M EEMLDID L) LR E &) o TEHT S
2 T EEER W) EEFR G WEERPOBRE
THhbhbo COH, RETIHIE-E) LA/ 91T %2R
FTEIETERVDLED, EHEPIWY MATE YO
BRI OS2 o C AT O B Z FH 3 2% 2 & T,
—ODODUREEATRENL E BV EE - Tno,

HER) DEFEIFFH &\ ) BIR

OIS FSEFRFAARKLAONL, EEHOH
HEFALCHAIE L S BEL 720 AMoRHNER & B
WHMDZFHF L T2, $2IEHE0ORTHEE D AD
HHUERFERA L0 LA T8 Lkwy (A
07y 2004), %9 LFFRABGIZ. MPERATH R
WREENTE 7z, &I, WWEGRORAERCH =213
LAEZB L, AN (& XICI3EmER) CHT 2
CENRBHY, TN Lo THWEM SR TEEOF L
XWEDAEDHE D L ENBIZoE D E L) X ankTh
Bo 12 ZIE. TFHTIE S - 7HEIC—HOEEEIFIN
% L9 (Yasaka et al. 2003 ; Kon et al. 2005 ; Suzuki et al.
2005) o

D &) LA OBHERFRABIG L, mast seeding & LI
NTHLI P OEBFEORMEK L ENTE72 (Kelly 1994 ;
Kelly and Sork 2002). %4 Td . MEILAEREFHEL S,
[KEOHT%—FIC2F5Z LI ED &9 %G Lo
Ay " BHBEH? | IOV TH A DFERI LI NTKY
b0 MOFELELDIF, WEEHMAENKTHS ) (Janzen
1971) 6 FRIZIZ, WX > THESNHET 28T & § 58
BED D, WEED LREED» S O THEL K
BKRRICEED D0, HEBTVPHELENZWIETIEDK
BOMTFEEFEETIENIHRL TR0, Lw) bl
ThbL ) LIREEEZD CoTodMmIL. SRR %

13k Al

22O EAMEENG &L S FSERMEHSRE SN TN D,
CAUIDOWTUL, Kelly (1994), HH (1995) &2 ZH S 720,
PHERE LI ROB LR B ok ATV 521 (Yamauchi 1996
7o &) REBRAGICIG N A SO S B R, Fo & XTI
S L7 HEORER S, 2B THET S 8k b,
PIEREIC W R IR, kiE (BT RENORRRGE MR ENOR
FizEs) Thbo
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NG D 72 707 & BHHF AR BL R A AL I I BIR S L B 7T
REME 2R %o

CHucxr LCL RFHBR 2 WL 1235 AR A & S AT
LTI —F VDD, TOWEWT Ia—F T, M
Wk Z EHO A » 7y b AR R EERI) 205
BROT 7 N T v b (BIH) 217 Yy TV REEE L
TEBRDB, ZLTC, [2H)LEBEPSHET ) ED L
A LMEMEH T 5 L EHSETORMIT SR sh
L0907 | LEWAT L, REETIEZ ) LW T 7
O—F 725, Y OEGFERNIEO T OTNE ., Bin
CHEEEIIEE DT 4 — RNy 2 IZHE SR H TR S RE
WA L 72w TIY &2 WENLET IV,
WoOEXBLO—MUEZHHATLL0OTH), £THOFH
BNEHTE B HRERETFT VTR AWEEZNLLTHE L,

- >
0 — —

EIRINGEZE TV

ENEEDOREESAFIv I X BEEHED S BERE
DT

T O ZEFEF T AYE U 5 W B A 2 BT 5 72
DI, BRI ETVARE SN (Isagi et al. 1997 ;
Satake and Iwasa 2000) o ZFILE € 75V Cld, i idam4E
BREE2ERL (A Ty M) ZhelFET5, € LT
ENH LB L L. WHERERKET S (T
M7y b)) 2 E TR DI & HVTHRET S L ET 5 (X
Do A Ot FI2BIF A EHEEOEE Si(). &K
DAY Ty bmx Py, TLTHER Lr &35, BED
W R

S(r+1 _{ S(H)+ P, if S,(f)+ P, <Ly,
(t+1)= S0+ P~ (k+1)S,(t)+P,~Ly)  ifS,(t)+ P, > L;
(1)

L, BFRA VT MEOIFEERE (S() + Ps) W8
Ly DFTHLEWN, Ly 2z 5 L EHICIRE L -m/2
AT 52 LIl b, <, & (1) O kIZEBED
BEREBOREZDH5bTIED/STXA—FTHY) ., &iF
WARE L K54

BRI kAN S Ve BRI S IR
PEEO LX)V ETRET 2O T, W IEHE—E=D
a2 % (M2a)e Lo LEBEBDRE A ARENE,
TEFEEICL OB EHET 2720, BIHBHEOEHED
g3 U BIHBIE £ CTEIFEAMIE S 2 £ TRV
B (K2b)e ERHPHIET 2 L MWITEGE L 27
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HIRDO7INT Y~
(BN DERIKE)

EF

1
it T k(S+Ps-LT)

S+Ps-LT

BRI E 7OV OB T T 2N E RO &, FEEREPSBE (L) DTosmaid, BiRo

A7y b (Py) \Z& o THAEQHEREF R IZHMST 225, Bt 222 LAEHE LM HEN TN ZNEEI K

BEINDZD, ZOHEEZITIFEEEEIKS. S+ Ps — Ly ZfE~OEFHRER. k(S + Ps — L) [ $HT~D

%

BERTERL TV 2.t d3FE2H5DT. EOWEICRBEX T T2 0E E-TIET I v 7Ry 7 Ak hoTwd,

B BRI RE ke OIEIN AR BTG 2 & B 47 24 5H
NOBITVHEL D (K20). MEEMOY AL, O
S F T4 v 7 THDHEFHEIN TS (Satake and
Iwasa 2000) o

“Pollen coupling” : IER]FADHLHE A

fil %# DREPIE, RO &) RBEIHY A F 3 v 7 X % i
ZATCWbLEEZDL, €9 LIHWMDRSHET - /-
HCEFEFEFDE L A DL, O &EDITIIIEBIT L - THE
WRARDSH v TV ENL P THD (Isagi et al. 1997 ;
Satake and Iwasa (2000) (X Z41% “pollen coupling” & -
ATE) Po FERIZE B0y TV, SRR 7ZIED TR
BOMBAERD S DM EIZELG S NB 720, FFEOERE
TERL LM HENNAKFE L A>T BRI E e, #l
X BHREAME M 2R 3R Cld, WA E A~ RS
358 < o MEAR AL 2 e TV T U I R L
FHEFIIHFETE %2\, T D pollen coupling & E 7 IV IZHL
D AN,

FTNRT A= OKEEOT-oIz, X (1) & V@) =
(Si() + Ps — Lp)/Ps # flio CEEHET &,

Y(1)+1
—kY,(H)+1

if Y.()<0

if Y,(1)>0 @

za+n={
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L b (22T PsIZHIE—ETH D EHEL), B
FEOWEERRIL. Yi() A THIUIEARIIIE L R
WO BINT 525 Yi() BIETHILZEIHIZ L 2T

M7y MK DEAT 5, A (2) &, EELESET
MEEIZZHENLIRNZETTMELEZDDTH D, =

—
&7
K
=

IS, FRMREAR CHERE S N7 AER 5\ ARTE L 725285
Pit) AR &, UTFOLH 1275,

Ku+n={ Y(n+1 if Y(n<0 G
—kP,(0)Y; (1) +1 if Y,(5)>0
2 TEMIE Pir) 13
| p
RUF{NiIZJ¥“ﬂ+ : @

THZ26N%, bLYDPETHIE[Y], =Y. BTdh
E [V =0%7%%, NIZERTPOREWEAE. B3k

ST B D ARSI IEO Y TV E 572D (Augspurger
1981 ; Sakai et al. 2006) . DK RLEB/ 5 — 2 A5, KO %
YA FIv I AREE R T, ML T LR EN
BIF 5N TWA (Satake and Iwasa 2002) 0 F 72, BEAFOZH%)
FFUL, RERADSTHRIELFHO, BILEL LIFs 2 LI
DHH B LIRS S A5, pollen coupling 1¥F 9 L 720 & @
BEIZEEEE L 2. X @) 08T 2 =% B oiifbx et
L7zE ZI2IECOT, MInE L OMEIEZEIIL S,
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(a) ERRBAMRE k=0.8 (b) ERBDRE k=2.5
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2. BRIk OYEINZ & b % S BRI O MR~
DT (@)k = 0.8 D E HHE—ED IR L% Do (b)k =
2.5 Ot KiBIHOTAEIZHIE L 2\ 7o O EHTE. (o)
I RO EORMIEMZLE ., kZitoT7ay b L5
B k<1 D& SIITHFEEG, N LAHIEE5E0m &
b ENbNb ML, Chinochloa pallens & Astragalus
scaphoides DYFHVT— & P HHEE SNl EZ R L T b,

BEOMBAENDIKTFELX RO LT A =5 ThHb, B
AR E VI EZ BRI ME R OB = 1258  HlF S h
52l (K3), Baithflfoims & k5,

Pollen coupling 73 % & . LT OFMEIC L ) AR T
DFFHEIEARE 2 o B DEILE 2T T, il
BRDSBATE L T2 T SR ME R T- 295 S 72
Vo 5 ERTFAOFREEIfTONT, BELGIEH
ERIET 27 0DFH 5 BIREHTRD o WA L LH
B3 29 bAMER D BIET 2ED N5 & ZAED)
BV RO VEESNL, TOEITIE, MEAE
YL EOMT- % AR L. BERAKITE RO % F4FE 12
BT Bo WIERBD BRI AE LS 2 LT Bk bW
DEFET A F I v 7 AP HVIZF]ERAAE N, ZTOKI
HEY S C 225 L 72 [RIFR A3 < o

7272l 29 L7cHRHEDSHRRE T 5 2 &) 2 X BRI
BBk EAEBHRIOR S B OMAGHLEIZL > TRE S
(M4)o k<1 THDHEBIZLSTEHEZI A TFHSIND,
k>1ThoEMEL NV CTEIOELZENIEL 058
ANE W LGB OB VW20, EFIL NV TOLE

1.0

0.8
=
Iy 0.6
g 0.4

0 L=<

0 0.2 0.4 0.6 0.8 1.0
ERCOROTIBE

X 3. HEUENETORDTIGHE L ZHAED R, B I1ZAER ]
KOS, B=000% &, w7 bld e T s g
TOEBEEIAKLE L v SAUTBERAE ORPFE IS
b0 =77\ BARENT B LALH IR DE U EFOILEEDS
R &SRS T 5 L)1 D,

Bz BANEINT 5 &0 FMII N 0D DE G EFE
WA E SN FREIT 27 A5 ) v 7, &5
WZHEINS % & BHRERTORELREIERERNA SN D,
sEeFMETIE. bedbEhd Ty 7 B, FHY
BEFNRITTHZ b H D (Satake and Iwasa 2000) o
DEzZHT 5L, BREIECETVIZRD 2 20Tl
#7269, (1) BIEOGHFEME R L\ I3 e, @E
LAV oORFfAEERIIL D RE CEHT L, (2) 1B
IS TR SRR E A TR L9 (L R L
NNVOFETAERITE D KRELSELHT S,

BRIk 2 BT — 5 P OHEET S

CDEIHIT, BHENEEFNVIZINT X — T EOMAE
DEIZL o TEFEFREX Y — 2 FT 5, D
X, ETVOFINCHED ROBIZE 2 55 6 N2k
— S EBAELT, FHOWTNISBREIIRD S Lkt
BTw<{,

BiREERE

BRI TIOVATREE L2 < Wi, Bt isgEE &
WO 72BIET Y N Ty MIBETE 018 L T, Y
WK SN TW A EFEIZHICRZ Wiz oBEHEICE
BHDPEE LW ZAIZH o7 (L LERINIETRETDH
% eg Ichieetal 2005), CDHE 7Y T LIzDW, ¥ A
T AL Z & ) WL ETRFRE R (reconstruction
method) T& 5 (Rees et al. 2002) . ZNLLIAMZ, #HEE
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4. FFEVRE ke EAER K OIRS fOMAEDEIZL o

THobNLEXINY — D5 HH, BEN1 L2 ZFhEh
Chinochloa pallens & Astragalus scaphoides DEFHV 7 — ¥ 12kt
BT BMHEERL TV D,

FVIZE > TEBRoOTOr —Y a v 2 EETHHED
BA%E ST\ 2% (Masaka and Maguchi 2001 ; Ranta et al.
2005)

T, WHEBROEZUTOEBEDOAL Ty T
M7y MZLBHENOATEEZHLDT,
S, (t+1)=S,(t)+ P,(t)—cF(¢). (5)
ZZT, BFEOA YTy MIBEAERREETINIC & 5
EROBE (Ps(t) 77 N7 v MIBEIENOGHROFKE
(cF(t)) THhbo Fo)lE t FIHEFESINIAEDRET, ¢ 136
—OHI VIO ZFEIEE T E CICHE SN BFET
Hbo LVFHLVHEBEDZZD, =D LT % AT
D7D B IR E % T IEI Fupin Bunic &5 50 5B
Fh o BIRRARIL K 1Z Funie/ Bunie \2FE L\ t 4RI F(D)
O EEIN L EFD ¢ DEEHZIHENL L
Zh L. Fit) DIENHDOL NATTFOEIL gF(1) L2 5,
L7235 T, F(t) DAL L qF () DFET % HET D DIZLE
RN FuniF(6) + BunigF() = (1 + kq)FuniF (1) & 72
HDT, ¢l (1 + kq)Funi £ L\,

X (5) ERICEESRLLZ LT,

S,(t+1)=S,0)+ Y Ps(n)—c)_F(n),

n=0 n=0

(6)

R oo B 8(0) X B OB FIFEETDH 2o

2EMIFEETIIA Y7y b SN RIER ORI,

ZLCYFmIE 4 E TIERE SN EROBEMTH
n=0
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Lo WHT—= 06, BREOA Ty VT NIy b

DMARL D HoTOH LT bo L LRIFKHED
Ty e 23T, W & B O K & 1

ETHZOICK (6) =1l LTUTOL)ICEX
iz 5,

D F(n)=c'S,(0)+¢'Y_Ps(n)—c'S,(1+1), (7)

n=0 n=0
EREHCFEEFTOROBREE L EFHA ~ 7 MO
o L CRIBIES 5 &+ + 1 EOIFEEERIC ¢
T EDLEZLD (=St + D) DFEEE L THELN 5,
2F 0. (7)) RED < YE 2 S IF RS R I E 1 RE
LD

BIERDRE kK DHETE

e SNHPECE =% D L 12, £ 971 pollen coupling
D7 IRILTEIFIRDRE bk HeET HHE NI 5
(Rees et al. 2002 ; & 2Tl 5 D fEE R R HmE L L C
FHIT )0 tAFEICEIHICHKE SN B RORER, (1)
BN

0 if S(1)+ Py <L,

(k+1)(S(t)+ P;—L;) otherwise (®)

cF(t) ={
Thb, BIIE., EX» o &REDHRE L2 HEET 22
ETHDH, £ZT, D) = S¢t) - S*xEALTEXNEH
BIZZE > CEERZ 5, s* 13 (1) OFHLETHY

S" =P /(k+1)~Pg+ L, 9)
THZON5, D) ZBALWBE ¢ THS L,
F(t):{ 0 ifD(t)+PS/(.k+1)£0 (10)
(k+1)c'D(t) + ¢'Pg otherwise

Lk, A(10) 1. WEEREISEME L ®EZ - 5A,
A LEOE (F()) FFEEREOFEHE? S 0T
(D(t)) DFIZHIBEE CTH7226Nb I L ZRLTWhH,
ZZT R (1) BD0)REoTEEHRERZL L,

D F,(n)=c'D,(0)+ 'Y Py(n)—c'Dy(t +1)

n=0 n=0
WELNERET —cDE+ 1) EEDLL LV, L7zdo
T BIRFHEREC X > THEE SNz ¢'D() D% Z D
FFERX (10) ITRAL, fEoEEZHEEHREICX LT
mlE+sE, ZoEEEL T+ I DHEETE D (X5

(1)
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TBRERE

5. G RE k OBUEHEEAE R OB, AT HE A,
QiT—v%ibHobbT. WENE T~ %o THERXL,
Rees et al. (2002) 3 & UF Crone et al. (2005) Tlx, FHEOX %
BEL TV,

WCHEESNHEEMRERT), M (XL (10) T
X —Psi(k + 1) doao Tz, ZIEEE L E
EOMH % FEEICHEE 3 NG (piecewise linear

regression) 723415 (Rees et al. 2002)

WL — & L T LTS

MEHCIEBHIZET NV DI8T A — FHEEOJF % 3
L7 ZO—HEDI)ST X =7 fEEHdd, BEL )L
DEIEE T — 5 LEFEA Ty VEZMEET L0
BT = w T B, T ED KD kil
WHEMIZD WA TE b, ZOWpE LT, B4 T—5 0
SEFINZETNDINT X =7 2 HEE L. ETIVO T
EHINT— 7 HRE L2 2 DOWZE R BT B

Za1—Y—7> K® Chinochloa pallens (Rees et al.
2002)

Rees HlE, =2 —T =5 FOEWMHIZERT A
T, Chinochloa pallens. &xt5 & L C\w%, Chinochloa
FEERRAZ R TEE LTI CHMbN, ETVY AT A
E LTSSk SN T & 72720, R L v TR
b7 2 BIHT — ¥ LR E N T D (Kelly et al. 2000) o
Fo, BFEHLFHELIDRoTWwR I EIZMA, A X

205

PN S KBS IR E 2 B TE 5 &) FlTA
H5o

Chinochloa pallens \ I AFMEMW L RT 720, BIEFRA
1% pollen coupling 12 & > THIZHEZ SN B D TIE &\,
LA, BIHOFFEOEOEIC X - TP A —7
RSN D EMEOELRERE AR SND, Z2
TIZOWFETHR SNETIVHGEIZ. IO EIFRA L
WEIEOEEFH L7206 TDNE) L v SIZER)N
LHND,

BIET 7 &7y ME. 81 KD Chinochloa pallens 7
56 MR L OV OFEFET, 1990 47 5 2001 4F
TTOUNEMIIDZLERINT =5 Th b, HIRA ~
Ty ML R E LA TIRBEKRE LD &L AR
Y OGRS B 52 5 L OF DS, season-
growing degree days & & |ZHEE S LTV b, Chinochloa
pallens |28\ > season-growing degree days 1£. Ei (=
2=V =Y FTE N A»S3AET) OFHIRIEN6
JE% R TR ORBMHETH %,

INLERA Ty =TT Ty FORRYT— %
izl C KX (7)) &N (10) @ 2 BeBkiesE )7k &
TAH5Z LT, BRBARE L1134 LEESN TV D,
k=1340& =, BIHEIIELI AL T 1 v 772021
Wommasimyy (K2c)e F72. Chinochloa pallens 1% H
FMEME B=0 THbHOT, MOBERIE 7 VIR
D EGERFIIATRECH D (H4), 22T [mim )7
—] ZEL T, BRHurFEENICEERDSH o 72FIZD A
BIHT B LAE L CWETIERINZET VDY I 2L —
arERITH L, MWEEEIRSE L L Z LTS
720 SOETNHETMY HEIHEOFELT) & [FFR O
. EBD Chinochloa pallens D TORMNIE & LT
5E. FUMEITEESRE CV = 1.60. FHFRGRES CFHH
BIREUCH72%) =079 TH DO LBIHIMEIZ CV =
1.88.S = 0.77 £\ BW—HFD A LN L. TORHENS.
Chinochloa pallens TIE i M) A — DGR %Z . Z L
TR HOEFAEP B OFELH 25 ZEI LTwn
B LGS NS
LK D Astragalus scaphoides (Crone et al. 2005)

Crone H &, dLRkEX ¥ FMET A FHRINIZAERT
% HEWTE ., Astragalus scaphoides. % Xf % & L T %,
Astragalus scaphoides b B3 72 B [EIH 2 7R 9 AT, /)
FAAES R A E N HAEZ D (Lesica 1995 5 Crone
and Lesica 2004), Crone 5 DIf%EiZ. Rees et al. (2002)
DO % FE S AR oMmS (B) b abe Tz



eyt

LTwa, THd, fEXBEWBEOY; A 12 5T pollen
coupling DAFFER /R L. Z NLaSHE 1A I C#5H R 3 %
FlERIFTIREE L WO T L 727E L v o Tl vy,

Z2IH7 v M7y ML 371 MR D Astragalus scaphoides
PO/ OENTMEEL NVOREHMIZHT 2R T—4 T
HoH BOOWEXDH H 2203 13455, ) 121311
EFOT—5)o EFA YT v MIOWTIE, HREDRE
KEERAMHEPD L EhH. BRKEDOT— 5 % Hwv
THESIN TV D,

INHEFA Ty =T Ty ORI T—%
FEREICEBRTHERE T EH T2 2 LIk 5T BREA
¥k =1.62 B X CIERHIFOES B = 059 H3HEE S
NTWa, Tiud, RV NV CTIEBE I F T4 v
7 5 ®) (M2) 2oL LAY C U [ FESE O 50
MiESIF 55 (X 4)s Crone 51k, (1) pollen coupling
DHEE, (2) BIEOA 7Ty bOELEBHOAE, 3) &
BA Y7y MIROMEEEOFRE W) 3ODERO L
NENEZHAEDLESHYDET NV EDLD, ENHEK
KD AIC RitboEHREIERE) 2 EBT L2925 2
ETETNVOZEEERE LT b ZOMER. pollen
coupling DAFTE L G A 7 v MR OMAE % ERE L
7B TOASEIRE N7z. TS Astragalus scaphoides % [
T, pollen coupling SZIHFIF 25| S T ELERTH
VR N 3 R

E

Vb, ZHERIFSE~ O 7 70 — F Ok Ot
Nx, Mime 7= D7 4 — NN 7 2l L 2285
I L7ze STTRELETVOTFMHTESO & N72H5E
AR L7205, b B A ARRIIZOFI AT ET B HiE
FRDBFEERINETIVOUEZITHILED TTLEEA
9 (Satake and Bjernstad in press)o < 9 L72ZLEI DM ThH 1L
TIELDT, HRHEEED T 4 — KNy 7 OHFHA L 5,

Z T, BIHRIFRRTGE D4 OEIZ DWW Tl 7z,
BOHEIFIC oW CUE, B - EIEW T O TR S R E
MEAWHEFESE7ZE72H 5, £ pollen coupling DIRE
YR T MDD L, HEETIE, ERANOTXTO
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