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UTimX DOmMBHER T, HRAROF T2/ TARLE T,

AmBlE (2012 4E) 63(2), 75-82 HIRRAE : BIUiak b S

B4 TEMBRIZBIT D AR OERIIMEUE T 7 4 —F% 7 A4
FEDORE L HEREHIZ LT

EF4E DLUFE (ZI9F Z250)

B

F—IT, EOEMP LB R T 2B, EED 2 512
212 ERERBNOREmNELIRNED 251225, DF HER
BIRBHEIE (T 74 2) IZHIERT L0 THLIELZRA L (T
T4 ETIN) . TIDB, FEEAER T D AR EGRIZIT A TRME
AR « 77 0 O BTFEET 2 MR T 5, BT, iR LT
SN DA BSOS W T A R BR ORI S K TED H %
e & A AR EO M HBIRER S BT 2 2 FERRIIT R LT,
B#IZ, ERE 2 ORGSR B HERR L CIEFRIEBLR —KIZ 1T 5 Hpl
BIROEIIIALE T 7 4 o ThOFEELRET D,

F—U— N EREIR, SUPBMR, falukk. ARk, affine
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IXCDIC : BOERDRE

HEAX IV AETOHDOREEEZEZTHL D, 7 4F (Helianthus
tuberosus) IZF¥ 7 Bt e~ T U JE CTHIL EEOEIZE ~ T U LIZIER U
Thod, W1 EEONEHOREIX, 11 OEDNEHGEED
AiHMETH D, EOHEE Y ZHERE (L9 <A, foliage) Lo, 22
T2Oo0MENRDH L, F1OMEIL, EEDNREE &G REES D
RCEHPAERFETH D, EIRLEBOIEITIIN LS HD
THOE L, FFICEERNEEL TV DHEAITE, LOEDRIZRY
L9, D WIGATORE A BEE (sun leaf) | B WGATORE 2 [2%E (shade
leaf) L\ o, [FCEAANTH G L RETIIZLENRAR D20 T
72, [AUME DN EREBRINZY TG A THO G EN R D
(DEVEORNNERD) (K1), EBEITIZZOBIE - RIEDE
VIERI TH D, LU, EBRIICH DL —EORI DI E Y T
BONAERIREZ DEARREE ). T FEEITE IO T TT 9
1 HONERIERE 2B DEGAGHRE] LS, ZOGEOEN,
AREEIDIEVIZ LY LEED X 7 A £ THIHE L BRI TITLARK

WEENEI D,

(hf
)@

F20MEEIT. EOBLTHD, METIHIFIZIA LAY
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49

50
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52

53

A TV ONIREBIETDHE, HEBo THLWIENKR L IZH T

T D, HEITAHEIZKRELS Y, 0B LRI EDO KR
XITIRVEDLLR, FEONAMEENNTHAENGRIETZ T E T
PRI FR L, FOBKREBIZIETLT [~ OoFMH—T71275 (K

2). BRFNTARBAZITI~DF ) LIR~@Y Th 5 (FE 1991),
IALDIETREA L T BB, RUHENCE£5, BEE Sk
IR BIZEIL L, ZD EIEWENRT 5, (EZEOHE R Z2AL
BEIXZEL LA, 2 OERINIZRT 2 B2 il 263 5 D
T, W EEMANO THICAET D, & N OR S HWOEEITR
BIZHHEL TS, MEINITHENKEL Y £ EORITRH &
WML TS, ZUEH & D E/NSROANABETH D, £
> CHEREDIE % leaf population  (Harper 1989) & &R, HEH 1 {4
DICEFORE 25 2 5 FE, WD/ S A OB AEEN A OHER
EERADETHD, OOEMDPMDER D b DI BRI S L5 I,
lntgRk (age structure) ZFi> &S, F 7 A EIZRL T, EARDEE
FET IR 2 FF o, o~ Y FRox X2 A5 &, Bmicizdsv
T, RIZIIROSEBLIEEVWERD D,

7 A T ORICEEICH O D EARADG S, R EEE THHICE
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64
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66

67

68

69

70

71

NENIFET HHE L BEOBREWVIEDOE S (age) DIEW &R
5o DEVENVEBIEZ sToELZNWTIIREL D, EIX 20
BRICIHIED D IETEA L EOHE DT DRFEWEDRE (FFCE
H) BWEWESNEBEIT2HENHON TS (EP 1998), Z il
EARIZIR ST, ¥%HERT (Yasumura et al. 2005; Ueda et al. 2011) <°= X
U nN7p EOR kA (Katahata et al. 2007) (2R W THHE STV 5,

Z DO & kAsf (Mizusaki 2015 Photosynthetica)

X7 A FOREOFMTHE Ty ABRELEDN, 2 XU NTHFEH
FTHWERRLF LWESNLERZELOTHD, BIEHIZTF
BRE > TRV NOELMDOE (FlF 2005) 5 RT1T 5, %
TBFZEAEDPL VI EHEY XV BEE S EDZ LR TRDD
THAEBEENE < 725 (Evans 1989), > F W EDO LD EFE & 1T
HEREDOMUD LV @ <D WAV EN L REZ X LR TH
% (Oikawa et al. 2008), & DFFHLIZ, TH A DEZIKFEITED L
THWEIZH IR ST I LG E, EOERITETL
ey (2 1998), BOMRICHIEOANE DY IZL > T,
TRV E<BEIT S, 295 LW EEY O OREIZe > TR T

L¥E 9 (Givnish 1982),
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TECOND BAR & I RS, 7 T07 F ORk 7 1535
DIEFHI R TOMBOENFELOIZIFRFEICHET S, iz —
FHER LV D (B9IR 2005), Z OEGEIERITERERL Z FFiz 2w,
PR Dz XY NTRER S D IR AR Fbs X ZERE DN i k22 FF O R
KBl TH D, oy FIXEEMEZENEN DB EICHEIT T
NE 2 2T LWIED BV TV IERBAZERITH S (3gIR 2005), Z D
BRICEER T R A RO B L R WA R 5, Lo LT
NOETHIA CREHNI BV e A 2 & ER B o B3I T
DOFEHEE L D HARRRE A E W (K1), XY IEMIZIZFACEmSTHH
DV DEF E YA ECREI A IV (lio et al. 2005), AR DY
HTH, BERNTRONTKEE EOBEICE /DT 500 L0 2 [BIRET
@ U CdH 5 (Niinemets 2010),

B DB R FE 2 K od 5 41213 Bit 2 > ORIE, ERED 22
BRO R — M L EEDO R A D 2 S OREEEZE 2 HDENNLETH
% (J5#E 2002; Hikosaka 2005; Ito et al. 2006; /ML 2009; 2010), &%
OWFFEIE, FEOEMDEHEIR BB 22 A B DOE 2L — L& J
2L, ZIBHEW 1 EIRONEBORE 2 2 FETRD L) &

TAHHEDTHD, AFETITEILD 2 SO YO ERE L T
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101
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103

104

105

106

107

108

T4 TNV & DA R ER OB EIEE T V) 1T OV TR
T 5, TOmEICERET HMEIE. BETHY LD TFHEEL &
(T4 ThdH, 2ODOMERFEETHD LIX, 2 mICET
ERTHLR - Mi/h L TRESRME LR AT & 2, W& DFE UK
B2 Z xBTS (K3), 771 (affine) Lix XD JEW
EHRTOREL ThHY ., fEHm - B MR S Tof53RTIEK - #i
INLTESGEICRI CHIBIC 2564 bate (K3), HZRICE LD L
LT, k2 o0fR-bH#Eam L, BARZ - RIZHWT DBERIE
B OEERG CFIRR) BRET L L, HEET 7 4 VR

FET D) LW RBLZIRET 5,

B1E  EVOEERELT 7 4 VET IV
FIAFELEERASY DA 7V OEFRBREIC, HH2L— LR D
Molz, ELTHEN2MHEICHA L X KEREEIDBEWEER 2
5, IRWEEY 2 51288 2 7= (Koyama & Kikuzawa 2006; 2009), -
F U EOEMIT 1K 1L BDOIEICHOWT RAIUTE M 58 29 5 78,
PR E L TRIVTIE EEEIZT 7 0 VEBUZ X > TR L TW D
ThHd (K4), TORER, ETOEINHRERERNHTICH5 26N
B OERONERORE L, EEROERIZHFI L (K5),

6
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119
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121

122

123

124

125

126

fEY) 1RO TEmER T, R AN BB R T 5,
Z DFEEARIT 2V E TR 100 4[], LT ORRICHURDOHETH D &
FERONTE T, BANS, BREOHABEEIZFC S IRET D,
%D L BEFEONA BRI TER I BT D, HERED O —EHIG M
BLWIEQAFEIHEDILD &5 &, EOHIEE IXBIEDOIERIC
B3 5, ZORE. BERILRM & IR HBIRMICRE T 5,
(Blackman 1919; Gregory 1921), L7 UERMIDOEIL. BN R
PETHDHEWOIRELTFET D, 7747 /VE, ZOFEL
fpiR U, BEREOAFERENELEE (77 1 ») ITHERTHUE, R
BRERETH > CHOREGREENIERICHHT 5, k., AR
R AR LR WRRE I O AR CHEREO W R 23 Fa 50 B
BRI R DFEZ2ERT D, bbAA, EORNITET TRINERHHE
FEIZOWTHIHRTAHD L, EPFHTE 2 NEROREITEDOEIC
P4, WREBICHRFT B & o7, T, B\ S 720 OFED
HARVPEA, EIEATD OZHEPHD L TN A THD, =
0D, EEOBERONG R & I m AR A TlE 72z < fafnilo
R & o727 BIED A BRI X E RIS T CIisE R

(B L. BEE O EIRAR R ORRIZ L0 IR
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130

131

132

133

134

135

136

137

138

139

140

141

142

143

144

o T rYAF v 7 b LTRI SIS (Koyama & Kikuzawa
2009),

E N EOTBMOEEEOKRE (MO b Ez, BE
PAE LR WP W TR TH Y . REBIZERAE D
RDBEN TR AT v 7D L7425 (Pearl & Read 1920), &
Z A TEHWOMAERIC b A A ZEBEEINEET 2137 Th 2,
FILZOBH/ETH X7 A THER L RIS, BEEED 2 512 E LT
L& EDATF A PFET A ERE AR DS 2 512, B EE D 2 512
LN D KRICHEIERR & A o 7 £ FHLRE T 4L, 2 OLRITHR M
ICHET2ERRGITREND, ZNELEmMIALE VS (Lotka
1956; findE 2002; WM 5 2005), {H L. EMEAREC O TLIEHD

GIARIE T DRRSL & RE LT2iF5efliaZ Ay (Leslie & Ranson 1940
DINF XA IEE) (2 & EER L72BIERLOFHRZR Y Tl
RETZH700, HFECOHITRIEZTHIZ T SV, FEERET 201
AT TRV, 50T ORBIEENICHKET S (Picart et al.
2002), 2N H DD L, L L ZERMICHE TH D LIRS
RWNETTH D, I7ZAETDOMEN LR THIE, ZhbHETOH

REBAT 5 —RIRBUZE D, FREANIKE T 2EHICE, 91T
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146
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148

149

150

151

152

153

154

155

156

157

158

159

160

161

162

163

HNOFEL « 77 4 DRIV TN A,

B2E DGR OBLEET V]
TERED HOL B AR EE 2 3R D BR. Bl ORRICAEAE PN DA TE X5 &
MEIRY | FRHCCEREE I R 5, EiX, 2 b OREZ R
IR T LE 9 EFS LWET L, FDO4 b Big leaf model (K
EBTV) PMRESH, FEOHLEMREEIISED AZE (LY
IEFEICITENRIN LR AT 5 (DD FEOZES X
DU, BOMWEOEWEZHE LRI TRY) L) B~
AR S, BERED G RO DS B WIIOE B2 i3 5 72
HIE, BTN LHEED O RGO - WINEAFHAI L, BERED
HAEEEZREET HHE (VE— hEr 7)) BHFKD (Sellers et
al. 1992), KIEET/NVDOIEIZ/ DT A 7 71X Farquhar (1989)1C & -
TIE &N, Sellersetal. (199212 L > T L7z, LovL., KEET
JVIZIZBERR IR a3 > 7=, Z 4 de Pury & Farquhar (1997) (%
D Farquhar HE) (ZL > TIRRARSNTZHDOTHDH, REET /LTI
FEH ORI APV EESNTWD, Lo, FEEROLER
IREE CEEL (b X<7D2Z9) DAVIALNEREILR % 4| %
EHEMECELT D, 2R, HOITEROERIINT 2 KEE

9
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165

166

167

168

169

170

171

172

173

174

175

176

177

178

179

180

181

182

TIVDORRSLZ e Tz, T ORCH Z MR LT DRNEE D DOilr O FE5R
MR THY, FEOEH TREETTANELIHRNT L7 02 %
F—H 2L EHEL7- (Koyama & Kikuzawa 2010)

Farquhar (1989)2° 5 L. EFFH bW LI t—ta poih#7
(LLF, i) OMEMEZ RS 5, 2O, 2 200 Ok Tl
RO E BORE OFGRR b — RN T, a5 1T >l
BUZOWTEEIRT D, X 1128 LTS BE D [a] e dh R 13 A OB

(non-rectangular hyperbola) & FEIIND D TH %,

D + Prmax — /(D] + Pmax)? — 40D |Prmex
p_ + \f( + Prmax)

20 (umol m2s1) (1)
(K1) T, P IIFREOEEY = VRLAMGERE (M A s A+

PR ) (B 1 OfEEhOfE) . HEKBEORR Y 720 2R (K1 O
) . Pma | ENZNOMBOMWHIIROE S 2R T, ¢ & 0 1X5Hh#R
DIEZERD H /37 A—H T, ZNENAYAML & s () &M
X5 G 2003), FEEDT —HXIZX LT3 2D/3T A —4 (Pmax
6. 0) ZHET HET, TNTNON—HERARBIET 5,
R DERIZ, B LR L THROBITELRDS (M6A), LavL,
ZHUTFET ARG EORBET, 2o O IXFE LB TRE DR

10
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186

187

188

189
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191

192

193

194

195

196

197

198

199

200

MBI D . SOEV LB THLEEXD (KI6B), bLEI AR
S, 2 2o0fBITIRE LR AIULFE—DORICERDILTTTH
% (K6C), £Z T 1II/RLE SEOEDNE—HA MR E, W
PR D@ S A LITHI D K HICESME Lz, 22T, MloER (X
3) 2LV, BlIEm &2 10 O h#ITHEH R7200 TR < BN
H 100D LICHER L CERLZNE I DERAELTZ, ZOREER, X1
IR LRI F N FN ORI T, B S FRTE |3 5 R
NOETOEOHMNR 1 ARKOMFRUICE R >7c (7)), S HIZEI A
TR, IO 3O TOEROETOIED KRN 1 ADi#RIC
Higole (M7HT), THE TRESHIC L > CTEEEARICE(T
b0 &b TEIO—taRhsIL, ZORTHMHEEETH Y,
B SN D HEAROZAENE (K1) 1ZRE I DOR D[R U572
LD TV DIZmE RN, ENWIHIEIRE[ERTH D,

Z 2 THBRE OO R EOLERIRE & ORERIZONWTE X D,
X 1 %725 L HBRITHN > TV D O THEIEOBRR O A BGERE 115
JRITHBI L2V, TRDOZNENRELSRDITEZNEYTY
DX EHE CEARDIE) NS 7D, ZOMFEE 2 ARFME

fLTERD, FEDRNEREL HZ6E TH - Il A2 LA H]
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202

203

204

205

206

207

208

209

210

211

212

213

214

215

216

217

218

2h#% (LAUE: light absorption and use efficiency) &9 (Koyama &
Kikuzawa 2010) , Z#vid, JeRIHzh= (light use efficiency) & FEIEH
2HDOD1OTHLN, HAHAROERIIANIC L > TRRDDT,
FVFHMICER LD THD, LM<, LOHEEIT ML
FIETTHREFALTWDEEIZE, ERINFIHDRITI TR H1TT T
b5, —MAZTERE BEBOBEITES Bt 2= THEIDefafn L, %
HETHOEIIARNEDREIZHD EEZBNTWSD (Kull 2002), %
MR BIE, TR EEDOBET EERIA AR RITMENDTES 5 92 2
ZITXIAFIZOWTIRIEAD 2 4 RFRIORIICED X 9 72
JEHREE DHERS &2 1T TV D A~ T, REDERETIX, TEIOZE
(T 2 52 OB IS L L7 (8A), 2F V., ZhE
TOREETNLVOMRE (HEWVEZADET—HHHEY) IXMENT
ol IRITHHEE L RIEITNT DRI OFLEE DEWZ T, #h
R, 2 AFFHORICHA BRIz pr R —(3, ) L THE
Rt— GO R UALE] THELLTWD Z L a2 /AL,
SFED ., B - RETECARIMAHEU TH L 2T TR, 2
O OB B#R EIZRWT DEREbILOATE] L TH -7,

(2FERE VIR TIZ, 2fEORS ONRED R, HEHT 5
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220

221

222

223

224

225

226

227

228

229

230

231

232

233

234

235

236

R DSAADO LI oT7), TOMEIL. B3% LIcHix=-hh—7

(X7) TBLZ 07—08 OFEESDOEE -7, DF 0 BEE - falE

IF

iz, ZORKEES WHEHROEE) O 7 — 8 HIFRE O JeA plok
INEHSNDRRICBEDIL T, IbE < DT R F =L S
Nt (K8B), 5+ 5 L. BITHLL T xF—iF, EIZ

ZEoT ENGHE] OB TR~ EEBLINTNZDT
0%, M EOFE UALE THARE LTS LW FHiE, K—HrE
AR DI B #ifR B DA R A T D ALEIZ 5 W 7o R O & 23
L 72D, ZOWE, ZOBMOZHEYT D OFAEKEEITE L L
2%, bHANBIEDOZNEITR 2 A2 LELT DD, ZD5y
fHOFLOHBR ETOME (2 4 BT RZGHFE) A3, MR L
HORE L THOBETIZIXF UfE (0.7-0.8) 2o 72D Th 5, £ DFER.
TEREN TR RITE L 220, KEEO B LA REITA K
EIZHAI LI (K8C), /o, THIDRRIEEIZED E T R/LF—0
RN TN B O TEBEIN TN OIE, FEOREN N
DTHIFEWVNAL TR T, EHEEB AV IATLSH T L OZE L [FRE
T 206 Thole, T, HERICELY HNEE T

LBFEONEE T CREETVEIHRY THDH (Lo de Pury &
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239

240

241

242

243

244

245

246

247

248

249

250

251

252

253

254

255

Farquhar OHEH)) O TS | HREDEIN T 5006 2L REET /L
FIELDo7eDOTHD, UEIZED, EFOHIIREETT VEZEENL
DFAET D BIEOIERECIE A T & 28124555 L (Extended big leaf
model) . FEEEDOEHETHFEE VT HHELNOTT —FIZL DR
L7z (Koyama & Kikuzawa 2010), LA EIZF 7 A EIZOWTORER
R, FTAF -V x - T OB - [RIEDMRETHIMETE
ThorHET (7)., ZORREPHEMZ LW THLRTE L AlREfE %
TR 5, bbb, BREREAHEO LA EIT. HZEEICH
IZHBIT D NS TREERD, LILERD, BIARDOETEARLY
LKA DV AZZTRT < HAREENZIEED AL LT
5 EFR S22V OT (S - fJF 2008, Koyama & Kikuzawa 2011) .

C ORI A BRI L TV < LER D D,

FLH

5 1ET, AYERERPEER T 2HHB (ZIUIREICE
W CHERERRO AR E N ERICHAIT 2EH E & Th D) &
fRIA L. € 2w L CHRERE T 2 MSERITETHEE - 7
T4 UPFET R eRE L, H2ET, i LTRINDHL
B RSN T, AR & B BIBtR (BIERAMR) AHBT 2%
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266

267

268

269
270
271
272
273
274
275
276
277
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279

EFR LTz, T3, BHERIERIZEER D b Bl 22 # B fR
PRONTZH DT, EOHERITITHAE - 77 1 U BF o7z, HRIE
BRI E ALl (77 ) THIUE, FbE F < BRI
B & 72 %, B BN O EMERBER N HE T 601X, 757
Zv (48F 1998; 2 F 2002) 23A %, FADFERITTH T, Bk
RBIR D BMRFERBHE TR DO ThH o7, HEICT, ZbD
it R e ERRC B R — R CILR T 2 F 2R 5, AmBlgicid, £
DRLSLIBRN AR LI A L < FHAET D (Bl2IE, EOERE
AR EEONERELEDLAFIBILE  (Evans 1989) %), FADOMETL,
IO OBIBEROER LT VMEE - 77 4 THDH LWV b D

T D,

EiL3a
FHE 24 OTDOITAERT A PRV, KRE TR LT TS > 74l
WS, )| B AR O T 5.
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B R *HA4E N X 7Fr
NDES  (EFEOEE 1.8m) (20 m) 6 m)
(Pmax)_t 184 164
W L 121
£ i 21
o (A& » 81
O ' = ]
> J:':::B) . ENg 6 N
£ ] 1.7m 19m 58m
2 Y S 0 I 0 —_—
1y 0 500 1000 1500 2000 0 500 1000 1500 2000 O 500 1000 1500 2000
%ﬁ 7 84 55
4o PEE 6 »
R 51 6 ]
::412 (‘“E‘W 4] . 3.3
& TE ' o)
24 N
w 1 0.8m 6m 1.1 0.8m
0

— 0 — 0 —
0 500 1000 1500 2000 0 500 1000 1500 2000 0 500 1000 1500 2000
BR5tSt38E (PPFD) (umol m2s™)

K1 %71 (Helianthus tuberosus) + »~>~/ % (Alnus japonica) + =7} (Fagus
crenata) DFGEE - BREEDE— A RHRR Mt IR BED AT ZEmFE Y 72 D DRt
B BOR BE = 05 BIOH L + PEROR EE . A FEBRISE 0D BE ~ oD BRI R B C B
IZ PPFD (photosynthetic photon flux density) (Koyama & Kikuzawa 2010) ,
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N
o
]

-
(&) ]
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(&)}
!

o
1

P& BORE (pmol CO, m? s™)

-5 : . ,
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