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Adaptation to cold temperature of sub-boreal conifer,
Abies sachalinensis: the timing of cold hardening
and its intraspecific variation

Wataru Ishizuka', Kiyomi Ono? Toshihiko Hara? Susumu Goto®

In boreal forests with cold winters, evergreen coniferous species must develop adequate freezing tolerance
to survive in the severe climate. Such species show autumn cold hardening as a seasonal acclimation response.
It is important that the cold hardening occurs at a suitable time in each local climate, but there is a phenological
trade-off between later hardening, which lengthens the active growth period, and earlier hardening, which avoids
frost damage. Various kinds of environmental signals that vary locally might regulate hardening in plants. A
modeling approach can extend our knowledge of the relationship between temperature-related signals and plants’

ontogenetic development of autumn cold hardiness, thereby enabling us to quantify intraspecific variations in

freezing tolerance.
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1. EUSHIC

JEHBRFELINOKETICET 2L WEEEE T 572
W, ZZREFTIHEWIET IO T CTHER
THAERWE(EOFTHRESE TSz (Kozlow-
ski and Pallardy, 2002). & L b BH& O wE L 72
B, B OkO4RR) 1 X > THIK RS S YIHERY I
WEEE 270, AR, E723MEAEO—ENEIEICE S
HE, I hbbEEN SIS S. Bk b L%EE
L, BRICHLUSIFMLSEIEDA D =ZALEF, 2D LD
A D G L W TR BRE %51 2 JL AR o AL 7
HICEISTH 5. —F, LAROBROFIE, —F%
WLTCEELLZZTWIERELAONS . HikEX
FIEAHES BV TAON, & &It AR
BAAST L BN > THET L2 ENnTE S (K
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la). B OEE, FEFREC LTI~ A F X[
T CEVIRBICHELRZBT LD, ZTDEI 7%
BT T b 3R & OB O BB 2 B % B < i and
WY D . ZOHHA L L THE - Milgv ~vTok
EDHIo L, EYOMMEEERKE LTELdonTns
()11, 1996 ; Aitken and Hannerz, 2001 ; # H:,
2003 ; Chen et al,, 2006) . 7z & 21E, M2 ED,
32700, EUOETHS LMIELY )V TO4H
1 - BREME T o 5 . AHE i, #kET
WZHFRR U 7 B R BEMIIIN T L, S & vtk
PEE L CEET 2 2 L CHIABRRE 250 20808 H
D, ZHUFEMIRE O BEERG c IrD (81T, 1996 ;
H, 2003). 2 DIEH, WHLO/NELMIAN OB,
MR D RENE & v o 7o LD 1E >, BEERRET T
HRISNBRAS 2R 2 L Lo HREI R IRE N H 5 L &
5. ZO&5BMEEZED AL, HEY XY
WEEDLHNCFET T50LENH L. D0, HEYIIFK
iz W T, RRCEMEZED T v MNEMEE
BInE %" (Aitken and Hannerz, 2001) .

2. MREEBYIZIVILZDTFH

2D XS RIEMEEIEE L, I o3 EiEk
BRELICH 2 -GN E ThH 52— H T, HEBEEDHE
MHOIELTLHHEINC L > TERZIGE TR W, Zh
X, FIRU72ZED LAY « BERERIZ oG A B
DIETZERFIC Y 72538, MEMEESICATL O
EBERRIEREANOBTHNE I 2 EFEZ 6N 16 ThHD
(Kramer et al., 2000; Aitken and Hannerz, 2001). L
TeloT, EDX 5% 43 v 7 Tt EEILE 2 5
W apewd, INEOFHME (7= 0y —n12)
NEEICRS . By 4 22 7 TOMEEES IR, Y45
KBTIERICE> TEAEMCES Wb DD, HER
HZ & o TR IS, HEY X7 (LD bIEHOR
FEVRZ) OBVWREADHEECEbLL EFEZoh
5. —J, TEMESY 4 2 > 7B 0L, RERM
DIEFRNC DR 5720, HEYD A 7 DIEROGEREEAOH)G
b2 EFEZ NS, IHIFHEERNE L ERE OB O
My —RA7 &L TCEBHEN (Aitken and Hannerz,
2001 ; Vitasse et al., 2009 ; Chuine, 2010), & <12, ffif
Ry 4 2 v 7y, BINEEHICEDOFIC b
V= RA 78RO ONHEICE, [7xz/av ).
v —FA4 7] £dEEN 5 (Chuine, 2010) .
TJx/avHN e v— KL IBEET RS, F
PIBED Y A4 2 v 7 W EERREZWZCHIG L Tt
HEHENAEL %5 & PSS (Chuine, 2010). 2D X 5
BNXALER O W H 2 FEIC T TIeHmE S TB Y,
EAEARDELFERSY 4 2> 7 OBED 12) 12iX
ABRBCIGULENY DL ENREINTWVDS

= 2 T S
BRE, Rk =

(Langret, 1963). 7 =/ 0 ¥ —0ERX L BFEREICILU
TEDLIEHNRFETH L 2 Lo, EYHHES 1D
BEY 7NV ELEICLE 7 2/ uY—OREEEEE
LTWw3 ZEERBT 2 (Aikawa et al, 2010). T
IZDWT HEIFFTEL T < » 6 iTbi, FHIICEE T
LERNY 7 NV OREIEH NS 5 2L, iz, #YA
BEZGEERD LCHEYO7 =/ uy—%TFHlTE 5 2 &
WiEfH S T3 (Dormling et al., 1968) . FHIDAIE
ERGEET 5120, B B 25y 7PV ERWTET
NEHESRT 22T VT FTu—FWERhE RS . 2T,
AR EH W 2 g TOWDHADHF T, HEDE
FIBFEE - LS h, 7=/ 0y —OBREIRT L LT
HE (RHEEPEHSME, iR (KR, SiRe, ®
FImRSIR) , K5 GEK, #AK) 7% & ORkR BB A
b v RRERkE &7z (Van den Droessche, 1970 ; Joly
et al., 1989 ; Repo et al., 1990 ; Leinonen, 1996 ; Mor-
genstern, 1996 ; Greer et al., 2000 ; Kramer et al.,
2000 ; Aitken and Hannerz, 2001 ; Linkosalo et al.,
2006 ; Kohmann and Johnsen, 2007). 7z & 2 1E, ®D
RIZETNWVICHAAATHEREIGEE T VHEI 1,
AR & CIABUC AT 2L AR T, BEICIE U
TELLHERESI Ry 7Nk s 2 &, EEES
BREDIBENIDETNTRAUHATE 2 2 LGS
N7z (Dormling et al., 1968 ; Morgenstern, 1996 ; Ko-
hmann and Johnsen, 2007) . [FEf&RIC, Higic Xk > TEKIE
BELRELEDLY S 570, [UREHARALIZET IV
bR . 2L, [URIEEHNA - HEZEIDKE W
e, ZOHEOETNVIIHEM TRV, 22T, B
BETNVELT, REOREDHZHERLIET IV
(Repo et al., 1990) <0, & % BE %2 T a2 &35 2 H L
72 7 v (Hédnninen and Pelkonen, 1988 ; Greer et al.,
2000) PRI, BEEZHWIEET AL SEE S
W, KRy 7PV ERERL, —EOEKRE LT L
TINE 2t 2 (RIR SRR 2 2 0A A ISR IR E €
TNDREE S N (Timmis et al., 1994). ZOET IV
e KHNC BT 2E MO 7 =/ a v — (MR
PHEF, BE) OTHNCERT, KR [FH] 2765
BB FIC % 5 C e MfER S T 5 (Cannell et
al,, 1985 ; Timmis et al., 1994 ; Hannerz, 1999 ; Chuine
et al, 2003 ; Linkosalo et al., 2006 ; Hdnninen et al.,
2007 ; Aikawa et al., 2010). & <iZ Timmis et al.
(1994) 1%, KROMHEMEERY 4 3 > 7 FHICHEKET
WVERBRL, EBRERIC X 2EY O 7 =/ a Y —
THE O REME R R LTz, E7, BEOBREY 7 IV
FCERAL CwaAgEE2EE L, Lo HESRR
ZETNVHICHAAAZEINET VLS, JDE
MEICETFHHHAA> N T2 (Leinonen 1996 ;
Kramer et al. 2000) .
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LBabds. ez, SENERL Y, BEUAON
HERERIC L > T 7 =2 /a0y —BEBPHES R TW» B
ETh5. ALHBAROICIE, AFBREICN L TERRE
Bedn (FmEn) Zad BN ns 2 EbH6is
(Savolainen et al., 2007 ; Mimura and Aitken, 2010 ;
Ishizuka and Goto, 2012) . [E—FENT b EELEFO
F72 2 B CHKOMEMER L vwo /e 7 2/ ny =i
AR e B ERNTED 6L b 2 X, %< OILHkEt
TR CIME I N THEY (Worrall, 1983 ; Rehfeldt,
1989 ; Morgenstern, 1996 ; Beuker et al., 1998 ; Olek-
syn et al., 1998 ; Howe et al., 2003 ; Savolainen et al.,
2004 ; Notivol et al., 2007), Zh»SEAEHI~OFEIGIC
BlE L T3 Z L #/RL7H9E S % (Skroppa and
Magnussen, 1993 ; Mimura and Aitken, 2010) . #EE 12
N BEENERDES, 72/ 0Y—0EWIZIEHE
Y7 FINET 2 EMEOINEDERNTFE LT &
fEfis % (Morgenstern, 1996 ; Kohmann and John-
sen, 2007). — /4, EH K> EBEHNEROEE I
X, EERTKEL LD I5EY, EElT—EDHE
IV VEHELLEEbNS (Korner, 2007). L2L, &
EADICEBEEOZRPENM O 7 = /1y —D#E NI
HETL2ERBLIHEETDZ D DD (Worrall,
1983), KIRICBEE L 72 ¥ 7 F VIZEHITIE R wWic o,
ED X I BKBOINEEREN EORERET 2 v
7o ERA LT FO Tk v, BEIRET T VOB
M2 HER L7z Timmis et al. (1994) OBFFRICBWTDH,
EEORL Z2EMMTONRT X =8 DR ERET 512
WBESB o7z, 72720, HRESZE LR TME %
b EIIZETINVT S u—F %1757z Ishizuka et al. (2015)
DOWRETIX, BESEET NV CINEERES Y A S 7%
RAGIARTE, T NMCHAAARREREY 75 V0
BB ENC B D 2 RSO 6 2 L
B0l K- T, BEY 7 VIcL b7 =
/a Y —FHEEOPGERNER EJES 5 2 L DF
SIPEDSHT I I ERIE & v7z (Ishizuka et al., 2015) .

Z ZTARRTIX, ZE S OERHER| (Ishizuka et al.,
2015) % b &2, dEABAKROEEADOHIL, & IR
HHERY A I 7 OBEBICHMTIET VT Ta—F &,
MEINLBEENEROERMORA BN 5. BE
LREINEETVORMAEZ T 29T, BELZHLEL
TILHROBARER S Z TN ED X 5 din % S L
TELMRHETRR LTz,

3. fAEREHIDEN

3.1 MREEREER

AW TITHFHIEB TEIBDO N K<=Y (Abies
sachalinensis) ZHIZefHEl & UCHWIz. REIZY XY
7 I SACHRE I T TR L, %72, dbyEEdhk

HCIER (EER 100 m) 2 S5EEER 1600 m 12 2
U CIRIAWEESMG 2R T . RNEFILGHR 2K T 2 E
BRRARE T, LHNCITEZE L 2 £ R i = i
L, FHRESE-25CcbET 2 BRE T CLE
BIL2enTE% (Mla). £, dbEETCE 7~
VEMSEREELED, MENICHOEELEETH
3. I E TOWSED & REPSEENIR > CGEIZIVZER
EART ZEnHIsn, RRPAKR (BIE - EE, 1981

Goto et al., 2011 ; Ishizuka and Goto, 2012), TitfEE,
it P & ol Y FEEPIE (B - EA, 1981,

Saho et al,, 1994) , AN E (Eiga and Sakai, 1984)
Lo lPECEW TESRENMRHENTHwS. Z0D
Ty, 1974 F & 0 R RF I EEE R 8w THE
i S T 2R ARG L, RO & 45K
W ENT T BEN R E RO ED B % W FIRFICEE
fliL, HAEESEAOHLEHZEELRRE 2> Tw»
% (Ishizuka and Goto, 2012). ZOREETIX, JhiFE
R 2 EREFHOREL (1459m) % #EHIC,
230m 5 1200 m £ TOESHEHEOF TS D EL 5
S ODHBEMMBERES N, TN 2ETFIRE L THER
HARDS, A CEE R PR Sl TRRGE L 72 6 D DR
HBHIA LR SR TWD (B - EA, 1981). 22
TAWIE T, BET 2 EsMMEERREBR 2R L,
MR RS B 2 B E R ZHNE e L. K
BOERBEEEIHENGEIZE L VHERCBETE
% (Ishizuka and Goto, 2012). % Z T, IR
HEEREE R HET 27: 0, SMEREBICE085 L5
17, BUEERECR IR L e ot o 3B - 2% D 2 1 E
WHEBESEL, AFFEOMRE L THW ., EELK
SRR X 230 m BAEAME, 730 m BERHE, 1100 m KERH
T, EHEZhZOREBEHICEFT T 2 340 m £ H,
530 m 4, 930 m £, 1200mEM & L7 GRERih
%, BHfSEThTh, BB RE I NIER, BT
DOHKT2EHOEE T 2ESE 2L TRT). &5,
zhZzhnoEBMICB W T 1EM B B4 7% 5~6
% B ENGEY, IhE RN E U Tfi> 7. fit
AR EEF T 65 Ak L o7 (3 3B X 4 disksE
X5~6 {ifE) . 2o OHEEEE Hv, BEFEO Sk
(Eiga and Sakai, 1984 ; Lindgren and Hallgren, 1993)
R R 2T, nk, HERERIZRER 2
TolRETITELETH-T:.

2010 £ 10 A2 5 11 Az CTHERME A 2 v CRE
A OB 21T > 7. 1 EOEKERER I T OFIHE
Tl ; fElEEL 5 HE 720 O LR Z Y 2 —
NO(B) EET 5. 1EERE (Fokl O2EnE
I 2L5@sRicay 7y —Vicfil, 5°CORE
WTC—MiEREST 2. 5°CL D 2°C/ROREETRERT
O, REBEBIGELLSZOF X ARERET S . KE
FEO%, 2°C/BT5°CIKRERL, 4 HMEET 2. %



84 fas o i, N OWER, J/OBEE, Rk H

D, 100 gmol m™ ™' DIEHAET 247 5 HHGAF: £t 2 IR
U a2 12 RHEA TR RS . Do
AL E R A EEREIRFTIC B W TR L 72
0B, BREREREBHIC BT 2 ERRESE LD bR
PEN-30°CE L7,

AR5 7 TR 2 S 2 W2 2 FHl T 5 72 9,
HAEAER 3R 2 BB &1 3 [EfTV, JEHIC test 1, test
2, test3 L7z, ZhZThicBIbya— Y7
)Y 7 HIZ20104£10H12H, 26H, 1111 H T
Hole. HfGEAEE, AL ESOERSEH TIIEED
wibr Bl s ns: (K 1b) . BEbOREE X Bk
X Z2HEORER2RT Z EPMS NS (Eiga and
Sakai, 1984 ; Leinonen, 1996 ; Greer et al., 2000). %
2T, MRl 2720, o 1 FAEREE
T2 1 FEEEOBEHEZHE L. HIEFBaLz1
FAEEOEGICEOWT, 0; BELLHELZL (M1
), 1; ¥ a—1FD1~25%D e ENGE, 2 26~

- Ty . .

X1: (a) #EhoEESHICE T2 b R~y 2010 F 11
HIIHES100m i Tk, (b) HEREEOR LS
Va— . EPHEE 4 (K, APHEE 0 (B2 25
R

Figure 1: (a) Study species, Abies sachalinensis, in high
elevation area (1100 m a. s. 1.) at 11th November, 2010. (b)
Examples of shoot representing different scores of frost
damage. The score of frost damage; 4 for left shoot (dead),
0 for right one (no damage).

50% DEFEEE AL, 3 51~T5% DEHEENE R, 4
6% E, b L BEToEIEMEL (M1bA),
LW SO A aTBIc X o, 2O A3 TEHEE,
Bz X7 aw 74 VEIENE (Fv/Fufl) Lvoiz,
&0 ERENREYONE R AEEES & EELBERY D
D, MR TR 2 il 5 TH % (Lindgren and

‘W @)
a
s | 1
2 .
1.
0 m . —
230miERH  730mEERME  1100mitER i
4 .
(b)
3 .
i
i
B2
b
L
o R )
230mitERH:  730miKERME  1100mitERHE
4 .
(c) :: P 3-5i[0)]
3 | #& (m)
B 340
2 - [ 530
. B 930
O:i Pt o op ¢ || T 1200

230mEtER it 730mEAER i

F2: P~ oIRGB EE E iz, REE
DR, HERERC & OBBHEE. (a) test1 1B
2 BEHE (Y2 — MRRH S 10 12 H), (b) test2
BT HMBHEEE (Ya— MEIHE 10 H26 H), (o)
test 3B 2 HEWHFE (Y2 — MEEH 1L H 11 H).
HENOEEX, > 7VOBRKREROES &, > 7
DEEFT 2 REBHOEE 2> TRz, FACEONN—F5
YTNVOHET ZEMMBEL Z &£ 2RT . test3 Tl, BE
W& D 1100 m RBHI O RENTE Lol ledic 7 —%
W v, HIZHRAY > 7V OYY T, =5 oN— | F UL
=1 B FOEROLY v SV THESS S Wisirot: (B
EWEE=0) ZE&%2RT. BT 2%, Ishizuka et al.
(2015) X vhHELTRLT:.

Figure 2 : The score of needle freezing damage after a
freezing test at —30°C of each testing population from
three planting sites: (a) test 1 (shoots sampled on 12 Octo-
ber), (b) test 2 (shoots sampled on 26 October), (c) test 3
(shoots sampled on 11 November). The damage score is
arrayed and colored according to the elevation of the
planting sites and that of the tested populations. Data were
absent in site 1100-m in test 3, due to the snow blockage.
Error bars indicate SE. In the graph, undamaged popula-
tions are represented by T marks. Modified from Ishizuka
et al. (2015) with permission.
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Hallgren, 1993 ; Cunningham and Read, 2006) . AT
LRRIC Y/ Fn B EBESHEEPRH I N T WS (Ish-
izuka et al., 2015). AR TIILARE, HIE L7-§EED
BEEE [EREE] LIPS,

HEEER D 3 ENC b7z 2 HAERBROR R 2 X 2 1278
3. BAERE, BB, HSREMOEVICE - T, RS
EEDIWNZ 006 4 FTIES DNV, 250, &
BRIA) 25 2 1% EHEHEENNES {5, [@ CEEREIT
LB OB R E WK EHEREE /NS W, [J U
BRHIN C b FHRER OETE 23 E W I E S ERE /N
VW, LS THEAVFEAIILS . Md0mEFICEHT S
&, test 1 Tl 230 m BRI 42F 3 2 {41 —30°CD
W T Tt L >/ (BEIER  4) 25, 730
m SR, 1100 m BB Z iz Z h T nF 2.5+
0.5, 2.2+0.4 &, HEBEOMHEEPDH -7 &£ &R
L7z, test2 Tid, 230 m BRI O 4B ARG L 2
40 F FEA Lo, 730 m REH O Z ik
0.7+0.5, 1100 m FAEHI D Z N IT 2 BEYEN A S
nNg, HEENETTO EAD, X5ITMEENEE -
JzZ e mmR LTz, test 3 Tld, 230 m SR D B EA
KCBWTHHEEDETBASIL, F10.4£0.2 &7
D, FB0mBBRMOZ R bBEFEELERS T,
DR F TIZ—30°Cle 3 2 M aiE %2+ 1B L Tl
ZE&xmRLTz.

G AR R E, A, dhkEM OB
BholeZ iF, ZTMESBSTTLIHEI»D SN
(Ishizuka et al., 2015) . F&ER XD, KEIBIHICIRL I
M EED, —30°CICbiz2L51C%52E, Z0D
MBS Y 4 3 > 7R ORISR & EE ORISR O
FISEE LI LR E NI, 1z, B S NIGEEEN
ZENCE, HSREMOESE N E VLI &R M & S
TH2LVIEEZ 74 HRD S, RO E
WIE ETHEMHES S 4 2 2 TR b S BEIORE &
HHOBEERIRD Y — > E2F L Tz, MHAEMKEDOTF
BT, BRECEEORRICHEBOMER (7 74 ) R
HTEnE, BERRICHT 2HEICH LRI TFET S
SRRz e B £ &b (Bayrs et al, 2007). $xbb,
A ORERIL, BEH - LR EESE Y 4 270
ZEIPEERHEIL EBEE L EE Th o7 2 BRI L T
W5,

FEEE, LABCAEE T 2o € I BRI~ Y B
(Pinus), b v @R (Picea) N F 97 7 @A
(Pseudotsuga) % R WIZEHEZEICBWTH, BADK
BIET, b LBHEER L, KEoZEEE & b
WEREIICTREE 2 "D T REB SN T w3
(Worrall, 1983 ; Timmis et al., 1994 ; Aitken and
Hannerz, 2001 ; Bigras et al., 2001 ; Savolainen et al.,
2004) . 7z, ZORECIEBTREICIGL ZENOD
BEEMNEEND 2 2 & biERMINLTWw 5 (Rehfeldt,

1989 ; Skroppa and Magnussen, 1993 ; Mimura and
Aitken, 2010). & <12 Rehfeldt (1989) 1, b A% ¥
Z@—M (P. menziesii var. glauca) % Fi\>7z @A77 »
5, MEREEWIE ERRRENE 2 L v S E S &
B & OO BN, HE 05k 2 EH ORI Rt
L ERHMEL, EEMEOCED S Z ERfERM L. 5E
WTHRYPOFE) A7 NG CHARET, 3abbEkk
Y EEERE, CIRREONEEESSEN -7, F
FHY A7 PMECEREE T TR ICEL LN ES
W) BER e, ¥4 S T OERIIETT 555
AN DFEREZRT ERBEINS. M N YH
R UTCTEEEESSY 4 2 v T OBEERNERb Zh o L7
JELTWwWiRWEEZ S,

3.2 BERBETINODEE

ERL72E 5@, bR~y OO ELEES Y 1 2
7%, ABHIBREOE N, o CICHRER O#E VI
IGCTCEBI LI Z EBHS M 5Tz, 22T, ZDL
2 TS OWRE 2 T M L > TEHMEL, L D&
HICINE ORI LH O »MICT 2 2 L 2RA T, [
12, AREORTEEIER S, FHFEED &0 X > ok
SOFENTHHEINE DD, ETWVHDINT X —FH#EE
b EITHREE L 7.

WY OB 0 e A 2T 2 €7 VITEEHD , v
IV E R DN ER SRR 5. A0S E, K
B 2 7 — VN OEE B CHEENER B AL 2
EDS, ZOAT—NVTHEALI BV 7 IV ELT,
HETIZRL, [UEDNERNE LES NI, & 2 TR
FTIE, REILETTNVOBEMAEZEA, SSICETIVE
FEIETHENEROHEN TS 2 0MEEL 7. B3R
HiOSREE, ABHNCHRE L 27— ar—ici 1
Kl & L wcilfk s h, BEDO T —2 231 5 (Ishizuka
and Goto, 2012) . 2009~2010 07— 12 X niE, 230
m SAERHL, 730 m BB, 1100 m SRERHL O P KR
X Z N 2N 6.53°C, 3.81°C, 1.9°CT, ¥ THKAT
UTERx-oHEFZENEN10H27TH, 19H, 18H
72odz. Fiz, BEBRMND 5 IEFNETIX, 100m Ok
AZTEWXOSICOKBIETLH 2 EHEHINLTW S
(Ishizuka and Goto, 2012). ETVIZIZ IS DER
T—% 2wz,

LT 2 REINE T 7V OBIZR 3 12R$ED TH
3. ZOREISEETNVTIE, EHNRKEEZHOF
5, LR ICKEBDETE VS EEY 7 F V2520 Tl
MOAHIGERED L WS 7O AR RELTWS. Z
Dk b BELESTH 2 K[\ DIEE T 3a ERIC B
WTRHENS ., [BCIIKREEZHEHLH L LD
O, HATHASh2REZ, HEEZELY, &S
HWN « HREZB2RT 720, —RSOKE» > =iz 58
WIS Z L BIERICHEETH D (Aikawa et al., 2010) .



86 A i, /NEF
tep 1 SR
(@) step 1 /b
RRIERE
(N I
BEER e 4
A
BEEEE
Z :]:0 (T—tmp)
E#Faﬁﬁ@ time i
(b) step 2 timei => tin}ei'
AEER ¥ il o0
T
Py>q
(v; EREWEE) Cal
0
(c) step 3
T
Py=q
(d) step 4 1
R
P,—q
0 '
timei => timei’
EEEEE
(e) step 5 4 ;
HesE B time i) i
ARBEE | 5 |
(0<y’'<4) :
e ) | N
timei => timei’
R

Lol , TEPNCE, EHETTHILIC WREE Y 7 v
LT, #0554 3 7 CHEBINET S X=X LD

FETEeTFHRENG. yuA XF X5 @ (Arabidop-

sis) EAR%Z Wz Aikawa et al. (2010) 12 & %43 THH
RFR R FESE Tk, Tl B 2 —EHAMET 2 & EH
FTCOBREY 7 FNVEERL, ZOLEI L > TEHiW
JBE (2 ZCIBHTEIDE) 2L Twa LiEfsn
Jo. ZOLI PRI EY = AT 4 v 7RG L -
THATE 5 Lt EbND (Schmits et al, 2008). 37
bbb, REBSZEOHKBICESG T % DNA fH i, vl

wE, B BTE, &’ 0 F

ire

X 3: SRIBEZ MW7 b R~ OkEERE FHlE 7ol
K. (a) BIHicB T 2 EEAISEZEL (EX) CRMMEEEE b &
CEBSN2EEREEORMZEWL (TR). (b)) HFET Y X
T4 v 7 BTNV T EEERE & EEEENOHER ORI & O
BfR. (o) 1HRpSc B 2 S HEEN O EMEOH T, (d)
(EERERRE & BENEEAEROBGRAOEH. () FHIsND
BAEWERE DR, BEWERE I -30°CIcE s W EDWEE »
AL, mAMHE 4 FES T XNTHELIRE. KT 7V IR O
> TERIBEER ML, 2 & 0 iR £ 2 i
ERHELUL. FRFC, TTVHNOD 287 A= 2B TEGER
ZEEL, INHEOWTHHEFNCHIEL 72 (AXEH) . iR
HFF AT &2 521F, Ishizuka et al. (2015) X DE&RZEL TRLT:.
Figure 3 . The concept of the modeling approach of plants’
thermal response to predict the expected freezing damage of
Abies sachalinensis. (a) The time series changes in the field air
temperature in autumn (upper), the time series changes in the
cumulative sum of chilling (lower). (b) The cumulative probabil-
ity of the freezing damage estimated by the cumulative sum of
chilling on the basis of an ordinal logistic model. (c) The proba-
bilities of each of the scores of freezing damage at a given
time-point. (d) Calculation of the probability of a particular
freezing damage from graph b. (e) The development of cold
hardiness on the basis of the decrease of the freezing damage. In
the present study, two elevational variations were assumed in
the models the genetic variations, and statistically examined.
Modified from Ishizuka et al. (2015) with permission.

Z OIEEHEHER TOE A b UEH (X F R T & T
b)) & Z ORI, —ERNORIEY 7 VE
BMOBEZHES | LS HIFERETH 2 . AU RME
WZBWTHEBEIC, ERiE TOREY 7PV EERELT
YA T RHET ARENRD B L2 REIRET
THMCBWTIX, b2HEERE 2 TR 2KEY KR
TFrn] L TEYIPNZELERT 5, Lwd 7ueX
Tikang. iz, [ EBIEE DESICE > TRE
T2V FNVOREESHEERENG . K3a TEBIE L
T, H2FERES TR ZXELY Lo 72D, H 2K
M (time 7) & T2 3 EEFINHE RZERFITR L.
MIEL T ORIRZEERT 2 2 L T ORE 2L U &R
YT FNDOERMH Y, FEOFEE & b IREERRE
DAHANCHEML T < (K 3a TR . e 2 o
BEEERICL>THREZ EH 2D L, BELEET IV
AT OBRACHES |

yz’\’ZZ:O[(T*l‘mpn)X 0(0/1)] (1)

A, vy ZRFR SIS B T B —30°CTOEEHERE (0~
4) T, MEEOBEEZXRITHETDH 5. AL IFKH
BT AEBEHEZERZRL, T VRUEEE, tmp. H
BEE n ICB T BRI, 0500 1 % & %KLL
5. 01, bLLKESMMEEELY bETNZO,
BUOE1 2D, MERE: DKM OKIEE D
EAPMERY 7TV LCERSNEZNEI hEET.
L3> T, S[URDPBIERE LD b E0SEIIEES 1T
0 &2, REFEEZIIEML 2w, Z0FES (LS
10 ) ZRERE & THRIL 7 b 0BG LOER L 7
3. 12U,y & UCHW 7 B ERI3 A 2 7l 7
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O, LT LEEMOMBES—E L IR 2w, 22
T, HOZE (y) DIEFEEOEE I HY]7% fgh 28T
XBEBFUY AT 4 v 7 ETIVEZOREIREETIVIC
WA L7z (Frank and Harrell, 2001). &KE TV TiX,
IBFZH y 25 d A EDfE% & 2R Z0RT 5. 20D
728, BRI OBBES—E T TR T — 5 9
BTS2 EMTE 3. ETNRIZEENTIHSMICHES
CIREL, BEFHTFRIeY AT 4 v 7RICHE DI L
T, LT LS iddhsns ;

o eX[}(Zyzd) (2)

PyzdzlogistiC(ZyZd)_ 1+eXD(Zy>d)

A, Poa By B dLIEERZHER (0P, 21
SEAZE R % & A TSRS R T (A& X R o (4)
AZR) . REREREZ2TTVOERE L TEZEE,
HOFEREE3b DLk s. TTNVTRELTE TN
TD I L THII TN T X —FHEBTbI S 79,
Micnd & o, IEFEROMWEICHEE U R HEE
WHEETH L. ZOETNVOHIER» S, K ick
% A REE R OWEEMRZR (P=a; d=0,1,2,3,4)
ZEMT 22N TES (M3c). THIFUTOHRICE
oL,

Py:d:PyZd*Pyz(dH) (3)

2R, dDEYD S BEPFADPS, Pl Po=s EFEfE E
Lotz 2O & 57%, FHEMHERD &ML DERAD
SMER, LD SRR TARTTITS 2 & TR 3d O
ReBEons. COMNRREL LI, 025 40fEE
WY 5 2 HEMEERFE Y E2, UTORCL-TH
33,

y'=24-o(d X Py-a) (4)

Iz LD s B TRTTITS 28T, KHEOREE
WS B EEOZ R Eo NS (K3e). 728 2
X, i ¢ CRERE L 725 E e 2 S 5 A
BETNVPOHIET 5. WFHEOFEIC > TERREE R
DEEINT 57280, ZHICHIEL TR 3b O x fli_ EOALE
DEENT 5. T ORGSR, BRI O HEE MR DR
HEPZELT S (K3, d. 2070, Thozdb &
ICHH & % SRS EEARHE b BrEEME L B
EBATL, VX F I NRHEERMR GO NS ETRS
ns.

3.3 EEHNEEDRELEETIVDER

T, BEILEETVEREL, BEHRNICERBE
BEHAIRATE . BFFRTIE, DUTD 2 DDIREDZEIC
Ko CTEMBERNHIFTE 2 L F 27 BMEEE T
NEME TR 2, IMEREERICLE & T 2 EREEKE
PEMBETEL 2. £/, EHMLE I, AEOBMEE

FPHEBSIES 7 94 Y 2RLTWA I Ehs (K2,
Ishizuka and Goto, 2012), EEHOEK TR TE % &
BELZ. 2O00FMERDS b, WiE XX 3a Wicxw
L7z, MEREOEWRET NV CHEEHET 2. &
FHIZOonTE, KRERENR L S 2 L CREBER &
RS EHER s OBR O AT 2 Z e TFREINS 2
o, SbIWZRLUIHEDY, TT VNI Z 1 EHTHE
ROECEZHAS LT, MEOCHET 2 2Lz,
Lic-> T, ELREREET VI, (D, QX%
bl TTtRENS ;

{th’j,yzd—logistic(z}zij,yzd)
Znisy=a=Ruy=a+{a X Daol (Th— tmpn;) X 9(0,1)]}
{Rh,yzd:ﬁd +(y X elvn)

T=0+(x X elvn) (4)

X, a, B, v, &, x DENETINVFENTIC L > THE
TERMODNT XR—FTHTH 5. Prjy=a $FE T8
J %, REEH O AR THEE d L OEERT
BH5. znigy=a 1ZQ2) A0 ALK T, KRZERKES
HEST 2 Ruy-a HEBREHREOHZFD. €7 VA
DR, THIZESIZ, EM L PHNKT 2ER (elvn)
OERERL, oo EMNMERNSHHIN S .

WREHH, HEIC T X =5 OHEE Z1T 5 23,
ME LT NTDNT A= PHERICZET 2 L3R
SRV, HohrUSEHEENEITS 2L L. AIC
(RUITEEREIRNE) wH O X, kb AIC2ELST2ET
NWERBEETNVELTERHAL, X7 X—=% 2@l
(Johnson and Omland, 2004) . %7-, &7V IZFE=ERE
EERED, —EBILENNT A=Yy (a, B, y,,
x) DERTGHEENRTE hollcd, 7V Ry —F &
BRI T2 2 & TEBGRIRE T XS HEER
fTolz. ZOHERZUTO®EY TH5. 27, (8, »)
DINTA—=F BETLTHED D/8T X —F ODRLHET %
TV, BEGEIRTCAE R T A=Y 3D 5 I REET % &
EHIT, ZDEY PIZBWTRY AICZELST5ET
NEHTIEES. COETE, ERlfED S &R L 2
PN CTER LIEED (6, ») HIZXLTITS. 6=0,
WL x=0DHEBEDT, £ED358TD (8, x)
ty bTHESNEHRERREET VO AIC 2L, 2h
SOFTHRD AICZEL TE2ET NV ERMBEET VEL
TEHIRL, 2O &ED (a, B, vy, 6, x) Ty b EBRE
T5. RWFETIE, EFFERLELTC2O0LE (X5
A—F vy, 1) BHEELLH, BEGEIROERZ Lo M
P naTREES H 5. 22T, REIC, REET IV
DINTRA=F IS, EQOEBEBED, DX 5 RI6EC
EFZE RS TR S Wi RER L 72

2o, RSN EHEETVEAWT, #HEINS
EMMZEROBE DK & & 2T T 28R DOK
XX L UM L7z, AEF VT, SRR I3
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EIZWo A E LTRSS, 22T, HBV 77V
VAR LHREMEEERET - 252, 2I05
HskER O S 2 —ES BRS¢/ L & OMEMEER S
A7 OEAEETVCTTHILI:. R7-FRIC, Bk
EHEEEL, AUCESS LA IEL4EBTRE T - %
Sz &0 TFHILI:. V77 AELTEZ
TAEBEREE T — 22k, RHRER OWE &S SEg OfE %
HAwic. 7z, ER S 2ESIFEEMIC500m & L,
ZALZFHME L T WIS KREDICHELT:. Boniz
EREsHR L, ACEROECL>TEnEh DR
TSRS Y 1 S > 7 OB EL 2 iRz,

BB, MEHENIZ R2.12.2 2w, KBFFETHERAL
EFOY AT 4 v 7T NVESy 77— rms I X -
7z (R Development Core Team, 2011) .

3.4 RELRERZETIV

ETNVIEN S, AIC PR D IEWE T VRS
Vo BT TNVHPHEE LI ST A—F vy M 2ELITR
T BHCGEROER, COEHMLPRIND 2 L2
<, MELR 2 DOERMZERITE IT/XT X =8 0
&N, ETNVERPERELROTIFEY ZRLI-Z L
T E THED O S 7z (Ishizuka et al, 2015) .
BIERE OHIC 2 2 HREROBEEZE (k) X
0.0024 T (81), IEDfER>Tz. ZHIZHFEFADIE
EARWVIE CHERE S BOWEAN Do L ERT.
ROEEZEZEDRE W 340 m M & 1200 m M O[E Tl
BIEREIC 2. 1°COBVR Do/ Z LRSI N:. F

KRLIRETTVELTEIRESNIBEET VORI X —F
ETNVIEEARE EREMEER (R) LRERE (T) OHETH
i, TN ZhOEICIEHREMORFR & U TEEIEHK
LLTEz2ZoNS. BEETVORRICHIz>T, RIZEL
e, TIZZVy Ry —FTHE L. F#ELVLET VO
BARXZIR. BR#EEF R 2321, Ishizuka et al. (2015) X B
WEL TR,

Table 1 : Output best fitted temperature-dependent model
A temperature-dependent model is mainly composed of the
sum of chilling requirement (R) and the threshold tempera-
ture (T) with the effects of elevation of seed source popula-
tions. The best fitted model is determined on the basis of
the result of maximum likelihood estimation in R and a
grid-search in T (see in manuscript). Modified from Ishizu-
ka et al. (2015) with permission.

ZH HERE BHETE PfE

a (YIFH) —0.0012  0.0001 <0.0001
Ry>q (KIRFEF R D)
fa (d=0) 0 — —
(d=1) 8.6566  1.0200 <0.0001
(d=2) 7.2612  0.9287  <0.0001
(d=3) 5.5177  0.8050  <0.0001
(d=4) 4.8055  0.7677  <0.0001

y (HREROZHE) —0.0016  0.0006  0.0051
T (BIfERE D)

d 14.0
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R 4: ot T Ve L THRIRSNREILEETVOT 7 b
Ty b 230 mRERH O KR L, 230 m AREBRHICAEF T 3
340 m FEH, 1200 m M EHI & L TET VO HITHER % 5
L. (@) T ZTNOERPEET 2 KEEOHTL. K
HEE LU CHEAT 2EIZARY OFBCEMTE, SiROR
25 E) & BMEIRE & DES TR 5 5. 340 m ERIVTEE
I 2 EMEE I, 1200 m £EO 2 hid s L AKRBON T
RLUTz. ZATRLULE SEE CHEABRAOY > 7)Y v 7%
fTo7z. (b) OIS, ThZhofEMOKERE
BEOWM. HREEEEMEROWHE €T VOEBICIE Z DR
HEERHW. (o) 340 m £ B T 2 BiGEHEE IR
DOEFRIZEE. (d) 1200 m £ 3 1 % BB BITESR O
FFIZE . $REEF T 232 1), Ishizuka et al. (2015) L bk
ZLCmL7z.

Figure 4 : The application of field data to the best-fit
temperature-dependent model and its output. (a) The field
air temperature at 230-m planting site, with the estimated
threshold temperatures of 340-m and 1200-m populations,
as examples. The temperature being accumulated for
340-m population is shown in yellow, and that for 1200-m
population is the sum of yellow and blue. The triangles in
this graph denote the dates of shoot sampling. (b) Esti-
mated changes in the cumulative sum of chilling of 340-m
and 1200-m populations. (¢, d) The time series changes in
the probabilities of each damage score for population
340-m and 1200-m, respectively. Modified from Ishizuka et
al. (2015) with permission.
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7z, IRERER O 5 HREM OB ERIE ()
1X—0.0016 TEDMERE>7-. Zhix, HEREAOES
BEVIZEEEIRENMEL, PR WERBEER T
M 2 ST SEAS DT L BRT. IS E
7O FIHER 2 230 m BN O 340 m £, 1200
mEFZHNCE 4 2R L. BIEEE O#E W (M 4a)
W2 & o CEBOSIRAB O TZE T 281 7LD
ENEMMTREL . 20700, KEBED/ Y —>
WHEEMAEL, 1200 m R OFREILHIC 340 m £
Moz kv <, REERT 212 EEFREOEDK
XL kol (F4b). Thick->T, HESNLHERE
MRz b ENBERNE U, ¥ —27 2R #EEDE
WS o T ERW Ry — i3 2 EHITHEL
TWwiebOD, E—7 2RI HERICZEREDSH D, 1200
mEMFIIVBEVWY A IV TE—27 2 2720
mENT: (Mi4e,d). §abb, BESEMIZLE, &
WHERETIVEZ S OEEY 7PV EZFEL, 61
EWEBESREIZ X > T X D5 WEEERE CiEME %
EHBEWS, EHECIGUCRERZRDBLILNTE
7z.
INSDOERDFHFICE > T, BESENTEESE
&Y bFWY A 07 ChitdE2ER T F2zon
7o, ZOZ ki, ETVERAOTEELCHEEREED
R HERE BIC B IR & B (B 5a). M 5a D@D,
A CRBR N IC 4B 3 2 RT3 2 B2t - T
BHES Y 4 SV T RRZSTEY, WEENIID T 2
RREZ Y437 R UGS, 340 m E£RIZ R b
FOMMEMEES 2R L2 1200m £M» 5 13 HER S
ZEPHEESI N, BRI S TZFEKD Ny — %, R
BB D FEE R EEHEERICB LT RO sz (K
5b) . EEOEWEREHIZ SRR, RIRERE X
EDZL LB, THICH > TROIMEREER S H 2
borifEEs .
BEREETVEIGHAL, ERMER LBREZ(LOR)
Battmg Lz (M5c). V77V AT—Fno, RER
MBS, HSREMZ 2N OEE 2 500m ¥ EA X
¥, HEREEORMMER 2R LUIER, ThthoF
HEZRT 2 ODIZES 2 X5 R#fERE2H VL (K
5¢) . WEENFID T2 2 TEZ ETFRIALHIE, 4
BFEEL500m SEEAANY 7 b X858 L HkE
My 7 bSEIGEETIHDEWED L DA S
7. Thbb, EERENEERICESTH, EHNE
BEEEMICR > TY, & bICHEEESSY 4 2 > 73R
{72 Y, EFFEROREOKR S S FBREE e 2
BROKE S EPTW S LIRS LT.

3.5 E=
VD7 « /7 aY—%FHlT 5T VIFERSERES L
TBY, ThoDETINVEY, BRBINT 5 288y 7

FIUVNEFELEL, 7/ aY—Ffiza->TWn53 2 ELHE
LZx T3 (Cannell et al., 1985 ; Repo et al., 1990 ;
Timmis et al., 1994 ; Hannerz, 1999 ; Linkosalo et al.,
2006 ; Hanninen et al., 2007 ; Aikawa et al., 2010) .
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L -30°CIE B 2 HEREEE2TFHIL TRLE. (a) 230
m BRI S e 2 RERM (340 m, 530 m, 930 m,
1200 m 5£H) OEMAIHREEEZ L. RE O S
IAI VBT ZEENEREZRT. (b) SR
(230 m, 730 m, 1100 m 3XB&AHL) 12351 % 340 m HEF D 3
BB EEHEE A L. AREOMEEESY 4 2 > 7B
LA, TabbEREORELRT. (o) HEHEEZ
B2 500 m OFEEZALOFE. 2010 4O RERFFE SR
(BEpOEAE» SHHE) 2HWT, V77V AY 47
5 BREM OB % 500 m NS € 7256 &, R
MO % 500 m BN S - 55O MG EEOHER 2 >~
S a2V — b L7, BREFF 2321, Ishizuka et al. (2015)
FOWELTRLT:.

Figure 5 : The time series decreases of the freezing dam-
age estimated on the basis of the best-fit model, and its
variations among populations and/or planting sites. The
field air temperature recorded during autumn 2010 is used
to estimate the freezing damage if plants are exposed to
—30°C. (a) Estimated changes are shown for all tested
populations (230, 530, 930, 1200-m) transplanted at a 230-m
site, which refers to the genetic variation. (b) Estimated
changes are shown for 230-m population transplanted at all
tested sites (230, 730, 1200-m site), which refers to the
plasticity as a result of the environmental responses. (c)
Estimated changes are drawn using the simulated freezing
damage of the reference type and that of pseudo popula-
tion (500 m upward in elevation of the population), and
pseudo planting site (500 m upward in elevation of the site)
to compare the magnitude of genetic and environmental
effects. Modified from Ishizuka et al. (2015) with permis-
sion.
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7o, HEESRBREICLD, 72/ uY— B EE—
MANTHEENERL DY, £FT 2EEICHGL T
52 EbiERHE NS (Rehfeldt, 1989 ; Morgenstern,
1996 ; Oleksyn et al., 1998 ; Aitken and Hannerz,
2001 ; Howe et al., 2003 ; Notivol et al., 2007 ; Mimur-
a and Aitken, 2010) . ABFFETIX, B8 &) PR
BIA 7 —VINIC B T R MEER Y 4 2 > 7 & % DEfn
WERZHSDIZT 2720, HEETRELED 2 EE
REAZHEATFE L CEEL, BEREET TV (Tim-
mis et al., 1994 ; Aikawa et al., 2010) DJLH & & A7z .
BIRESRBEE 2 AR Z T, BECRIHES NS
FH - B~ = /@Y — (Chapin et al. 1993 ; Hannerz
1999) O FHNCER) & SNBEINEET VX, =
Y OKDMHHEEEREE T LT RS A TIEED, K
WY 7P VOFEREE b &I HHRWEM O KIEEE Tt
BRET AP AEICO holz 2 EWREINTZ. &
B2, BT VERE LIRE, €70 OfENIC LN
ERENEDONL L bHO»ITE D, REOMHEMEE
By A4 3 7 PRERTEOINEREIC B 1T 2 B8R
WEko TSNS 2 Z LmEniz.

7 x /1Y —OEE D BIER B L 7B R A S
THHTE 2 2L, BEOWRTLIERINS
(Worrall, 1983). dt 5 &l =M © 2 & & (Abies
amabilis, A. lasiocarpa) OBHIET7 = /oy — (FEHHO
EHIRISE) WCIFEMZE EENOEMMZEIED S
%, Worrall (1983) FSEADILECEHL, 27
O - EMPEZZHERE2ET 52 TING
DINEDENHIATE 2 LFZL T2, BORIERE I
By 7 I N3 2 IWERENE W ERERL, XD
HWy A I 7 TORECO N eFZoNDE. Lr
L, Z0OX 5 2I0EHRENS, KERESKE BRI RS
MET L2 LW EIoTOHLHHETE 2L D D
(Hannerz, 1999; Jones et al., 2013) . AH5ED € 7 IV
Prc & > THRFOFS 2 EENICFHHLE 25, b
B~y Clk, BIERE & REESKE O 7 IS ERIZE 5
WD ONDE I ENbholz. EHOREREIC X 2{KE
EFHEOZRFRWERE, NS REREREIC X 2 50y
WS EERER TR, 2 DOREFERTF
DERIC L > THENL Y A 2 v 7 OFffinnsh Ty
7o LRI Tz

BEEORFIERT 20T 7T VI, —REHETIER)
i X HRM, Te e 2 FEHETHEL 2EEBH T ELH)
DREZBEHTICBWTY, REMPR#ELZY A I
Tt ES 2 EHT 2O CIEEAB AN =R L L
Fzohd. Licho>T, HEORERERNTF OHEIC
& 2 HIfENE, B CER A DA TR 2 S L D S
Rk s eFzoniz. 12720, BB Ic o Rz
BERF L b T 25 b M I v s
(Aitken and Hannerz, 2001 ; Kozlowski and Pallardy,

/ o AIZ
BEE, Bk i
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2002), 72k ZIFRBICHIZ CHE &t wo @O R
VI FNVORER S BHIE T (Leinonen, 1996 ;
Kramer et al., 2000) 2T, XD LXWET VO
ELTWLBLBELHLIEAD .

4, EH

AL FT R D H AR AR DR T RIA DM RIS | LTS B
NOWIENCHIEIZD, HEBIEEOET 2D 720, B
EREMEEREORIC 7z uy b e h— Rt 74
U9 % (Chuine, 2010). 2D LV —F A 7FELET 3
BE, SR OR TR XS O BRI K
LFELIA Ik Twa EFEINS . AFET
¥ U7z Ishizuka et al. (2015) DOWFFETIE, HigstE
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B2 T) 2 8T, MMEREERY A 2 7IcB10 %4
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IBETAEHRRED, 2 DO AT L3 T& 3
EHRINS. 2L, INSOWEEOREERX, 7/
aYHN e b — N4 7 OHIOIE S 2%E S BfER T
HixoTwa EFHEENSE. T, UREOH#EERN
RFALE S, AT 2EEE, Tvl (ERstoreg
Wk 3) AEERBEBEORE SR ENZELS 155,
BRBETEIC I R I B b B MM BRI O FR 2 D 5
Z ek, EAMROMERBREOFHIZ B ERIZEHEZ 6N
3. S, FBMESSMERENEE T 5 B HE L
L, ot AMEEEZNRICET VT Ta—F O %
IRV, BB L EEONT OFEOERNFHESTE 2,
I D XVET VOGP, B - BEEIIC X 25D
FERERPEIMEFL TV Z LTS S |

HEF

KA TR L2 E S ORI, REURFEACEEEEE
MDOR Ly 7, ICHERARRBIAVIFERT D X >3 —,
%5 NICTHFEKFHBEOBBHEKK, TTHFKF A
Yy 7 DEBERKOBICLVESNE L. MOER
#12 DT Id John Wiley and Sons IZFFEE R W72 &
% L7z (© 2014 German Botanical Society and The
Royal Botanical Society of the Netherlands, License
Number: 3506370969946) . #E%2&KL £ 7.
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