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Title: Freezing Resistance of Overwintering Plants

Keita Arakawa', Shingo Suzuki’

Plants gradually stop growing in late summer and enter dormancy. From autumn to winter, plants undergo a

cold acclimation process, which increases their freezing resistance, enabling them to survive the winter. As the
temperature rises from winter to spring, plants undergo a deacclimation process, which reduces their freezing
resistance, and they also begin to grow, with buds opening and leaves expanding. Cold acclimation and increase in
freezing resistance, which are necessary for overwintering plants, occur in parallel with the dormancy process and
involve a number of physiological responses. This chapter outlines the physiological mechanisms including cold
acclimation and freezing resistance that are necessary for overwintering plants and the cellular response of plants to

freezing.
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ExIL0 5 —7T, KEHMLERZ %2 2 & Tt
Pex bR sE, mMEMERYYLZEPTREE 2D, K
BHTIE, BALTEFEICNEZHHT 272010 RIK
TLBIAL R S HPTE & v o 72 hi M o 2L FLEERE 1B L TR
WY 5.

2. {EYOHE

2.1 HEIBRE Y [COWT

WAL —-STRIELTH, Lok Rkl T Lo
I BRIRETL AL 0TI L > THRATH S, £
D7z, AT DR OAR - EBIZOWTFEELLM
5T L, WWOBARENZBRT S ETETHREERS
ETHADH (HH1995). Bl 21X, 843 2 filillh O 562 B B O
) & LT, MFRHAx, AWk (F4 OK), Bk
MR ERFFONG. F/2, AT IR BRBEEME) &
LTid, K, %H3EFIED N TV L5, ME
BOTIZHINLYE, EHIZSILINTWILERLE
xR H 5, TIERFPHEREOERIHE NS L)
BRGEITIE, AVRIEAME T3 2 B2 EHENICZITIIw
BREVWR D, —7, MEEID WIS D TH
AHRE LIS W) G, F-MERERE D bRV
PO 2 8k - 258 7 13, [BOBEREEZITR
TOBEL WD, 20720, KPR HEEHET S
RIS 2 WREOMKIRT, TMEEFICH
FoTLE ) &9 B EMAIZ BN VIR ETIRET,
SHICHERE X 0 BT AL 3 2 R R R0 ML e
LWHAERET, ZhEUBELTHILIh%. L,
HRORERECHEEREE, MREICAREICHBELZRITL
V5. TOH, MERMOSIR A ORI AT
ZIREEZ &1F, WA SR O EFRECAERICD P
BEARIZTRGENE AL TIENTEL. Lrd, Bh
L&, AMLED L) RFEHOBITIICE, [RRLHESE
OEALITAEN U Tl e vwizo, FIE X ) SR T A5
7ZZDEEE LTC—BMIckEVRIME 25 E 2§52 &
THYOBRE (FIER ) RIREIME - B oFRE
BB 720, TERHELWL RIS EEIED
B, —77, WEFEMITI, SURSHKHUEE DS T S HE S 7z
WM<Th sz, ZOREGIEIIEORAMEIIG U CHBED
BENRL L. 20720, REELL BB Lo EFTFEEE &
EBBREOLFHORE SI2L > THEOHFHE, BREIRE
END. TOX)RBEDIS, EEFELL TV 2 REE
B X BRR~%, A~F ORI b EAERENEIS
KELSEBT LI LN TFREIND.
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K1 : KOALFREODFEZBEEICONT.

IR L 724 3 A OFRTEY) 2 FRME 10 T ColU LB LA
W HLBEL 7215 T EEZIE LTRSS AN ADEEEZ I
L—ar L7z U, ROKLU CoRE LR L 72 3R BR X e A1, fioK
VI E HZHEFRRL723ERIX K, BAK 2RI 72 3ER X BR:
3 mM TRERATE (pH 2) ZiRinL7z3 kX, ZoXiZ, Inada et al.
(2006) Plant Cell Physiol. 47: 504512 OFig. 3%t 28 L Clzik L 72.

2. 2SR O S & RIEEE

F A 3 %SG IEPIE OB 2B 2 513 &Rkl
T E THWHR SN THR T2 &, difELHES (EHF
1995, Sakai and Larcher 1987). Z @ X 9 2@ O #ifks X b
VAZRZITAE, BIZIE, BURSHERRICHIFERLHLEE, MK
RBHBONGRL o2, WESEEL THIZE - HEELD
5. WY ORAREEIEL RRDEE, £ OWREDIE
T HRBCIE, AR BRI $ TR S 7ok %
Sk, WO RERET S, R L XV THAER
EROET D6, BURS T O R AR AR O B R R ATH IR IX
(REBFERR) EHRTENRLEFET L0 %NS S
LD TH B, HEREOHELZED L) ITHITT 20
MiE, HERD HR BRI U 7R Uk o 58 IRE 20
ElZE o TREZD, WFELHEOHGZHLY, Mk
OBF LR HEHE R EOWEREZWRIC), fMTEER 2R
20T 5L, MIEEHNIOG U TRIRENG. ZOWE,
HHEROMEERZ D FTICHIBOMME2ES 2. 207
O, AEROMET CORMZHHL T, MMl X
VCHEAEREMET2HADL 4 AOND. HRFEFIC
Lo THEIM L EE2 85 &, AT 2 g AR O 4%
RIS E U5 7200, MO SR E RS ST L
F9. 207z, FRREEOMBEE —EROKITRLT
BRMITIRE DT B LA F v EOMIBHEW R LT
{%. &I THEBIOROERZER 2 WEL, WX (R
AR EHARTENZTBERLBERENE L o 7o T
EREIML, ZOHBTL> THEFFREDLLDLI LS
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K2 . FEMEEOZXILFREICHT HIABHOBEIIONT.

CIREIME L 7243 A FIEAEII3 mM KT (pH 2) &3 L CRMESM T CHoifsRli% 3 %
CETHBUHEA ML AR Y I 2 L—Ya vy L, HEEE (A) L5EE B) »oFhEhso
07 4 VAR %2 P L, BINA R VAR RIE L CRHIRIX GRRK Coiks i L 7258
B Hkodb ok L7, Bao s 7, JRIX (pH 20D MBAKER Z EH L7230k 5 X
BN 57, WBX (LR % fafl S8 CTpH 5.612 L7-@BHK 2 M1 L7238 . 2 oM,
Inada et al. (2007) Environ. Sci., 14 (Suppl) : 53-710DFig. 1% 25 L Tz L 72.

T % (Uemura and Yoshida 1984). F 7z, #fkCHifzod
HFREFGT 5720, EOVEOOfEL LTS
MG § 2RI 2BEL T2 HEBFAHINTED,
BILHBEDORERA L TR0 25 2 & TR
52 EDEETH S (Steponkus and Lanphear 1967).
CO &) RN ERMAT HETIE, Bz fIHLT
M2 R 52 LB TELDT, oM RN
TRo TV LD REMICHRET 22 LD TE S, Mo
I Ntk ARBEZEHTSZ L TRELINALED
R ST A2 TERILD TE 5.

FARICHIIE L NV THEFRZME ST 5 e LT, M
FUICHEB 23 - L CERIREIC L o TR DN A LE R
TH o THIROERZHMTL2b0bH 5. FlRIX, —
BERR 7 VA LA v 2fllaicix 595 &, filaox 27
T—EEHIC L THMREINTHNIEZHETH LIRS
(Murai and Yoshida 1998). %7z, HIFZASFRIEHY 70 155 % B
5LIAT T —EIEERL ) OTHENEFR LR 5 5.
ZD720, R IET MO W THAICH E LT HE & %
5. WARYOREG, 7u 772 M ERE LT WD,
ETFNVERELTHCEZENHL. a7 I A MOY;
&, MlEES VO TR L T L v X ) Ml E
JEL D DI PIEELERICHEZ G L Tnwb 720,
MBI 2 58 (BIHET V= VO X9 REEEY)
DHERFER R TR L THEELD b maiiiiit 2 R4
DTRZVPELREINDGEDNDH D, TD720, FIHT
LM AL U Tk E 7o 79 A b o CHEE I

PEIZE D2\ % SRRSO THITLOPEE % 1> Th
SENH L. FEB, 7a b 752 MEL T sy
HHFED D D LR TD o 72FHFPM N TV EHEIC
X, 7aF7T A SRR S RIS T Wb ok
£z bNTwb (Gordon-Kamm and Steponkus 1984). —7J5
T, 70 7T AMET B2 E THEEIEN S E - T
2B 5T (Murai and Yoshida 1998). & D354
121, A EE D BRI X 2 BRI AI ] L 7B
FEMOBEIC L 2B L ENEROVDEDELTERS
N50T, AU oMBEMBICTa b7 I A MEEHO
WA L2 02 e CHRE P2 e T 52 &L
T, Tu b7 T A% BET DR G AT HETE LS
B\ Z§ B2 HANCHE L T LEDLRH S, HHIC, WH
12X BB DR A X o THUREIC X 5 A5 2 i,
L TR HEER T EZ HNS.

Jek, MMAVHRE DS HEA T 2 & & TR LIk 2 BU 1
L, MR AT W1 2 i E AL D FEAE ML & AHBI 1A
AHNLZ LR, HFGEIEL S LMl S B R N
WD LR ENS, MRIBEATHREEE OIS & &
2 5N T &7 (Steponkus 1984). Z D728, WAk EATE
A9 2 MR D AV % HERF 9 2 2 & SBlEHpUME I I3
WCHbEVIEZFIH T, KRB B T 2
Ml ORI - BRFERYZILICIEH L CifgErfibh T & 72
R D D, kL WAIR T & & SUTHIRB S0 A58
D &, SEIBIKIC X o THIKEDYE L < IRATE L7z
1) (Steponkus and Webb 1992), FBIAKEICFeE N THIIL
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DORENTD T 5 (Fujikawa 1995). Z AU X o THK
EAID DA L S EEHARE L7223 E B &, IR
EEFE L CHEERZES L CRTIICEBEG 2RI 3%
E, AMHREEZAPELTLEY. ZNIT X > THl
Juliid ke 2 L L, I ESRET L EERZ LN TS,
Wfge s Vv — 7Tk, D, BURTWEELE (T4
DHEMBUSE) L8 E, La8F¥F5eflio/zvIal—
YavERTHANLZ DD L. BESOHE, BEEO
T TR RIS X o ORI R BB B YE R T At
WA S, R B IHLE 2 A LSRR S R TERE T
Y& W RIS b7z o THM S 2 Wi R 5 b0
LEzZ oMz 22C, RESMLS /40 A X% H
vy, BREE O AR % 3k LT S BUKEE Tl > TH S
NIMKRTHEAZE 72D, DEOTERRO A TG & 3
CHEAERCRHIEY R 2B S0 T2 L THRIES A ML
A%¥Ialb—Yarvl, TOREEFLE Fl2E
K TR 5 72K T A AR S 7243 4 F%
HEx2Bo7-b0% X E L, 3 mM fRERKER (pH2) T
o 7zMiKCHE-72b DR RBX L L, MHE4CH7
Y =W —CIHRMLI L, MR BT OLEF M
TR L72E A, BHBIIZREX ORI RIS
Higt L 725 238l S afied, 3RS IRIXAZ X
THREEDHZ KT LT, 3 mM BRI (pH 2)
S\ LR BRI RE 7S L KT B 75, BERE R T o LS
L7ehoTHERDLE, REDRL LEWEF Ul E T
TSR, AT B RO 7 R A 3 B8 ] L2 5
THETRMEIND T ROT, WIFTICHEERER OB
JER R o TV T, A UKETIRE TR 5y, 3
FEEE S N RRE R OREIZF LIl 2133 Thb. £
DD, BRRE B S N7 BRRRAK TR O AR 1 pH 200 LB
XD %5pH 4D ML X D100£5% VEt5iIZ 2 5. 20720,
FOpHAMEWIT &, JkEh & oKy & O CHiRS R S
WERAT O RAZ { 2 5 DT, WA S - FiMK s
LS 2 HERHPANL BB ENEZOND. Z
D& 9 TSRS IBIES ISR 2 E TR L, HRES
B ETHHBOZ LAHEZ D 9 B720, JKITFIRETK
AR D T LA K o THUG NG S W ISR OB R
BICHAELT 2 2 LI X AADEBIMGRTHADOZ L
AWFE LTHERMT OIS, 72, #ZED R ICpH 2005k
R A RmmML, HOKEFI-RTE CREHISETY
FERAR 2 RN L 720 IR X & s, S o skt o 731
ZEALKT Lado7z. —J5, Rk L CHMEGME T Tl
EIED L, WX E AR THEES OB O LRI
WIERT LA (K1), SoZdid, M5 T vy B

BBz, ZNUCL > THELATRT I X b OKOBH
HEOFT BRRBL O HAE BRI LI 2 iF5s L, 3
DEEREE 2GRN L D 2720, 84T WL -
TIFAMAIKREI W £ 2RI LT3 (Inada et al. 2006).
T, dEIC X AHGEZI B ORI L, =
RN REBALGEDIEAE L THEDVIRT 2213 L M5
NTW5E, SHUDLERETE 2 AT 2RO L > TR
WHZHEE W2 D, Thbh, FUEERIC X > TR
(=) OT L3l Rt 2 B0 s 2 LT, i
BL AN BT AN F =12 X o TR R E
L, ZRUCE S TE SR LEDHEENEEDND Z LT
MEND. FFHHIE, ATAFEEITH L TpH 20 M4
P CHUS AL 2 2 Th S, RIS O D Seftik
FEDDH L TIOCITTEEZ TR LTS A ML AL
LB EEERRIE A, WBHUKTHAS IR L 720 TR IX S
WMk S T C OO R L 72 A2 ST A 35 2 7 o 723k
BRIX OWAEDINE LT R Y, AFESE> LR % B
7 o 72 RBRIX O BLEAE TLE 120 B DL B b 3 R T I
Kim I (Fv/Fm) 25KTF LCB Y, 2405 B LIS HZ 5
WP HIEKE ST LT 72 (Inada et al. 2007). B
ErpofEonszzaa 7 4 VTS OWIXA R 7 v
NS L, RSN T TOHMBER,»S 700 7 4
WA IR Ul Bl s 720 (M2), Z20HD
JEHRGHIC X > TRUAZE CIE R R B L A5 4 L CHR
BEhsR & {72 o 72 REPEA/RIZ & 7z (Inada et al. 2007).

2.3. EE5IE

WARL R 2 5 SR, WERE L RIRDY 1 &
VEHEYET. Tabb, [indE REIHWTn5
Wl &, SURAYMR ORISR & IR HAZEHI NS,
ZO7z%, iR MR THAT AN IR EY &
KRIRMZ L HICHZ %, 0K BHWE, oS40
T CHRRE M 238 < R A2 DR R HBEE T L TIR
RIIANERITT S, TNEWITT S L H I, KEAMET
T 2O TIRBIME A M A, R o UG HRPTE & ik
$ 5. ARIR & SRSHERPUPE O 1] FIZIZIZ R A U 5 25,
PRHR & ARIRBIGIZ S 7 B A B 7 0 2 A TH B (Welling
and Palva 2006).

IR B E AL TRk % R T OFBA ) BIE T
H 5. EAEOWEBERN O I 7 AN 12X 5T, #IE
FHEBREWL NNV (MF v A2 ) 7 F—24) (Fowler and
Thomashow 2002), #EfxF-FIFEW (7 ¥ /32 8) LX)V
(a5 +—2) (Kawamura and Uemura 2003), el L
NV (X FRa—2) (Guyetal. 2008) 7 & TWAH WS Bl



HEH) DA

WO LBFREATHARSNTWBE L DI, AL
TEADREL D ZERHLNIZENTVAS. T OREkE
FENTRE RS S S 2% X 912, RIRIMLEFE CIdkk~ 2
AL U % 2 & T, #EARMICHGEHRPTE 2% 1 L TR
IBADREE 72 5.

F =V Ky 7 AGMRETIE, BLTHEREY L LT
ki X o a3 2 F (Triticum aestivum) (Tanino and McKersie
1985) X 5 4 A ¥ (Secale cereale) (Uemura and Steponkus
1994), XL =7 V5 4 75 A (Lolium perenne) (Abeynayake
etal. 2015) %R &ED X9 A AR OHEFERY DI, T
V7 7 )V 7 7 (Medicago sativa) (Mohapatra et al. 1987),
t 4 37 75 F (Brassica napus) (Kubacka-Zebalska and
Kacperska 1999), 3 1 4 X F X F (drabidopsis thaliana)
(Gilmour et al. 1988), /N A4 ¥ 3 (Solanum tuberosum) (Palta
etal. 1993) 7 & ORI & R L 7205 H3% < & 5
N7z, o, RKRAWY TIEY~ 27 (Morus bombycis)
(Yoshida 1984) %*Cornus (3 X ¥J&) (Liet al. 1966), E-E
(Prunus persica) (Buchanan et al. 1976) 7% &% Fl\W 7178 H3
MENTWS. B2, TR M DR ZE
bz kA L <, REIMEIc X 2 Uiyttt o - & EOH
Bk R B HE H T Ao bz, &
DEL DG VG EOWFEIM L EZ SN T DM
HaE DR (Uemura and Steponkus 1994) R & > 287 4
(Kawamura and Uemura 2003) % %30, W iAVERESPLEA (Late
Embryogenesis Abundant) % > /$27 B0 X 9 ZREG] ik s ~
NG #ETR ©Cdh 5 (Fujikawa et al. 2006) .

AR IC OV T, EEBHEE LTRET AL vwDb
NTWD. i b SR 2 KA S O WETERHE A 7 1o —
ATHY, ZLOMPHTLRICERT HDDL LTHIS
NTwab. ZoOiEd, ZETIERVD, T74 7 —ARA
FXA—ADEH BT T 47— AWEA ) THEDS IKIREEE
OTMHEEREE LTRIBENTWS, I o ofild, FEEIC
Db S TERICERT 5 2 L TN OB IR D = £
D, BEEETESHETE W MEBD L. i3, 3
FEBRKIFIZ IR N O HEHAKD®DSD 7% D BT 5720,
IS OUEEMEREIZ KA L T A5G RSB N & 551 O
et (MERE) ICHFF T b TwS. £
72, VRV =LA ERFHL-EBSR T, BURE RIS
R LA 7 2L 32 8T, VRV —AHLD
RS ZHET S EbMESINTVE. Z0XHIZ, &
AHHEE L TOWHEERNE, BREEASS T URREE I
BI59 5L, mEIEL R THIREWR E LTRElIC
MG35b0LEZLNTNL.

72, MTEEZ S 2 SR ORI OB L2 RET %

RO DRPFETREN TS, T b DZALI,
MiNaRE D LR, WRROTERIC R R RIS 720, FRSH
Hadb a3 2 M BT, MIBLEEDRIEDH 3 2 & T
DM DZTEAKihst, ML & AR & o [ O HAE
F 7% ) U TR IS 0 sl 45 5 D S A HBE 2R T S 2 ]
s EZ ONE. Zoficd, HIEEENEECORE D=
TR D FEEE (A ] Bt o M T BE N SR DB N 2 ZRBR O K & S 12
BAFT 22 e D3E 2 5N 5. N e M BE P2 53 Afi
THNRIF UL, ATFMUBHiEshTWwb ANV L%
L7y F M TOREHEITER T E RO TYWED
EWPEDN) g B & IHIIREE O DN L & vb
NTW5, EBI, RIFUVOHI 7 v ERERTSE
% L AINARE DR EE DM MBI A2 /R 72T T <, B
BT T2 LAy uf X X FoREEEEKkE T
FHEE N T3 (Takahashi et al. 2024). F72, BHEVMoHE
T HLFETIE, HREEZ OB IEIE L MK 2 Sk
5220 - MR RBR & OB ALE 3 2 MRS 35 v CHl T BE
RANLBRIC 7 F v 2 W L C, FISH A~ o Mok
MORIEEZ T 2 H 2o TR LB EZLNTVWD
(Kuprian et al. 2017). £D X9 K TId4& %Mz 551 %
TR T Y OERPELFEB L MoNTEY, X7 F >
DAL R R HE R DS R 2 ) 12 5 2 BB & TH I
R,

ZDEFH, KIRHILERE TIZLEASY ¥ 37 Bl O &K
LA SN T WS (Thomashow 1999, Welling and Palva 2006) .
IS, MPHEES SO ¥ vy oK %
WIS T10 ~ 2050 < SVMB L CTH BRI L 2R
BRI LI wE W) WHEZ LT HEE Y 7]
LLTHENTWS., ZOWEERTLODE 1L, BK
PEDFE NS DR TF CTHMEBEEHT 55 V237 BHS
ZVnESNTWD. ThbDy Yy HRf~5 L, LEA
% 527 B RHSPs (Heat Shock Proteins) ®—#B7 & A5
ENb. LEAY Y37 B THIUL, MBBNOERIEE LA
THMIr (5 N BREIRYE) % &R - ZEftT 5
I EH 2R TG L v, HSPsThNIE, 5F ¥~
NE AEIC & o THESEZLOB IR EN 5 ¥ 787 B ol
BIZHEBT 250 PHEINS. Wb MO
IBEZR IR VAN N L 70 D Bk e 4R 2 Bl < 2 & THI AR
DOFFFREC R R % EOWEEE RS b0 & LCTE
A 5% (Fujikawa et al. 2006) .

F7z, MMBEORE (oY VIRE) oMBE/ICE
H3 % &, BUEBAKIC X o THIEFIEL & Al oo A AR & A
BHETH2HE I8V, BRIRE OGRS
WZ EiE, BEIRER oM EAER Z S 2 oI E A8
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BWEHE VR 5. EE, BEEANORKEGKDE WIEIR
PSR BIL 8 B TR 2 #1112 & - 72 (Uemura and
Steponkus 1999).

S5, PIBALICB G- % Bk 4 7 Beor b i a5 vk 2
R 720, BALA b L ARIRICERS 5. RIS, SEHEEH
AR T, IR X o TRAET B IR ERR AL
Lo THRBEI DRSNS, T, Wb EE
[ U &9 ERD 720, PiRILEESE & EOFFHIE, —RW
REALGEOWHNCAIRNTH B, F72, Wik Lk ) %
TR EALIZ B 208 DI, RIS E 0
PR - ZRALICHBNS 2 2 e IfE S s, S 512, b
BRI BV OB RIEEIZ A b U ARZEl BN T 7%
DT, BHHEOIREE AL TEBRLELIN TV,
HE RO 7 va 7 4 ViR Z RS 2 & TH RO
HHRZ L B A=V ZFHIIT 2D MONTED, &
FEEPEDIRE L LTHHWS N 2360533 % (Ehlert and
Hincha 2008).

2.4, FEEEE)

KARDMRT U CH B OKRM»HAE T 5 & 5 %W, Wil
RaDBHE K F 5 IRE ORI, RO T IS U CF
MRS 5 [l Lo 1 &, ST L CH KL %
W LB RDSFIROE T2t T [ H ]
D2ODF A TITKELHF SN S (Fujikawa 2006). %
 OERKY LB AROB I OMILD X 5 124 L DRl
THON D DITHINEANFETH 5. IR T IR I RiR AL
TL7W6, TR ARER % & TG HHKT L L
WE o PIT & o THWENOMILI (7R T Z 2 ) Dk
UM B, FIERBOR 7 & DEETF R RN R 7 &3
MMAETIIHE LTS E, ZRODBBE o TOREE
B (BRS) 2 FE D, ENBE T E Lo TRILR YR
WU THIENO T E TS A MkE T t#EDL. 2ok
) BRIRBDTE 2T & 9 s & OKBEIE T B & I3
DX BRERTOIENICE, THRT I A MKE RS
&9 B R H Sk ORBAG Y E DFAET % & v 9 il A
HsH. P12, [EHRTOLHEE (Pummer et al. 2012) R
Loy ¥FaoofiroBiiahizy aoBAan e o7 h—K
M CHINS 2016), 71 5 Ok OMINBER S (HE 5
2021) 7% & HUHE AL SOKBEE I ST b, BRI,
B oMb shizy avBan s o a—Kmeny 5
B OMTBRER L, FRND S T R T T A b KO
EHETLURELEZ OGNS, ThbE, OCUTICK
MK L7212 h 2020 & T BRBE R CTHiE AVE U e vl
HThH, MWRESDE T 2 KEIEEC X > Tl 78

WHIDE S ISR 206 2 ek H B 2 L %
HRT B, BB ISR LT LT S 3T 5
L0 AL TRV THRAUE T > 727 AR HEE (&
KRR B2, B BKEAE U T I o
THRMAVNEL D, 20720, HAHMET TRIRAKT
35 LMK DG E B & O AR o TWE EE
AHTLLTEZ)ITHA.

7 RTZ A+ OKIGHMEAEFBIZ LR TE IR AN 2
LR, IKEEE AL T 5 2 & 2 E ORI
X o THIRIAL D KRAERE 2 dhed 2 &, MBIk &
DM TH U722 5UE I U CRITEA 2 & M b~ & kA
BB 5 2 & THIRABK ST 2 (BHEHK). Zhicko
TESHITHIBIOR AR E SR T 20T, BRI 7Z
THAREL o MO L o THOERTH. 20
X9 uUREBKIE, BURREE L XR R, HIREE S &
faziEd (A4 MU T R). BBAHEBRIEARKTIZE
TBEOHFEFKDPEL S &, ZREKE 253 LW
MR &, M2 N o>t o A AR it & S B2 3
T 52 & THH OB TAT M 2 Mg R 2 L4 U T
W ENIEAET D L EZ 5N T WD (Steponkus 1984). #l
WL RR D A AL RAR 72 &, LTso0 (50%255R30 101555 %
ZF B HUEIRE) 13-30C LD bEVw I LAL s, FHL
CALBEERB D ARAFH Y O E2 DO FAMLTId, LTs025-40C
DTObDb%L AONRE. Y7 TOBEOFZMED
ZFO—BITH Y, FFEHEAHFET-60T LT T TUHEL 725812
WARERUI L TH50%E < A EFKD 2 EDFEIHEEI LT
B, 20X RIFFITE VAR R RS BB L LT,
Mk (ER) OREEZEALHBL- 35 L) IS H 5.
MC X % &, ZEHIY 2 ARTRBINL 8 AL TERHI K o B/ g A3
BN U 72 F 25 FER O 0 R T SRS B ALl S
%L, B/NEAEE L CFIROERDMIIE I & ML E T
WCHE S 52 HIEMSEZ MR T2 2 eSO kot
(Fujikawa and Takabe 1996). ZEHify Z2AKEEILIC L > T2
DOERZ FREHEEIMEE SN D FEI L 20, FHIN A
BEBIAL s E0 13 EERS B @M A5 & N 5 BHEE AR &
5720, BHREHYIEDOFHIZAL & EOMMMEA A STz
Z 0 &9 REREZ BIEHEE L, US4 2
FAFTRBEIN LD oTz. ZDRD, ZOX Tk
ZALIIIARD X 5 ICE W2 A5 DAL
5H50THY, dBHEHAKICE > TEEK SN LEROL EF
REXEASINEIEOE FICiE S b 2 LT, M e Nk e
OEEM MBI 2T 5 L WA IRFED VL THR TV D
(Fujikawa et al. 2006). BIFE i ClE, 2o X9 RERZ EE
HEDH LN BBHEIIR O N TV 2.
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— 7, KT IREE THB T 2 RO MM OB 613,
MBS 213820, TRT T A bOKIEHE LIt T
LBPIADHE v, Z070, MBI CTHEEEI 5 KkiE
SAmAME T3 % 13 EHBNSRE ORAET ) A7 g b
A%, BUIEHIZ 3B A 2550 IR AR 5 7 & T BRI 2 R
Wa =0T T AR O M2 TL N SRS 262 2 & 2w
< BWEEMNEE HATER ST 2 O TG H & I
ENTws. Lad, LELEROBARTIZ, HEMISHEER
TE2 L) B\ MEHE I3R_EY, 30 ~-40CiE
CETHHEINTHMBNEREZEZ S 2vdobLn

ARIEBHRENC B 2 FHB O AR EGREIKET 5
25, MBI OKDBHEC & o TH L 55 R ORH)
DY — 7 & BT RRAEBIIN L o THI T 2 2 L 25T
&MU, ZOFEBIIGIREE DSBS B O S N7z &
LT TZ 20T, KNI OHBEHEE X LB %
ZEHMliC & 5 (Sakai and Larcher 1987). 7272L, Z®3¢
BEDSHIRELD T CH 5 &, Ml o 86 & ko
BB =V RRTOTHALXT 2O0HEEL % 5.
20X A, REELARE T HMEE (cryo-SEM) O X
) EEE A L CHIPIRE O 4 X 2D 2 LTl
PSR O A i % F W79~ % (Fujikawa and Kuroda 2000) .

Bl U7z & 912, TRZEBGHT CTH S ISR, D %
2 T T & BRERHLER 2V, X2 F U R LT ARy
FF—BME L2, HIVTTAALF MRS S X %
EGTALEL L TH LEGHM R R ARG BIRH &, @
WHDEE LTINS A4 L 5 2 & TH S5 8 #L
V=7 B HWiREMICY 7 L2, E=2ZDH 0N
INEL o TR LB Lozl bpms . Zh
SOMPELRENSLDID I, FEBEHEEICBTS
IR B A 3 0 BV ARIE X LT A (Wisniewski 1995,
Wisniewski et al. 2014). T 0 & 9 B HOHMER§ 2 #
HZALE LT, REFTMILONEOKASHBLAIK S D%
BCROK SNV E D12, MR X > TS T
W AOIUNR KD XD NHTET 5 2 EPHELZE VWbLT
72 (Ashworth and Abeles 1984). D, HIKIPIICER T
LR T2 )=V TH B RO T TR 4 FERERR
MKEYE S = 208, KAGTEME & B L C ol e %
KT 282 PKBIHEAMH S22 & 205, MBS
O MG HOMFFICET 2 WA D 2 & E 2 ShTwn
% (Fujikawa et al. 2018, Kasuga et el. 2008, Wang et al. 2012).
BB, FKERTEDHD, 0L PORBIEE Lo % 2
HE - IS AR REASHIE SN D 20, FE SOV —
T CIRPORBEE 2RI L CHE SRRz A2t b
BB, FZHENRZME % &Ai L 72685 T b SR 0 20 1

ZRT L) BARERIMHY & v D28 L (Suzuki et al.
2017), 5 & $KHE R IZETE S 2 LOKBMR ISR § 2
Pk T 5 2 LD TH o7, TDHIHLD1DOTH
% F x ORI % 25 O — I HAi 3 % 5k & B4R S
DleoTHEILEZ A, HiiLFEEORGE LM77 &
W) B Z T L BbNDD, T X O EOMHIE)
RBARENTHEEDH o722 Hhs, MENTIEHSLDD
O, FOKBIETEE A 2 AN O B C O RED
MRTEZLEZ TS GElll 5 2023).

Fiz, HIRIVRNY T EOLFTHLND EEIHK
R &) BRI TIE,  SURSEHUIE O JEERLE A SSRGS
IO E VB CGEBEZ &) 12 X o THIRAOK 2 & B
SN SBAT AL DO TH S (Sakai and Larcher 1987,
Ashworth et al. 1989). Z @ JFFEMIRIZ, KR TIZIS L
TIETPRICIAR S 5 720, M/ aG & 3582 ) ke
BROND. 070, FIEMBPIZIRAT 2 KITEEE
HIRREICH 2. —T7, Bikshrzkig, EIEMREDSEER
7RI GFEBE & F B MR BN oM R 2% &) 2%
FaN sz, WEIHRET 243 2 BRI L CHEE LN
B A CHIBIS 5 &, OIS OHEFET 5
T8l & N5 (Ishikawa et al. 2015, Neuner et al. 2019).
SO LX) BB R TAFENSFIELZ T AR LT
BHBIE L IRD B &, BEOLFORLIIREIELD,
JE MRS O SRS E DRI AT 5 2 L5 (Endoh et
al. 2009), AFOMBEHRFF SN T THO TIER 2 EHE
SRS ASIRAL L, MG O BRSHEPUEASIE S b T & ATEL
RTES. BZLHL, FIENPOFAKSINIZAKIZHHED L9
T AR % BT 5 EBAL F CTIE L < BB L CHtFasbok
AT 5 2 &R, JEAEDSHINBAOKE OB O bk S
N2 EDIzDIT, LHF 2T MBS L < aEst
W Z WL SELHDEEZLNT VS,

25 . F&EH

EAEDT 7 /0T —OMSIL o> TIIROBRIZH
LW Oasdh 555, HEICH ST 5 BN A AK Y
DBATETTH FERMALBEIREIN TS, F7,
SBEEBORE LD, 4F TORA OFHOHP % 2
BREZR BN () B RIRO BB A U % 720, BREISEIC
M3 A0 Tld, ShFTLDDRRABESC X OMPH
BHEMBREGREDPLEELRSTETVLEHITEDNS.
R THEMOB Y 2D ) ORI AE U 2 IREI L Bl
L&) ARZLE b7 58RI, Rt L5 -
TRECHERET 5720, BT 2P OEFHRKICE -
TEETH L. ST wns, BEMLERE T,
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FUFHEHUE DTN 2 TIRIRAFERIC X 2 iR O 5 254G
5 O720, SinDEAbR EDOBREE LD E L T
RTVIREEE W2 L. Z07/n, BB A8 %
W HPITT B 7280, RIREIME & AR T S 2T 25D 5
NTws, 5HLVHVAHELTTU—F Lo THPY O
ZAEREIC BT 2 BURARE 5 2 L AWIfE S NS,

HET

RETHY LT 725H 5OV — 712 X BHF%E%
RD% 1, dRFEREDSBIZ OB Z5h5A 0 THRE
Db &, L OFEFEARLLREMES & OFHEICL > THS
Nzbo<Ty. T, o O ED—HBIE, JSPS
FHIF% (JP24K09012, JP21K05699, JP15H04615, JP16580270,
1E4) RALHER RS TN A b AR K E T2 [ B I 28 4
HME 2 EOMBICE 0T, S2ICHELRLET.
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