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� M>^_GVs>(Ķ�%ŠčƋ&��!ȏzĺŠšƟ#�!Ǫƶ%ǩƍŨŠÐ�¿Ď<Ư	µİ

Šŗ"�8�Ňŀȏŉŀ��"%�ȏŴő%$'�ŖÌÚ3Â2�ǶÎȏȊōȏ�ōȏÖÒĈş×%

$'ĳǴş×&ŠƠ�83'4ȏ±ŗȏıŗȏƬȂ%$#¡Š�83'3�7ȏÎŝ|'Ķ�%ş×

&ŠƠ�!�8�/�ȏ�8Ž'M>^_GVs>(ş×Û±&ćƇ�!ȏƐơ<¦²��8��


)ȏAnabaena, Nostoc%$'M>^_GVs>(ƁƍȄȆĪ�}"ȏfVvMOX#Æ)98ŦǉƐơ

<ƌ 10�& 1�'®¿"ýĎ�ȏ�'Ɛơ"ƁƍËæ<îǮŪ&Ư	5	&%8��'5	&Ķ�%

ş×&ǡć��ÝĶ%ŽãÍ�8�2ȏM>^_GVs>&(ÝĶȏ� ȏȊù%ş×ćƇĸĵ

�;�!�8�#ĦĀ�98�%�"3ȏ�(�¿ĎŠŗ&#�!ĤǪƶ%ĉÔ#�
ȏȊù%�

ćƇĸĵ'ãÍŸÇ�98�çǸȏM>^_GVs>"(ȏ»��6Ý�'�ćƇŜǆŲ69!

�8��'ĝÁ&Á�	ȏ�8�(ȏǕ�8�ǋ�Ĉ�ȏ�ǉ&ćƇ�!�ėǹSw`Gǉ'Ǭľ<Û


8�Ƴƫȇ²�ȏ�ǉ&ćƇ�!�ėǹSw`Gǉ�6'B]tFy�Ǟ°Ś<Û
8�OVyXǢ

Ż�%$Ķ�%�ćƇŜǆãÍ�!�8�Û±�8�ş×&ȇ²�ȏ°Ś5��¿Ď<Ư	�2&ȏ

M>^_GVs>&��!�96'�ćƇŜǆĵƉ�9�#ƞ
698� 
� zĝȏ1996÷&���DNAŵƀđ&5�!ȏ́ ƐơĈM>^_GVs> Synechocystis sp. PCC 6803 

(Synechocystis)' J^lǦ¨Łæ�9�'<ū§7& (Kaneko et al. 1996)ȏŜÍ/"& 40Ž�|'
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M>^_GVs>'J^lǦ¨Łæ�9!�8�/�ȏÝ�'Ž"ýǉǑĚĒưŷƂ�9!�8

�2ȏJ^lĉÔ<ÒŬ#��ǣ�âŶÙ&58ƱŜÐƺĭƊ¯Ū&Ư;9!�8��'ƕĮȏĶ�

%�ćƇŜǆ& �!ȏ¦âugt�6Ɛơx��ugt/"�'ĸĵ'ƾƐĠ6�#%7  �

8ȌÊ 1ȍ�ĩž"(ȏ�9/"&ƭƟ6ƺĭ<Ư�!��Ƴƫȇ²ȏǋ�ĈȏƐơ£ǹ<¬Ą�8

�ćƇMOVl& �!'ŲƷ<Ƒ��8�Ř&ȏ�¹é�¹é�8�ǉ#¬Ą�8�ćƇŜǆ#

'ŮǱǱ�& �!ȏǡćŪċƝ#�	ƹŒ"Ǆǃ���� 
 

 

Ê 1 M>^_GVs>'�¹éMOVl'Ĵť 
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� �9/"&ȏ40Ž�|'M>^_GVs>'J^lƺǁå��!�7ȏJ^lĉÔ�6�¹é�

'ãÍ<ęŎ�8�#¼Ƣ#%�!�8�çǸ&J^lĉÔ<ǂ+8#ȏŉŀ�8�(ǶŠ'M>

^_GVs>&��!ȏ�¹é�ǅë&ãÍ�8�#¦��!�� (Ashby and Houmard 2006, 

Ohmori et al. 2001)��9/"&ŠŗŤ"Ų69!�8�¹é�(ȏuTZytƕ¿ÐȌvYeMwȍȏ

drbwƕ¿ÐȌLOV Sw`GǉȏBLUF Sw`GǉȏGseXGvlȍȏǯşVXrcvytƕ¿
ÐȌd?XGvlȏM>^_GVsCGvlȍȏGktǩƕ¿ÐȌPYPȍ&Þª�98�M>^_GV

s>"(ȏGktǩƕ¿Ð�Ü' !'S@e'�¹é�Ʒ ��!�8�Ř&ȏLOVSw`Gǉȏ

GseXGvlȏd?XGvlxM>^_GVsCGvl(,#=$'ŉŀȏǶŠ'M>^_GVs

>&ãÍ�!�8�¹é�"�8 (Brudler et al. 2003, Ikeuchi and Ishizuka 2008, Narikawa et al. 2006, Yeh 

et al. 1997)�zĝȏBLUF Sw`Gǉ4vYeMw(Ǵ69�Ž'M>^_GVs>&'0ãÍ�8 

(Jung et al. 2003, Okajima et al. 2005)�drbwƕ¿Ð�¹é�(ȏdrbwǼƫ�<Ã·�8�2ȏ
Ǽƫ�¹é�#�!ĸƢ�8�zĝȏǯşVXrcvyt<ƕ¿�8d?XGvlxM>^_GVs

CGvl'Õ¿ȏÝĶ%�ǉ'�¹é�ÔÅ�9!�8��96'ÝĶ%�ǉ'¹é(ȏƕ¿�!

�8ƫƍŽ'ǟ�4�¹éĸĵ'ǟ�&5�!çŜ�9!�8�#¦�7  �8�d?XGvl

"(ȏǊƫ�#ǠǊƫ�'ǰ"'¼ǖŪ�ÛĚȏM>^_GVsCGvl'Õ¿ȏǼȌƏȍƫ�#Ɨ

ƫ�'ǰ"'¼ǖŪ�ÛĚȏƗƫ�#Ǌƫ�'ǰ"'¼ǖŪ�ÛĚ%$ÔÅ�9!�8 (Ikeuchi and 
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Ishizuka 2008)� 
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� M>^_GVs>'�¿Ď&��!(ȏǯşVXrcvyt¦â<ƕ¿��ǍóÞƵ¿�d?Kb

sRylȏ¶ć�ą'Gvvd?tÃ·"�%��<ėǹ�ȏ�'B]tFy<¶ć�ą&�Ǟ

�8 (Tandeau de Marsac 2003)�d?KbsRyl(�&�²äƋ II&�B]tFy<�Ǟ�!�7ȏ
�ş×Û±�8�#"ȏ�²äƋ I &3�B]tFy<�Ǟ�8OVyXǢŻ<Ÿ��d?Kbs

Ryl(vUY#K>&¦�69ȏvUY�6K>ȏK>�6¶ć�ą*#�B]tFy<�Ǟ�!

�8ȌÊ 2Aȍ��'�Ǟǝż"(ȏųłǭ'�<Ã·�8ƫƍSw`Gǉ�6ȏǭłǭ'�<Ã·�
8ƫƍSw`Gǉ*#�B]tFy�Ǟ�98�K>&��!(ȏd?KM>^bsw#Æ)98

ǯşVXrcvytƫƍƕ¿��>vd?KM>[w#�	Sw`GǉǊƫ�'Ã·<Ĕ�!�

8�vUY"(ȏd?KM>^bswƕ¿��d?KM>[wSw`GǉĆ�ãÍ�ȏķƫ'�

<Ã·�!�8��9�Ü&ȏŽ&5�!(ȏ�6&ųłǭ'�Ȍ�&Ɨƫ�ȍ<Ã·�8ƫƍSw

`Gǉƕ¿�8�#"ȏÝĶ%�ǉ<�¿Ď&«Ţ�!�8�%�"3ȏd?KBsOsw#�	

ƫƍSw`Gǉ(ȏd?KBsOvbsw#�	Ɨƫ�<Ã·�8ƫƍ<ƕ¿�!�8��8Ž'M

>^_GVs>(ȏş×�'�ǉ&ć�!ȏd?KM>[w#d?KBsOsw'Ǭľ<Û±��8

ȌƳƫȇ²ȍ��'Ƴƫȇ²(ȑ 'S@e&¦Ȃ�98 (Tandeau de Marsac 1977)ȌÊ 2Aȍ�IÐ(d

?KM>[w#d?KBsOsw'�ĝ<ĕ ȏ�ǉ&ć�!�'Ǭľ<Û±��%��II Ð(d
?KM>[w'Ǭ(Û
�&ȏd?KBsOsw'Ǭ<Û±��8� /7ȏǊƫ�}"(ȏd?K

BsOsw<Ō6��#"ȏƐơ(Ɨƫ<Ä�8�zĝȏƗƫ�}"(ȏd?KBsOsw'Ǭ<Ø

4��#"ȏƐơ(ȋ�.�ƫ<Ä�8�IIIÐ(d?KM>[w#d?KBsOsw'�ĝ'Ǭ<Û
±��8� /7ȏǊƫ�}"(ȏd?KBsOsw<Ō6�zĝ"d?KM>[w<Ø4�ȏƐơ

(Ɨƫ<Ä�8�Ɨƫ�}"(ȏd?M>[w<Ō6�zĝ"d?KBsOsw<Ø4�ȏƐơ(Ǌ

ƫ<Ä�8��'5	%Ƴƫȇ²Ŝǆ(ȏǳ7Ń�ßǷ�'�ǉÛ±��7ȏ�'�¿ĎŠŗ#�

ƅ¿��7�8ş×'}"ȏ°Ś5��¿Ď<Ư	�2&ǡćŪ"�8#�
8� 

� �96'Ƴƫȇ²Ŝǆ(»��6Ų69!��ȏIIIÐƳƫȇ²<Ÿ� Fremyella diplosiphon&�

�!ȏƳƫȇ²<¬Ą�8�¹é� 1996÷&Kehoe6&5�!©2!ǣ�Ū&Àæ�9� (Kehoe 
and Grossman 1996)��'�¹é�<KyY�8ǣ�â rcaEŶÙ�9�į"(ȏǊƫ�Ī�}"3ȏ

Ɨƫ�Ī�}"3ȏd?KBsOsw#d?KM>[w'Ǭľ �Û²�%����rcaEKyY

�8Sw`Gǉ(M>^_GVsCGvlÐ'ƫƍƕ¿Ym@w<ĕ �#�6ȏ�¹é�"�8�

#ŸÇ�9!��ȏ�¹é�#�!'¦�ŘĈ(ǭ6�~Ġ"���� 

� ď�'ŵƀHtye(Ǔ÷ȏSynechocystis#Nostoc punctiforme&��!ȏRcaE#�!ǽ%8M>^

_GVsCGvlÐ�¹é�CcaS<Ʒ���ȏ�'¦�ŘĈ<ǂ+� (Hirose et al. 2010, Hirose et al. 
2008)��'ƕĮȏCcaS(Ɨƫ�#Ǌƫ�'ǰ"¼ǖŪ&�ÛĚ��ȌÊ 1ȍ�CcaS(>AXeUX#

�!ȏ_GVs>'�Ď¦¬ĄƋ#�!Ų698aOTNwEZyQYm@w<ĕ�ȏ�'Ʀôsw

ǩ²ŅĈ(Ɨƫ�&5�!ǀð�9ȏCcaS Ɨƫ�PwLy#�!ĸƢ�!�8�#ŸÇ�9�
ȌÊ 2Bȍ�Synechocystis(d?KBsOsw<ĕ��ȏƳƫȇ²<Ÿ�%�ȏSynechocystis"(ȏǗ

ö'd?KbsRyl&(%�Řļ%d?KbsRylǣ�âȌcpcG2ȍ'Ǒ¢<¬Ą�!�8�#
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Ġ6�#%�!�8 (Kondo et al. 2007)�zĝȏNostoc( IIÐ'Ƴƫȇ²<Ÿ�ȏccaSǣ�âŶÙį

"(ȏƗƫ�"ǀð�98d?KBsOsw'Ʈſǌ�6�ȏǫŠį&��!Ɨƫ�"ǀð�98

Ǭ#Ǌƫ�"ē¬�98Ǭ'�ǰŪ%Ǭ'ƮſȏǊȐƗƫ�Ī�}"Ɔ��ƹì�9���96'

�#(ȏCcaSƗƫ�}"(d?KBsOsw'Ʈſ<ǀð�ȏǊƫ�}"(d?KBsOsw'Ʈ

ſ<ē¬�!�8�#<ŸÇ�!�8�CcaS'}ņ&(ȏCcaR #�	swǩ<¹�¸�!ŅĈ²�

8uOjwOuFpuySyÐǑ¢ÉâãÍ�8��' ccaRǣ�âŶÙį&��!(ȏƗȐǊƫ�

Ī�}"#3&d?KBsOsw'Ʈſ �ǌ�6%����çǸȏd?KBsOsw&Ǳ;8ǣ

�âƜ'Ǒ¢ugt<ǫŠį4 ccaS, ccaRǣ�âŶÙį&��!ǂ+8#ȏd?KBsOsw'Ʈſ

Ǭ#ŮǱ��Ǒ¢Ǭƹì�9���96'�ç�6ȏCcaS�¹é�#�!Ǌƫ�#Ɨƫ�'Ǭľ
<ČŲ�ȏCcaR'Ǒ¢ǂƈ<��!ȏ�'ş×}"°Śƪ��¿Ď<Ư	�2&d?KBsOswǬ

<ǂƈ�!�8�#Ÿ�9�� 

� Fremyella diplosiphon&��!(ȏRcaE'¦�ŘĈ(Ġ6�&�9!�%�ȏǣ�äŪƺĭ�6ȏ
aOTNwEZyQ"�8RcaE�6swǩ<¹�¸8RcaFȏRcaF�6�6&swǩ<¹�¸�!Ņ

Ĉ²�8uOjwOuFpuySyÐǑ¢Éâ RcaC#�	 3 'Sw`Gǉǰ"'MHZt�Ǟ<

Ɣ!ȏǊƫ�Ī�}"d?KM>[w'Ǒ¢ŅĈ<ǀð�ȏd?KBsOsw'Ǒ¢ŅĈ<ē¬�8

�#ŸÇ�9!�8 (Gutu and Kehoe 2012)�Ǔ÷'J^lƺĭ�6ȏd?KBsOsw4d?KB

sOswÀĶƗƫ�>wVZ"�8d?KBsOvM>[w<ĕ M>^_GVs>&��!ȏRcaE

4 CcaS Ʒ���9!�8ȏ�96¬Ą�8#�Ŏ�98ǣ�âŽĽ&Ŧ%�!�8�#
�Ċ�98��96'ǟ�(�9�9'Šŗ'ŠƠş×'ǟ�&ǌÉ�8�3�9%��/�ȏ�9

�9'¬Ąĸĵ&Ɛ�%ǟ�(�8ȏÒĩŪ&Ɨƫ�#Ǌƫ�'Ǭľ&ć�!Ɨƫ�>wVZ#Ǌ

ƫ�>wVZ'Ǭľ<Û±��8Ƴƫȇ²Ŝǆ(ȏ¹é�8�ǉ#�¿Ď&«Ţ�8�ǉzƨ�!

�7ȏǽö&ǡćŪ%Ŝǆ"�8�#(Ġũ"�8� 

 
Ê 2 M>^_GVs>'Ƴƫȇ²#�'¬Ą�A: d?KBsOswǬ'0Û±�8 IIÐƳƫȇ²

#d?KM>[w#d?KBsOsw'�ĝ'ǬÛ±�8 III ÐƳƫȇ²�B: �Ď¦¬ĄƋ CcaS, 

CcaR&58 IIÐƳƫȇ²'¬ĄnWt� 
 

4��.�"
� �	�!)����
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� »��6Ķ�%M>^_GVs>"ǋ�Ĉ(Ų69!�7ȏ�ŏ&Á��!Ż±�8Ļ'ǋ�Ĉ(ȏ

�¿Ď<57ŅŨ&Ư	�2&Ǫƶ%ŠŞŜǆ#�
8�Ǔ÷ȏ�& Synechocystis&��!ȏǋ�Ĉ

'�Ɠ0¦âugt"Şƺ�9  �8�M>^_GVs>'ǜ±&(ȏǛń4ŗ�ƱǾ<Ż±�

8Őǋǜ±Ȍ,-zĝÁ*zæǘù"±�ȍ4ȏtwitching ǜ±ȌĝÁ<Û
%6ǰĹŪ&±�ȍ

Ų69!�8ȏÞƤƬ%$'ǜ±Ʋƛ#�!Ų69!�8ǿĿ(ĕ�%���'�;7ȏÝ�'Ž

ŧµƐƬ' IVÐƘĿ#5���ƘĿ'ǣ�â<ĕ �Synechocystis&��!ȏ�96'ǣ�â<Ŷ

Ù�8#ȏŘæ'ƘĿ4 twitchingǜ±ȏƦœýǉǑĚƢňà�8�#�6ȏƘĿ<���ǜ±ȏÜ

īDNA'¸7ǒ0ƞ
69!�8 (Yoshihara et al. 2001)��'5	%ÿ®'ǣ�âğ&ÝěÀæ

�9!�7ȏƘĿĩ���"%�ȏ�'ýĎ&Ćƶ%ǣ�â3Àæ�9!�8 (Bhaya et al. 2000, 
Okamoto and Ohmori 2002)� 

� į�ãĞƼ�6¸7ê�� Synechocystis'Ƹį&(ȏũƫ�ŏ&í�!Ļ'ǋ�Ĉ<Ÿ�Ɛơ#Ǉ

'ǋ�Ĉ<Ÿ�ƐơŋÍ�!���2ȏ�9�9<´ǻ�8�#"ȏPCC-P įȏPCC-N į#���
�96'į(ǣ�Ū&Ïz"%�#ƞ
69!��ȏĤǓȏĺ��MyIwLy<Ţ��SNPƺĭ

&57ȏçǸ&Ƶě'ÛŦŷƿ�9!�8 (Kanesaki et al. 2012)�ď�'ŵƀHtye(�&PCC-P

į<Ì½#�!ȏŶÙį'ǋ�ĈÛ²�8ǣ�â<ĘƎ�!����'ƕĮȏÝ�'ǣ�âƜÀ

æ�9!�8��"3ȏ�¹é�<Â1 3 'Chvwǣ�âƜ pixGGrOSyȏpixDGrOSyȏ

pixAGrOSyÀæ�9!�8 (Narikawa et al. 2011, Okajima et al. 2005, Yoshihara et al. 2000)� 

� pixGGrOSy(ȏÞƤƬƆ'�'_GVs>&��!ǋ²Ĉ<¬Ą�8ǣ�âGrOSy#'Ů

ÀĈ�6Űŭ�9�GrOSy"�8��96'ǣ�â<�9�9PCC-Pį&��!ŶÙ�8#ȏǇ

'ǋ�Ĉ*#ǑĚ�8 (Yoshihara et al. 2000)�ǋ²Ĉ¬Ą&��!²äŗǉ<ČŲ�8#ƞ
69!�

8MCPSw`Gǉ#ŮÀĈ�8Sw`GǉPixJ1"�8��'Sw`Gǉ(>AXeUX#�!ȏ
ǋ²Ĉ¬ĄSw`Gǉ#ÀĶȏMCPYm@w<ĕ�ȏ�6&M>^_GVsCGvlÐƫƍƕ¿Ym

@w<ĕ ��' PixJ1 Sw`Gǉ<Ɗƴ�!�'¦�ŘĈ<ǂ+�#�:ȏǼƫ�#Ɨƫ�&58

¼ǖŪ�ÛĚ<Ÿ�� (Yoshihara et al. 2004)ȌÊ 1ȍ��'ǣ�âGrOSy',#=$(ȏǋ²Ĉ<
¬Ą�8_GVs>'ǣ�âƜ#ŮÀǱ�&�8ȏpixG '0q[yG%ǣ�â"�����9(

PatA Ð'uOjwOuFpuySy#�	M>^_GVs>&ŘŦŪ%Sw`Gǉ<KyY�!�

�� 
� pixDGrOSy( pixD# pixE#�	� 'ǣ�â"ĵĎ�9ȏpixD<ŶÙ�8#ȏ4(7Ļ'ǋ

�ĈǇ&ǖǑ�8 (Okajima et al. 2005)�PixD(drbwƕ¿ÐBLUFSw`Gǉ"�7ȏǼƫ�Ŕ

ï&57ȏdrbw'Ã· 10 nm,$ǭłǭMdX�8ȌÊ 1ȍ�/�ȏPixD(ģĪ�}"PixE#
Sw`GǉƵ¿�<ýĎ�ȏǼƫ�Ŕï&57�'Ƶ¿�ƺǻ�8�#3¦��!�8� 

� pixAGrOSy( pixAȏnixBȏnixC#�	{ 'ǣ�â"ĵĎ�9!�8�PCC-Pį&��!ȏ�

96'ǣ�â<ŶÙ�8#ȏpixAǣ�âŶÙį&��!(ȏĻ'ǋ�ĈǇ&ǖǑ�8'&í�ȏnixBȏ

nixCǣ�âŶÙį&��!(ȏĝÁĈ'ǖǑ(ǌ�6�ȏ1�:Ļ'ǋ�Ĉ'Ż±ǎǻǫŠį&ľ

+!ĥċ&Þ��%�!�� (Narikawa et al. 2011)�zĝȏǇ'ǋ�Ĉ<Ÿ�PCC-Nį&��!ȏ�

96'ǣ�â<ŶÙ�8#ȏnixBȏnixC ǣ�âŶÙį&��!(ȏǇ'ǋ�ĈĻ&ǖǑ�8'&í

�ȏpixAǣ�âŶÙį&��!(ȏĝÁĈ'ǖǑ(ǌ�6�ȏ1�:Ǉ'ǋ�Ĉ'Ż±ǎǻǫŠį

&ľ+!ĥċ&Þ��%�!���PixASw`Gǉ(M>^_GVsCGvlÐƫƍƕ¿Ym@w#
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aOTNwEZyQYm@w<ĥ�8��'ƫƍƕ¿Ym@w'¦�ŘĈ<ǂ+8#ȏƏƫ�#Ɨƫ

�'ǰ"¼ǖŪ�ÛĚ<Ÿ��ȌÊ 1ȍ�NixB#NixC(�9�9uOjwOuFpuySy"�7ȏ

�96'ǣ�âƜGrOSy<ýĎ�!�8�#�6ȏzǙ'MHZt�ǞƋǏ"ƚ�!�8¼

ƢĈȊ�ȏpixA# nixB, nixCǣ�âŶÙį"(�'ƱŜÐǖ&%�!�8�NixBȏNixCƣs

wǩ²řč"ŅĈ²�ȏswǩ<¹�¸8�#"~ŅĈ²�!�8'�3�9%�� 

� Ǿũ��#& pixE# nixC( pixGÀĶȏPatAÐ'uOjwOuFpuySy<KyY�8`rvH
ǣ�â"����2ȏ�96'ǋ�Ĉ¬ĄGrOSyƜ&��!ȏPixGȏPixEȏNixC��5	%ý

"ǋ�Ĉ'ĝÁĈ<¬Ą�8ĤƒÉâ"�8¼ƢĈŸÇ�98��9�9'�¹é�'Ĉǉ�6ȏ

$'¬ĄƋ3Ə�Ǽƫ�&ćƇ�8�#ƞ
698����%6ȏǫŠį&��!´ƫ�Ŕï'

ǋ�Ĉ*'þȀ<ǂ+�#�:ȏSynechocystis (ķ�Ǌƫ�&í�!Ĥ3û�Ļ'ǋ�Ĉ<Ÿ��#

¦��!�8��96'�#�6ȏħ�Àæ�9!�%�ķ�Ǌƫ�&ćƇ�8m@w'ǋ�Ĉ¬

ĄƋãÍ�ȏ�'¬ĄƋ'O@UT#�!ȏ�96'GrOSyǱ��!�8�#ŸÇ�98

ȌÊ 3ȍ��96'�¹é� !Ə�Ǽƫ�"�8�#'ǡćŪ%ċƝ<ƞì����Ə�Ǽƫ�(

ƏÜ�&Ǔ�ȏ�¿Ď&��8�ǲè<ú�ǌ��4���"�8�2ȏƏ�Ǽƫ�ãÍ�8Ģ&ȏ

ķ�Ǌƫ�&í�8Ļ'ǋ�Ĉ<ē¬�8¬ĄƋ#�!ÿƂ�!�8¼ƢĈ�8��Ă�9�9'

�¹é�'ÝǪÛŦį<Ţ�ȏƵě'�ǉ<Ɠ0¿;���Ȍ�
)ȏǼƫ�ȎǊƫ�ȏƗƫ�ȎǊ

ƫ�%$ȍ'Ŕïǋ�Ĉ&�
8þȀ<ǂ+8�#"ȏ�96'¼ƢĈĲƽ"�8#ƞ
!�8� 

� �'M>^_GVs>'J^l<ǂ+8#ȏ

pixG GrOSy(Ý�'M>^_GVs>&�

�!ãÍ�!�8ȏpixDGrOSy(zǥ'M

>^_GVs>&��ãÍ��ȏpixAGrOSy

( Synechocystis '0&��ãÍ�%��

Synechocystis (Ř&ƵǺ%ǋ�Ĉ¬ĄMOVl<

ŨǞ���¼ƢĈŸÇ�98�/�ȏPixJin
vH<ǂ+8#ȏfVvMOX<ýĎ�8M>^

_GVs>'PixJƜ'0ȏƫƍƕ¿Ym@w'Ǧ

¨Û;�!���çǸ&Anabaena sp. PCC 7120
&��8 PixJinvH AnPixJ'¦�ŘĈ<ǂ+

8#ȏǼȐƗƫ�¼ǖŪ�ÛĚ"(%�ȏƗȐǊ

ƫ�¼ǖŪ�ÛĚ<Ÿ�� (Narikawa et al. 2008)�
fVvMOXýĎM>^_GVs>&��!(ȏ

pixG GrOSy&58ǋ�Ĉ¬ĄƋ�#(Ŧ

%��ý&%�!�8�#ŸÇ�98� 
 

5��*+�/
� �	�!)����

� �¿Ď(�&5�!Ȉ±�98¶ć#�&�ã�%�¶ć#&¦�698�Ɵ(�&āǘ�ȏĂ

Ɵ(ǨƍŅĈ&āǘ�8�2ȏ�ō�Ī�"(ȏǨƍŅĈŮíŪ&}7ȏ�¿ĎŠŗ(û�Ī�

#��5	%OXuO<¹�ȏ�ǲè<ú�ǌ���áŕĈM>^_GVs> Thermosynechococcus 

Ê 3 Synechocystis&��8ǋ�Ĉ'¬Ą
nWt� 
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vulcanus RKN (T. vulcanus) (ȏƧǡŠƠōù 57°C�6�"�7ȏ45°C"(Ǘö'ŠƠ<Ÿ��T. 

vulcanus< 31°C&Ż�#ȏƐơ( 24Ģǰ,$'Ģǰ<��!£ǹ<ú�ǌ�� (Kawano et al. 2011)�

�ō�Ī�}"'Ɛơ£ǹ(ȏzƐơü�7'�ŔïǬ<Ō6��#&%8'"ȏ��6'ÈǤ#�

	ſĳŪ%ş×ȇ²#0%��#"�8��'£ǹƐơ&í�!ȏ¾Ž'Ǩƍ¤ŞȌPtryQȏ

HtDZyQȏevV>yQ%$ȍ<Ư	#ȏPtryQ¤Ş&5�!ŘŦŪ&£ǹƺň�9��

/�ȏ45°C# 31°C"Ñȅ��Ɛơ�9�9'Ʈſ��PtvyO<æǬ�8#ȏ 31°C"ĥċ&P
tvyOƮſǀð�9!���/�ȏ45°C�6 31°C*Ɛơ<Ż�!�6'PtvyOǬ'S@l

KyO<ƺĭ�8#ȏ24 Ģǰ/"'ǰ&ă�&Ʈſ�!�8�#¦�����96'�#�6ȏT. 

vulcanus&��8�ō�Ī�}"'Ɛơ£ǹ&(PtvyO'ƮſĆƶ"�8�#¦���� 
� T. vulcanus'J^lƺĭ(Ư;9!�%�ȏT. vulcanus#ǓƙȌÖÒugt" 99%'Ǧ¨Ȃ�Ĉȍ

%T. elongatus BP-1' J^lǦ¨(Łæ�9!�8 (Nakamura et al. 2002)�T. elongatus'J^l�&

(ȏ3 'PtvyO¿ĎǨƍĶǣ�âãÍ�!�7ȏ�96'invH T. vulcanus&3 !ã

Í�!�����"ȏ�96'ǣ�â'ŶÙį<�ƴ��#�:ȏTvtll0007#�	ǣ�â'ŶÙį&

��!ȏ�ō�Ī�}"'Ɛơ£ǹ4PtvyOƮſĲ¥�9%�����96'�#�6ȏ

Tvtll0007KyY�8PtvyO¿ĎǨƍ TvTll0007�ōĪ�}"PtvyO<¿Ď�ȏƐơ£ǹ
<ú�ǌ��!�8�#ŸÇ�9� (Kawano et al. 2011)�TvTll0007(ƥǈǗYm@w#ŅĈ�ąY

m@w�Ü&ȏCĨƄ�& PilZYm@w<ĕ ��' PilZYm@w(ȏc-di-GMP#�	şř\Gu

CTY<ƕ¿�8Ym@w"�8�c-di-GMP(Ǔ÷_GVs>&��!ȏ_@Cd?tlýĎ%$<
¬Ą�8PDwYmUPwNoy¦â#�!Ńŭ<ǹ2!�8 (Mills et al. 2011)�ǧǩƬ4ÞƤƬ&�

�!ȏçǸ& c-di-GMPPtvyO¿Ď<¬Ą�!�8�#3ÔÅ�9!�8��96'�#�6ȏ

T. vulcanus&��!3ȏc-di-GMPPilZYm@w&ƕ¿�8�#"ȏPtvyO¿Ď<¬Ą�!�8
¼ƢĈƞ
698�Ǔ÷'ƺĭ&

57ȏǼƫ�&5�!ŅĈ²�9!

c-di-GMP <¿Ď�8�¹é��'
Ɛơ£ǹ<¬Ą�!�8�#ŸÇ

�9!�8��'�¹é�(Ǽƫ�

#Ɨƫ�'ǰ"¼ǖŪ&�ÛĚ�ȏ

Ǽƫ�Ŕï&5�!"�8Ɨƫ�Ã

·Ðc-di-GMP<¿Ď�8��6&ȏ

�'�¹é�<KyY�8ǣ�â<

ŶÙ�8#ȏǼƫ��ãŪ&ǌ�8

Ɛơ£ǹ �ǌ�6%�%���

�96'�#�6ȏ�'¹é�6ĉ

Ô�Ǟ<Ɣ!ȏPtvyO¿ĎǨƍ

'ŅĈ²<���Ɛơ£ǹ'zǙ'

ņ9ŸÇ�9�ȌÊ 4ȍ� 
� �'�¹é�Ǽƫ�"ŅĈ²�98ȏ�ǉ#Ɛơ£ǹ#'ǱǙĈ<ƞì����4 ƃ"3ƻǔ

��5	&ȏǼƫ�(ƏÜ�&Ǔ��"�7ȏB]tFy3û�ȏ�ǲè<ú�ǌ��4���"�

Ê4 T. vulcanus&��8�ō�Ī�}'Ɛơ£ǹ'¬
ĄnWt 
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8��'Ŝǆ�ō�#�	ȏ�ǲè<ǌ��4��Ī�}"'Ŝǆ"�8�#3ƞ
8#ȏǼƫ�

'¹é&57ȏ�<ÈǤ�8£ǹŜǆ<ǌ���#(ǡćŪ"�8#�
8�/�ȏ�È(T. vulcanus

&��8ƺĭ"�8ȏM>^_GVs>'J^l�"ȏ�¹éYm@w# c-di-GMP¿ĎǨƍYm@
w<��ĕ �¹é�<ø�ĘƎ�8#ȏ�'Ý�(drbw<ƕ¿�!Ǽƫ�<¹é�8 LOV Ð

�¹é�4ǼȐƗǰ"�ÛĚ�8M>^_GVsCGvlÐ�¹é�,#=$"�����96'

�ç(ȏÝ�'M>^_GVs>&��!ȏǼƫ�&ćƇ�!Ɛơ£ǹ<ú�ǌ��ŜǆãÍ�8

�#<ŸÇ�8�3�9%�� 
 

6������%�

� M>^_GVs>&��8�ćƇŜǆ<¦âugt"ƾƐ&Şƺ�8�2&ȏǓ÷(ýǉǑĚ¼

Ƣ%nWtŠŗ<Ţ��ǖǣ�äŪƺĭ�"�������%6ȏĺ��MyIwLy%$'ȃ

ǐŪ%Ēưǚñ&57ȏǽnWtŠŗ&��8q[yG%�ćƇŜǆ<ǖǣ�äŪ&ƺĭ�8�#

�573éġ&%�!�8�J^lĉÔ<ÒŬ#�!ȏM>^_GVs>'ÝĶ%�ćƇŜǆ<ȁ

Ȑǖǣ�äŪ&ƺĭ�8�#&57ȏM>^_GVs>'�ćƇŜǆ<Ɛơugt"�űŪ&Şƺ"

�8�:	�zĝȏÝĶ%�¹é�'¹é�ǉ<Š²äȏ¦�äŪ&ƺĭ�8�#3Ɗ¯Ū&Ư;9

!�8 (Rockwell et al. 2011, Rockwell et al. 2012)��96� 'ŲƷƮſ�!���#"ȏM>^_

GVs>'�ćƇĐť<ȏ¦âugt�6Ɛơugt/"57Ŋ�Şƺ"�8#ĦĀ�98� 
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('��	� 
� Şŏ�%Ƥ§ÄĪ"ĮćŇŔ#J<]^EUl<$Ĵ�ĸ�ŇŔ��Ĥ�7� �űĤ�� 

œ	58��7��83	Şŏ�#%Ƥ�Ĥ#ĦĄ�7ğŖ$G]g DNA  �$Ɖ�Åĩġ

ƢŻ�qŒŮƣJLUg��9���7�ĈĜ$�éĿðħ%Ƥsř#ć$Ɖ�Åĩġ:}�7

1$ ��Ģū�8��7�ƤÑ"� 1�ĤÛ�#
��%Şŏ���$čŕ:ó���� 

õÉ�87�ăĹ�%Ƥ¦ŇŔńŠ C. merolae#
�7Şŏ�Ɖ�Å$Ż��ä#ƒ�7įũ#

���ĊŲ�Ƥ�Ƌ�Ĥà$�ģ¾éĿł2Ɖ�Åĩġ�äł$Ƅ£#���œÍ�7� 
 

)'� "�%�� 
� Cyanidioschyzon merolaeƢC. merolaeƤ�uJQp ²)ƣ%¦ŇŔ$ńŠ��6Ƥ>Rl<q

YdlžƊ$ıƍêęĔ�5¦ƚ�8��ơęqÚƍê$ĉƔģ¾#Ĥë�7�$åŇŠ%Ƥ
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� �  

b��{~pt2*+8�{X�\sq3�]�

� ƭƵş& Bowman et al. (2007):Ìƾ$�ĳ���Ǧ�ƣøÉ&g>[Hzo ü%Ǧǆ©$

植物科学最前線 4: 46( 2013)

BSJ- Revi ew 4: 46( 2013)



 N. Suetsugu & M. Wada - 3 

36ǉƸ�ǺÁ:1�ŚŽ:Û/³Ƞƽ ȩ�%��Ǧ ç-7�1%&`CHzo:ƁĦ�

�³Ƞƽ �6� 
 

ƔŗƆŽ%CxE`vǺÁ&=HX|ƻƷ�6�&ĩĊƪ!����%ƳƿȣŘ$ ü��

�5ȩnCO|ȧ=HX|ƻƷq~V~Ȩ2F`O|ȧĩĊƪq~V~Ȩ#"%q~V~³ú

$36ǺÁ
� �6
ȩ=HX|ƻƷ%ȆÖ$36ĻǸ½:���ǺÁ�6�1Ƙ47��

6ȧFehrenbacher et al. 2003Ȩ�ŚŽ%CxE`vǺÁ&�ǅƎ$=HX|ƻƷ$ ü���5

ȧWada & Suetsugu 2004Ȩȩċ#!1n[K|\w=ȩLxP�ȩjxCFOU~oȩĊƿ�

%ǺÁ&nCO|$ ü���6�!
ňǱń4	!#��ȧSparkes 2010Ȩ�ǉƸ�ǺÁ&�
�Ȃ%�ó:ȑ��=HX|ƻƷ$ ü���6
ȩnCO|%ȍ�&ń4	 &#�

ȧSuetsugu et al. 2010aȨ� 

ǱĚ%Oz?_]R]:Ƈ��ƚƥ	4ȩ©Ñă�:&�0!��Ş�#ǉƸ�ǺÁ%¹ħå

ú
×Ā�7�ȧSuetsugu & Wada 2007b, 2009Ȩ��4$ƆƳƿ$��6=HX|ƻƷ%ǙĆ$

35ȩǉƸ�$žƊƎ#=HX|ƻƷ%Áı
ń4	!#����ȧSuetsugu et al. 2010a, Kong 

& Wada 2011Ȩ��%=HX|ƻƷ%Áı2�%¹ħåú&KJȠ2OWȠ$1üé�6% ȩ
Ȓ�ŚŽ%ǸÃ%¶Ŋǻơ ƌǼ��pD^Ro!ƾ�476� 

� ŎƤ &ȩȒ�ŚŽ$Ǘ476=HX|ƻƷ$ ü��ǉƸ�ǺÁ%¹ħŠŝ!ȍ��6å

ú$ȍ��ŜǢ�6� 
 

� ���{X�\3Z_fXK=GGRJSK;LPT�

�

�)��K=GGRJS�

� gB[[zf|&=naōƧ¦$©Ñă\p?| �6 LOVȧlight, oxygen, or voltageȨ\p

?|:ȭ�ĸ�ȩDxlFOōƧ¦$Sw|ȪQyC^|F]~T\p?|:1�Ñă�F]

~T �6ȧChristie 2007ȨȧèȭȨ�ǻË%ǟƳ#ƆƄýƎǚŒ	4ȩǉƸ�ǺÁ%©Ñă�

&Ƴƿǂ$Čé�6�!
ĻĆ�7���
ȩāȕ$gB[[zf|&Ƴƿǂ$Čé���6

ȧChristie 2007Ȩ�Oz?_]R]ȧArabidopsis thalianaȨ& phot1! phot2 %ȭ�%gB[[z
f|:ĸ��phot1! phot2 &!1$ȖÖÎī:¹ħ�ȧSakai et al. 2001Ȩȩ�$ phot2 
ǲȁ

Îī:¹ħ���6ȧJarillo et al. 2001, Kagawa et al. 2001ȨȧèȯȨ�k@v?OWȧAdiantum 

capillus-venerisȨ1Oz?_]R]×Şȭ�%gB[[zf|:ĸ�ȧAcphot1 ! Acphot2Ȩȩ
Acphot2
ǲȁÎī:¹ħ�6ȧKagawa et al. 2004ȨȧèȯȨ�dpZwE`LJȧPhyscomitrella 

patensȨ$&ȭƢȠȧPpphotA! PpphotBȨȱ�%gB[[zf|
üé�6
ȧKasahara et al. 

2004, Rensing et al., 2008ȨȩǚŒ�7�ȯ�ȧPpphotA1, PpphotA2, PpphotB1, PpphotB2Ȩ&��
71ȖÖÎī!ǲȁÎī:¹ħ �6
ȩPpphotA V?i
ǲȁÎī$Īȝ �6ȧKasahara et 

al. 2004ȨȧèȯȨ�ĺÖǌȠ%�ƢdNCwȧMougeotia scalarisȨ&ȭ�%gB[[zf|:ĸ

�
ȩ�%!�8dNCw %Šǀ&ń4	 #�ȧSuetsugu et al. 2005bȨȧèȯȨ� 
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� � � � � � � � �  
b��{~pt2*+8Z_fXBCFM�

� șǆƗÉ&șǆ©ÎīȩǦǆƗÉ&Ǧǆ©Îī:Ɲ��āƹ&ǝń�7��5ȩƛƹ&ǝń

�7��#�
Ôǀĭ
Ȥ��dNCw&ĵę#ĖõǉƸ�:����Ƴƿ$ĸ�ȩğ©�

 &ĵę#Ȝ:ªĈ©$êƐ$ȧface-onȨȩġ©� &©:ȁ�63�$ªĈ©$ęǏ$Ù�

6ȧside-onȨ� 
 

ƸǌȠ%Hvn\q]QȧChlamydomonas reinhardtiiȨ&ǉƸ�ǺÁ:Ǐ9#�
gB[[zf

|ȧCrphotȨ:ĸ���6�Oz?_]R]% phot1phot2 òƊ�ȧȖÖÎī!ǲȁÎī:šĽ

���6Ȩ Crphot:ƌƃ��6!ȩȖÖÎī!ǲȁÎī!1$äĨ��% ȧOnodera et al. 
2005ȨȩgB[[zf|&ŎǥƎ$ȖÖÎī!ǲȁÎī%�Ŀ:¹ħ�6Šǀ:ĸ���63

� �6�āȕ$ȩOz?_]R]% phot2 òƊ� 1țĘ$ġ�© ǲȁÎī
ǡĉ�76


ȩ�%Îī
 phot1  ü �6�!
ňǱîÝ�7�ȧLuesse et al. 2010Ȩ�T^LJ
ȧMarchantia polymorphaȨ%3�$gB[[zf|:���	ĸ�#�ŚŽ &ȩgB[[z

f|
ȖÖÎī!ǲȁÎī%�Ŀ:¹ħ�6ǀ½
�Ôš �6�Ȓ�ŚŽ%ǸÃ%ĥŊȩŋ

ƆŚŽ%ȓƏ$35ų�řœ
ģĳ�76!ȩœĜ$^YX:ū06ŚŽ$!��&ȩ35ğ

�©ƅð� 1©:ôÜÏ �63�ȩȖÖÎī%©İÑĭ
Ȥ#6ĪǕ
�����	

�ğ�©$ć�6İÑĭ
�
6!ǲȁÎī135ğ�© ǡĉ�7��-�ȧ��' Aihara 

et al. (2008)% phot1 %©Ñă\p?|! phot2%F]~T\p?|:ĸ�FpvgB[[zf
|Ȩȩǿĝ#©ġĝŐ�� %©ÜÏÀƂ
�
6��� ȖÖÎī%ǀ½&ȤȩǲȁÎī

*%İÑĭ&��©Ñă�
ĪǕ!#���ô%ŚŽ&gB[[zf|:ǔľĸ�
ȩȀ�

úȆǔĥ�Ŀ&1!1!%ȖÖÎī!ǲȁÎī:�Ŀĸ�V?i!��ť5ȩ1��Ŀ&ȖÖ

Îī$žÃ��Ȥİĝ%V?i*!òÃ��!ƾ�476�k@v?OW2Oz?_]R]%

phot1 &,!;"ȖÖÎī$žÃ��V?i �6
ȩdpZwE`LJ% PpphotB&�%�
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ȌŦȔ!Ǜ�6�gB[[zf|%=naȅȃµ$36³úƭƵǚŒ	4ȩgB[[zf|Ȁ

�ú%Ȇǔ&�7�7%³Ƞƽ ƀƦ$ǧ��4�����'ƢúŚŽ% phot1! phot2%Ȁ

�úȆǔ&ǓúŚŽ!ǐúŚŽ%³Đ%» ǧ����5ȩKJŚŽS|Ƞ &ƀǃ$ photA
! photB$³	7�� 
 

�)��K=GGRJSK;LPT268�~Z^j3[i�

� �Ȃ%ĺÖǌȠȧdNCw! Mesotaenium caldariorumȨȩdpZwE`LJȩô%ƃƆO

WȠ &șǆ©�� #Ǧǆ©$3��1ǉƸ�ǺÁ
ǡĉ�76ȧSuetsugu & Wada 2005, 

2007aȨȧèȮȩȯȨ�gB[[zf|&Ǧǆ©:ÜÏ�#�% ȩ�%ƢȠ%©Ñă�%ȍ�
&ńƍ ����Ǧǆ©$36ÀŔ&ǾǦǆ©$3��ÔǳƎ$Ķ�Ų�76% ȩg>[H

zo
ȍ��6�!
Ɲá�7�����	�ȩǉƸ�ǺÁ$ȍ��6g>[Hzo&șǆ©

Ñă�×ŞƳƿǂ$Čé�6�!
Ɲá�7���
ȩ�ǅƎ$g>[Hzo&ŗ�6�&Ƴ

ƿǥ$Čé�Šǀ�6�!
Ƙ47��6ŷ Ɩƒ
���ȧFankhauser & Chen 2008Ȩ�Ĵ�

&k@v?OW	4g>[HzoȀ�ú:Hz~^|I�6ǻơ ȩgB[[zf|%=na

ōƧ¦$g>[Hzo%©ÜÏ\p?|
ƴÖ��Fpv©Ñă�`CHzo:ƌǗ��

ȧNozue et al. 1998ȨȧèȭȨ�`CHzo&gB[[zf|%Šǀ\p?|:�+�¢ĸ���

�% ȩƳƿǂ$Čé�ǉƸ�ǺÁ:¹ħ�6g>[Hzo%ā� �6Ôǀĭ
ġƝá�

7��āȕ$ȩk@v?OW%Ǧǆ©$36©čĭ!ǉƸ�ǺÁ�Ŀ:šĽ��ȧșǆ©Îī

&ŤĘ �6ȨòƊ� rapȧKadota & Wada 1999Ȩ&ȩǣ+�ȏ5�+�%v?| `CHz

oȀ�ú$šĽ
���ȧKawai et al. 2003Ȩ��4$`CHzoȀ�ú: rap òƊ�$ĉª�

6!Ǧǆ©$36ǉƸ�ǺÁ
äĨ��% ȩk@v?OW$���`CHzo
ǉƸ�ǺÁ

ȧ!©čĭȨ%Ǧǆ©Ñă�!��Šǀ�6�!
ń4	!#��ȧèȯȨ�`CHzo&k

@v?OW�� #ȩS?u@COWȧDryopteris filix-masȨȩK@s{veȧOnoclea sensibilisȨ

#"ȩ@vlOƟ:Û/ polypodOWȠ%�ƽȧƃƆOW%ȳȫȦ��:È06Ȩ	41Ǘ�
	��
ȩT|m?ȧOsmunda japonicaȨȩD^HMȧLygodium japonicumȨȩŪƆOWƩÊùƎ

#OWȠ	4&�- %!�8Ǘ�	���#�ȧKawai et al. 2003Ȩ�polypodOWȠ &©č

ĭ!ǉƸ�ǺÁ
Ǧǆ©$3��ǡĉ�76
ȩÊùƎ#OW &ǡĉ�7#��polypod O
WȠ&ƯȬ¨Ě»%ƍ�ƮȩǐúŚŽ
ų�řœ:ģĳ����Ņ�$ŻƌƎ$ôŞÃ��

ȧSchneider et al. 2004Ȩ% ȩ`CHzo%ƁĦ
�%�å!#��Ôǀĭ&Ȥ�ȧKawai et al. 

2003, Schneider et al. 2004Ȩ� 
� Ȣ+��!$ȩĴ�&ĺÖǌȠdNCw	41`CHzo:��ƌǗ��ȧSuetsugu et al. 

2005bȨ�dNCw!OW%`CHzo&V|cHǥ%\p?|ŝǶ&3���6
ȩȀ�ú

%AHU|}?|[z|ŝǶ
«Ɗ#6�OWȠ%`CHzoȀ�ú&-��?|[z|

:ĸ�#�
ȩdNCw%��%`CHzoȀ�ú&ǔľ%?|[z|:ĸ���4$ȩdN

Cw!OWȠ%Ȍ%³ȠƽȧKJȠȩĊǉŚŽȠȩƔãOWȠȩÊùƎ#ǋãOWȠ#"Ȩ$

&`CHzo&Ǘ�	���#�% ȩdNCw!OW%`CHzo&·ǧŴ �6Ôǀĭ


țĘ$Ȥ�ȧèȮȨ�dNCw%`CHzo:k@v?OW% rap òƊ� ƌƃ��6!ȩǦ

ǆ©$36ǉƸ�ǺÁ
äĨ��ȧSuetsugu et al. 2005bȨ�dNCw%Ǧǆ©Îī:¹ħ�6g
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>[Hzo1Ó	4ƳƿǂČé
Ɲá�7��6% ȩdNCw 1`CHzo
Ǧǆ©$

36ǉƸ�ǺÁ:¹ħ���6Ôǀĭ
Ȥ�ȧèȯȨ� 

� dpZwE`LJ 1Ǧǆ©$3��ǉƸ�ǺÁ
ǡĉ�76
ȧKadota et al. 2000, Sato et 
al. 2001Ȩȩ`CHzoȀ�ú&ĸ���#�ȧRensing et al. 2008ȨȧèȮȨ��%ŚŽ!&Ɗ#

5ņǴ%g>[Hzo
ǉƸ�ǺÁ:ǡĉ�6�!
Ƙ47��6ȧMittmann et al. 2004, 

Uenaka & Kadota 2007Ȩ�Ȝƍ��!$ȩĴ�&gB[[zf|
Ǧǆ©$36ǉƸ�ǺÁ:¹
ħ�6�!:ń4	$��ȧKasahara et al. 2004ȨȧèȯȨ��	��%!�8gB[[zf|


"%3�$g>[Hzo!Æǣ��Šǀ�6	&ń4	 #�� 
 

� ���{Xu}3<AES|z2Yd,0�\rg�

� ÁŽ2ǈȠ$��6=HX|ƻƷ$ ü��CxE`vǺÁ%³úpD^Ro$&�$�

Ǵ5
Ƙ47��6�nCO|$3��=HX|ƻƷ%�:ŵ6ǺÁ!ȩArp2/3ǔÖ�ȧ=H
X|ȍǷV|cHǥ Arp2! Arp3:Û/ǔÖ�Ȩ$36=HX|ƻƷ%ȆÖ:ĻǸ½!�6Ǻ

Á �6ȧFehrenbacher et al. 2003Ȩ�ƸǆŚŽ$&nCO|Ȁ�ú1 Arp2/3ǔÖ�ȍǷȀ�ú

1üé�6ȧSparkes 2010, Deeks & Hussey 2005Ȩ
ȩ�%!�8 Arp2/3ǔÖ�%ŚŽ%CxE
`vǺÁ*%ȍ�&ń4	 &#��ċ#!1ƢúŚŽ$���ȩƔŗƆŽ$¬Ǵ#CxE

`vȧn[K|\w=ȩLxP�ȩjxCFOU~oȩĊƿ�Ȩ%ǺÁ&nCO|$ ü��

�6�!
ňǱń4	$#��ȧSparkes 2010Ȩ��	�#
4ǉƸ�ǺÁ&ȩArp2/3ǔÖ�%
Šǀ
šĽ��òƊ� 1ŤĘ �5ȧKadota et al. 2009Ȩȩ-�ǣ+47�ȏ5%nCO|%

aYH=@[òƊ� 1�%CxE`vǺÁ%ƊĘ$1ȍ94�ŤĘ ���ȧSuetsugu et al. 

2010aȨ�!	4ȩǉƸ�&�%CxE`v!&Ɗ#6ŞĞ =HX|ƻƷ:��ȩǺÁ�6
�!
Ɲá�7��6�Ĵ�&ȩ=HX|ƴÖV|cHǥȧVw|ȩg>|hw|#"Ȩ!Ǎ

©V|cHǥ!%ǎÖV|cHǥ$35=HX|ƻƷ:ÔǘÃ��Oz?_]R]%ģǥǫ

ļ�:Ƈ��ȩǉƸ�ǺÁŅ%=HX|ƻƷ%Áı:ǙĆ��ȧKadota et al. 2009Ȩ�Ƴƿǥ$
Ġ5Ĕ4�7�=HX|ƻƷ2�%ŏ%ȃƼ2ĹÁ$&©ŹĈ$36õ�#òÃ&Ǘ47�ȩ

ǉƸ�ǺÁ$ǷÁ�63�#Áı1Ǘ47#	���!�8
ǉƸ�ÞǮ:ǟƳ$ǙĆ��ƴ

ŔȩǉƸ��$Ƴ	�=HX|ƻƷ
Ǘ47ȩǉƸ�ǺÁ$���òÃ�6�!:ƌǗ���

�74%ǉƸ�ÞǮ$üé�6Ƴ	�=HX|ƻƷ%ŝǶ: cp-=HX|ȧchloroplast-actinȨƻ

Ʒ!Ø����ǉƸ�
Țţ���6!�ȩcp-=HX|ƻƷ&ǉƸ�%«Þç$üé�6
ȩ

ƠÁ$��ȩƠÁĿÙ%»Ƨ¦$¥é���ǉƸ�$ġ�©
ŹĈ�76!ȩ«�$üé��

cp-=HX|ƻƷ
�ǻƎ$Ų÷�ȩ�%ĥ cp-=HX|ƻƷ&ż¦$ƃ7&�0ȩ�%Ȉ
ô

#6$�7�ǉƸ�& cp-=HX|ƻƷ
ô¥é�6¦$Á�ù06ȧKadota et al. 2009Ȩ

ȧèȰȨ�ǉƸ�
ġ©ŹĈȂ�	4ǲȁ:þ���ĥ&ȩcp-=HX|ƻƷ&«Þç$ƃ7ǉ
Ƹ�&Țţ�6� 

� � �
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b����^jo2*+8� �<AES|z3l\�

� ǲȁǺÁȋù»%Țţſı & cp-=HX|ƻƷ&ǉƸ�%«Þç$üé�ȩǉƸ�&9�

	$Á�&�6
�%ï$!"-���6ȧƳ�ÍĿÙƗÉȨ�ǲȁÎī&©%ŹĈȂìȧș

ƹ%Ȃ³Ȩ%ǉƸ� %.ǧ�6% ȩphot2 &ǉƸ�óÂǂ�6�&Ƴƿǂ%ǉƸ�$ĺ�
��6Ȃ³$�6!ƾ�476�phot2
©:Ñă�6!ȩcp-=HX|ƻƷ%�ǻƎ#Ų÷


ǧ�5ȩǉƸ�
Ƴƿǂ	4ó7Á�
õ�#6ȧö�ÍĿÙƗÉȨ��%ĥ�4	%£Õ

ȧȥǆƗÉȨ$35 cp-=HX|ƻƷ
»Ƨ¦ ȆÖ�7ȩƴŔ!��ǉƸ�&©	4ǲȁ�
6ȧƗÉȨ�̄ Ɣ& GFP-Vw| =HX|ƻƷ:ÔǘÃ��ȧƸǆȨOz?_]R]$���ȩ

¯Ɣĕ�ƗÉĿÙ$ǲȁǺÁ:ǧ����6ǉƸ�ȧǦǆȨ� % cp-=HX|ƻƷ%Áı:

Ɲ�� 
 

ğ©�$��6ȖÖÎī &ȩcp-=HX|ƻƷ%Ų÷&ǧ�4�ȩƠÁĿÙ¦% cp-=HX|

ƻƷ
ñ�6�!$3��ȩ©$Ù	��ƠÁ�6ȧèȱȨ� 
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b���`^jo2*+8� �<AES|z3l\�

Ƴƿǂ�% phot1! phot2
©:Ñă�6!ȩ�4	%£Õ
ƌƆ�ȩƐĺ©
Ģ����#

�ǉƸ�$1Įî
�96�ǲȁÎī!&Ɗ#5 cp-=HX|ƻƷ%�ǻƎ#Ų÷&ǧ�4�ȩ

ǉƸ��%©ŹĈȂ�ĿÙ»Å³ cp-=HX|ƻƷ%ȆÖ
ǧ�5ȩ©$Ù	��Ȗ-6ȧƗ
ÉȨ� 
 

ǉƸ�%ƠÁǵĝ&ȩȖÖÎī 1ǲȁÎī 1ȩ»Ƨ¦!ĥƧ¦% cp-=HX|ƻƷ%ȈŨ
$ ü���5ȩȈŨ
õ�#7'ǵĝ&ǵ#6ȧKadota et al. 2009Ȩ��4$ǲȁÎī 

&©ġĝ%�Ń$���»ĥ% cp-=HX|ƻƷ%ȈŨ&ñõ�ȩǉƸ�&ǵÁ��74

%ƴŔ	4ȩcp-=HX|ƻƷ%ĹÁ&ǉƸ�%ǺÁĿÙ�3)ǵĝòÃ!þ«$�Ǆ���
6�!
³	6�ȆǕ#�!$ȩ=HX|ƻƷ ü%CxE`vǺÁ%ȎĂ¼!��Ƙ476

2,3-hV|PC| 2-qaFOo ±Ƅ��Ƴƿ &ȩǉƸ�ǺÁ&þ«$ȎĂ�76
ȩ�7

 1#�ġ©ŹĈŅ$Ǘ476 cp-=HX|ƻƷ%�ǻƎŲ÷!ż¦*%¥éÃ&ǙĆ�7�
ȧYamada et al. 2011Ȩ��%ƴŔ&ȩcp-=HX|ƻƷ%ż¦*%¥é&ǉƸ�ǺÁ%ƴŔ &

#ȩǺÁ%ǧå!#5Ħ6�!:Ɲ���6� 

� Ƴƿ Țţ���6ǉƸ�&Ƴƿǥ$ű���6% &#ȩ=HX|ƻƷ$ ü��Ƴ

ƿǂ$ĺƕ���6
ȧTakagi et al. 2009Ȩȩ�7 1�%ï 9�	$Á���6�Ƴƿ%ě

�Ƭç$ğ©:ŹĈ�6!ȩǉƸ�%«Þç cp-=HX|ƻƷ
ñ¾��7$��ǉƸ�%

Á�1ğ-���ǳ$ġ©ŹĈ & cp-=HX|ƻƷ
Ų÷�ȩǉƸ�&õ�Á3�$#
��ȧKadota et al. 2009Ȩ��%�!&ȩ©ġĝ$ ü�� cp-=HX|ƻƷ%Ȉ%òÃ
Ƴƿ

ǂ*%ĺƕ%ơĝ:ŬĀ���6�!:Ɲá���6� 

� ©$ ü�� cp-=HX|ƻƷ%ÁıòÃ!ǉƸ�©Ā�ǺÁ!%ȍǷ&ȩgB[[zf|
šĽòƊ�:���ǚŒ$35�4$ń4	!#���phot1 òƊ� & phot2 $ ü��Ȗ

ÖÎī!ǲȁÎī
!1$ǧ�5ȩcp-=HX|ƻƷ%Áı$1ȇƆë!Ũǭ��õ�#ǽ�


Ǘ47#	��ȧKadota et al. 2009Ȩ��	�ġ©ŹĈ$3��ǧ�6 cp-=HX|ƻƷ%Ų
÷!�%ĥ%¥éÃ
ȇƆë!Ũǭ��9�	$ł�V?n|I ǧ�5ȩ�%ƴŔ!��ǉ

Ƹ�
ǲȁ�ù06V?n|I1ł	��ȧIchikawa et al. 2011Ȩ�phot2òƊ�&ǲȁÎī:š
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Ľ���6% ȩġ©� 1ȖÖÎī
ǡĉ�76ȧJarillo et al. 2001, Kagawa et al. 2001Ȩ��

%òƊ�%ǉƸ�$ġ©:ŹĈ�6!ȩġ©
ŹĈ�7�Ȃ³ % cp-=HX|ƻƷ%Ų÷&

ǧ�4�ȩǳ$ cp-=HX|ƻƷ%ȆÖ
¡Ǹ�7ȩȖÖÎī
ǡĉ�7�ȧIchikawa et al. 2011, 
Kadota et al. 2009Ȩ�phot1phot2òƊ� & cp-=HX|ƻƷ%© üƎ#òÃ&«ǧ�4�ȩ

ǉƸ�%©Ā�ǺÁ1Ƴƿǂ*%ĺƕ%©¹ħ1Ǘ47#	��ȧIchikawa et al. 2011, Kadota 

et al. 2009Ȩ��74%ƴŔ	4ȩgB[[zf|& cp-=HX|ƻƷ%Áı:¹ħ���6�!

ń4	!#��� 
 

� ��� �<AES|z3[i2�98ac�

� Oz?_]R]$��6³úȀ�ýƎǚŒ$35ȩ©Ñă�gB[[zf|�� #ǉƸ

�ǺÁ%£Õ�Ǽƭ2ǺÁƭ$ȍ96Ş�#åú
×Ā�7�ȧèȲȨ�Ĵ�&ȩ�74%å

ú%òƊ�$���ȩǉƸ�ǺÁ$�� cp-=HX|ƻƷ%Áı:ǟƳ$ǙĆ�6�!$35ȩ
�74%åú
 cp-=HX|ƻƷ%¹ħ$"%3�$ȍ����6	:ĻĆ��� 

 

èȲȩOz?_]R]$��6ǉƸ�ǺÁ%£Õ�Ǽƭ2ǺÁƭ$ȍ96åú 

�

�)���
��������"� ��#$�%�%#%��� �#�$����������

� Ĵ�
Çȗ��òƊ�%� chup1òƊ�&ň1ģǥ
ġȩǉƸ�©Ā�ǺÁ:šĽ��

�6�� #ȩǉƸ�
Ƴƿǂ	4ó7��-�°Ȗ����ȧKasahara et al. 2002, Oikawa et 

al. 2003Ȩ�ǉŕƳƿ:ǙĆ�6!ȩȇƆë &ºŶ©
ŹĈ�7#�ȏ5ǉƸ�&�%�Ƽ:
,!;"ò�#�
ȩchup1 òƊ�%ǉƸ�&ÊģǥŰÁ$���Ŷ�Ƴƿ:ƠÁ���

�ȧKadota et al. 2009, Suetsugu et al. 2010cȨ��%òƊ� &Ƴƿǥ%=HX|ƻƷ%Áı&ȇ

Ɔë!ò94#�
ȩcp-=HX|ƻƷ
«.47#	��ȧOikawa et al. 2003, Kadota et al. 
2009Ȩ��%�!& cp-=HX|ƻƷ
ȩǉƸ�%©Ā�ǺÁ%.#4�Ƴƿǂ*%ĺƕ$1Ī

ȝ �6�!:�4$Ǒ����6�CHUP1 &ǔľ%Šǀ\p?|:ĸ��ǉƸ�%óÂǂ
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$Čé�6Ȓ�ŚŽ$žƊƎ#V|cHǥ �6ȧOikawa et al. 2003ȨȧèȲȨ�=naōƧ¦

%ƋŪĭȞì&ǉƸ�óÂǂČé$Īȝ �6ȧOikawa et al. 2003, 2008, Schmidt von Braun & 

Schleiff 2008Ȩ��%ĥ8¦%=naōƧ¦Å³%K?x\K?x\p?|&ȩǉƸ�
Ƴƿǂ
$ĺƕ�6�0$ĪǕ �5ȧOikawa et al. 2008Ȩȩ-�Ǟȡƪ%āȡƴŔ &�Ȉ�Ã$1

ĪǕ �6ȧLehmann et al. 2011Ȩ�K?x\K?x%Ţ$&=HX|ƴÖȂ�
üé�ȩǞȡ

ƪ %=HX|ƻƷƴÖǀ
ƜǠ�7�ȧOikawa et al. 2003Ȩ�DxlFOōƧ¦&izw|
ťí$ą/Ȟì!Ȓ�ŚŽ% CHUP1 %Ȍ țĘ$¢üĭ%Ȥ�Ȟì:Û/ȧOikawa et al. 

2003Ȩ�izw|ťí$ą/Ȟì&ÁŽƩ%=HX|ȆÖ$ȍ96åú$1Ǘ47ȩ=HX|

³ú!ƴÖ�ȩ�%ȆÖ:¡Ǹ�6izg>w|!ƴÖ�6Ȟì �6�!
Ƙ47��6

ȧHolt & Koffer 2001Ȩ�āȕ$ CHUP1 &izg>w|ƴÖǀ:1�ȧSchmidt von Braun & 

Schleiff 2008Ȩ���%�!	4 CHUP1&ǉƸ�$Čé�ȩcp-=HX|ƻƷ%ȆÖ$ȍ��6

åú �6Ôǀĭ
Ȥ�
ȩ�%!�8�%ǝķ&Ÿ�� 
 

�)���������#�������� "�$������"���$�����#�������"� ��#$���&����$��

� ȖÖÎī%òƊ�%QHw~^|I%ǻơ kac1 òƊ�
Çȗ�7�
ȩȖÖÎī:,!

;"šĽ���6�� #ȩǲȁÎī%ǵĝ1ȇƆë!Ũ+�ǹ	��ȧSuetsugu et al. 

2010cȨ�Oz?_]R]$& KAC1$3��Ȁ�ú KAC2
üé�6�kac2òƊ�%ǉƸ�

ǺÁ&ŤĘ ���
ȩkac1kac2�ȆòƊ� &ǉƸ�©Ā�ǺÁ
«Ǘ47�ȩǉƸ�


Ƴƿǂ	4ó76!�� chup1 òƊ�!3��ģǥ:Ɲ���āȕ$ chup1 òƊ�×Ş

kac1kac2�ȆòƊ� & cp-=HX|ƻƷ
«.47�ȩkac1òƊ�% cp-=HX|ƻƷ%Ȉ

&ȇƆë!Ũ+�ċ#	��ȧSuetsugu et al. 2010cȨ�Ȣ+��!$ȩKAC&ĩĊƪq~V
~!��Ƙ476F`O|Ş%V|cHǥ ���ȧèȲȨ�!�8
�%q~V~\p?|

&ĩĊƪ$ƴÖ�6ǀ½2q~V~ůĭ$Īȝ#_HyCX\¾Ū³ǚǀ:šĽ�����

KAC%DxlFOōƧ&�%V|cHǥ!%Ƒ×ĭ&Ÿ�
ȩȒ�ŚŽ% KAC%Ȍ țĘ$
Ƒ×ĭ
Ȥ���%Ȃ³&Ǟȡƪ ğ�#
41=HX|ƻƷ!ƴÖ�6ǀ½
�6

ȧSuetsugu et al. 2010cȨ�KAC&Ƴƿǂ!Ƴƿǥ$Čé�6% ȩcp-=HX|ƻƷ
Ƴƿǂ$

ƴÖ�6�0$ĪǕ#åú �6!ƾ�476� 
 

�)���������������� "�$����"�!%�"�����"�����"� ��#$����%�%��$����"�# ��#�����

� jac1òƊ�&ȖÖÎī:þ«$šĽ���5ȧSuetsugu et al. 2005aȨȩǲȁÎī&ȇƆë35
1ğ�©ġĝ ǡĉ�76
ȩ�%ǵĝ&ǹ�ȧIchikawa et al. 2011, Kodama et al. 2010Ȩ�ȖÖ

Îī:šĽ���6% ȩğ©� ©%ĿÙ$Ù	�� cp-=HX|ƻƷ%¥éÃ&Ǘ47#

	��
ȩ�Ȃ%ğ©	4ǲ�6ǉƸ� &ȩ©!Îć¦$ cp-=HX|ƻƷ
¥é�6�!

ǙĆ�7�ȧIchikawa et al. 2011Ȩ�Ȝƍ��!$ȩjac1òƊ� &ġ©ŹĈ$36 cp-=HX

|ƻƷ%�ǻƎŲ÷
,!;"ǙĆ�7#	���ž$Ƴƿ«�$ġ©ŹĈ��!�$& cp-

=HX|ƻƷ%Ų÷1¥éÃ1ǙĆ�7�ȩƴŔ!��ǉƸ�ǲȁÎī&ǧ�4�ȩƳƿǂ$

ġĺƕ����ȧIchikawa et al. 2011Ȩ�JAC1&DxlFOōƧ¦$³úOrjz|V|cH

ǥ$.476 J-\p?|!ß'76źOtYHV|cHǥ:¹ħ�6\p?|:ĸ�
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ȧSuetsugu et al. 2005aȨȧèȲȨ�ž$C~FOw|!ß'76HvQw|Ċƿ:ǐǖ�6V|

cHǥ$Ƒ×ĭ
Ȥ�ȧEisenberg & Greene 2007Ȩ�āȕ$ƴŇŝǶǚŒ$35ȩJAC1% J-\

p?|&C~FOw|% J-\p?|!×�Ʀ�ŝǶ:ĸ��!
³	��ȧSuetsugu et al. 
2010b, Takano et al. 2010Ȩ�JAC1 % J-\p?|
ǉƸ�ǺÁ%¹ħ$Īȝ �6�!&ń4	

�
ȧTakano et al. 2010ȨȩJAC1ǃ�%Šǀ&³	���#�� 
 

�)���	���'��������"� ��#$���&����$�%���"���%������$���1 ����� ��#$�����&����$�

�� ��"������

� Ĵ�&ǲȁÎīšĽòƊ�%QHw~^|I$35ȩǲȁÎī
Ǌ�ğ�ȭ�%òƊ�

web1! pmi2:Çȗ��ȧKodama et al. 2010, Luesse et al. 2006Ȩ��74%òƊ� &ȖÖÎīȩ

ǲȁÎī!1$ǉƸ�ǺÁ%ǵĝ
ǹȩž$ǲȁÎī%ƊĘ
Ǌ�	���āȕ$ġ©ŹĈ

$36 cp-=HX|ƻƷ%Ų÷
,!;"ǧ�4�ȩ�9�	$¥éÃ
ǧ�6%. ��
�ȧKodama et al. 2010Ȩ��òƊ�%ģǥ&,!;"×� �5ȩ�ȆòƊ�1�7�7%Ç

�%òƊ�!ò94#�% ȩWEB1! PMI2&țĘ$Ąĺ$Šǀ���6�!
ĻĆ�7��

WEB1 ! PMI2 &ȩ!1$K?x\K?x\p?|:ĸ��V|cHǥg<nw~
ȧWEB1/PMI2-relatedV|cHǥg<nw~Ȩ$ď�6ȧKodama et al. 2010, 2011ȨȧèȲȨ�Ȁ

�ýƎǚŒ!V|cHǥ%ŝǶ	4�į�7�3�$ȩȄŧZ~b?hwY\ƭȩŚŽƳƿ

 %�³úǍ©ƑǒȧBiFCȨŮ#"$35WEB1! PMI2&ƴÖ�6�!ȩ�4$ BiFCŮ$
3��ȩ�%ƴÖ
Ƴƿǥ ǧ����6�!
ǙĆ�7�ȧKodama et al. 2010Ȩ�Ȁ�ýƎ

ǚŒ$35 WEB1 ! PMI2 %Šǀ$& JAC1 
ĪǕ �6�!
Ɲá�7�
ȩWEB1/PMI2

! JAC1%ƴÖ&�%!�8ś²�7��#�ȧKodama et al. 2010Ȩ�ġ©� % cp-=HX|
ƻƷ%Áı%ƊĘ�
ȩjac1ȩweb1ȩpmi2 %��%òƊ� ���6�!	4ȧIchikawa et al. 

2011, Kodama et al. 2010ȨȩWEB1/PMI2& JAC1!Ǳ�!�8 Šǀ���6Ôǀĭ
�6� 
 

�)��/3V�

� �ǜ%�$1 PMI1ȧplastid movement impaired 1ȨȧDeBlasio et al. 2005Ȩ2 THRUMIN1ȧWhippo 

et al. 2011Ȩ#"
ǉƸ�ǺÁ$ȍ��6�!
Ƙ47��6
ȩ�74%åú
 cp-=HX|
ƻƷ%¹ħ$ȍ��6	Ú	&îÝ�7��#��ž$ THRUMIN1&Ƴƿ =HX|ƻƷ

!ƴÖ�ȩ�4$Ǟȡƪ =HX|ƻƷ%ŏÃ:¡Ǹ�6�!
Ƙ47��6% ȧWhippo 

et al. 2011Ȩȩthrumin1òƊ�$��6 cp-=HX|ƻƷ%ÁıǙĆ&Īȝ �6� 
 

� ��*972�

� ǉƸ�ǺÁ&ǁŗ��Ƴƿ 1ǡĉ�76% ȩȀ�úƌƃ:��#�țĘ$ł�ÇƱ#ƭ

 ¹ħ�7��6�!
Ɲá�7��6ȧWada 1988Ȩ�ƸǆŚŽ&Ƴƿǂ$Čé�6©Ñă�

gB[[zf|$3��ǉƸ�ǺÁ:¹ħ�6pD^Ro:ƌǼ��6�!$35ȧèȮȨȩ

Ȁ�úƌƃ:��#�ȩƳƿǂ!ǉƸ�Ȍ!��ňƙǨȗ ǰǵ$±Ƅ �6Îīƭ:ƁĦ�

��Ƴƿǂ�Ǳ %£Õ�Ǽ$ȍ��&ȩDxO@o?C|%Ð5ǯ.Ʃ%ȍ�
Ɲá�7�

�6
ȩŌ�Ɯǝ&#�ȧSuetsugu et al. 2009Ȩ� 
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� ŚŽ
�Ȓ��¶ŊȩȒ�ŚŽ&ƐĺŁ©$�4�76ƅð$���
ȩŢƨ$ŋƆOWȩ

ǓúŚŽȩǐúŚŽƩ
ƺǇ�63�$#6!ȩœĜ 35ô%©:Ħ6�!
ŚŽ%Ɔü

$Īȝ!#���©ġĝ
ȟƺ$òÁ�6Ƌœ%œĜ ȩÀƂ3�©Öĳ:Ǐ�ȩ	�©Ľ§

:ȁ�4763�ǿī�6�0ȩŚŽ$!��&ƶ��©%ĿÙ2ġğ:ĆƘ�ȩǉƸ�
ǿ

´#�Ƽ$ƲłÁ�!
 �63�#ǺÁpD^Ro
ĪǕ ���ȧèȳȨ�nCO|

$36=HX|ƻƷ$ŭ��ǺÁ&ǵ�ǵĝ:Ʒĸ �61%%ȧShimmen & Yokota, 2004Ȩȩ
ŀü%=HX|ƻƷ$ŭ��ĿÙ$�	ƠÁ ��ȩĬ#ĿÙǫļ&æȘ �6��Ŀȩcp-

=HX|ƻƷ$36ǺÁpD^Ro &ȩ=HX|ƻƷǃ�
¤�%ǉƸ�$3��ǃĤƎ$ȩ

�	1ƙŅȌ$®ŝĳ�76% ȩ¤�%ǉƸ�&ƀƦ$Ƴƿ:ǃƉ#ĿÙ$Á�!
 

�6�ǉƸ�ǺÁ$�� cp-=HX|ƻƷ%© ü%Áı&Oz?_]R]�� #ȩKJ

Ƞ2OWȠ 1Ǘ476ȧTsuboi & Wada, 2012, Yamashita et al. 2011Ȩ�-� cp-=HX|ƻƷ%

ȆÖ�6�&¹ħ$ȆǕ#åú CHUP1 ! KAC &ȩƭƵýƎ$&Ȓ�ŚŽ%íȂ$�Ƽ�6
T^LJ$1üé�6ȧSuetsugu et al. 2010aȨ��#9� cp-=HX|ƻƷ ü%ǉƸ�ǺÁ%

pD^Ro&ȩŚŽ%�Ȓ¶Ŋ$&ŀ$ƁĦ�7ȩŶ�òÁ�6Ȓ�%©ƅð� ŚŽ
ƺ

Ŗ�6�0%õ�#�¿!#��!ƾ�476ȧèȮȩȳȨ� 

� �  

b���Upt2*+8>Q@IO�\�

ƔŗŚŽ$¬Ǵ#CxE`v&ȩƳƿǥ$ŀü%=HX|ƻƷ$ŭ��nCO| ü%ǵ�Ǻ

Á:Ǐ�
ȩ�%ĿĞ &ĿÙǫļ
Ș����ĿǉƸ�&©%ġ�2ĿÙ$ī�� cp-=H
X|ƻƷ%ȆÖ:ǃ³ǃǩ ¹ħ�6�!$35ȩƳƿ:ǃƉ#ĿÙ$Á�!
 �6�

©Ñă�gB[[zf|! cp-=HX|ƻƷ%¹ħåú �6 CHUP1!KAC&Ȓ�ŚŽ$¬

Ǵ#åú �6�ǉƸ�
"%3�$ cp-=HX|ƻƷ:¸Ƈ��ǺÁ%ĻǸ½:Ɔ.²��
�6	&ń4	 #�� 
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