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g h i j"kXl�m n$o:oIp�q�rsp�obt udq v$obw!xyqzwS{ m|q�m#}%u-wS~�p�~�l�r
k�q�{ v���u>lQu>~�q�m�l�r�u>l�j��+jY�
�P� lck��QlcwSt"���^�������Z�
��� ~�u-k��|oYr3r���� ���������^�����Y ��¡�
�£¢ ~¤v�v$obw¥���^����¦Q �� §fm|q�m¨}©�/m/~ªxyqzwS{ h i j¬«��

g ­ �|o t�obm�j�~ªu¡® u>l�j��¯�

g � wUoIp�~�q��|j jUu>��t�~°o^jb±²q�m|o�}³t�~3{ oYm|j-~�q�m�l�r�h i jY�

g o:o�´<uMoYm�t�obt q���w�jµu-�/t�~�o^j�udq u³¶ q�}¡t�~�{ obm�j�~°q�m�l�r
h i jb�
· o¥j-�/rªudjY± { lcwS�cobt�rs® �/~�¸+�|obw v$obw!xyqzwS{ l�m�k�oz�
j-�|qzw!uMoXw k�q�{ v���u>lQu>~�q�m u>~3{ o^jY�

g i u³¶ q�}³t�~3{ oYm|j-~°q�m�l�r¹�¥r�q<kbl�r3r�® kIq�m�m|obk�uMobt ¸�wS~3t
kbl�m n$o oY{ n$obt/t�obt ~3m l q�m|o�}¡t�~3{ oYm|j-~�q�m�l�r
¸�wd~¤t ¶ ~�u>� r�q<kbl�r l�m�t t�~�jµu¬l�mzu kIq�m�m|obk�u>~�q�m�j
§�º § » «µ«��



¼ �"�'	S½ ¢ u-�/t<® u>�|o w¾oYr�lQu>~�q�m�j���~¤v neoIu³¶ o¥oYm v$obw©}
x¿qzwd{ l�m�k�o l�m/t kIq�m�m|obk�u>~sp�~ªu¡® q�m l ¸+r�qzn�l�r�u¬l�j��¯�
~3m q�m|o�}¡t�~�{ oYm|j-~�q�m�l�r�h i jb�
g ÀÁ~�m�t { qzwUo o�Â kX~�oYmzu h i lcwSk��/~�uMobk�u-��wUo^j p�~�l
oIp�q�r��<u-~°q�mÃ�

g � q�jdj-~¤n�r�o lcv/v�r3~¤kblQu>~�q�m uMq u-��o jdq�r3�<u>~�q�m q�x l
¸�oYm|obwMl�r ¶ ~¤wd~3m�¸ v/wUqzn�r°ob{ xyqzw l jdo�u q�x t�~°j¾}
u-wd~¤n��<uMobt v/wUq<k�o^jSjdqzwUjY�
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g i wSk���~�uMoXk�u>��wUo kIq�m�j�~3t�obwdlQu>~�q�m�jb�

g h oYr3r��/r�lcw v/wUq�¸�wdl�{ { ~�m�¸4�

g ÀÁ~s´|oXt lcwSk���~�uMoXk�u>��wUo v$obw!xyqzwS{ l�m�k�oz�

g h q�}�oIp�q�r�p�~3m�¸ lcwSk��/~�uMobk�u-��wUo^jY�

g h q�}�oIp�q�r�p�~3m�¸ r°qÆ¶ kIq�jµu lcwSk��/~�uMobk�u>��wUo^jb�

g h q�m�kXr3��j�~°q�m|jY�/Ç ~°j�k^��jSj-~°q�mÃ�#­ �|o À��<u>��w¾oz�
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g Ê ËÍÌ�Î�Ï³�d��Ì���ÐzËÆ��±�kIq�m�m|obk�u>~sp�~ªu¡® v�lQuSuMoXwdm q�x|h i
k�oYr3r°jY�

g ¢ u>l�m�t4lcwµt �ÍÇ lcwµk��/~ªudobk�u>��w¾oz± Ñ r�q<kbl�r"m|oY~�¸+�¨}
neqzw¾j q�m oY~�u>�|obw j-~¤t�oz�

g º ��w { q<t�oYr¹± Ò q�m¨}³��m/~ªxyqzwS{ h i j ¶ ~ªu-� m�q�m¨}
jµu¬l�m�t�lcwSt lcwSk��/~�uMobk�u>��wUo^jb�

g Ó Ï�ËÍÌ�Ð��f��ÔC� Õ�ËY�ÆÖÁÎ�×Q± Ø Ù §�Ú ÛÆÜ¬Ú²Ý�ÜQÞQÞQÞ�Ü¬ÚÅß+«��
Ú�àÆ} k�q�m/m|obk�u>~�q�m r°obm|¸�u-�|jY�

g á Ï¿×��µ��Ô
Ì7� n$o�u³¶ o^oYm u¡¶ q k�obr�r�jY± m#�/{ neoXw q�x
k�q�m/m�oXk�u>~�q�m|j u-wdl^p�obwUjdoXt q�m j���qzw�uMo^jUu v4lQu-�Ã�

g º ��w lcwSk��/~�uMobk�u-��wUo^jY± Ø Ù §fâ"Ü�ãY«��



È ����� ����������� ��� �#��
 �c�KÉ �����$���f��
 � ä��#�

C�|åæÉ ç

h q�m�è�obk�u-�/w¾oz±
g é ~ª¸+� v$obw!xyqzwS{ l�m�k�oêq�m ¸+r�qzn4l�rYu>l�j��+j"wUobë#�/~¤wUo^j
wMlcv�~3t ~�m�x¿qzwd{ lQu-~°q�m v/wUqzv�l�¸�lQu-~°q�m u>��w¾q��|¸+�¨}
q���u u-�|o h i �

g ­ �|o wMlQudo:q�x<~3m�xyqzwS{ lQu>~�q�m v/wUqzv�l�¸�lQu>~�q�m lck^w¾q�jdj
u>�|o ¸�wS~3t ~3m�p�obwUjSoYr�® t�obv$oYm�t�j q�m u-��o l^p�obwdl�¸�o
k�oYr3r��/r�lcw t�~°jµu>l�m�k�oz���|ÌQìí�
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g �|ÌQì r�l�m�t�j�kblcv$o ~�j o�´<u�wUoY{ obr�® wd��¸�¸�obt"�
· oYl�jdq�mÃ±'~�xz¸�k^t"§fâ"Ü�ãY« îï �Áu>�|o ��ÌQì ~�j"{ lcwS�cobt�rs®
��~ª¸+�|obw u-��l�m ¶ �|oYm ¸�k^t"§%âÃÜ�ãY« ï ���

g ðñp�obw�® Ø Ù §%âÃÜ�ãY«�lcwSk��/~�uMobk�u>��wUo ~�j"~�jdq�{ qzwSv��/~¤k
uMq l Ø Ù §µ��Ü�ò<ó¿« lcwSk���~�uMoXk�u>��wUo���x¿qzw jdq�{ o ò<óK�
wUo¥x¿obwSw¾obt udq l�j u>�|o ��ô�Ð¨Ï³õQ�z�f�¥ÔC� ò<ó%�

g o { l^® u>�|obwUo�xyqzw¾o jUu>��t<® u-��o v$obw¾x¿qzwd{ l�m�k�o
q�x Ø Ù §S��Ü�ò�« lcwµk��/~ªudobk�u-�/w¾o^jY� h q�m�kXr3�|j-~°q�m|j
lcv�v�r3~3kXlcn�r�o udq Ø Ù §%âÃÜ�ãY«��

g ö oYm|obwMl�r�Ø Ù §fâÃÜ�ãÆ«�lcwµk��/~ªudobk�u-�/w¾o^jíkIq�m�j�~3t�obw¾obt
¶ �|oYm q�m|o ¶ ~�j-�|o^j uMq { ~�m/~3{ ~�÷^o Ì7ø�×��¬�¨â ù ã��
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���Qé qÆ¶ jµu�wUq�m�¸+r�® t�q¨o^j'u>�|o ��ÌQì t�oIuMobwS{ ~�m|o v$obw©}
xyqzwS{ l�m/kIo q�m ¸+r�qzn4l�r�u¬l�jM�+j�û

ü �Íh l�m ��~ª¸+� v$obw¾x¿qzwd{ l�m�k�o lcwµk��/~ªudobk�u>��w¾o^j n$o
oIp�q�r�p�oXtC� u-��lQu ~�j kbl�m ý¡¸�q¨q<t�þ ò qzw §%âÃÜ�ãY«
p�l�r��|o^j n$o t�~°j�kIqÆp�obwUobt u-�/w¾q���¸+� oIp�q�r3�<u>~�q�m4û

���Íh l�m ��~ª¸+� v$obw¾x¿qzwd{ l�m�k�o lcwµk��/~ªudobk�u>��w¾o^j n$o
k�q�}Zo�p�q�r�p�obt"��u-��lQu o�´/�/~3n�~�u r°qÆ¶ kIq�m�m|obk�u>~sp�~ªu¡®
k�q�jµu l�j ¶ oYr3rÿû
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Ê ËÍÌ-Î�Ï©�d��Ì���Ð�ËÆ� Ï × ���C��ì��'Ë�Ð¨�f�^× ��õ�ø��³õ��z�
g ðñp�q�r��<u>~�q�m�lcw�® wS��m|j �|j-~3m�¸ Ø Ù §S��Ü�ò�« lcwµk��/~s}
uMobk�u-��wUo^jY�+¶ ~�u>� t�~
	¯obw¾oYmzu p�l�r3�|o^j q�xêò'�

g · o¥j-�/rªudjY± � lcwS�coXt�rs® ��~ª¸+�|obw v$obw¾x¿qzwd{ l�m�k�o ~�j
lQuSu¬l�~3m|obt x¿qzw p�l�r3�|o^j q�x:ò k�qzwµwUo^j�v$q�m�t�~�m�¸ uMq
r°qÆ¶ ��ÌQì p�l�r3�|o^j l�m�t p�~¤k�o p�obwUj-l��

g � obw¾x¿qzwd{ l�m�k�o:~°jCr3~�m|oÆlcwSr�® k�qzwSw¾oYr�lQuMobt ¶ ~�u>� ��ÌQìí�

g ��q<kbl�rÆu¬l�j��¯±í{ lÍ´/~3{ l�rQveoXw¾x¿qzwd{ l�m�k�o lQuµu¬l�~3m|obt
��j�~�m�¸ { ~�m/~3{ l�r5ò'�
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Ê ËÍÌ-Î�Ï©�d��Ì���Ð�ËÆ� ��õ�ø��©õ��^× ��× 
 �^� � ��× Ë�Ð¨�f�^×��
g h l�m l�m o�Â kX~�oYmzuClcwµk��/~ªudobk�u>��w¾o:k�q�}�oIp�q�rsp�o l�r°q�m�¸
¶ ~�u>� u-�|o kIoYr�r3�/r lcw wd�/r�o^j�û
� qzw¾o^qÆp�obw¥�^kbl�m ��oIuMobw¾q�¸�oYm|o^q��|j"lcwSk���~�uMoXk�u>��wUo¥j
lck��/~°oIp�o �/~ª¸+� veoXw¾x¿qzwd{ l�m�k�o7û

Ø Ù §µ��Ü�ò��©«���Ø Ù §fâ��-Ü�ã��³«

g � q<t�~
��obt k^v l�rª¸�qzwd~�u>�/{ ±êkIoYr�r�� j ¸�obm�q�{ o obm#}
k�q<t�o^j k�q�m/m�oXk�u>~�q�m|j l�j ¶ oYr3r'l�j wd�/r�o u>lcn�r°oz�

g · o¥j-�/rªudjY��Ø Ù §S��Ü�ò � «�±ñðñp�q�r��<u>~�q�m j��/k¥k�o^obt�jñ~3m
ý³jdoYr�obk�u>~3m�¸�þ k�q�m/m|obk�u-~°q�m r�oYm�¸�u>�|j ò��¯u>��lQu k�q�}
~�m�kX~¤t�o ~3m { q�jUu kbl�jdo^j ¶ ~ªu-� { ~�m/~3{ l v$q�~�mzudj
q�x u>�|o ��ÌQì ¸�wMlcv��Ã� ­ �/~�j ~°j k�q���v�r�obt ¶ ~�u>�
��~ª¸+� veoXw¾x¿qzwd{ l�m�k�oz�
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Ê ËÍÌ-Î�Ï©�d��Ì���Ð�ËÆ� ��õ�ø��©õ��^× ��× 
 �^� � ��× Ë�Ð¨�f�^×��
Ê ì�ì¯��ì Ì7ø�Ô�×��ZËb�zÏæÔC���
�fø�
 Ì7ø�Ô�Ô���Ì��©Ï³õzÏ³��� k�q�jµu�� ò � øcË â � ù ã � �
g h v l�rª¸�qzwd~�u>�/{ ± { q<t�~
��oXt ��u>m|o^jdj x���m�k�u-~°q�mÃ�

g · o¥j-�/rªudjY�ÍØ Ù §µ��Ü�ò��©«�±���qÆ¶ k�q�jUu
lcwSk��/~�uMobk�u>��wUo^j
lcwUo ~�m�t�o^obt oIp�q�rsp�obt"� o�´/�/~¤n�~�u>~3m�¸ { lcwS�cobt�rs®
r°qÆ¶ obw kIq�m�m|obk�u>~sp�~ªu¡® k�q�jµuY�7¶ ~�u>� q�m/rs® l j-r3~�¸+�zu
t�o�¸�wMlct�lQu>~�q�m ~�m v$obw¾x¿qzwd{ l�m�k�oz�

g · o¥j-�/rªudjY�êØ Ù §fâ � Ü�ã � «�± � o�uµuMobw v$obw¾x¿qzwd{ l�m�k�o
k�q���v�r�obt ¶ ~ªu-� k�q�m|j-~¤t�oXwMlcn�r�® r�qÆ¶ obw k�q�m/m|obk�}
u>~sp�~ªu¡® k�q�jUuÆ�
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g ­ �|o v$obw¾x¿qzwd{ l�m�k�oêq�x �#´|obt#}�lcwµk��/~ªudobk�u>��w¾o h i j
jdq�r�p�~3m�¸ ¸+r�qzn�l�r�u¬l�j��+j t�obv$oYm�t�j²jµu-w¾q�m|¸+rs® l�m�t
r�~3m|oÆlcwdrs® q�m u>�|oY~¤w²l^p�obwdl�¸�o k�oYr3r��/r�lcw
t�~°jµu>l�m�k�oz�

g h q�{ v�lcwUobt ¶ ~ªu-� u>�|oÅjµu>l�m/t�lcwµt Ø Ù §µ��Ü ü «�lcw©}
k��/~ªudobk�u>��w¾oz�^k�q�m|j-~¤t�oXwMlcn�r�® ��~ª¸+�|obw5veoXw¾x¿qzwd{ l�m�k�o
kbl�m n$o lQuµu¬l�~3m|obt lQu p�obw©® r°qÆ¶ kIq�m�m|obk�u>~sp�~ªu¡®
p�l�r��|o^jb�

g é ~ª¸+� v$obw!xyqzwS{ l�m�k�o lcwµk��/~ªudobk�u>��w¾o^jÃkbl�m n$o k�q�}
oIp�q�r�p�oXtC�4qznzp�~�lQu>~3m|¸ u>�|o m�o¥obt uMq j�v$obkX~ªxæ® ~3m
lct�p�l�m/kIo u>�|o v�w¾obkX~�jdo k�q�m/m|obk�u>~sp�~�u³® j�k��|oY{ o��

g é ~ª¸+� v$obw!xyqzwS{ l�m�k�o lcwµk��/~ªudobk�u>��w¾o^jÃkbl�m n$o k�q�}
oIp�q�r�p�oXtC��u-��lQuío�´/�/~¤n�~�uCr�qÆ¶ k�q�m/m�oXk�u>~sp�~ªu¡® k�q�jµu
l�j ¶ oYr�r¹�
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g � obw¾x¿qzwd{ l�m�k�o:r l�m�t�j�kblcv$o ~�jÃë#��l�r3~ªu>lQu>~sp�oYr�® j-~�{ }
~�r�lcw uMq ��ÌQì r l�m�t�j�kblcv$oz�

g ! m/~�x¿qzwd{ �"�#´|obt lcwSk��/~�uMobk�u-��wUo^jí{ l^® ¸�o�uÃjµu-�/k¬�
~�m l r�qÆ¶ v$obw¾x¿qzwd{ l�m�k�o r�q<kbl�r�{ ~�m/~3{ ��{ �
ðñp�q�r�p�~3m�¸4�X��oIuMobw¾q�¸�oYm|o^q��|jÃlcwµk��/~ªudobk�u>��w¾o^jY��¶ �|obw¾o
oÆlck�� k�oYr3r ý³jSoYr°oXk�uMjdþ ~�uMj qÆ¶ m kIq�m�m|obk�u>~sp�~ªu¡®��
oYm�t �/v ¶ ~ªu-� l { oYr�l�m�¸�o q�x r�q<kbl�r:{ ~�m/~3{ l��
®�~°oYr¤t�~�m�¸ ~3m { l�m�® kbl�jdo^jC�/~ª¸+�|obw�v$obw!xyqzwS{ l�m�k�oz�

g i t/t�obt o�Â k^~°oYm�k�® q�x²Ø Ù §S��Ü » « lcwµk��/~ªudobk�}
u>��wUo^j j-��¸�¸�o^jµudj u-��lQu u-�|o t�oYm|j-~�u³® v/wUqzn�r°ob{
��l�j l ¸�q¨q<t oY{ n$obt/t�~�m�¸ ~�m u¡¶ q t�~3{ oYm|j-~�q�m|jY�

g � obw¾x¿qzwd{ l�m�k�o r l�m�t�j�kblcv$o { l^® ��l^p�o l ¸+r°qzn�l�r
{ lÍ´/~�{ �/{ lQu â"Ü�ã ï # § » « §¹n��<u ¶ ~�u>�
â îï ãÆ«��
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g ¢ q�rsp�o l ¸�oYm|obwMl�rÁ¶ ~3wS~�m�¸ v�w¾qzn�r°oY{ x¿qzw l jdoIu
q�x²t�~°jµu�wd~¤n���udobt v�w¾q<k�o^jdjSqzwUjY�
& ö ~�p�oYm l jSo�u q�x v/wUq<k�o^jSjdqzwUjY�'��m/t l kIq�m#}
m�oXk�u>~sp�~ªu¡® j�k���ob{ o u>��lQu { ~�m/~3{ ~�÷^o^j l^p�obw©}
l�¸�o v/w¾q<k�o^jdjdqzw t�~�jµu¬l�m�k�o��

& � wUqzn�r°ob{ k�q�m|jµu-wdl�~�mzudjY±�{ ~3m/~�{ l�r�l�m�t { lÍ´¨}
~�{ l�r kIq�m�m|obk�u>~�q�m r�oYm�¸�u>�|jY� v/w¾o�}ZjMveoXkX~(��obt
m�ob~�¸+�¨n$qzwUj x¿qzw jdq�{ o qzw l�r�r5k�oYr3r°jb�#o�u�k%���

g ðñp�q�r�p�o t�o¥¸�w¾o^o q�x²k�q�m/m|obk�u>~sp�~�u³®��

g ! r�u>~3{ lQuMoYrs®�� ¶ o ¶ ~°j-� udq lQuSu¬l�~3m l jU®�jµudoY{
u>��lQu kbl�m lct�lcv�u uMq u>�|o v/w¾qzn�r�oY{ � j ~3m/�|obwUoYmzu
ý!r l�m�t�j�kblcv$o^þ��



� �
	KÉ �4É )+* ,�*
äM��- ,Cç



È Ø .�§ ü Ü���« ���%���|� 	%�í
C� �"����� � /
0 ���+� 
 �ÅÉ � �K� �<��
 
 ���+���4É ���  !��� �

 �4�f���'1 �"����2 � ����� �<��
 
 �4�+���f��
 	f�4
 ����� �
�" , �'
 É 34/



0
5

10
15

20
25

30

0

5

10

15

20

25

30
2

4

6

8

N=29

a
b

   
   

   
ac

d(
a,

b)

5 � � �z� �Ã�Ã��É 
 ����� �" ��� � ��ÌQì 	%�í
 É ���<�6� �
�K� ��	�	�� �Æ�c���e����É 187 � 	f���Q����
 � ��� �'� �  µ� 
 ���
���f��
 �" �<��
 
 ���+���f�

 	f�$
 �'��� � §fâÃÜ�ãÆ« 2  !�"�
Ø Ý:9�§%âÃÜ�ãY« /



5

10

15

20

25

0 3 6 9 12 15 18 21 24 27 30 33 36 39 42 45 48 51

ac
d(

d);

d

N=101

Ø Û=<YÛY§S��Ü�ò�« ½ ��ÌQì ��� �  µ� 
 �����f��
 �C ò / �|ÌQì
�K� � 	f���Q���4É  !�"� ò > » ? ü 2 �'� ��� �K� �@7 & �
& �|�c�z�K� �61 ���Å� ò ï » ? ü /



0.88

0.89

0.9

0.91

0.92

0.93

0.94

0.95

0.96

0.97

0.98

0 3 6 9 12 15 18 21 24 27 30 33 36 39 42 45 48 51

m
ax

im
al

 p
er

fo
rm

an
ce

A

d

N=101

Density
Short-lines

acd

Ø Û=<YÛY§S��Ü�ò�« ½ ��� ��& �í	 �����
	�����É � ���� !�"���
& �'
 �<� �" É �4
 �����B7 �í
 É ��� �"���7�¥	���
 �4�
�c�'�C$Å� �'� �  µ� 
 �+���f��
 �" ò /



4
D

5E 6F 7G 8H 9I 10 11 12 13 14
D

average cellular distanceJ
0.88

0.89

0.90

0.91

0.92

0.93

0.94

0.95

0.96

0.97

0.98

m
ax

im
al

 p
er

fo
rm

an
ce

K

N=101

Ø Û=<YÛMLON�Ü�ò+P ½ QR� SUT QWV � X+Y%Z\[]Y T QW^ _�X QW`
Q Zba ^ _dc%Se[�^ []Z fhg ì /



0

5

10

15

20

25

30

0 4 8 12 16 20 24 28 32 36 40 44 48 52 56 60 64

ac
d 

, n
o.

 o
cc

ur
re

nc
es

i

d_i

N=129

0 j [kV j SU^ l Q�Ym_dn S�coXp_dc%a YqXp`�/
r sbt:u LON%vxw�yzP�{



0

5

10

15

20

25

30

0 4 8 12 16 20 24 28 32 36 40 44 48 52 56 60 64

ac
d 

, n
o.

 o
cc

ur
re

nc
es

|

d_i

N=129

} j [kV j SU^ l Ve[�~ _�[k`@c Q�Ym_dn S�coX�_dc%a YqXp` {
r sbt:u LON%vxw�yzP�{



0

10

20

30

40

50

60

70

80

90

100

0 4 8 12 16 20 24 28 32 36 40 44 48 52 56 60 64

no
. o

cc
ur

re
nc

es

�

a_i , b_i

N=129

} j [kV j SU^ l Ve[�~ _�[k`@c Q�Ym_dn S�coX�_dc%a YqXp` {
r sbt:u L���y�v��"yzP�{



���+�
�����q�����������(���
������� �������

� N� �+�q�����M� �¡�
�z�

¢ X�^ `oS�cB£ c�Q6`¥¤ ¦ § ¨ © Y a VeX {



���+�
�����q�����������(���
�����dª ����� N

� N� �+�q�����M� �¡�
�z�

¢ X�^ `oS�cB£ c�Q6`¥¤ ¦ « _�[�¬�X j [kV j Xp­ ® ^ [�^¯¬
a ^ S�Z°[]Y T ® r s²±³u L � v � P ´ « {



���+�
�����q�����������(���
���µ�d¶%· �������¥�

� N� �+�q�����M� �¡�
�z�

¢ X�^ `oS�cB£ c�Q6`¥¤ ¦ « _�[�¬�X j [kV j Xp­ ® ^ [�^¯¬
a ^ S�Z°[]Y T ® r sbt:u LON%vxw y P ´ « {


