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Abstract—Individual recognition is a key element in the social life of many

invertebrates. However, most studies conducted so far document that several

species are capable of a Bbinary^ discrimination among conspecifics, but not

of a Btrue individual recognition.^ Our objective was to learn more about the

mechanisms that underlie individual recognition by odor in hermit crabs by

individuating some of its properties. Using Pagurus longicarpus Say 1817 as

a model species, we conducted four series of experiments in which the

response of every test crab (the Breceiver^) to the different odor treatments

(emitted by a Bsender^) was evaluated from its investigative behavior toward

an empty, high-quality shell. After having excluded the possibility that crabs

chemically recognize familiar/unfamiliar shells and /or shells of high/low

quality, we explored whether the receivers discriminate odors from two

familiar senders and whether this discrimination also occurs with unfamiliar

crabs. We also asked whether crabs form an association between the odor of a

familiar sender and some of its relevant attributes, i.e., rank, size, and shell

quality. Finally, the shells inhabited by familiar individuals were manipulated

to modify the association between odor and shell quality. Results showed that:

(1) there is no odor specific of a rank; (2) individual crabs discriminate their

own odor from the odor of other individuals; (3) they can chemically

discriminate between larger crabs inhabiting higher-quality shells and smaller

crabs inhabiting lower-quality shells, provided that these crabs are familiar to

them; (4) they associate the odor of an individual crab with the quality of the

shell it inhabits; and (5) this association quickly changes when social partners

switch to shells of different quality. These results indicate that the nature of

chemical recognition in P. longicarpus is more refined than a simple binary
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system. The receiver appears able to associate a type of information from the

sender with memories of past experiences, therefore suggesting the hermit

crab’s potential for relatively high-order knowledge about conspecifics.

Key Words—Individual recognition, odors, dominance hierarchies, hermit crabs,

Pagurus longicarpus.

INTRODUCTION

Individual recognition is a key element in the social life of many organisms,

where it can play an essential role in the structure and stability of a number of

behavioral networks, such as dominance hierarchies, territorial defense, com-

petitive aggression, pair bonds, mate selection, and kin favoritism (reviewed in

Zayan, 1994). The most detailed information available in the literature concerns

the recognition of vocal signals by birds (e.g., Falls, 1982). Many studies have

demonstrated the ability of nonhuman mammals to discriminate individuals by

the use of chemicals (e.g., Halpin, 1980, 1986; Brown et al., 1990; Hurst et al.,

2001). Particularly in the last few years, considerable effort has been directed at

defining in vertebrates the processes of identification and recognition (Beecher,

1989): at the cognitive analysis level, questions have been addressed on the

nature of individual representation exhibited by a handful of vertebrate taxa and

on the evolutionary pathways leading to high-order knowledge about individ-

uals (e.g., Johnston and Bullock, 2001).

To date, a relatively small body of literature exists that analyzes these

issues in invertebrates (see, e.g., Leonard et al., 1974 in Drosophila spp.;

Barrows et al., 1975 in halictid sweat bees Lasioglossum zephyrum; Liechti and

Bell, 1975 in the cockroach Byrsotria fumigata; Linsenmair and Linsenmair,

1971 in the desert wood louse Hemilepistus reaumuri). Even fewer studies exist

that have advocated pheromones as the basis of individual recognition in

aquatic invertebrate species (Wickler and Seibt, 1970 in the clown shrimp

Hymenocera picta; Johnson, 1977 in the banded shrimp Stenopus hispidus;

Caldwell, 1985 in the mantis shrimp Gonodactylus festae; Karavanich and

Atema, 1998 in the American lobster Homarus americanus).

Among other aquatic invertebrates, hermit crabs are optimal model

organisms to investigate the mechanisms of chemically mediated individual

recognition. The ability to recognize individuals in Pagurus bernhardus

(Hazlett, 1969) or to discriminate familiar from unfamiliar conspecifics in

P. longicarpus (Gherardi and Tiedemann, 2004a) was assumed to be a means to

maintain stable hierarchical relationships. In fact, dominance hierarchies (Allee

and Douglis, 1945; Winston and Jacobson, 1978) seem not to be laboratory

artifacts, but they may develop in the small temporary aggregations of hermit
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crabs that often form in tide pools (Scully, 1978), mostly around gastropod

predation sites (Rittschof, 1980a).

A number of behavioral studies have shown that olfaction in hermit crabs

can mediate a form of chemical recognition. Several species display adaptive

behaviors when exposed to odors that signal shell availability (e.g., Rittschof,

1980a; Rittschof et al., 1992; Rittschof and Hazlett, 1997; Gherardi and Atema,

2005a), and chemical cues in the medium affect investigatory responses toward

shells occupied by conspecifics (Hazlett, 1996a,b; Rittschof and Hazlett, 1997;

Hazlett, 2000). Recently, Gherardi and Tiedemann (2004b) showed that P.

longicarpus spends more time investigating an empty shell in the presence of

odors released by unfamiliar, rather than familiar, conspecifics.

Based on these premises, our objective here was to learn more about the

mechanisms that underlie chemical individual recognition in hermit crabs by

using P. longicarpus as a study species. After having excluded the ability of

crabs to recognize shells by odor, we explored whether they discriminate be-

tween two familiar individuals of different rank, size, and shell quality and

whether this ability is expressed also toward unfamiliar crabs. Experiments have

documented a binary discrimination between familiar and unfamiliar individ-

uals, but have failed in demonstrating a recognition of one out of many, known

individuals (Gherardi and Tiedemann, 2004a), even if provided suggestions of

its potential (Gherardi and Atema, 2005b). Our experimental design here

showed that the number of the individuals P. longicarpus can recognize is wider

than previously thought. Then, two general questions were raised. The first was

whether hermit crabs form an association between the odor of a familiar

conspecific and one of its relevant attributes (rank, size, or shell quality). In

other words, what does the odor of a crab mean to another individual? Finally,

because the odor appeared to be associated with the high/low quality of the

shell occupied by the Bsender^ crab (here defined as the crab releasing the odor,

without any implication of signal selection for communication), we investigated

the plasticity of this association by experimentally altering shell quality.

METHODS AND MATERIALS

Subjects, Collection, and Housing Conditions. The long-clawed hermit

crab, P. longicarpus Say 1817, is common in shallow waters along the western

Atlantic coasts of North America, from Nova Scotia south to eastern Florida,

and in the northern Gulf of Mexico from the west coast of Florida to Texas

(Williams, 1984).

Between July and August 2003, we hand-collected around 400 hermit crabs

with the major chela width (CW) of 0.1–0.4 mm (corresponding to individuals
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with shield length of about 4–6 mm) from Little Sippewissett salt marsh

(Massachusetts, USA) during diurnal low tides. Immediately after capture, crabs

were separated into small groups and transferred to the Marine Biological

Laboratory in Woods Hole, where they were maintained in groups of up to 25

individuals in a temperature-controlled room (22-C) and under a natural 14-

h light–10-h dark cycle. They were kept in separate 20-l holding aquaria

containing constantly aerated seawater and fed with a diet of commercial

shrimp pellets every third day. Water was changed weekly. After being used in

experiments, crabs were released at the collection site.

Experimental Design. We conducted four series (A–D) of one to three

related experiments (conditions). Each condition consisted of a 24-hr familiar-

ization phase immediately followed by a test phase in which every test crab (the

Breceiver^) was subjected to two to three different odor treatments in a random

sequence. A preliminary experiment (experiment A) aimed at exploring whether

hermit crabs chemically recognize familiar/unfamiliar shells (condition A1)

and/or shells of high/low quality (condition A2). Then, we aimed at under-

standing in Experiment B whether crabs discriminate between two familiar

conspecifics of different rank, size, and shell quality (condition B1) and whether

this discrimination occurs also toward unfamiliar conspecifics with similar

attributes (condition B2). In experiment C (with conditions C1, C2, and C3), we

asked whether receiver crabs form an association between this odor and relevant

attributes of the sender, i.e., its rank, size, and shell quality. Finally, experiment

D was a continuation of C3, in which the shell inhabited by the sender was

manipulated to modify the association between odor and shell quality. The logic

behind our study is shown in the flowchart of Figure 1, and details of each

experiment are given in Table 1.

Experimental Methods. All experiments and conditions were staged in

opaque plastic bowls (10-cm diam), containing 160-ml unfiltered seawater at

22-C, illuminated during observations by a 75-W incandescent light, 50 cm

above the water level. Observations were always conducted between 0900 and

1600 hr.

At least 10 d from the collection and 2 d before the beginning of exper-

iments A–C, each crab was randomly assigned to one of the two or three

conditions. We always used intact individuals (no missing limbs), and, for

experiments B and C, we formed groups composed of three crabs (Btrios^),

using animals taken from separate holding aquaria to ensure that they had no

memory of one another (in fact, crabs forget a familiar conspecific after 5 d of

separation; Gherardi and Atema, 2005b). According to the major chela width,

crab size was categorized as large, L (CW > 0.33 mm), medium, M (CW 0.23–

0.33 mm), or small, S (CW < 0.23 mm). Sex was not noted because sex has

been shown to exert no effect on agonistic interactions in this and other hermit

crab species (Hazlett, 1966; Winston and Jacobson, 1978), at least during the
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FIG. 1. A flowchart showing the sequence of questions addressed in this study. A1, A2,

etc. denote experiments/conditions. Experiment D consisted of altering the association

between familiar crab and shell quality.
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nonreproductive period (this species reproduces between October and May with

a peak in autumn; Wilber, 1989). When crabs were tested in groups (experi-

ments B, C, and D), the shells of every trio were marked by 0, 1, or 2 dots of

permanent black ink to permit their identification. Individual hermit crabs were

recognized by the length of their antennae and by slight differences in cheliped

and pereopod color.

To make test animals as homogeneous as possible (for experiment A) and

to obtain individuals that were similar (in C1 and C3) or different (in

experiment B and in C2) for the quality of the occupied shell, crabs were

extracted from their original shell by gently breaking it with a vise. Then, they

were allowed to enter a new shell from a collection of five empty, undamaged,

similarly sized shells that were prepared by collecting live periwinkle Littorina

littorea (the dominant shell type used by the study population), boiling and

removing the flesh, rinsing the shells several times in seawater, and air-drying

them to remove odors of previous occupants (snail, epiphytes, etc.). Crabs were

allowed 48-hr access to new shells, at which time they had ceased exploring and

moving into new shells.

The size of the offered shells were changed in each experiment depending

on the experimental protocol (see Table 1 and below). Shells were classified

according to their length (measured from the base–apex axis in millimeters, SL)

and to their adequacy for the body size of the inhabiting crabs. In fact, although

hermit crabs can have preferences for various characteristics of shells,

particularly in the case of the study species (Wilber, 1990), size is the most

important determinant of shell selection.

Shells were categorized as L (SL > 18 mm), M (SL: 15–18 mm), and S (SL

< 15 mm). The size of the optimal shell for a crab of a given size (OPT) was

computed by regressing the equation y = 37.9x + 7.3, where y is SL and x is crab

size (CW, in millimeters). This equation was obtained from a preliminary free-

choice experiment in which every crab (of a total of 192) was allowed to choose

among five empty shells of different size. Then, we defined as Blarger-than-

optimal^ (LTO; and Bsmaller-than-optimal,^ STO) for a crab of a given size a

shell whose size was about 10% longer (and shorter) than the size of the shell

optimal for it.

Behavioral Assay: Crab Responses to a High-Quality Shell. The behav-

ioral assay we used in the test phase was the investigative behavior shown by

hermit crabs toward a novel shell that was about 10% longer than the optimal

shell for the test crab’s size (Gherardi and Tiedemann, 2004b). Notwithstanding

its relatively large volume and heavy weight, this shell is highly attractive to

P. longicarpus, as shown in a previous study (Gherardi, 2005). The cost of

wearing a too large shell (e.g., the energetic costs of locomotion) seems to be

overweighed in this species by a number of possible benefits. For instance, by

accepting or even selecting an oversized shell, crabs may delay the need to find

2883INDIVIDUAL RECOGNITION BY ODOR IN HERMIT CRABS



larger shells to assure their growth and reproduction and gain some fighting

advantages (Gherardi, 2005).

Tests were run in bowls containing 160-ml seawater that had been con-

ditioned for an hour with the odor released by either shells (experiment A) or

conspecifics (experiments B, C, and D). The experimental bowl was provided

with an empty periwinkle shell placed with its apex upward, functioning as the

target shell. This shell was prepared as described above for shell choice

experiments; however, here, its aperture was blocked with a resin to avoid its

occupation by the crab. Preliminary observations had shown that the resin and

its odor had no effect on shell attractiveness.

Tests started by placing an individual (the receiver crab) into the bowl

about 8 cm from the shell. Each receiver was subjected to two or three sub-

sequent odor treatments, the sequence of which was varied systematically per

crab. All hermit crabs of experiment A were used as receivers. In the other

experiments in which we worked with trios, tests were conducted only on those

crabs that had an intermediate score (hereafter defined b crabs) for dominance

rank in experiments B and C1, for size (and rank, see below) in C2, and for shell

quality (and rank, see below) in C3 and D.

For every odor treatment, the events occurring during 5-min observation

and time were recorded on a voice tape and later analyzed to obtain: (1) latency

in seconds (time until first shell investigation; when the test crab never in-

vestigated the shell, we arbitrarily assigned a time equal to 305 sec); (2) number

of bouts of shell investigation; (3) total duration of shell investigation in

seconds; and (4) total time spent in locomotion in seconds.

Experiment A: Recognizing the Odor of Empty Shells. Details for

experiment A are given in Table 1. During shell choice, crabs were offered

with shells optimal for their size. Then, they were kept isolated for 24 hr in

bowls to become familiar with either one (LTO, A1) or two (one LTO and one

STO, A2) empty, resin-blocked periwinkle shells. Treatments in the test phase

were the odor from the familiar shell, as opposed to the odor from a novel shell

(A1), and the odor from the LTO shell, as opposed to the odor from the STO

shell (A2).

Experiment B: Discriminating the Odor between Familiar/Unfamiliar

Conspecifics with Different Attributes. In this experiment, we investigated

whether hermit crabs were able to discriminate by odor between two familiar

(B1) or two unfamiliar (B2) conspecifics with different rank, size, and shell

quality. Our purpose was to understand if crabs could chemically recognize

more than one familiar individual while excluding the effects of rank odor.

Trios were composed of a (large body size and large shells, OPT for the senders

but LTO for the receivers), b (medium body size and medium shells, OPT for

them), and g (small body size and small shells, OPT for the senders but STO for

the receivers) crabs. Other details are given in Table 1.
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Familiarization started by placing three crabs in the experimental bowl and

lasted 24 hr. The day after, we checked for shell switches that might have

occurred overnight (none), and then we recorded the events taking place during

10-min observation; from these records, we evaluated the agonistic level of

every trio from the number and the duration of fights. We defined as fights those

interactions that started when one crab approached one or two rivals and ended

when one or two opponents retreated to a distance greater than 3 cm and for at

least 10 sec.

The dominance rank of an individual was defined from the relative

number of wins. The winner was the opponent that did not retreat at the end

of the interaction or that retreated after the other(s) withdrew into the shell. In

the few instances in which the three crabs won the same number of inter-

actions, we defined the ranks from the intensity of crab locomotion (i.e., the

time spent exploring the experimental bowl). We never observed dominance

reversal during any 10-min observation. Based on Winston and Jacobson’s

(1978) data, 24 hr were sufficient for the formation of a dominance hierarchy.

In all groups analyzed, crabs that were classified as a, b, and g for size and

shell quality were also a, b, and g, respectively, for rank. In the test phase, b
crab behavior was analyzed in the presence of the odor released (1) by

themselves (in both B1 and B2) or (2) by familiar (in B1) or unfamiliar (in B2)

a and g crabs.

Experiment C: Associating the Odor of Familiar Conspecifics with One

Attribute. Because crabs seemed to discriminate between odors emitted by a
and g familiar conspecifics with different attributes, our aim was to investigate

whether hermit crabs can associate the odor of the sender with one of its attri-

butes. To this end, we analyzed crab behavior in the presence of odors from

familiar conspecifics that differed for a single attribute (size in C2 and shell

quality in C3), the other being equal. The results obtained from C2 and C3 were

compared with C1, in which crabs differed for rank but had equal size and shell

quality.

The familiarization phase was conducted as in experiment B. With only

one exception in C3, crabs intermediate by size and by shell quality (i.e., b crabs

in C2 and C3, respectively) were also b by rank. In the test phase, b crabs (the

receivers) were presented with the odor of familiar a and g crabs, which had the

same size and shell quality as the receiver in C1, a different size (being either

larger or smaller) but the same shell quality in C2, and the same size but either a

LTO or a STO shell in C3 (see Table 1 for details).

Experiment D: Plasticity of the Association between Individual Odor and

Shell Quality. We tested if crabs that had formed an association between the

odor of a familiar conspecific and its shell quality would form a new association

when the conspecific switched to a new shell of a different quality. In this

experiment, we therefore investigated crab behavior when the familiar con-
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specifics had been forced to occupy shells of poorer quality with respect to the

shells they occupied previously.

We analyzed the results of 11 out of the 31 trios of C3, since five crabs

died overnight and 15 shell switches occurred. Immediately after the test phase

of C3, the shells occupied by a and g crabs were gently broken with a vise, and

crabs were forced to enter a novel shell that was STO for the former a crab and

LTO for the former g crab. After an hour of separation (not sufficient to forget

former opponents; Gherardi and Atema, 2005b), we reconstituted the trios with

the same individuals as in C3 but now with a in a low-quality shell and g in a

high-quality shell (see Table 1 for details). The new trios were then subjected to

the familiarization phase and to the test phase as in experiment C.

Data Analyses. We applied nonparametric tests (Sokal and Rohlf, 1969;

Siegel and Castellan, 1988) because the assumptions of normality of data and

homogeneity of variance were not always met, and some measures taken

represented ordinal data. We used Mann–Whitney U tests (statistics: U and z for

samples >20) and Kruskal–Wallis one-way analyses of variance (statistic: H) to

examine differences in the agonistic level reached by trios during the

familiarization phase between/among the conditions of experiments B and C,

respectively. We compared conditions for latency and for the other measures

taken during the test phase using Wilcoxon matched-pairs signed-ranks tests

(statistics: T and z for samples >25; experiments A, B, and D) and Friedman

two-way analyses of variance (statistic: Fr; experiment C). When the null

hypothesis was rejected after Friedman two-way analysis of variance, a multiple

comparisons test (Siegel and Castellan, 1988) was used to determine which

pairs of samples differed significantly. The test takes into account the correction

of the a level for multiple comparisons (Siegel and Castellan, 1988). Text and

figures provide medians and interquartile ranges (first–third quartiles). P values

of less than 0.05 were considered statistically significant.

RESULTS

Experiment A: Recognizing the Odor of Empty Shells. Crab behavior in the

test phase did not differ when water was conditioned with odor from either

familiar or unfamiliar shells (A1) or from familiar shells of LTO/STO quality

(A2; Table 2). Thus, crabs did not recognize familiar or high-quality shell at-

tributes alone.

Experiment B: Discriminating Odor between Familiar/Unfamiliar Conspe-

cifics with Different Attributes. In the familiarization phase, trios used for B1

and B2 displayed the same agonistic level (number of fights: z = 0.86, P = 0.39;

duration of fights: z = 1.44, P = 0.66). This established that the results obtained
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in test phases were not the effect of an inherent between-group difference in

crab behavior.

In the test phase of experiment B1, b crabs investigated the target shell

more often in the presence of odor from familiar conspecifics than with their

own odor (Figure 2B, after multiple comparisons test: a crab odor = g crab odor

> self-odor). Shell investigation was also longer in the presence of a crab odor

(Figure 2C, after multiple comparisons test: a odor > g odor = self; Table 2).

Different odors had no apparent effect on latency (Figure 2A) or on the duration

of locomotion (Figure 2D). In experiment B2, b crabs discriminated between

their own odor and the odor released by conspecifics, but they did not

differentiate between unfamiliar a and g crabs (Figure 2B, after multiple

FIG. 2. Results from experiment B: discriminating odor between familiar/unfamiliar

conspecifics with different attributes. Median values (and interquartile ranges) of latency

(A), bouts of shell investigation (B), duration of shell investigation (C), and time of

locomotion (D), compared between familiar (experiment B1) and unfamiliar (experiment

B2) crabs, for three odor sources: a crabs, the test crabs (self, b crabs), and g crabs. Alpha

(and g) crabs were the bigger (and smaller) crabs occupying a larger (and a smaller) shell

compared to the b test crabs. See Table 2 for test statistics. Letters above bars (underlined

for familiar crabs and not underlined for unfamiliar crabs) indicate differences among

odor treatments (multiple comparisons test after Friedman two-way analysis of variance);

** denotes P < 0.01.
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comparisons test: a odor = g odor > self-odor; Figure 2C, after multiple

comparisons test: a odor = g odor > self-odor; Table 2).

Experiment C: Associating Odor of Familiar Conspecifics with One of Its

Attributes. As in experiment B, trios used in C1, C2, and C3 showed the same

agonistic level during the familiarization phase (number of fights: H = 1.1614,

df = 2, P > 0.05; H = 5.3524, df = 2, P > 0.05; duration of fights: H = 1.2573,

df = 2, P > 0.05; H = 3.2290, df = 2, P > 0.05), thus excluding inherent between-

group differences in crab behavior.

In the test phase, crabs reacted in the same fashion to the target shell when

the attributes of the senders differed for their rank only (experiment C1) or for

their size (and rank) (experiment C2; Figure 3). However, in experiment C3, b

FIG. 3. Results from experiment C: associating odor of familiar conspecifics with one of

its attributes. Median values (and interquartile ranges) of latency (A), bouts of shell

investigation (B), duration of shell investigation (C), and time of locomotion (D),

comparing treatments with odor from a and g crabs in three conditions (same body size

and same shell quality, C1, different body size and same shell quality, C2, and same

body size and different shell quality, C3). Alpha (and g) were the dominant (and

subordinate) crabs in condition C1, the bigger (and the smaller) crabs in condition C2,

and the crabs occupying a larger-than-optimal (and a smaller-than-optimal) shell in

condition C3. See Table 2 for test statistics; * and ** denote P < 0.05 and P < 0.01,

respectively.
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crabs showed a quicker response to the target shell (Figure 3A), and they

investigated it more often (Figure 3B) and for a longer time (Figure 3C) when

the odor was emitted by crabs that occupied LTO (i.e., a crabs), rather than

STO (i.e., g crabs), shells (Table 2). No difference was found for the duration of

locomotion (Figure 3D).

Experiment D: Plasticity of the Association Between Individual Odor and

Shell Quality. Altering the quality of the shells occupied by a and g crabs

modified the behavior of b crabs. The quality of the shell, but not the identity of

the sender crab inhabiting it, affected shell investigation by b crabs. Receivers

(b crabs) reacted quicker (Figure 4A), with greater frequency (Figure 4B), and

for a longer time (Figure 4C) in the presence of odor from senders in LTO shells

regardless of their identity. The duration of locomotion (Figure 4D) did not

differ significantly between experiments C3 and D (Table 2).

FIG. 4. Results from experiment D: plasticity of the association between individual odor

and shell quality. Median values (and interquartile ranges) of latency (A), bouts of shell

investigation (B), duration of shell investigation (C), and time of locomotion (D),

comparing treatments with odor from a and g crabs before (experiment C3) and after

(experiment D) shell switch. Alpha (and g) were the crabs occupying a larger-than-

optimal (and a smaller-than-optimal) shell. Alpha (and g) crabs in experiment D are the

individuals that were ranked g (and a) crabs in experiment C3. See Table 2 for test

statistics; * and ** denote P < 0.05 and P < 0.01, respectively.

2890 GHERARDI ET AL.



DISCUSSION

Our study revealed a number of properties that characterize the nature of

individual recognition by odor in hermit crabs. First, it proved that P.

longicarpus is unable to chemically recognize familiar and high-quality empty

shells. Then, it showed that (1) there is no odor specific of a rank; (2) individual

crabs discriminate their own odor from the odor of other individuals; (3) they

can chemically discriminate between larger crabs inhabiting higher-quality

shells and smaller crabs inhabiting lower-quality shells, provided that these

crabs are familiar to them; (4) they associate the odor of an individual crab with

the quality of the shell it inhabits; and (5) this association quickly changes when

the social partners switch to shells of different qualities.

By excluding that individual recognition by hermit crabs could be simply a

consequence of their ability to learn shell odors, this study confirms Gherardi

and Tiedemann’s (2004a) and Gherardi and Atema’s (2005b) findings in the

same species. To the contrary, Jackson and Elwood (1989) showed that P.

bernhardus is able to discriminate, at least by sight, between familiar and novel

empty shells, even if seemingly identical, by remembering certain subtle

features of already investigated shells. Our results are also consistent in part

with Gherardi and Tiedemann (2004b), who showed that P. longicarpus iden-

tifies its own odor from the odor of other individuals and is capable of chem-

ically discriminating between familiar and unfamiliar conspecifics.

However, in Gherardi and Tiedemann’s (2004b) study and in the majority

of other studies on individual recognition in invertebrates (see Caldwell, 1985

for an exception), the tasks employed measured, at best, differences in responses

to two Bheterogeneous subgroups^ of conspecifics (Barrows et al., 1975), i.e.,

familiar and unfamiliar subgroups. That is, results of such experiments simply

arrived at documenting that the study animals were capable of a Bbinary^ dis-

crimination among opponents (Boal, 1996), but not of Btrue individual rec-

ognition^ (i.e., the ability to discriminate one individual of a group from every

other individual on the basis of Ba unique set of cues defining that individual^;

Beecher, 1989).

Our study has partly overcome this methodological limitation. By inves-

tigating graded animal responses to a target shell in the presence of odors of

different provenience, we found that hermit crabs can chemically discriminate

(1) between themselves and others and (2) between at least two familiar

individuals with different attributes. As a consequence, P. longicarpus seems to

rely on a form of recognition that is more complex than a simple binary system.

Because crabs seemed not to discriminate among unfamiliar crabs with the

same attribute differences as the familiar crabs, the ability to chemically

recognize at least two different familiar individuals was not because of odors

proper of a rank, of a size class, or of a shell type. To the contrary, our results

2891INDIVIDUAL RECOGNITION BY ODOR IN HERMIT CRABS



might be explained by hypothesizing that during the familiarization phase, the

odor from a social partner is associated by the receiver with the rank, the size, or

the shell quality of the sender (or with a combination of these three attributes).

Experiment C illustrated that P. longicarpus can associate odor from a

conspecific with the quality of the shell it occupies and reacts accordingly in the

presence of a target shell. It is likely that during the familiarization phase,

individual odors became labels of shell quality; if these labels indicate a high

shell quality, their detection evokes an intense shell investigation when the

receivers are presented with a high-quality shell; otherwise, shell investigation

would have been scarce or absent. This view was supported by experiment D

that also showed the plasticity of individual odor–shell quality association.

Once an individual crab had switched to a shell of a different quality, responses

to the offered shell were consistent with the changed association. Shell inves-

tigation was strong in the presence of odor of former crab g in a high-quality

shell and weak in the presence of former crab a in a low-quality shell.

An explanation for these results might be provided by the model of

classical conditioning. This has been advocated to describe the dynamics of

odor learning involved in food location by honeybees (e.g., Menzel, 1999) and

in host detection by parasitoid hymenopterans (e.g., Kaiser et al., 2003). In our

case, hermit crabs may memorize a stimulus (conditioning stimulus, i.e., the

odor of a social partner) when it is associated with an unconditioned stimulus

(i.e., the high quality of the shell occupied by the sender). The conditioned

stimulus then becomes predictive of the reward (i.e., the potential acquisition of

a high-quality shell) and elicits a conditioned response identical to the response

normally elicited by the unconditioned stimulus (unconditioned response, i.e.,

investigating the offered shell). However, a difficulty in applying this model to

odor learning in hermit crabs arises when we examine the nature of the reward.

Associative learning is usually highly sensitive to unrewarded presentations of

the conditioned stimulus, and in our experiments, we tested only individuals

that had not been successful in acquiring crab a shell. As a consequence, if

associative learning is the mechanism underlying acquisition and retention of

memory of individual odors in hermit crabs, the reward for these organisms

should be regarded as neither immediate nor certain, but rather as prospective

and likely.

The question remains why this hermit crab species relies on individual odors

of conspecifics to identify the quality of a shell. The answer remains speculative

and thus provisional without any systematic fieldwork. Previous studies

(Rittschof, 1980a,b; Rittschof et al., 1992) have shown that P. longicarpus,

and particularly individuals inhabiting badly fitting shells (e.g., Rittschof,

1980b; Gherardi and Atema, 2005b), are chemically attracted to gastropod

predation sites by fluids from partly digested snail tissue. At these sites, the

attracted crabs form temporary and relatively small aggregations (Scully, 1978),
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in which they agonistically interact to establish dominance hierarchies (Winston

and Jacobson, 1978). The dominant crab obtains the first opportunity to occupy

the empty shell as it is released by the predator (McLean, 1975); afterwards,

other individuals exchange shells down the hierarchy. As a consequence, these

aggregations function as Bshell markets^ and benefit a large number of the

predation site attendants (Rittschof et al., 1992). Having obtained a high-quality

shell, a crab generally leaves the predation site (Rittschof, 1980a; Tricarico and

Gherardi, unpublished data), thus subtracting the shell from the market. It would

be advantageous for an individual to rapidly classify the quality of the shells

inhabited by other attendants and to spend time combating or negotiating

(Hazlett, 1978) for a Breally good shell.^ Because of water turbidity typical of

many salt marsh habitats, chemical cues signaling shell quality might provide

more reliable information than visual stimuli emitted by the shell itself; on the

other hand, the exclusive use of tactile information from the shell would require

time and energy consumption in repeated investigatory acts. Previous studies

have shown that P. longicarpus quickly learns the chemical identity of a social

partner (Gherardi and Tiedemann, 2004b; Gherardi and Atema, 2005b), is

inaccurate in discriminating shells by sight (Gherardi and Tiedemann, 2004a),

and often switches shells without prior investigation (Scully, 1986). However,

we cannot exclude that sight and touch might integrate olfaction and lead to the

improved detectability and discriminability of signals (Gherardi and Tiede-

mann, 2004b).

In this scenario, the plastic nature of the association between the individual

odor of a conspecific and the quality of its shell has a clear adaptive value.

Obviously, any shell exchange breaks the link between a given hermit crab and a

given shell. The aggregations of hermit crabs around gastropod predation sites are

characterized by a cascade of shell switches as the effect of a vacancy chain

process (Chase et al., 1988). Therefore, the plastic response to the cues asso-

ciated with high-quality shells is a key factor to optimize shell acquisition and

to reduce errors. Indeed, P. longicarpus learned the odor of a conspecific after

less than 30-min exposure to a stimulus animal (Gherardi and Atema, 2005b).

A final intriguing result of our study is an outline of the kind of rep-

resentation of social partners that hermit crabs may have. We found that the

sender, labeled by its individual odor, was classified by the receiver in function

of the quality of its shell; on the basis of this classification, the receiver seemed

to modulate the intensity of its investigatory acts toward the offered shell. The

mechanism needed for this kind of recognition is one that involves in the

receiver the association of a type of information from the sender (e.g., chemical

cues) with memories of past experiences with it (e.g., exploration of its shell;

for a general discussion, see Johnston and Bullock, 2001). This representation

could be thought of as hermit crabs having a Bconcept^ of other individuals, and

hints at potential for relatively high-order knowledge about conspecifics.
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KAISER, L., PÉREZ-MALUF, R., SANDOZ, J. C., and PHAM-DELÈGUE, M. H. 2003. Dynamics of
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monogamen Wüstenassel Hemilepistus reaumuri (Crustacea Isopoda, Oniscoidea). Z. Tier-

psychol. 29:134–155.

MCLEAN, R. 1975. A description of a marine benthic faunal habitat web: A behavioral study. Ph.D.

Dissertation. Florida State University.

MENZEL, R. 1999. Memory dynamics in the honeybee. J. Comp. Physiol. A 185:323–340.

RITTSCHOF, D. 1980a. Chemical attraction of hermit crabs and other attendants to gastropod

predation sites. J. Chem. Ecol. 6:103–118.

RITTSCHOF, D. 1980b. Enzymatic production of small molecules attracting hermit crabs to simulated

predation sites. J. Chem. Ecol. 6:665–676.

RITTSCHOF, D. and HAZLETT, B. A. 1997. Behavioural responses of hermit crabs to shell cues,

predator haemolymph and body odour. J. Mar. Biol. Assoc. U.K. 77:737–751.

RITTSCHOF, D., TSAI, D. W., MASSEY, P. G., BLANCO, L., KUEBER, G. L. JR:, and HAAS, R. J. JR:,

1992. Chemical mediation of behavior in hermit crabs: Alarm and aggregation cues. J. Chem.

Ecol. 18:959–984.

SCULLY, E. P. 1978. Utilization of surface foam as a food source by the hermit crab, Pagurus

longicarpus Say, 1817. Mar. Behav. Physiol. 5:159–162.

SCULLY, E. P. 1986. Shell investigation behavior of the intertidal hermit crab Pagurus longicarpus

Say. J. Crustac. Biol. 6:749–756.

SIEGEL, S. and CASTELLAN, N. J. JR: 1988. Nonparametric Statistics for the Behavioral Sciences.

McGraw-Hill, New York.

SOKAL, R. R. and ROHLF, F. J. 1969. Biometry. W.W. Freeman, San Francisco.

WICKLER, W. and SEIBT, U. 1970. Das Verhalten von Hymenocera picta Dana, einer Seesterne

fressenden Garnele (Decapoda Natantia, Gnathophyllidae). Z. Tierpsychol. 27:352–368.

WILBER, T. P. JR: 1989. Associations between gastropod shell characteristics and egg production in

the hermit crab Pagurus longicarpus. Oecologia 81:6–15.

WILBER, T. P. 1990. Influence of size, species and damage on shell selection by the hermit crab

Pagurus longicarpus. Mar. Biol. 104:31–39.

2895INDIVIDUAL RECOGNITION BY ODOR IN HERMIT CRABS



WILLIAMS, A. B. 1984. Shrimps, Lobsters, and Crabs of the Atlantic Coast of the Eastern United

States, Maine to Florida. Smithsonian Institution Press, Washington, DC.

WINSTON, M. and JACOBSON, S. 1978. Dominance and effects of strange conspecifics on aggressive

interactions in the hermit crab Pagurus longicarpus. Anim. Behav. 26:184–191.

ZAYAN, R. 1994. Special issue: Individual and social recognition. Behav. Processes 33:1–246.

2896 GHERARDI ET AL.



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (None)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (ISO Coated)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJDFFile false
  /CreateJobTicket false
  /DefaultRenderingIntent /Perceptual
  /DetectBlends true
  /ColorConversionStrategy /sRGB
  /DoThumbnails true
  /EmbedAllFonts true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 524288
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveEPSInfo true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
    /AardvarkPSMT
    /AceBinghamSH
    /AddisonLibbySH
    /AGaramond-Italic
    /AGaramond-Regular
    /AkbarPlain
    /Albertus-Bold
    /AlbertusExtraBold-Regular
    /AlbertusMedium-Italic
    /AlbertusMedium-Regular
    /AlfonsoWhiteheadSH
    /Algerian
    /AllegroBT-Regular
    /AmarilloUSAF
    /AmazoneBT-Regular
    /AmeliaBT-Regular
    /AmerigoBT-BoldA
    /AmerTypewriterITCbyBT-Medium
    /AndaleMono
    /AndyMacarthurSH
    /Animals
    /AnneBoleynSH
    /Annifont
    /AntiqueOlive-Bold
    /AntiqueOliveCompact-Regular
    /AntiqueOlive-Italic
    /AntiqueOlive-Regular
    /AntonioMountbattenSH
    /ArabiaPSMT
    /AradLevelVI
    /ArchitecturePlain
    /Arial-Black
    /Arial-BlackItalic
    /Arial-BoldItalicMT
    /Arial-BoldMT
    /Arial-ItalicMT
    /ArialMT
    /ArialMTBlack-Regular
    /ArialNarrow
    /ArialNarrow-Bold
    /ArialNarrow-BoldItalic
    /ArialNarrow-Italic
    /ArialRoundedMTBold
    /ArialUnicodeLight
    /ArialUnicodeLight-Bold
    /ArialUnicodeLight-BoldItalic
    /ArialUnicodeLight-Italic
    /ArrowsAPlentySH
    /ArrusBT-Bold
    /ArrusBT-BoldItalic
    /ArrusBT-Italic
    /ArrusBT-Roman
    /Asiana
    /AssadSadatSH
    /AvalonPSMT
    /AvantGardeITCbyBT-Book
    /AvantGardeITCbyBT-BookOblique
    /AvantGardeITCbyBT-Demi
    /AvantGardeITCbyBT-DemiOblique
    /AvantGardeITCbyBT-Medium
    /AvantGardeITCbyBT-MediumOblique
    /BankGothicBT-Light
    /BankGothicBT-Medium
    /Baskerville-Bold
    /Baskerville-Normal
    /Baskerville-Normal-Italic
    /BaskOldFace
    /Bauhaus93
    /Bavand
    /BazookaRegular
    /BeauTerrySH
    /BECROSS
    /BedrockPlain
    /BeeskneesITC
    /BellMT
    /BellMTBold
    /BellMTItalic
    /BenguiatITCbyBT-Bold
    /BenguiatITCbyBT-BoldItalic
    /BenguiatITCbyBT-Book
    /BenguiatITCbyBT-BookItalic
    /BennieGoetheSH
    /BerlinSansFB-Bold
    /BerlinSansFBDemi-Bold
    /BerlinSansFB-Reg
    /BernardMT-Condensed
    /BernhardBoldCondensedBT-Regular
    /BernhardFashionBT-Regular
    /BernhardModernBT-Bold
    /BernhardModernBT-BoldItalic
    /BernhardModernBT-Italic
    /BernhardModernBT-Roman
    /Bethel
    /BibiGodivaSH
    /BibiNehruSH
    /BKenwood-Regular
    /BlackadderITC-Regular
    /BlondieBurtonSH
    /BodoniBlack-Regular
    /Bodoni-Bold
    /Bodoni-BoldItalic
    /BodoniBT-Bold
    /BodoniBT-BoldItalic
    /BodoniBT-Italic
    /BodoniBT-Roman
    /Bodoni-Italic
    /BodoniMTPosterCompressed
    /Bodoni-Regular
    /BookAntiqua
    /BookAntiqua-Bold
    /BookAntiqua-BoldItalic
    /BookAntiqua-Italic
    /BookmanOldStyle
    /BookmanOldStyle-Bold
    /BookmanOldStyle-BoldItalic
    /BookmanOldStyle-Italic
    /BookshelfSymbolFive
    /BookshelfSymbolFour
    /BookshelfSymbolOne-Regular
    /BookshelfSymbolThree-Regular
    /BookshelfSymbolTwo-Regular
    /BookwomanDemiItalicSH
    /BookwomanDemiSH
    /BookwomanExptLightSH
    /BookwomanLightItalicSH
    /BookwomanLightSH
    /BookwomanMonoLightSH
    /BookwomanSwashDemiSH
    /BookwomanSwashLightSH
    /BoulderRegular
    /BradleyHandITC
    /Braggadocio
    /BrailleSH
    /BRectangular
    /BremenBT-Bold
    /BritannicBold
    /Broadview
    /Broadway
    /BroadwayBT-Regular
    /BRubber
    /Brush445BT-Regular
    /BrushScriptMT
    /BSorbonna
    /BStranger
    /BTriumph
    /BuckyMerlinSH
    /BusoramaITCbyBT-Medium
    /Caesar
    /CalifornianFB-Bold
    /CalifornianFB-Italic
    /CalifornianFB-Reg
    /CalisMTBol
    /CalistoMT
    /CalistoMT-Italic
    /CalligrapherRegular
    /CameronStendahlSH
    /Candy
    /CandyCaneUnregistered
    /CankerSore
    /CarlTellerSH
    /CarrieCattSH
    /CaslonOpenfaceBT-Regular
    /CassTaylorSH
    /CDOT
    /Centaur
    /CenturyGothic
    /CenturyGothic-Bold
    /CenturyGothic-BoldItalic
    /CenturyGothic-Italic
    /CenturyOldStyle-BoldItalic
    /CenturySchoolbook
    /CenturySchoolbook-Bold
    /CenturySchoolbook-BoldItalic
    /CenturySchoolbook-Italic
    /Cezanne
    /CGOmega-Bold
    /CGOmega-BoldItalic
    /CGOmega-Italic
    /CGOmega-Regular
    /CGTimes-Bold
    /CGTimes-BoldItalic
    /CGTimes-Italic
    /CGTimes-Regular
    /Charting
    /ChartreuseParsonsSH
    /ChaseCallasSH
    /ChasThirdSH
    /ChaucerRegular
    /CheltenhamITCbyBT-Bold
    /CheltenhamITCbyBT-BoldItalic
    /CheltenhamITCbyBT-Book
    /CheltenhamITCbyBT-BookItalic
    /ChildBonaparteSH
    /Chiller-Regular
    /ChuckWarrenChiselSH
    /ChuckWarrenDesignSH
    /CityBlueprint
    /Clarendon-Bold
    /Clarendon-Book
    /ClarendonCondensedBold
    /ClarendonCondensed-Bold
    /ClarendonExtended-Bold
    /ClassicalGaramondBT-Bold
    /ClassicalGaramondBT-BoldItalic
    /ClassicalGaramondBT-Italic
    /ClassicalGaramondBT-Roman
    /ClaudeCaesarSH
    /CLI
    /Clocks
    /ClosetoMe
    /CluKennedySH
    /CMBX10
    /CMBX5
    /CMBX7
    /CMEX10
    /CMMI10
    /CMMI5
    /CMMI7
    /CMMIB10
    /CMR10
    /CMR5
    /CMR7
    /CMSL10
    /CMSY10
    /CMSY5
    /CMSY7
    /CMTI10
    /CMTT10
    /CoffeeCamusInitialsSH
    /ColetteColeridgeSH
    /ColonnaMT
    /ComicSansMS
    /ComicSansMS-Bold
    /CommercialPiBT-Regular
    /CommercialScriptBT-Regular
    /Complex
    /CooperBlack
    /CooperBT-BlackHeadline
    /CooperBT-BlackItalic
    /CooperBT-Bold
    /CooperBT-BoldItalic
    /CooperBT-Medium
    /CooperBT-MediumItalic
    /CooperPlanck2LightSH
    /CooperPlanck4SH
    /CooperPlanck6BoldSH
    /CopperplateGothicBT-Bold
    /CopperplateGothicBT-Roman
    /CopperplateGothicBT-RomanCond
    /CopticLS
    /Cornerstone
    /Coronet
    /CoronetItalic
    /Cotillion
    /CountryBlueprint
    /CourierNewPS-BoldItalicMT
    /CourierNewPS-BoldMT
    /CourierNewPS-ItalicMT
    /CourierNewPSMT
    /CSSubscript
    /CSSubscriptBold
    /CSSubscriptItalic
    /CSSuperscript
    /CSSuperscriptBold
    /Cuckoo
    /CurlzMT
    /CybilListzSH
    /CzarBold
    /CzarBoldItalic
    /CzarItalic
    /CzarNormal
    /DauphinPlain
    /DawnCastleBold
    /DawnCastlePlain
    /Dekker
    /DellaRobbiaBT-Bold
    /DellaRobbiaBT-Roman
    /Denmark
    /Desdemona
    /Diploma
    /DizzyDomingoSH
    /DizzyFeiningerSH
    /DocTermanBoldSH
    /DodgenburnA
    /DodoCasalsSH
    /DodoDiogenesSH
    /DomCasualBT-Regular
    /Durian-Republik
    /Dutch801BT-Bold
    /Dutch801BT-BoldItalic
    /Dutch801BT-ExtraBold
    /Dutch801BT-Italic
    /Dutch801BT-Roman
    /EBT's-cmbx10
    /EBT's-cmex10
    /EBT's-cmmi10
    /EBT's-cmmi5
    /EBT's-cmmi7
    /EBT's-cmr10
    /EBT's-cmr5
    /EBT's-cmr7
    /EBT's-cmsy10
    /EBT's-cmsy5
    /EBT's-cmsy7
    /EdithDaySH
    /Elephant-Italic
    /Elephant-Regular
    /EmGravesSH
    /EngelEinsteinSH
    /English111VivaceBT-Regular
    /English157BT-Regular
    /EngraversGothicBT-Regular
    /EngraversOldEnglishBT-Bold
    /EngraversOldEnglishBT-Regular
    /EngraversRomanBT-Bold
    /EngraversRomanBT-Regular
    /EnviroD
    /ErasITC-Bold
    /ErasITC-Demi
    /ErasITC-Light
    /ErasITC-Medium
    /ErasITC-Ultra
    /ErnestBlochSH
    /Euclid
    /Euclid-Bold
    /Euclid-BoldItalic
    /EuclidExtra
    /EuclidExtra-Bold
    /EuclidFraktur
    /EuclidFraktur-Bold
    /Euclid-Italic
    /EuclidMathOne
    /EuclidMathOne-Bold
    /EuclidMathTwo
    /EuclidMathTwo-Bold
    /EuclidSymbol
    /EuclidSymbol-Bold
    /EuclidSymbol-BoldItalic
    /EuclidSymbol-Italic
    /EuroRoman
    /EuroRomanOblique
    /ExxPresleySH
    /FencesPlain
    /Fences-Regular
    /FifthAvenue
    /FigurineCrrCB
    /FigurineCrrCBBold
    /FigurineCrrCBBoldItalic
    /FigurineCrrCBItalic
    /FigurineTmsCB
    /FigurineTmsCBBold
    /FigurineTmsCBBoldItalic
    /FigurineTmsCBItalic
    /FillmoreRegular
    /Fitzgerald
    /Flareserif821BT-Roman
    /FleurFordSH
    /Fontdinerdotcom
    /FontdinerdotcomSparkly
    /FootlightMTLight
    /ForefrontBookObliqueSH
    /ForefrontBookSH
    /ForefrontDemiObliqueSH
    /ForefrontDemiSH
    /Fortress
    /FractionsAPlentySH
    /FrakturPlain
    /Franciscan
    /FranklinGothic-Medium
    /FranklinGothic-MediumItalic
    /FranklinUnic
    /FredFlahertySH
    /Freehand575BT-RegularB
    /Freehand591BT-RegularA
    /FreestyleScript-Regular
    /Frutiger-Roman
    /FTPMultinational
    /FTPMultinational-Bold
    /FujiyamaPSMT
    /FuturaBlackBT-Regular
    /FuturaBT-Bold
    /FuturaBT-BoldCondensed
    /FuturaBT-BoldItalic
    /FuturaBT-Book
    /FuturaBT-BookItalic
    /FuturaBT-ExtraBlack
    /FuturaBT-ExtraBlackCondensed
    /FuturaBT-ExtraBlackCondItalic
    /FuturaBT-ExtraBlackItalic
    /FuturaBT-Light
    /FuturaBT-LightItalic
    /FuturaBT-Medium
    /FuturaBT-MediumCondensed
    /FuturaBT-MediumItalic
    /GabbyGauguinSH
    /GalliardITCbyBT-Bold
    /GalliardITCbyBT-BoldItalic
    /GalliardITCbyBT-Italic
    /GalliardITCbyBT-Roman
    /Garamond
    /Garamond-Antiqua
    /Garamond-Bold
    /Garamond-Halbfett
    /Garamond-Italic
    /Garamond-Kursiv
    /Garamond-KursivHalbfett
    /Garcia
    /GarryMondrian3LightItalicSH
    /GarryMondrian3LightSH
    /GarryMondrian4BookItalicSH
    /GarryMondrian4BookSH
    /GarryMondrian5SBldItalicSH
    /GarryMondrian5SBldSH
    /GarryMondrian6BoldItalicSH
    /GarryMondrian6BoldSH
    /GarryMondrian7ExtraBoldSH
    /GarryMondrian8UltraSH
    /GarryMondrianCond3LightSH
    /GarryMondrianCond4BookSH
    /GarryMondrianCond5SBldSH
    /GarryMondrianCond6BoldSH
    /GarryMondrianCond7ExtraBoldSH
    /GarryMondrianCond8UltraSH
    /GarryMondrianExpt3LightSH
    /GarryMondrianExpt4BookSH
    /GarryMondrianExpt5SBldSH
    /GarryMondrianExpt6BoldSH
    /GarryMondrianSwashSH
    /Gaslight
    /GatineauPSMT
    /GDT
    /Geometric231BT-BoldC
    /Geometric231BT-LightC
    /Geometric231BT-RomanC
    /GeometricSlab703BT-Bold
    /GeometricSlab703BT-BoldCond
    /GeometricSlab703BT-BoldItalic
    /GeometricSlab703BT-Light
    /GeometricSlab703BT-LightItalic
    /GeometricSlab703BT-Medium
    /GeometricSlab703BT-MediumCond
    /GeometricSlab703BT-MediumItalic
    /GeometricSlab703BT-XtraBold
    /GeorgeMelvilleSH
    /Georgia
    /Georgia-Bold
    /Georgia-BoldItalic
    /Georgia-Italic
    /Gigi-Regular
    /GillSansBC
    /GillSans-Bold
    /GillSans-BoldItalic
    /GillSansCondensed-Bold
    /GillSansCondensed-Regular
    /GillSansExtraBold-Regular
    /GillSans-Italic
    /GillSansLight-Italic
    /GillSansLight-Regular
    /GillSans-Regular
    /GoldMinePlain
    /Gonzo
    /GothicE
    /GothicG
    /GothicI
    /GoudyHandtooledBT-Regular
    /GoudyOldStyle-Bold
    /GoudyOldStyle-BoldItalic
    /GoudyOldStyleBT-Bold
    /GoudyOldStyleBT-BoldItalic
    /GoudyOldStyleBT-Italic
    /GoudyOldStyleBT-Roman
    /GoudyOldStyleExtrabold-Regular
    /GoudyOldStyle-Italic
    /GoudyOldStyle-Regular
    /GoudySansITCbyBT-Bold
    /GoudySansITCbyBT-BoldItalic
    /GoudySansITCbyBT-Medium
    /GoudySansITCbyBT-MediumItalic
    /GraceAdonisSH
    /Graeca
    /Graeca-Bold
    /Graeca-BoldItalic
    /Graeca-Italic
    /Graphos-Bold
    /Graphos-BoldItalic
    /Graphos-Italic
    /Graphos-Regular
    /GreekC
    /GreekS
    /GreekSans
    /GreekSans-Bold
    /GreekSans-BoldOblique
    /GreekSans-Oblique
    /Griffin
    /GrungeUpdate
    /Haettenschweiler
    /HankKhrushchevSH
    /HarlowSolid
    /HarpoonPlain
    /Harrington
    /HeatherRegular
    /Hebraica
    /HeleneHissBlackSH
    /Helvetica
    /Helvetica-Bold
    /Helvetica-BoldOblique
    /Helvetica-Narrow
    /Helvetica-Narrow-Bold
    /Helvetica-Narrow-BoldOblique
    /Helvetica-Narrow-Oblique
    /Helvetica-Oblique
    /HenryPatrickSH
    /Herald
    /HighTowerText-Italic
    /HighTowerText-Reg
    /HogBold-HMK
    /HogBook-HMK
    /HomePlanning
    /HomePlanning2
    /HomewardBoundPSMT
    /Humanist521BT-Bold
    /Humanist521BT-BoldCondensed
    /Humanist521BT-BoldItalic
    /Humanist521BT-Italic
    /Humanist521BT-Light
    /Humanist521BT-LightItalic
    /Humanist521BT-Roman
    /Humanist521BT-RomanCondensed
    /IBMPCDOS
    /IceAgeD
    /Impact
    /Incised901BT-Bold
    /Incised901BT-Light
    /Incised901BT-Roman
    /Industrial736BT-Italic
    /Informal011BT-Roman
    /InformalRoman-Regular
    /Intrepid
    /IntrepidBold
    /IntrepidOblique
    /Invitation
    /IPAExtras
    /IPAExtras-Bold
    /IPAHighLow
    /IPAHighLow-Bold
    /IPAKiel
    /IPAKiel-Bold
    /IPAKielSeven
    /IPAKielSeven-Bold
    /IPAsans
    /ISOCP
    /ISOCP2
    /ISOCP3
    /ISOCT
    /ISOCT2
    /ISOCT3
    /Italic
    /ItalicC
    /ItalicT
    /JesterRegular
    /Jokerman-Regular
    /JotMedium-HMK
    /JuiceITC-Regular
    /JupiterPSMT
    /KabelITCbyBT-Book
    /KabelITCbyBT-Ultra
    /KarlaJohnson5CursiveSH
    /KarlaJohnson5RegularSH
    /KarlaJohnson6BoldCursiveSH
    /KarlaJohnson6BoldSH
    /KarlaJohnson7ExtraBoldCursiveSH
    /KarlaJohnson7ExtraBoldSH
    /KarlKhayyamSH
    /Karnack
    /Kashmir
    /KaufmannBT-Bold
    /KaufmannBT-Regular
    /KeplerStd-Black
    /KeplerStd-BlackIt
    /KeplerStd-Bold
    /KeplerStd-BoldIt
    /KeplerStd-Italic
    /KeplerStd-Light
    /KeplerStd-LightIt
    /KeplerStd-Medium
    /KeplerStd-MediumIt
    /KeplerStd-Regular
    /KeplerStd-Semibold
    /KeplerStd-SemiboldIt
    /KeystrokeNormal
    /Kidnap
    /KidsPlain
    /Kindergarten
    /KinoMT
    /KissMeKissMeKissMe
    /KoalaPSMT
    /KorinnaITCbyBT-Bold
    /KorinnaITCbyBT-KursivBold
    /KorinnaITCbyBT-KursivRegular
    /KorinnaITCbyBT-Regular
    /KristenITC-Regular
    /Kristin
    /KunstlerScript
    /KyotoSong
    /LainieDaySH
    /LandscapePlanning
    /Lapidary333BT-Bold
    /Lapidary333BT-BoldItalic
    /Lapidary333BT-Italic
    /Lapidary333BT-Roman
    /LatinoPal3LightItalicSH
    /LatinoPal3LightSH
    /LatinoPal4ItalicSH
    /LatinoPal4RomanSH
    /LatinoPal5DemiItalicSH
    /LatinoPal5DemiSH
    /LatinoPal6BoldItalicSH
    /LatinoPal6BoldSH
    /LatinoPal7ExtraBoldSH
    /LatinoPal8BlackSH
    /LatinoPalCond4RomanSH
    /LatinoPalCond5DemiSH
    /LatinoPalCond6BoldSH
    /LatinoPalExptRomanSH
    /LatinoPalSwashSH
    /LatinWidD
    /LatinWide
    /LeeToscanini3LightSH
    /LeeToscanini5RegularSH
    /LeeToscanini7BoldSH
    /LeeToscanini9BlackSH
    /LeeToscaniniInlineSH
    /LetterGothic12PitchBT-Bold
    /LetterGothic12PitchBT-BoldItal
    /LetterGothic12PitchBT-Italic
    /LetterGothic12PitchBT-Roman
    /LetterGothic-Bold
    /LetterGothic-BoldItalic
    /LetterGothic-Italic
    /LetterGothicMT
    /LetterGothicMT-Bold
    /LetterGothicMT-BoldOblique
    /LetterGothicMT-Oblique
    /LetterGothic-Regular
    /LibrarianRegular
    /LinusPSMT
    /Lithograph-Bold
    /LithographLight
    /LongIsland
    /LubalinGraphMdITCTT
    /LucidaBright
    /LucidaBright-Demi
    /LucidaBright-DemiItalic
    /LucidaBright-Italic
    /LucidaCalligraphy-Italic
    /LucidaConsole
    /LucidaFax
    /LucidaFax-Demi
    /LucidaFax-DemiItalic
    /LucidaFax-Italic
    /LucidaHandwriting-Italic
    /LucidaSans-Typewriter
    /LucidaSans-TypewriterBold
    /LucidaSansUnicode
    /LydianCursiveBT-Regular
    /Magneto-Bold
    /Map-Symbols
    /MarcusHobbesSH
    /Mariah
    /Marigold
    /MaritaMedium-HMK
    /MaritaScript-HMK
    /Market
    /MartinMaxxieSH
    /MathTypeMed
    /MatisseITC-Regular
    /MaturaMTScriptCapitals
    /MaudeMeadSH
    /MemorandumPSMT
    /Metro
    /Metrostyle-Bold
    /MetrostyleExtended-Bold
    /MetrostyleExtended-Regular
    /Metrostyle-Regular
    /MicrogrammaD-BoldExte
    /MicrosoftSansSerif
    /MikePicassoSH
    /MiniPicsLilEdibles
    /MiniPicsLilFolks
    /MiniPicsLilStuff
    /MischstabPopanz
    /MisterEarlBT-Regular
    /Mistral
    /ModerneDemi
    /ModerneDemiOblique
    /ModerneOblique
    /ModerneRegular
    /Modern-Regular
    /MonaLisaRecutITC-Normal
    /Monospace821BT-Bold
    /Monospace821BT-BoldItalic
    /Monospace821BT-Italic
    /Monospace821BT-Roman
    /Monotxt
    /MonotypeCorsiva
    /MonotypeSorts
    /MorrisonMedium
    /MorseCode
    /MotorPSMT
    /MSAM10
    /MSLineDrawPSMT
    /MS-Mincho
    /MSOutlook
    /MSReference1
    /MSReference2
    /MTEX
    /MTEXB
    /MTEXH
    /MT-Extra
    /MTGU
    /MTGUB
    /MTLS
    /MTLSB
    /MTMI
    /MTMIB
    /MTMIH
    /MTMS
    /MTMSB
    /MTMUB
    /MTMUH
    /MTSY
    /MTSYB
    /MTSYH
    /MT-Symbol
    /MTSYN
    /Music
    /MysticalPSMT
    /NagHammadiLS
    /NealCurieRuledSH
    /NealCurieSH
    /NebraskaPSMT
    /Neuropol-Medium
    /NevisonCasD
    /NewMilleniumSchlbkBoldItalicSH
    /NewMilleniumSchlbkBoldSH
    /NewMilleniumSchlbkExptSH
    /NewMilleniumSchlbkItalicSH
    /NewMilleniumSchlbkRomanSH
    /News702BT-Bold
    /News702BT-Italic
    /News702BT-Roman
    /Newton
    /NewZuricaBold
    /NewZuricaItalic
    /NewZuricaRegular
    /NiagaraEngraved-Reg
    /NiagaraSolid-Reg
    /NigelSadeSH
    /Nirvana
    /NuptialBT-Regular
    /OCRAbyBT-Regular
    /OfficePlanning
    /OldCentury
    /OldEnglishTextMT
    /Onyx
    /OnyxBT-Regular
    /OpenSymbol
    /OttawaPSMT
    /OttoMasonSH
    /OzHandicraftBT-Roman
    /OzzieBlack-Italic
    /OzzieBlack-Regular
    /PalatiaBold
    /PalatiaItalic
    /PalatiaRegular
    /PalmSpringsPSMT
    /Pamela
    /PanRoman
    /ParadisePSMT
    /ParagonPSMT
    /ParamountBold
    /ParamountItalic
    /ParamountRegular
    /Parchment-Regular
    /ParisianBT-Regular
    /ParkAvenueBT-Regular
    /Patrick
    /Patriot
    /PaulPutnamSH
    /PcEncodingLowerSH
    /PcEncodingSH
    /Pegasus
    /PenguinLightPSMT
    /PennSilvaSH
    /Percival
    /PerfectRegular
    /Pfn2BlackItalic
    /Phantom
    /PhilSimmonsSH
    /Pickwick
    /PipelinePlain
    /Playbill
    /PoorRichard-Regular
    /Poster
    /PosterBodoniBT-Italic
    /PosterBodoniBT-Roman
    /Pristina-Regular
    /Proxy1
    /Proxy2
    /Proxy3
    /Proxy4
    /Proxy5
    /Proxy6
    /Proxy7
    /Proxy8
    /Proxy9
    /Prx1
    /Prx2
    /Prx3
    /Prx4
    /Prx5
    /Prx6
    /Prx7
    /Prx8
    /Prx9
    /Pythagoras
    /Ranegund
    /Ravie
    /Ribbon131BT-Bold
    /RMTMI
    /RMTMIB
    /RMTMIH
    /RMTMUB
    /RMTMUH
    /RobWebsterExtraBoldSH
    /Rockwell
    /Rockwell-Bold
    /Rockwell-ExtraBold
    /Rockwell-Italic
    /RomanC
    /RomanD
    /RomanS
    /RomanT
    /Romantic
    /RomanticBold
    /RomanticItalic
    /Sahara
    /SalTintorettoSH
    /SamBarberInitialsSH
    /SamPlimsollSH
    /SansSerif
    /SansSerifBold
    /SansSerifBoldOblique
    /SansSerifOblique
    /Sceptre
    /ScribbleRegular
    /ScriptC
    /ScriptHebrew
    /ScriptS
    /Semaphore
    /SerifaBT-Black
    /SerifaBT-Bold
    /SerifaBT-Italic
    /SerifaBT-Roman
    /SerifaBT-Thin
    /Sfn2Bold
    /Sfn3Italic
    /ShelleyAllegroBT-Regular
    /ShelleyVolanteBT-Regular
    /ShellyMarisSH
    /SherwoodRegular
    /ShlomoAleichemSH
    /ShotgunBT-Regular
    /ShowcardGothic-Reg
    /SignatureRegular
    /Signboard
    /SignetRoundhandATT-Italic
    /SignetRoundhand-Italic
    /SignLanguage
    /Signs
    /Simplex
    /SissyRomeoSH
    /SlimStravinskySH
    /SnapITC-Regular
    /SnellBT-Bold
    /Socket
    /Sonate
    /SouvenirITCbyBT-Demi
    /SouvenirITCbyBT-DemiItalic
    /SouvenirITCbyBT-Light
    /SouvenirITCbyBT-LightItalic
    /SpruceByingtonSH
    /SPSFont1Medium
    /SPSFont2Medium
    /SPSFont3Medium
    /SPSFont4Medium
    /SpsFont4Medium
    /SPSFont5Normal
    /SPSScript
    /SRegular
    /Staccato222BT-Regular
    /StageCoachRegular
    /StandoutRegular
    /StarTrekNextBT-ExtraBold
    /StarTrekNextPiBT-Regular
    /SteamerRegular
    /Stencil
    /StencilBT-Regular
    /Stewardson
    /Stonehenge
    /StopD
    /Storybook
    /Strict
    /Strider-Regular
    /StuyvesantBT-Regular
    /StylusBT
    /StylusRegular
    /SubwayRegular
    /SueVermeer4LightItalicSH
    /SueVermeer4LightSH
    /SueVermeer5MedItalicSH
    /SueVermeer5MediumSH
    /SueVermeer6DemiItalicSH
    /SueVermeer6DemiSH
    /SueVermeer7BoldItalicSH
    /SueVermeer7BoldSH
    /SunYatsenSH
    /SuperFrench
    /SuzanneQuillSH
    /Swiss721-BlackObliqueSWA
    /Swiss721-BlackSWA
    /Swiss721BT-Black
    /Swiss721BT-BlackCondensed
    /Swiss721BT-BlackCondensedItalic
    /Swiss721BT-BlackExtended
    /Swiss721BT-BlackItalic
    /Swiss721BT-BlackOutline
    /Swiss721BT-Bold
    /Swiss721BT-BoldCondensed
    /Swiss721BT-BoldCondensedItalic
    /Swiss721BT-BoldCondensedOutline
    /Swiss721BT-BoldExtended
    /Swiss721BT-BoldItalic
    /Swiss721BT-BoldOutline
    /Swiss721BT-Italic
    /Swiss721BT-ItalicCondensed
    /Swiss721BT-Light
    /Swiss721BT-LightCondensed
    /Swiss721BT-LightCondensedItalic
    /Swiss721BT-LightExtended
    /Swiss721BT-LightItalic
    /Swiss721BT-Roman
    /Swiss721BT-RomanCondensed
    /Swiss721BT-RomanExtended
    /Swiss721BT-Thin
    /Swiss721-LightObliqueSWA
    /Swiss721-LightSWA
    /Swiss911BT-ExtraCompressed
    /Swiss921BT-RegularA
    /Syastro
    /Symap
    /Symath
    /SymbolGreek
    /SymbolGreek-Bold
    /SymbolGreek-BoldItalic
    /SymbolGreek-Italic
    /SymbolGreekP
    /SymbolGreekP-Bold
    /SymbolGreekP-BoldItalic
    /SymbolGreekP-Italic
    /SymbolGreekPMono
    /SymbolMT
    /SymbolProportionalBT-Regular
    /SymbolsAPlentySH
    /Symeteo
    /Symusic
    /Tahoma
    /Tahoma-Bold
    /TahomaItalic
    /TamFlanahanSH
    /Technic
    /TechnicalItalic
    /TechnicalPlain
    /TechnicBold
    /TechnicLite
    /Tekton-Bold
    /Teletype
    /TempsExptBoldSH
    /TempsExptItalicSH
    /TempsExptRomanSH
    /TempsSwashSH
    /TempusSansITC
    /TessHoustonSH
    /TexCatlinObliqueSH
    /TexCatlinSH
    /Thrust
    /Times-Bold
    /Times-BoldItalic
    /Times-BoldOblique
    /Times-ExtraBold
    /TimesNewRomanMT-ExtraBold
    /TimesNewRomanPS-BoldItalicMT
    /TimesNewRomanPS-BoldMT
    /TimesNewRomanPS-ItalicMT
    /TimesNewRomanPSMT
    /Times-Oblique
    /Times-Roman
    /Times-Semibold
    /Times-SemiboldItalic
    /TimesUnic-Bold
    /TimesUnic-BoldItalic
    /TimesUnic-Italic
    /TimesUnic-Regular
    /TonyWhiteSH
    /TransCyrillic
    /TransCyrillic-Bold
    /TransCyrillic-BoldItalic
    /TransCyrillic-Italic
    /Transistor
    /Transitional521BT-BoldA
    /Transitional521BT-CursiveA
    /Transitional521BT-RomanA
    /TranslitLS
    /TranslitLS-Bold
    /TranslitLS-BoldItalic
    /TranslitLS-Italic
    /TransRoman
    /TransRoman-Bold
    /TransRoman-BoldItalic
    /TransRoman-Italic
    /TransSlavic
    /TransSlavic-Bold
    /TransSlavic-BoldItalic
    /TransSlavic-Italic
    /Trebuchet-BoldItalic
    /TrebuchetMS
    /TrebuchetMS-Bold
    /TrebuchetMS-Italic
    /TribuneBold
    /TribuneItalic
    /TribuneRegular
    /Tristan
    /TrotsLight-HMK
    /TrotsMedium-HMK
    /TubularRegular
    /Txt
    /TypoUprightBT-Regular
    /UmbraBT-Regular
    /UmbrellaPSMT
    /UncialLS
    /Unicorn
    /UnicornPSMT
    /Univers
    /UniversalMath1BT-Regular
    /Univers-Bold
    /Univers-BoldItalic
    /UniversCondensed
    /UniversCondensed-Bold
    /UniversCondensed-BoldItalic
    /UniversCondensed-Italic
    /UniversCondensed-Medium
    /UniversCondensed-MediumItalic
    /Univers-CondensedOblique
    /UniversExtended-Bold
    /UniversExtended-BoldItalic
    /UniversExtended-Medium
    /UniversExtended-MediumItalic
    /Univers-Italic
    /UniversityRomanBT-Regular
    /UniversLightCondensed-Italic
    /UniversLightCondensed-Regular
    /Univers-Medium
    /Univers-MediumItalic
    /URWWoodTypD
    /USABlackPSMT
    /USALightPSMT
    /Vagabond
    /Venetian301BT-Demi
    /Venetian301BT-DemiItalic
    /Venetian301BT-Italic
    /Venetian301BT-Roman
    /Verdana
    /Verdana-Bold
    /Verdana-BoldItalic
    /Verdana-Italic
    /VinerHandITC
    /VinetaBT-Regular
    /Vivaldii
    /VladimirScript
    /VoguePSMT
    /WaldoIconsNormalA
    /WaltHarringtonSH
    /Webdings
    /Weiland
    /WesHollidaySH
    /Wingdings-Regular
    /WP-HebrewDavid
    /XavierPlatoSH
    /YuriKaySH
    /ZapfChanceryITCbyBT-Bold
    /ZapfChanceryITCbyBT-Medium
    /ZapfDingbatsITCbyBT-Regular
    /ZapfElliptical711BT-Bold
    /ZapfElliptical711BT-BoldItalic
    /ZapfElliptical711BT-Italic
    /ZapfElliptical711BT-Roman
    /ZapfHumanist601BT-Bold
    /ZapfHumanist601BT-BoldItalic
    /ZapfHumanist601BT-Italic
    /ZapfHumanist601BT-Roman
    /ZappedChancellorMedItalicSH
    /ZurichBT-BlackExtended
    /ZurichBT-Bold
    /ZurichBT-BoldCondensed
    /ZurichBT-BoldCondensedItalic
    /ZurichBT-BoldItalic
    /ZurichBT-ExtraCondensed
    /ZurichBT-Italic
    /ZurichBT-ItalicCondensed
    /ZurichBT-Light
    /ZurichBT-LightCondensed
    /ZurichBT-Roman
    /ZurichBT-RomanCondensed
    /ZurichBT-RomanExtended
    /ZurichBT-UltraBlackExtended
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 150
  /ColorImageDepth -1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /ColorImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 150
  /GrayImageDepth -1
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputCondition ()
  /PDFXRegistryName (http://www.color.org?)
  /PDFXTrapped /False

  /SyntheticBoldness 1.000000
  /Description <<
    /DEU <>
    /ENU <>
  >>
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [2834.646 2834.646]
>> setpagedevice


