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Preface

PREFACE

Chapter 1 of this thesis comprises three articles (Chapter 1.1-1.3) that deal with similar
issues. Each of the other chapters comprises one article. The majority of papers
presented in this thesis (Chapter 1.1-1.3, Chapter 3 and Chapter 5) have been accepted
by different scientific journals, all of them peer-reviewed except for a book chapter
(Chapter 1.1) and a short communication (Chapter 5). Chapters 2 and 4 are currently
under revision. Chapters 1.1, 1.2 and 5 have already been published. The two other
accepted articles will be published later this year in a special issue on group coordination
and decision-making of the International Journal of Primatology that is based on a
symposium at the XXIII Congress of the International Primatological Society in Kyoto,
Japan, September 2010. The symposium was organised by Andrew J. King and Cédric
Sueur with whom | collaborated on a paper on terminology and concepts used in
coordination and decision-making research as a consequence of discussions during the
congress (Chapter 1.3). | collected most of the field data presented in this thesis in
cooperation with Jean-Pierre Tolojanahary, a Malagasy field assistant at the research
station of the German Primate Center, who also continued data collection when | was not
in Madagascar. Data presented in Chapter 4 were collected with the help of three
additional Malagasy assistants: Patrick de Beroboka, Rémy d Ampataka and Tianasoa
Andrianjanahary. With the latter | also observed the collective anti-predator behaviour
described in Chapter 5. Claudia Fichtel and Peter Kappeler developed the project idea and
supervised the thesis in the field and in Goéttingen and are co-authors on the other
articles. Claudia Fichtel is first author of the book chapter (Chapter 1.1) because it is
based on a presentation she gave at the workshop “Assessment methods of coordination
processes” in Reinhausen, December 2007. Elise Huchard contributed importantly to data
analyses in Chapter 4. The chapters of this work correspond to the published or
submitted articles with one exception. In the original versions of Chapters 1.1, 1.2 and 5
the old scientific name of red-fronted lemurs is used (Eulemur fulvus rufus), which |

changed to the new name (Eulemur rufifrons: Mittermeier et al. 2008) in this thesis.
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General Introduction

GENERAL INTRODUCTION

This thesis investigates conceptual and empirical questions regarding coordination and
decision-making in the context of (primate) group movements. In this general
introduction, | will provide a short overview of the costs, benefits and inter-individual
conflicts that mould sociality and require coordination and collective decisions in animal
groups in the first place. Subsequently, | will outline why group movements emerged as
the major paradigm in studies on group coordination and decision-making, how they can
be analysed systematically and why primates provide an excellent model taxon. Next, |
will briefly address a number of conceptual and terminological problems that have
hampered a broader integration of coordination studies in the past. Finally, | will highlight
which conceptual and empirical aspects of coordination and decision-making | explored in

the single chapters of this thesis and which approaches | used to do so.

1 Why do animal groups need coordination and decision-making?

Maynard Smith and Szathmary (1995) rated the shift from a solitary lifestyle to colonies,
i.e. individuals living in permanent groups with regular social interactions, as one of the
eight major transitions in evolution. Sociality is a universal feature in the animal kingdom
and an impressive variability in group characteristics in terms of size, social structure,
(temporal) cohesion, permanence and species composition within groups can be found. A
large body of literature exists that explores the evolutionary pathways towards sociality,
i.e. the trade-offs between costs and benefits of grouping (see Krause and Ruxton 2002
for an overview). In most species, reduced per capita predation risk seems to be the
major selective force favouring group-living through shared vigilance, predator confusion
or collective anti-predator behaviour (Alexander 1974; van Schaik 1983; Caro 2005).
Further species-specific benefits include joint defence of a territory or foraging patches,
cooperative hunting, communal care of offspring and enhanced thermoregulation
(Wrangham 1980; Brown 1987; Goldizen 1987; Boesch 1994; Scantlebury et al. 2006).
However, group-living also entails costs due to inter-individual conflicts among group
members. These costs include intra-group competition over resources and mating
opportunities as well as facilitated transmission of pathogens (Bertram 1978; van Schaik

1989; Altizer et al. 2003). Conflicts within a group are also expected to arise from
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differences among individuals in terms of physiological constitution — promoting different
activity budgets and foraging patterns — or differing mating strategies among females and
males (Bercovitch 1983; Fischhoff et al. 2007).

Despite these costs and conflicts, group-living animals have to stay in close spatial
proximity and synchronise their activity patterns to reap the benefits of sociality,
requiring coordination and collective decisions of group members (Rands et al. 2003;
Conradt and Roper 2005). In simple scenarios, individual interests overlap and external
stimuli can synchronise individual decisions, automatically resulting in a collective
behaviour of group members. Coordination can also be achieved by self-organisation
based on local communication, i.e. individuals follow simple behavioural rules and copy
the behaviour of their next neighbours without the need for global control (Camazine et
al. 2001; Couzin et al. 2005; Sumpter 2006). However, if individual interests diverge and a
decision has to be made between two or more mutually exclusive actions, consensus
decisions are required that usually involve more complex mechanisms, such as
leadership, negotiation and signalling behaviour (King and Cowlishaw 2009; Kerth 2010a;
Fischer and Zinner 2011). Consensus decisions can be (partially) shared with several or all
individuals contributing to the decision outcome, or unshared, i.e. one individual decides
without considering preferences or behavioural responses of other group members
(Conradt and Roper 2005, 2007).

In general, fitness consequences of consensus decisions do not only relate to
group cohesiveness and mediation of consensus costs among group members, but also
comprise information pooling, and speed/accuracy of decisions (Seeley and Buhrman
2001; Franks et al. 2002; Conradt and Roper 2003). For instance, Ward et al. (2011)
showed that larger shoals of mosquitofish (Gambusia holbrooki) made faster and more
accurate decisions regarding the avoidance of a predator model than smaller shoals, a

phenomenon called “wisdom of the crowd” (Conradt 2011).

2 Why and how to study group movements?

Most recent theoretical (Rands et al. 2003; Couzin et al. 2005) and empirical studies
(Stueckle and Zinner 2008; Ramseyer et al 20083, b, c; Bourjade et al. 2009; Jacobs et al.
2011) have focused on collective movements to explore coordination and decision-

making in animal groups (including humans: Dyer et al. 2008). In fact, group movements
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provide an outstanding model in this context (see Kappeler 2011 for a summary). First,
they occur regularly because most group-living species have to search for food, travel
between suitable resting sites, avoid predator encounters or patrol territorial borders on
a daily basis. Second, group movements provide an ecologically highly significant context
during which group members have to synchronise and coordinate activity schedules
despite different physiological needs (Rands et al. 2003; Petit and Bon 2010). Previous
studies were short-termed and focused on single aspects of coordination during group
movements, such as initiation signals and travel calls, leadership in specific situations or
mechanisms mediating group decisions (Boinski 1991; Bonanni et al. 2010; Bousquet et al.
2010; Sueur et al. 2010). However, group movements rely on a number of interacting
behavioural processes (Trillmich et al. 2004) and are characterised by dynamics operating
at multiple levels, each of which provides valuable information to understand how animal

groups coordinate during collective movements.

2.1. Spatio-temporal patterns

The most basic way to explore group movements is to analyse variability of spatio-
temporal ranging patterns of a group in its natural habitat throughout different socio-
ecological conditions. Numerous studies showed that ranging behaviour is influenced by
the availability and distribution of resources, climatic seasonality or inter-group
encounters (e.g., snub-nosed monkeys, Rhinopithecus roxellana: Li et al. 2000; lions,
Panthera leo: Spong 2002; meerkats, Suricata suricatta: Furrer et al. 2011). In turn,
decreasing resource abundance can lead to increased intra-group competition (Koenig
2002), or inter-group encounters can yield different costs or benefits for females and
males (Fashing 2001), resulting in inter-individual conflicts that affect coordination
processes and decision-making. Analyses of spatio-temporal ranging patterns can
therefore help to identify the reasons underlying context-dependent variation in the

coordination of group movements.

2.2 Processes and leadership
The next step relates to the analysis of the basic behavioural processes underlying
coordinated group movements, i.e. which individuals initiate, lead and terminate a

movement, and how many group members follow whom in which time frame (Trillmich
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et al. 2004). Movements of large, anonymous groups are regulated by local
communication and often self-coordinated by simple behavioural rules (honey bees, Apis
mellifera: Seeley and Buhrmann 2001; overview on vertebrates: Parrish et al. 2002;
Couzin and Krause 2003; but see Conradt et al. 2009). In contrast, small, non-anonymous
groups are usually characterised by global communication and leadership by specific
individuals (green woodhoopoes; Phoeniculus purpureus: Radford 2004; harem groups of
plains zebras, Equus burchellii: Fischhoff et al. 2007; dogs, Canis lupus familiaris: Bonanni
et al. 2010; bottlenose dolphins, Tursiops truncatus: Lewis et al. 2011).

In addition, recruitment success of leaders can be judged with respect to
individual characteristics, such as dominance rank, social connectivity, motivation,
knowledge and personality (see King et al. 2009 for a summary). In fact, several of these
characteristics may coincide within an individual (e.g., dominance and strong affiliative
network relations: King et al. 2008) or different individuals may be motivated most or
informed best depending on the context of the collective action (state-dependent
leadership: Rands et al. 2008). For instance, in chacma baboons (Papio ursinus) consistent
leadership of the dominant male of the group was observed during movements to
artificial foraging patches (King et al. 2008), whereas Stueckle and Zinner (2008) reported
distributed leadership of males and females during morning departures from a sleeping
site in the same species. In summary, the analysis of coordination processes in a natural
habitat is indispensable to identify species-specific socio-ecological determinants of

leadership and followership.

2.3 Mechanisms of group coordination

Initiators of group movements may use a variety of visual and acoustic signals to recruit
followers including intention movements, back-glances or travel calls (e.g., swans, Cygnus
cygnus and Cygnus columbianus bewickii: Black 1988; African elephants, Loxodonta
africana: Poole 1988; primates: Leca et al. 2003; Meunier et al. 2008; Sueur and Petit
2010). In addition, a number of mechanisms, such as voting and mimetism (e.g., Sueur et
al. 2010), can govern follower behaviour during departure. Voting in the form of a
quorum response has been described in self-organised systems with local communication
(nest choice in honey bees: Seeley and Buhrman 2001; house-hunting in ants: Franks et

al. 2003), but also in small groups with global communication (hamadryas baboons, Papio
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hamadryas: Stolba 1979; white-faced capuchins, Cebus capucinus: Petit et al. 2009;
meerkats: Bousquet et al. 2010; Tonkean macaques, Macaca tonkeana: Sueur and Petit
2008a; Sueur et al. 2010).

Another mechanism mediating follower behaviour is mimetism or amplification,
i.e. the probability of an individual taking part in a collective action depends on the
number of group members already performing this behaviour (Camazine et al. 2001;
Sumpter 2006). If the identity of group members does not influence the joining
probability of an individual, mimetism is anonymous (white-faced capuchin monkeys:
Meunier et al. 2006). On the other hand, an individual's decision to join may depend on
the behaviour of its preferred social partners or kin (selective mimetism: Sueur et al.
2009). Joining according to affiliative relationships has been described in captive groups
of Tonkean macaques (Sueur et al. 2010) and brown lemurs (Eulemur fulvus fulvus: Jacobs
et al. 2011). Mimetism and quorum decisions are not mutually exclusive but may occur
simultaneously during initiation of group movements (Petit et al. 2009; Sueur et al. 2010).
Exploring these mechanisms is crucial to understanding how coordination processes are
proximately controlled. A comparison of coordination mechanisms among different
species, ranging from bees to primates, also illuminates the impact of cognitive abilities

on group coordination (Sueur and Deneubourg 2011).

2.4 Decision types

Finally, the mechanisms mediating group coordination determine the type of decision-
making during a collective action. As stated earlier, consensus decisions can either be
(partially) shared or unshared, depending on the number of group members contributing
to the decision outcome (Conradt and Roper 2005). Based on this definition, decisions via
a quorum are (partially) shared because a subset of or all group members vote for a
specific action in order to reach a consensus (Sueur and Petit 2008a, b). The classification
of mimetism in the framework of consensus decisions is more difficult. One could argue
that mimetism is a self-organised mechanism that amplifies automatically and, hence,
group members do not need to achieve a consensus actively (Sueur and Deneubourg
2011). However, several or all group members contribute significantly to the decision
outcome when mimetism is involved. From this perspective, the decisions mediated by

mimetism are (equally) shared.
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Conradt and Roper (2007) argued that completely unshared decision-making is
less likely to evolve than shared decision-making due to high consensus costs for
followers. In fact, it has been described for only a few species based on observations of
consistent leadership by dominant individuals in specific contexts (wolves, Canis lupus:
Mech 1970; dwarf mongooses, Helogale parvula: Rasa 1987; mountain gorillas, Gorilla
beringei beringei: Watts 2000; chacma baboons: King et al. 2008 and Guy Cowlishaw pers.
comm.). However, observations of follower behaviour in mountain gorillas revealed an
increase in grunt rates by several group members just prior to a coordinated group
departure (Stewart and Harcourt 1994). Thus, apparently not only the dominant
individual decided when to move off, but the other group members also participated in
the decision by signaling their readiness to depart in a vocal quorum. Similar mechanisms
may also be in place in wolves, mongooses and baboons but systematic studies have not

been conducted yet (but see Fischer and Zinner 2011 for preliminary results in baboons).

3 Why study primates?

Primates provide an excellent model to conduct comparative studies on group
coordination for several reasons. First, most primates are group-living, and their groups
comprise individuals of different age and sex classes that are connected in complex social
networks with varying rank systems (Dunbar 1988; Mitani et al., in press). These
characteristics can be expected to promote inter-individual conflicts of interest, challenge
group cohesion and, thus, require coordination of collective activities in the first place.
Furthermore, primate habitats differ enormously in terms of resource abundance,
climatic seasonality and predation risk (Wolfheim 1983). Such pronounced variability
allows exploring diverse ecological determinants of group coordination and decision-
making. Finally, primates are also a convenient model due to their high cognitive abilities
and complex communication (Reader and Laland 2002; Barrett and Henzi 2005;
Tomasello and Zuberbiihler 2002) — traits that (theoretically) enable them to make
sophisticated decisions and coordinate collective activities using a wide spectrum of

different mechanisms.
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4 Conceptual and methodological problems

The small collection of studies presented in this general introduction indicates that
processes and mechanisms involved in the coordination of group movements are
complex, and that researchers have approached the problem with various methods. In
fact, it is not possible to integrate all studies on group coordination into one of the
existing frameworks because they either focus on the mode of communication and the
degree of conflict among group members, on determinants of leadership or on
mechanisms of decision-making during different stages of group departure, and they only
partly overlap (Conradt and Roper 2005; Conradt and List 2009; King et al. 2009; Bourjade
and Sueur 2010). Furthermore, terminology and concepts are not always used
consistently, especially comparing studies on coordination in animals and humans (see
Dumont et al. 2005; Fischer and Zinner 2011 for further discussion). Therefore, | will also

address a number of conceptual and terminological issues in this thesis.

5 Aims and approaches of this thesis
The overall aim of this thesis is twofold: As indicated above, | critically review current
concepts, methods and terminology used in coordination research and highlight a
number of concrete suggestions that could improve comparability among future studies
and facilitate the identification of coordination patterns shared among different species.
In applying these standards, | provide a comprehensive analysis of collective movements
in groups of wild red-fronted lemurs (Eulemur rufifrons) by exploring (i) spatio-temporal
patterns of ranging behaviour; (ii) coordination processes of group movements across
different ecological and reproductive seasons; and (iii) coordination of group movements
and decision outcomes during a foraging experiment with artificially altered conflict
potential. Coordination mechanisms — the fourth level characterising coordination of
collective movements — were studied simultaneously as part of a diploma thesis (Pfliiger
2010) that | will address briefly in the general discussion.

Red-fronted lemurs are a convenient study species due to a number of reasons. (1)
Most research on coordination in small animal groups dealt with species living in
hierarchically organised groups and revealed strong effects of dominance rank on
leadership (Boinski 1993; King et al. 2008; Bonanni et al. 2010; Sarova et al. 2010). In

contrast, red-fronted lemurs live in small, multi-male—-multi-female groups characterised
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by an egalitarian social structure (Kappeler 1991; Pereira and McGlynn 1997), which
offers the opportunity to test effects of alternative determinants of leadership. (2) Our
study groups reproduce seasonally, reside in a habitat with pronounced ecological
seasonality and experience veritable predation risk (Barthold et al. 2009; Sorg and Rohner
1996; Rasoloarison et al. 1995). All of these factors can possibly affect coordination
processes and, thus, help to identify crucial determinants of leadership and decision-
making (Kerth 2010a). (3) Finally, lemurs provide comparative data on the evolution of
group coordination in primates compared to anthropoid taxa due to their unique
evolutionary history (Kappeler 1999).

Chapter 1.1 starts with a review of the literature on coordination of group
movements in primates structured according to the four different levels outlined above.
The focus then shifts to methodological issues, and | discuss definitions of group
movements used in previous studies and propose taxon-specific definitions based on
empirical data. Finally, | briefly discuss to which extent studies on groups of non-human
primates are transferable to human groups and vice versa. This last issue is included
because the chapter is published in a book that examines coordination in human and non-
human primates in an interdisciplinary approach. Chapter 1.2 is a commentary that
critically discusses comparability of data on coordination collected in captive and free-
ranging groups, respectively. Here, | further discuss the limitations of transferring
concepts from game theoretical and agent-based models to empirical contexts as a result
of the importance of variables such as “assertiveness” that usually cannot be assessed in
real animals. Then, | introduce a taxon-specific approach to operationalise group
movements in red-fronted lemurs by presenting data from a pilot study and highlight the
future importance of field experiments. In Chapter 1.3, | identify a number of ambiguous
terms and conceptual problems in coordination research and propose ways to improve
comparability among future studies.

Chapter 2 elaborates on the analysis of spatio-temporal ranging patterns in
primates and describes a purely methodological approach: | illustrate the effects of
sampling method, analytical method, climatic seasonality and sample size on home range
estimates in red-fronted lemurs in order to highlight the influence of these variables on

the comparability among studies.
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The following chapters deal with behavioural data collected during field work in
Madagascar. In Chapter 3, | analyse coordination processes in four groups of red-fronted
lemurs throughout a whole year in order to explore consequences of ecological and
reproductive seasonality on leadership and follower behaviour. Chapter 4 presents
results from a foraging experiment with artificial drinking platforms that was designed to
create decision conflicts within a group by providing either one individual with a large
amount or several group members with smaller amounts of a high-value resource on
different platforms. Given varying degrees of conflict among group members through
different baiting patterns, | examine determinants of decision-making, coordination,
group fission and aggressive behaviour at the foraging platforms and outcomes in terms
of individual resource intake.

Chapter 5 reports a case of collective mobbing of a predator by a group of red-
fronted lemurs that | observed by chance at Kirindy Forest. | decided to include this short
communication in my thesis because it illustrates the fact that collective behaviour does
not only play a role during group movements, but that it is required in various
behavioural contexts, including conflict resolution and collective vigilance (Aureli et al.
2002; Sirot and Touzalin 2009).

Finally, | summarise the major results of the thesis, discuss them in relation to
findings from other studies, and provide an outlook on future research needed to

complement our understanding of coordination and decision-making in animal groups.
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CHAPTER 1.1

COORDINATION OF GROUP MOVEMENTS IN NON-HUMAN PRIMATES

with Claudia Fichtel and Peter M. Kappeler

in Boos M, Kolbe M, Kappeler PM, Ellwart T (eds) Coordination in human and
primate groups. Springer, Heidelberg, pp 37-56 (2011)

11



Chapter 1.1

Abstract

Many animals are organised into social groups. Because individuals have different
preferences and diverging needs, conflicts of interests exist; these conflicts are
particularly revealed and negotiated in the context of group movements. Thus, group
movements provide an excellent example to study coordination processes in non-human
primates. In this chapter we review several aspects related to group movements in non-
human primates. We first summarise the current understanding of variation in spacing
patterns, types of leadership, and decision-making processes. We then focus on
methodological issues and discuss various operational definitions of group movements,
and we propose an operational definition that has already been applied successfully in
studies of small free-ranging groups. We conclude by discussing the possibilities and
limitations of transferring concepts and methods from studies of non-human primate

groups to research on human groups.

1 Introduction

Many animals are organised into permanent social groups. The shift from an originally
solitary to a gregarious lifestyle is considered to be one of the major evolutionary
transitions (Maynard Smith and Szathmdry 1995). These social groups differ enormously
in size, composition, permanence, and cohesion (Parrish and Edelstein-Keshet 1999).
Their members can be anonymous to each other, or they can recognise group or even
individual identity. The ultimate reasons for why animals might be group-living as well as
the respective optimal group size have been investigated in detail in diverse taxa (e.g.,
Bertram 1978; van Schaik 1983; Zemel and Lubin 1995). These evolutionary benefits
include reduced individual predation risk, joint resource defence, cooperative foraging,
shared vigilance, and information transfer (Alexander 1974; Bertram 1978).

Living in a group also leads to interindividual conflicts and costs, such as
competition over resources and mates, as well as increased pathogen transmission. These
factors limit the size of groups and act as a centrifugal force on group cohesion (Alexander
1974; Bertram 1978). First and foremost, individual foraging strategies and schedules are
expected to be heterogeneous and are therefore a source of conflict. Growing juveniles,
pregnant or lactating females, and adult males often have divergent overall activity

budgets and different dietary needs, such as types of food items eaten and time devoted
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to foraging for each item (see, e.g., Altmann 1980; Dunbar and Dunbar 1988). Depending
on the type and distribution of particular resources, intra-group feeding competition can
threaten group cohesion and influence individual and subgroup movements (van Schaik
1989; van Nordwijk et al. 1993; Pulliam and Caraco 1984). A conflict of interest may also
arise between the sexes when inter-group encounters have different costs and/or
benefits for males vs. females (Cheney 1987) or when mating competition interferes with
foraging efforts (Alberts et al. 1996).

In order to maintain group cohesion and social stability despite these conflicts,
individuals need to synchronise and coordinate their activities such as foraging, resting,
social interactions, and collective movements if they want to reap the benefits of
gregariousness (Conradt and Roper 2003, 2007; Rands et al. 2003; Kerth et al. 2006). How
this trade-off is achieved and implemented at the behavioural level is not easily studied.
That said, natural group movements among resources provide an operationally accessible
and ecologically relevant context to study these fundamental mechanisms of social
coordination. In the context of group movements, it is possible to quantify how members
of a group achieve a communal decision about which activities will be carried out, where,
and for how long (Boinski and Garber 2000).

Because group movements are characterised by dynamics operating at multiple
levels, it is heuristically useful to consider group movements on four different levels: (1)
normative details of the spatio-temporal patterns of space use of a group as an entity
such as travel routes within the home range and their variability according to seasonal
changes and climatic conditions, resource availability, predation risk, and/or the
likelihood of inter-group encounters; (2) behavioural processes describing who initiates,
leads, and terminates a group movement and how many members follow whom; (3)
communication mechanisms that control the processes proximately, such as vocal or
visual signals used to initiate a movement and to maintain group cohesion; and (4)
whether leadership is distributed or monopolised. If leadership is distributed, all group
members are said to contribute to a democratic decision. If a single individual leads the
group and the other group members merely follow, the decisions are said to be despotic
(Conradt and Roper 2003, 2005). Because information on all four aspects is not available
for most species (honey bees being an exception; see, for example, Seeley and Visscher

2004), general principles are currently best inferred from inter-specific comparisons. We
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adopt this approach and focus on one relatively well-studied taxon with interesting
variation in social organisation: non-human primates. In this chapter we review the
currently available information on group movements in non-human primates with special
emphasis on the four levels described above. We then raise the issue of how group
movements in animals can be operationalised by human observers in the field. Final
thoughts provide a current context and future outlook on inter-disciplinary research in

human and non-human primates.

2 Group movements in non-human primates

The more than 300 species of non-human primates are interesting subjects for the study
of group movements for at least four reasons. First, they exhibit more variation in social
organisation than most other vertebrate taxa. Primate groups range in size from two to
several hundred individuals of both sexes and multiple generations (Smuts et al. 1986).
Second, primates occupy a wide range of habitats, from semi-deserts to tropical rain
forests and temperate mountain forests, resulting in movements that appear to be
guided by these widely differing ecological needs (Eisenberg 1981). Third, non-human
primates have larger brains relative to their body size than other mammals and
vertebrates, suggesting that behavioural aspects of group movements may be influenced
by their unusual cognitive abilities (Reader and Laland 2002; Dunbar and Shultz 2007).
Finally, primates vary across species in dominance styles and predominant
communication modalities (Seyfarth 1986; Zeller 1986; Sterck et al. 1997), offering

interesting behavioural variation in the social component of group movements.

2.1 Patterns of group movements
Beside abiotic variables, ecological factors such as seasonal differences in resource
distribution or predation risk, as well as social influences from neighbouring groups, affect
daily ranging patterns of primate groups. We illustrate these effects with a few examples
below.

The spatio-temporal distribution and availability of resources not only influence
the size and cohesion but also the ranging patterns of primate groups (van Schaik 1983;
Chapman et al. 1995). For instance, food availability has been observed to significantly

affect activity profiles and habitat use of red-fronted lemurs (Eulemur rufifrons) and red-
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bellied lemurs (Eulemur rubriventer) in Ranomafana National Park, a rainforest in
southeastern Madagascar (Overdorff 1993a, 1996). During periods of food scarcity, both
species fed more and dedicated less time to travelling and resting. Red-fronted lemurs in
Ranomafana also conducted group movements of up to 5 km away from their usual
ranges during a period of fruit scarcity in order to exploit extraordinary food abundance
(a guava plantation) elsewhere. The ranging behaviour of red-fronted lemurs was also
affected by the differential availability of water during the dry and rainy seasons in the
Kirindy Forest, a dry deciduous forest in western Madagascar. During the 8 month dry
season, groups living close to ephemeral water holes made daily excursions of up to two
to three home range diameters to drink, whereas groups living farther away from the
river shifted their ranges nearer the water holes for several weeks or months and moved
very little during this time (Scholz and Kappeler 2004). We also observed a group with
permanent access to a water hole in their usual home range extending its range away
from the riverbed (Pyritz et al., unpub. data). Presumably, lemurs exhibit this behaviour in
order to avoid encounters with conspecifics from other groups or predators that are
attracted by the lemurs gathering at the water holes in large numbers.

Resource availability has also been observed to influence travelling patterns in
chacma baboons (Papio ursinus) (Noser and Byrne 2007a). During the dry season, the
study group followed linear paths over great distances in the morning to reach sparse
fruit trees and ephemeral waterholes. In the afternoons, when the baboons fed on seeds,
group movements were shorter and sinuous. During the rainy season, food distribution
determined the onset of group movements. The baboons left their sleeping sites earlier
when visiting patchily distributed fig trees than when moving towards evenly distributed
fruit resources. Therefore, these baboons seem to plan movements according to the type
of feeding goal.

The presence of conspecific groups has also been observed to be an additional
factor impacting the ranging behaviour of chacma baboons (Noser and Byrne 2007b).
When neighbouring groups were present within a 500-m radius, the routes conducted by
the focal group were less linear, the baboons travelled faster, and they covered larger
distances between different resources. These changes in travelling behaviour are
interpreted as measures to avoid group encounters, which can proceed quite aggressively

in this species.

15



Chapter 1.1

2.2 Processes and leadership

The process of group movements depends on the species, group composition, and
permanence. For example, fish swarms and bird flocks are often so large that members
seem to neither know each other individually nor know which individuals possess decisive
information, and they also appear to lack recruiting signals (Couzin et al. 2002). Cohesion
and coordinated movements in such groups are often maintained by self-coordination
such as individuals following the simple rule of ‘keep a certain safe distance to the next
neighbour (Parrish and Edelstein-Keshet 1999; Hemelrijk 2002; Couzin et al. 2002). In
contrast, in groups where members know each other individually, such as primates,
certain individuals may adopt different roles and initiate and terminate a group
movement (Boinski and Garber 2000).

Studies of several primate species revealed that age, rank, or sex can be defining
characteristics of group leaders. In many species, adult and therefore more experienced
and knowledgeable individuals initiate and lead group movements more often than
juveniles (Japanese monkeys, Macaca fuscata: ltani 1963; Costa Rican squirrel monkeys,
Saimiri oerstedii: Boinski 1991; chimpanzees, Pan troglodytes: Boesch 1991a; white-faced
capuchin monkeys, Cebus capucinus: Boinski and Campbell 1995; mountain gorillas,
Gorilla gorilla: Stewart and Harcourt 1994). In some species, dominant animals rather
than the most experienced lead groups more often than subordinate individuals
(hamadryas baboons, Papio hamadryas: Kummer 1968; mountain gorillas: Watts 1994;
white-faced capuchin monkeys: Boinski 1993; ringtailed lemurs, Lemur catta: Sauther and
Sussman 1993). However, rank is often confounded with age or sex, which handicaps
untangling the relative importance of these variables in structuring group leadership.

Many studies showed females to lead groups more often than males (see Table 1;
Neville 1968; Rowell 1969; Struhsaker 1967a; Dunbar and Dunbar 1975; Oates 1977; van
Nordwijk and van Schaik 1987; Boinski 1988; Mitchell et al. 1991; Erhart and Overdorff
1999; Leca et al. 2003; Trillmich et al. 2004). This sex difference is usually attributed to
higher nutritional needs of females due to the energetic costs of gestation and lactation
(Boinski 1988, 1991; Erhart and Overdorff 1999; Trillmich et al. 2004).

Reasons for male leadership are surmised to include dominance or mating
competition (Table 1). For example, male mountain gorillas initiate group movements

after contact with a rival (Watts 1994), and in spider monkeys (Ateles geoffroyi), males
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frequently lead their group to the edge of the home range presumably to make contact
with females from other groups (Chapman 1990). Sex differences in leadership of groups
have also been explained by sex-specific patterns of residency and dispersal and a
corresponding improved information status of the philopatric sex regarding the
distribution and availability of different resources (Struhsaker 1967b; Goodall 1968; Sigg
and Stolba 1981; van Nordwijk and van Schaik 1987; Watts 1994; Trillmich et al. 2004).

Animals were identified as leaders when they had been observed initiating
movement and were therefore at the forefront of collective movements. However, the
initiating individual did not always remain in the leading position during the entire
movement, meaning that either changes in their forefront positioning occurred
(hamadryas baboons: Kummer 1968; guinea baboons, Papio papio: Byrne 1981, 2000) or
the movement was terminated by an individual different from the initiator (indris, Indri
indri: Pollock 1997). There are also reports of distributed leadership where all group
members equally initiated and led movements (Leca et al. 2003; Meunier et al. 2006;
Jacobs et al. 2008).

How and why leadership and followership evolved and how such a system can be
stable have been the subject of a number of recent studies (e.g., Conradt and Roper 2005;
Couzin et al. 2005; van Vugt 2006; Rands et al. 2008; Sueur and Petit 2008a). On the one
hand, leadership is interpreted as a byproduct of dominance and submission in animal
groups (e.g., Alexander 1987). Several other studies that mainly focused on non-primate
species with no clear dominance hierarchy identified correlates of leaders, including
intrinsic factors such as size or physiological state (Krause et al. 1998; Rands et al. 2003;
Fischhoff et al. 2007), personality characteristics such as activity (Beauchamp 2000) and
boldness (Ward et al. 2004; Leblond and Reebs 2006), positive social feedback between
group members (Harcourt et al. 2009), and asymmetries in information or knowledge
(Reebs 2000, 2001; Dyer et al. 2009 as an example for human groups). Because in most
non-human primates, several individuals of a group may act as leaders, a combination of
dominance, physiological state, personality characteristics, and also knowledge may
explain why several individuals emerge as principal leaders of a group.

Although leadership also involves costs such as reduced attention (Piyapong et al.
2007), individuals that lead group movements have the advantage of promoting their

own interests compared to followers. Hence, conflicts over the leading position would

17



Chapter 1.1

seem likely to arise (reviewed in Conradt and Roper 2005), but they are, in fact, rarely
observed. Leading and following animals may simply differ in the degree of their
incentives (Erhart and Overdorff 1998), or the long-term fitness benefits related to social
ties or kinship could compensate for the short-term costs of following a leader in a given
situation (Silk et al. 2003; Cheney and Seyfarth 2007; King et al. 2008; Sueur and Petit
2008a). Alternatively, following may simply not be costly in each and every case, so that

these conflicts do not arise permanently.

2.3 Mechanisms of group coordination

Visual or acoustical displays are obvious signals to initiate group movements. Visual
displays such as staring or intentional movements in the direction of the adopted course
have been reported in several primate species (Table 1; reviewed by Boinski 2000). For
example, the dominant male in mountain gorillas usually uses a simple characteristic
gesture to initiate a movement: He walks stiff-leggedly and rapidly in a certain direction
(Schaller 1963). Acoustical displays used to coordinate group movements, so-called travel
calls (Boinski 1991), have also been reported for a number of primate species primarily
from the New World (Boinski 1991, 1993; Boinski et al. 1994; Boinski and Campbell 1995;
Boinski and Cropp 1999; Leca et al. 2003). In squirrel and capuchin monkeys, travelling is
initiated when an individual (occasionally two or three) moves to the edge of the group
and produces a specific travel call. Byrne (1981) observed the use of vocalisations in the
context of group movements in Guinea baboons (P. papio). The individuals exchange
barks to stay cohesive as a group in areas of poor visibility (dense grass, thickets), as well
as to coordinate themselves before the group splits up into subgroups or fusions.

Some species combine visual and acoustic displays. Barbary macaques (Macaca
sylvanus) shake twigs or drum on dead wood (Mehlman 1996), and bonobos (Pan
paniscus) have been observed dragging branches behind them to make their conspecifics
move (Ingmanson 1996). However, in other species such as sifakas, the initiation of group
movements is not accompanied by any acoustical or visual displays (Trillmich et al. 2004).
The above description of inter-specific variation in the existence and type of initiation
signals is extremely abbreviated. It is conceivable that future studies of additional species
may reveal that the existence of initiation signals is a function of group size and cohesion,

with species living in larger groups exhibiting specific calls to initiate travel, and that the
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existence of multiple signals is related to habitat characteristics that influence the

propagation of certain signals.

2.4 Decision types

Group decisions can be defined as ‘when the members of a group choose between two or
more mutually exclusive actions with the aim of reaching a consensus’ (Table 1; see also
Conradt and Roper 2005). Decisions can principally be shared, unshared, or based on self-
organised processes (Hemelrijk 2002; Conradt and Roper 2003, 2007). In all cases,
decisions to perform a certain activity or to travel in a certain direction appear to
ultimately be made by single individuals, but their consequences are manifested on the
level of the group in the form of a communal decision. Only a few studies to date have
described decision-making processes in non-human primates. In capuchin monkeys and
Tonkean macaques (Macaca tonkeana), each individual can principally influence the
travel direction, resulting in a shared-consensus decision-making process; whereas in
Rhesus macaques, dominant and older group members take a prominent role, resulting in
only partially shared consensus decisions (Leca et al. 2003; Meunier et al. 2006; Sueur and
Petit 20083, b).

A despotic decision-making process has been described in mountain gorillas. In
this species, the entire daily routine — the time of rising, the distance and direction of
travel, as well as the place and time of nest building — is determined by the silverback
male. When he starts moving in a certain direction, the whole group, which seems to be
constantly aware of the location and activity of the dominant male, follows (Schaller
1963). Conflicting results have been reported regarding decision-making processes in
baboons. In one population, King et al. (2008) conducted a foraging experiment with two
wild chacma baboon groups and found that the dominant male of the group consistently
led all foraging movements to experimental feeding sites. Social ties are held responsible
for subordinate individuals following the despotic leader. In contrast, Stueckle and Zinner
(2008) observed in another population of chacma baboons a democratic decision-making
process during their departure from the sleeping site, with adult males contributing more
to the decision outcome than adult females. Thus, differences in decision making
processes either might be related to taxonomic differences or may vary according to the

decision that has to be made: It was observed that going to a feeding site that can be
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monopolised by the dominant male resulted in a despotic decision, whereas the
departure from the sleeping site at dawn, which probably all group members want to
leave to move on to forage, resulted in a democratic decision. Divergent or common
context-dependent interests of group members may therefore result in different decision

processes.

3 Operationalisation of group movements in the field

Because coordination processes are mostly studied in the context of group movements,
we would like to raise the issue of how human observers can identify and operationally
define such a movement. In fact, group movements do not always proceed in a
coordinated manner and, therefore, cannot always be easily captured by a single
definition. For example, several or all animals of a group sometimes travel during foraging
activities (‘feed-as-you-go’), resulting in amoeboid-like movements that do not
necessarily require an initiator or coordination among group members (e.g., bonobos,
Pan paniscus: Wrangham 2000). Therefore, it is important to separate those movements
from directed movements between sleeping and feeding sites or movements to patrol
the border of the home range which require a certain degree of coordination among
group members (Boinski and Garber 2000; Kappeler 2000; Pyritz et al. 2010).

Early studies addressing questions about leadership, coordination processes, and
communication mechanisms in collective movements employed rather basic and
unspecific definitions. One of the first definitions was provided by Altmann (1979), who
defined a group movement simply as ‘a displacement of the centre of the group.” Because
a displacement of the centre also occurs during the rather amoeboid-like foraging
movements, this definition does not allow differentiating between the latter and more
coordinated movements. In other studies, group movements were defined by the
departure of the group from a resting or feeding site (Schaller 1963; Stewart and Harcourt
1994; King et al. 2008), but this definition may not capture all movements. According to
definitions of more recent studies that specifically address questions about the
coordination of group movements, a group movement starts when an individual moves a
certain distance towards the edge of the troop in a defined time period, e.g., 10 m within
40 s (Leca et al. 2003; Sueur and Petit 2008a, b; Stueckle and Zinner 2008), and is

followed by at least one conspecific. Although these definitions have the advantages of
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being more precise, less presumptuous regarding resting and foraging motives, and inter-
subjectively comprehensible, the distance that had to be travelled in a certain timeframe
to initiate a group movement was not established empirically with regard to the species-
specific travel pattern. Boinski (1991, 1993, 2000) defined group movements in a number
of New World monkeys by a specific travel call uttered by the initiating individual, but
because not all species produce specific travel calls, this definition is not generally
applicable. Some researchers therefore use combinations of the definitions described
above (e.g., Erhart and Overdorff 1999).

In general, a definition of group movements has to include a number of different
travelling types: Primates do not only move between feeding and resting sites, but also to
patrol home range boundaries and/or to search for or to avoid neighbouring groups.
Because groups of different primate taxa vary widely in size, composition, and cohesion,
which has consequences for home range size and travel distances, the minimum
meaningful distance an individual has to cover to initiate a movement as well as the
definition of the corresponding followers behaviour have to be species specific (Pyritz et
al. 2010). Below we suggest a procedure to generate an operational definition of group
movements for different taxa built upon empirical data collected during a pilot study
(Pyritz et al. 2010).

In order to define objective rules for directed vs. amoeboid-like movements, we
suggest observing a number of randomly chosen focal animals for a period of several
days. During such a pilot study, any movement of more than a body length can be
recorded and estimated to the nearest metre. In addition, the latency between two
movements, the total distance covered, as well as the distance to the nearest neighbours
after the end of the movement can be noted. Based on meaningful breaks in the

corresponding frequency distributions, a movement can be defined as follows:

Start: An individual has been stationary for at least x minutes and then moves a minimum
of x metres in a directed manner without pausing.

Initiator: The individual that started the movement is the initiator.

Leadership: The individual at the forefront of the moving group is considered to lead the
group movement.

Takeover: An individual overtakes the leader by more than several body lengths without

diverging more than 45° from the initial trajectory of travel.
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Followers: Group members moving behind the leader are termed followers unless their
movements diverge more than 45° from the leader’s trajectory. If they differ by
more, the individual’s movement is regarded as a separate movement. Followers
have to arrive within an x-metre radius around the terminator, no later than x
minutes after termination of the movement.

Termination: The end of the movement occurs when the leader is stationary again for at

least x minutes (see above definition for ‘Start’).

Regarding these definitions, it is important to keep in mind that the initiator does
not always remain the leader during the entire movement (hamadryas baboons: Kummer
1968; Guinea baboons: Byrne 1981, 2000) and that the terminator can differ from the
initiating individual (indris: Pollock 1997). In the Kirindy Forest, we recorded group
movements of red-fronted lemurs according to the above definition with two observers:
one following the initiator, the other following the leader in case a change of leadership
occurred (Pyritz et al., unpub. data). A number of times the overtaking animal was only
followed by a portion of group mates. This subgroup later returned to the other
individuals, which were grouped around the original initiator, who had continued leading
the rest of the group. Hence, the initiator still functioned as the pace-maker of the
movement, even after being temporarily overtaken by a new leader. Hidden leadership
such as this has to be taken into account when defining the decision type of a certain
species. Furthermore, it highlights the importance of at least two observers following
groups on the move.

We also studied group movements in Verreaux’s sifakas using the method
introduced above. The two species are syntopic but differ in both group and home range
size. The virtually exclusively arboreal Verreaux's sifakas in the Kirindy live in multi-male,
multi-female groups, with an average of 4.1 adult individuals per group that occupy home
ranges averaging 7.3 ha (Benadi et al. 2008; Kappeler and Schaffler 2008). The cathemeral
red-fronted lemurs also live in multi-male, multi-female groups composed of on average
5.6 adult individuals (Kappeler and Port 2008). Average home range size of this species is
18 ha in the Kirindy (Pyritz et al., unpub. data). Red-fronted lemurs spend a significant
proportion of their time on the ground, especially during long group movements.

In Verreaux’s sifakas, we employed the following group movement definition: A

start attempt is made when an individual is stationary for at least 4 min, then moves at
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least 5 m, and is followed by at least one group mate. Other group members were termed
followers unless their movement diverged more than 45° from the trajectory of the
movement of the initiator. A movement was considered terminated when the leading
individual was again stationary for at least 4 min (Trillmich et al. 2004). By applying this
definition, we found that both sexes initiated group movements but that females did so
more often, led groups over greater distances, and enlisted more followers than males.
Presumably, this more active role enables females to positively influence their individual
foraging efficiency and nutritional intake, especially during gestation and lactation (see
Boinski 1991; Erhart and Overdorff 1999). However, the sex of the leader had no effect on
the probability that a group would feed or rest after a successful movement. A certain
vocalisation, the so-called grumble, was emitted by both leaders and followers at high
rates, both before and during group progressions, but grumbles uttered just before an
individual moved were characterised by a significantly steeper frequency modulation at
the beginning of the call and higher call frequencies in both females and males (Trillmich
et al. 2004). The results of this study indicate that sifakas converge with many other
group-living primates in several fundamental proximate aspects of group coordination
and cohesion. In contrast to many other primates, however, sifakas do not use a
particular call or other signals to initiate or control group movements.

Our earlier pilot study suggested a group movement definition similar to the one
employed for sifakas for the ongoing study on coordination of group movements in red-
fronted lemurs: A movement is initiated when an individual is stationary for at least 4
min, then moves at least 15 m, and is followed by at least one group mate. A movement
was considered terminated when the leading individual was again stationary for at least 4
min. Followers are defined as individuals moving behind the initiator without diverging
more than 45° from the trajectory, arriving within 6 metres proximity to the terminator,
and no later than 10 min after termination. Preliminary results suggest that adults of both
sexes initiated movements but that females do so significantly more often, both during
the day and at night. Socially powerful males, so-called central males (Ostner and
Kappeler 1999), did not initiate or lead group movements more often than other males.
Female prevalence concerning the initiation of group movements may be due to higher

and more complex nutritional needs during times of reproduction or female philopatry,
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but this should be true for most primates and other mammals. No specific initiation
movements or travel calls have been observed thus far.

Comparing the operational definitions used in these two studies revealed that only
the criteria for the start of a group movement and for the followers varied between
sifakas and red-fronted lemurs: The distance travelled for initiation of a group movement
varied between 5 m in sifakas to 15 m in red-fronted lemurs, and time intervals used to
determine followers at the end of a group movement varied between 4 min in sifakas to
10 min in red-fronted lemurs. Both sets of criteria clearly reflect the difference in daily
path length as well as home range size [daily path length for sifakas: 1.1 km, home range
size: 4.5 ha (Trillmich et al. 2004); daily path length for red-fronted lemurs: 2 km, home
range size: 18 ha (Pyritz et al., unpub. data)] and group size between species in the
Kirindy, indicating that the use of such an operational group definition indeed helps to
develop an appropriate way to quantify species-specific group movements. We therefore
hope that future studies of primate group movements will continue to use, and
eventually converge upon, similar criteria, increasing the potential for meaningful inter-

specific comparisons.

4 Interdisciplinary outlook

Although group cohesion and group decision making, both among humans as well as in
non-human primates, are interesting in their own right, evolutionary theory suggests that
both have to be functional with regard to environmental factors. In this respect,
primatology and anthropology, on the one hand, and social psychology, on the other
hand, differ considerably in their approaches. Primatology and anthropology focus on the
long-term success of group cohesion and group decision making; that is, they ask what
patterns are functional for group stability and the survival of group members. In contrast,
psychological research focuses more on the short-term success of group cohesion and the
mechanisms and processes underlying group decision making. For example, social
psychologists are interested in whether group processes in terms of information
exchange or mutual understanding benefit from cohesion or specific types of cohesion
(Cornelius and Boos 2003), or how highquality decisions can be achieved in groups

(Schulz-Hardt et al. 2006).
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Hence, comparative research on the consequences of group cohesion, group
decision making, and other group processes on performance criteria in human vs. non-
human primate groups could offer new insights for both disciplines. For instance, the
short-term consequences of group processes on performance could be investigated in
non-human primate groups. For example, it remains unknown to what extent the same
process losses and gains that have been found in human groups also exist among non-
human primates. Such an investigation of group specific influences on non-human
primates’ task-related performance would be interesting in itself (e.g., studying capability
gains among non-human primates as a function of social learning in a group), and might
also significantly contribute to our understanding of human group performance. An open
guestion in research on motivation gains in groups is why group members exert extra
effort in a group situation under specific conditions. Whereas some approaches trace this
behaviour back to a selfish motive (e.g., winning the performance competition and
thereby gaining status in the group), other approaches postulate a more prosocial motive
(e.g., caring for the group’s welfare).

Since most primate species most likely lack collectivistic motivations or prosocial
tendencies, whereas individualistic motives such as striving for status can be frequently
found among them, comparative studies of group vs. individual performance in tasks such
as predator mobbing or inter-group encounters where performance almost exclusively
depends on effort could provide interesting new evidence for this open question. It also
seems feasible that studies of human groups could take advantage of the long-term
perspective adopted in non-human primate group research. By more extensively studying
real groups in the field over extended periods of time, a more adequate picture of
‘successful’ human group behaviour might arise. Specifically, we might learn to what
extent processes that directly impede the short-term performance of groups might
nevertheless be facilitative or even essential for the stability and survival of a group in the

long run.
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CONCEPTUAL AND METHODOLOGICAL ISSUES IN THE COMPARATIVE STUDY OF

COLLECTIVE GROUP MOVEMENTS

with Claudia Fichtel and Peter M. Kappeler

Behavioural Processes 84: 681-684 (2010)
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Abstract

In our commentary, we highlight several conceptual and methodological problems that
have hampered broader integration of studies of collective group movements.
Specifically, we argue that studies of captive animals should only be used to elucidate
behavioural mechanisms. Moreover, the diversity of physical environments in which
group movements occur as well as the social diversity of groups deserve more
consideration in integrative studies. Furthermore, tests of predictions based on modelling
studies are often hampered by the fact that models include variables that are difficult or
impossible to measure in real animals. We also advocate the use of an empirical, rather
than subjective establishment of operational definitions of group movements and the
associated individual roles. Finally, we emphasize the utility of controlled experiments in
the study of collective decision-making and group movements and encourage their wider

application.

1 Introduction

Mobility is the key defining feature of animals that distinguishes them from plants. In
many animal species two or (many) more individuals swim, walk or fly together in a
coordinated fashion. Collective animal movements have been identified as an interesting
topic in animal behaviour, cognition and ecology about a decade ago (Boinski and Garber
2000), and they continue to attract a lot of theoretical and empirical research
(summarized in Petit and Bon, this volume; see also Conradt and List 2009; Kerth 2010).
Despite the existence of several theoretical models and empirical studies of a number of
species, the study of collective group movements is still in a phase of establishing
consensus on a common nomenclature and methodology. The main aim of this
commentary is, therefore, to highlight some of the current methodological and
conceptual problems and challenges of studying group movements, and to offer some

constructive suggestions.

2 Conceptual obstacles to integration
The target paper by Petit and Bon (2010) emphasizes similarities in the diversity of
observed group movements in different species. These authors conclude and postulate

that “the same scenario probably underpins nearly all cases of collective movements, but
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the balance between individualized and self-organized mechanisms to the global
decision-making process will differ according to the environmental context, group size,
the degree of sociality of the considered species and its cognitive capacities”. We
underscore the second part of this conclusion, emphasizing the fact that species- and
context-specific variables will continue to introduce unexplained variability and
idiosyncrasies that continue to hamper successful integration.

Here, we want to highlight two such points that we feel have not received
sufficient consideration in existing reviews. First, the combination of results from studies
in the wild and in captivity into a single analytical framework is problematic at some
levels. Whereas captive studies can offer an advantage in terms of studying details of
behavioural mechanisms underlying decision-making or the subsequent group
movements, they clearly lack ecological relevance, so that studies of initiation and
leadership, for example, can only generate preliminary insights, at best. We propose that
group movements in an area of a few percent of a natural home range, in the absence of
predators and with ad libitum food have no external validity. They should therefore be
treated with caution or excluded from future comparative studies of group movements
that do not deal directly with mechanisms of communication.

Second, fundamental species-specific constraints acting upon mobility and group
cohesion deserve more attention. Aquatic and volant animals move in a three-
dimensional world. So do arboreal terrestrial species. Strictly terrestrial species or those
requiring specific surfaces for locomotion (e.g., arboreal ants) move in a two-dimensional
environment, however. This difference not only influences the animals’ abilities to
achieve and maintain cohesion, but also our abilities to operationalize and to quantify
group movements. Moreover, in some environments or circumstances not moving is not
an option. For example, the ecologically most spectacular examples of group movements
involving pelagic crustaceans or fish, and migratory locusts or birds are predominantly
characterized by their continuity, so that some questions typically asked about group
movements are simply irrelevant. Finally, group size and stability, the degree of individual
recognition and the dominant mode of communication are a set of similarly important
species specific features that can act as constraints on some aspect of group movements.
To us, these appear to be the minimum number of variables that need to be controlled

for in future comparative studies attempting integration across species.
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3 Theory meets biology

As in the evolution of most other topics in behavioural biology, an initial descriptive
phenomenological phase in the study of group movements has now given way to a hypo-
deductive stage. Models deduced from initial observations have not only formalized
regularities, but also generated additional, new predictions that await testing. At this
stage, it is particularly important to intensify the dialogue between theoreticians and
empiricists and to scrutinize the biological relevance of the variables used in modelling
approaches, in particular.

Although the number of empirical studies has been growing steadily, there is still a
gap between some of the assumptions derived from theoretical models and the data
available on coordination mechanisms in free-ranging animals, especially in vertebrates.
Therefore, more field studies on non-anonymous groups are urgently needed to provide a
broader basis for future modelling. Furthermore, most of the current theoretical models
address only single correlates of leadership, i.e. energetic reserves (Rands et al. 2003), or
assume simple behavioural rules that govern coordination (i.e. Couzin et al. 2005), while
neglecting more sophisticated cognitive abilities. However, empirical studies revealed
that coordination in animal groups can be highly complex and that it depends on several
variables (Franks et al. 2003; Biro et al. 2006; Kerth et al. 2006; King et al. 2008).
Therefore, long-term and comparative empirical studies are needed to identify reliably
the mechanisms underlying leadership and decision-making in different contexts.

Another problem relates to operationalization, i.e. the principal measurability of
theoretical variables in practical situations. Parameters like individual states of
information or knowledge, individual degrees of assertiveness, energy level or
susceptibility to predation (Rands et al. 2003, 2008; Couzin et al. 2005; Conradt et al.
2009) cannot be tested at all or can only be assessed very indirectly or crudely in the field.
Therefore, theoretical models should be based on variables that can be observed and
qguantified empirically, such as nutritional intake, for example. On the other hand,
practical studies have to incorporate more experimental approaches that allow for
targeted analyses of single variables in an otherwise controlled environment or should
compare a species’ behaviour in different contexts. At the next higher level of
comparison, a consensual methodological framework is desirable, to the extent that is

can be meaningfully applied to species sharing similar environments and social features
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(see above). In their target paper, Petit and Bon (2010) have proposed a definition of a
collective group movement. We complement this proposal with a methodological
framework for operational approaches, using small groups of non-anonymous primates

moving both on the ground and in a three-dimensional forest habitat as our example.

4 Operational group movement definitions

How human observers can reliably identify and operationally define a collective group
movement in the field remains a major practical difficulty in many studies. In fact, group
movements do not always proceed in a coordinated manner, but are sometimes also
amoeboid, and can, therefore, not always be easily captured by a single definition (for
details see Fichtel et al. 2011). According to definitions of recent studies which specifically
addressed questions about the coordination of group movements, a collective movement
starts when an individual moves a certain distance towards the edge of the troop (1) in a
defined time period (e.g., 10 m within 40 s) (e.g., Leca et al. 2003; Sueur and Petit 2008a,
b; Stueckle and Zinner 2008) or (2) without stopping and with the head raised (Bourjade
et al.,, 2009; Ramseyer et al., 2009a, b, c) and is followed by a certain number of
conspecifics. Although these definitions are quite precise and inter-subjectively
comprehensible, the distance that had to be travelled in a certain time frame to initiate a
group movement and criteria for a successful recruitment process were not established
empirically with regard to the species-specific movement pattern. Boinski defined group
movements in a number of New World monkeys by the occurrence of a specific travel call
uttered by the initiating individual (Boinski 1991, 1993), but this definition is also not
universally applicable because not all species produce specific travel calls (Fichtel et al.
2011; Petit and Bon 2010).

In general, a definition of group movements has to account for a number of
different travelling types, i.e. animals move between feeding and resting sites, but also
patrol home range boundaries or try to avoid neighboring groups. Additionally, different
taxa vary widely in the environment in which they move (see above), as well as the size,
composition, and cohesion of the group, which also effects home range size and travel
distances. Therefore, the minimum meaningful distance an individual has to cover to
initiate a movement as well as the definition of the corresponding followers’ behaviour

have to be species-specific. Below we suggest a procedure to generate an operational
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definition of group movements for different taxa built upon empirical data collected
during a pilot study.

In order to approach an objective differentiation between directed and amoeboid
movements, we suggest observing a number of randomly chosen focal animals for a
period of at least several days. This requires that animals can be distinguished
individually. During such a pilot study, any movement of more than a body length can be
recorded and estimated to the nearest meter or other relevant unit. In addition, the
latency between two movements (Fig. 1a), the total distance covered (Fig. 1b), as well as
the distance to the nearest neighbour after the end of a movement (Fig. 1c) can be noted.
Based on meaningful breaks in the corresponding frequency distributions (see the arrows

in Fig. 1a-c) a number of parameters for a group movement can be estimated as follows:

Start: An individual has been stationary for at least x minutes and then moves a minimum
of x metres in a directed manner without pausing.

Initiator: The individual that started the movement is the initiator. The initiation may be
difficult to observe in large or low-cohesion groups or in dense habitats, however.

Leadership: The individual at the forefront of the moving group is considered to lead the
group movement.

Takeover: An individual overtakes the leader by more than several body lengths without
diverging more than 45° from the initial trajectory of travel.

Followers: Group members moving behind the leader are called followers unless their
movements diverge more than 45° from the leader’s trajectory. If they differ by
more, the individual’s movement is regarded as a separate movement. Followers
have to arrive within a x meter-radius around the terminator, no later than x
minutes after the termination of the movement.

Termination: The end of the movement occurs when the leader is stationary again for at

least x minutes (see Start).

Hidden leadership: The individual that initiates a movement also terminates it,

independent of whether it moves in the front of the group.

Regarding these definitions, it is important to keep in mind that the initiator does
not always remain at the head of the group during the entire movement and that the
terminator can differ from the initiating individual. We employed the above definition in a
study of group movements of red-fronted lemurs with two observers: one following the
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initiator, the other following the leader in case a change of leadership occurred. A
number of times the overtaking animal was only followed by a subgroup but not all group
members. This proportion of group mates later returned to the other individuals that
were grouped around the original initiator who had continued leading the rest of the
group. Hence, the initiator still functioned as the pace-maker of the movement, even
after being overtaken by a new leader. Hidden leadership such as this has to be taken into
account when defining the decision type of a certain species. Furthermore, it highlights
the importance of at least two observers following groups on the move.

We also studied group movements in Verreaux’s sifakas (Propithecus verreauxi)
using the method introduced above (for details see Trillmich et al. 2004). The two species
are syntopic but differ in both group and home range size. The virtually exclusively
arboreal Verreaux's sifakas live in multi-male, multi-female groups with an average of 4.1
adult individuals per group that occupy home ranges averaging 7.3 ha (Benadi et al. 2008;
Kappeler and Schéaffler 2008). The cathemeral red-fronted lemurs also live in multi-male,
multi-female groups composed of on average 5.6 adult individuals (Kappeler and Port
2008). Average home range size of this species is 18 ha (Pyritz et al., unpub. data). Only
red-fronted lemurs spend a significant proportion of their time on the ground, especially
during long distance group movements.

Comparing the operational definitions used in these two studies revealed that only
criteria for the start of a group movement and for the followers varied between sifakas
and red-fronted lemurs: distance travelled for the initiation of a group movement varied
between 5 min sifakas to 15 min in red-fronted lemurs, and time intervals used to
determine followers at the end of a group movement varied between 4 min in sifakas to
10 min in red-fronted lemurs. Both sets of criteria clearly reflect the species difference in
daily path length as well as home range size (daily path length for sifakas: 1.1 km, home
range size: 4.5 ha (Trillmich et al. 2004); daily path length for red-fronted lemurs: 2 km,
home range size: 18 ha (Pyritz et al., unpub. data) and group size, indicating that the use
of such an operational group definition indeed helps to develop an appropriate way to
guantify species-specific group movements. We therefore hope that future studies of
animal group movements will continue to use, and eventually converge upon, similar

criteria, increasing the potential for meaningful inter-specific comparisons.
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Fig. 1: Frequency distributions of (a) latencies between two movements (n=381), (b) the total
distance covered (n=299) and (c) the distance to the nearest neighbor after the end of the
movement (n=401) collected during a pilot study on red-fronted lemurs (Eulemur rufifrons) at the
field station of the German Primate Center in the Kirindy Forest, Western Madagascar by Pyritz in
2007. The arrows indicate the estimated thresholds for the operational group movement

definition derived from the frequency distributions (a: 4min, b: 15 m, c: 6m).

5 Field experiments: The next frontier

Group decisions can be provoked and analyzed by manipulating the level of inter-
individual conflict among group members (e.g., Biro et al. 2006; Kerth et al. 2006; King et
al. 2008). In most species, however, it will be difficult or impossible to change group
composition or to artificially augment encounters with other groups or predators to

systematically test the effects of conflicts on decision-making and group movements. But
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varying information regarding resources provides a promising experimental tool in field
studies, given that intrinsic differences regarding the energy balance among group
members are sources of conflict and probable incentives for leadership and decision-
making (Rands et al. 2003; King et al. 2009).

Several studies have already moved on to study collective decision-making and
group movements experimentally. Meunier et al. (2006) videotaped groups of capuchin
monkeys (Cebus capucinus) trained to the sound of a whistle as they had to decide
between two different mangers, one of them filled with figs, located in opposite corners
of their enclosure. Individual foraging benefits could not be assessed in this study,
though, because each manger allowed all monkeys of a group to feed simultaneously and
individual food intake was not quantified. King et al. (2008) provided two groups of wild
chacma baboons with experimental food patches in two different treatments (high-
contest and low-contest competition). In both cases shape and size of the patch limited
the number of group members being able to access the food. Foraging benefits were
calculated from the time spent in the patch combined with the bite rate during this time.
A combination and further development of such approaches would allow for even more
detailed analyses. It is obvious from these studies that the location and the amount of
food items are the influential setscrews that can be modified. Future studies on decision-
making in wild animal groups should therefore incorporate experiments based on the
variation of both of these variables. One possible design would be, for example, to set up
a number of feeding platforms with a countable resource and systematically change the
placement as well as the amount of food on each platform. In doing so, different
incentives related to rank, age, sex or reproductive state, as well as differences in
personality traits and cognitive abilities among the group members could be studied. If
single individuals could additionally be trained to learn a certain distribution of resources,
even deception and the impact of differential information level could be tested with this

approach.
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REACHING A CONSENSUS: TERMINOLOGY AND CONCEPTS USED IN

COORDINATION AND DECISION-MAKING RESEARCH

with Andrew J. King, Cédric Sueur and Claudia Fichtel

International Journal of Primatology, Special Issue:

Group Coordination & Decision-Making, in press (2011)
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Abstract

Research on coordination and decision-making in humans and non-human primates has
increased considerably throughout the last decade. However, terminology has been used
inconsistently hampering the broader integration of results from different studies. In this
short article, we provide a glossary containing the central terms of coordination and
decision-making research. The glossary is based on previous definitions that have been
critically revised and annotated by the participants of the symposium “Where next?
Coordination and decision-making in primate groups” at the XXl congress of the
International Primatological Society (IPS) in Kyoto, Japan. We discuss a number of
conceptual and methodological issues and highlight consequences for their
implementation. In summary, we recommend that future studies on coordination and
decision-making in animal groups do not to use the terms “combined decision” and
“democratic/despotic decision-making”. This will avoid ambiguity as well as
anthropocentric connotations. Furthermore, we demonstrate the importance of (1)
taxon-specific definitions of coordination parameters (initiation, leadership, followership,
termination), (2) differentiation between coordination research on individual-level
process and group-level outcome, (3) analyses of collective action processes including
initiation and termination and (4) operationalisation of successful group movements in

the field in order to collect meaningful and comparable data across different species.

Keywords: terminology, decision-making, coordination, animal groups

1 Introduction

The number of studies on group coordination, leadership and decision-making in humans
and non-human primates has increased considerably during the last decade (reviewed in
Conradt and Roper 2005; Conradt and List 2009; King et al. 2009; Petit and Bon 2010;
Fichtel et al. 2011). However, integration of results from different studies has been
impeded by ambiguous terminology and conceptual/methodological shortcomings (see
Jacobs 2010; Petit and Bon 2010; Pyritz et al. 2010 for recent discussions). We discussed
these inconsistencies with participants during the symposium “Where next? Coordination
and decision-making in primate groups” at the XXIlII Congress of the International

Primatological Society (IPS) in Kyoto, Japan, in September 2010. Due to the strong
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positive feedback, we decided to initiate a public discussion about these terms via an
interactive online platform joined by participants of the symposium and associated
researchers. The glossary contained 20 central terms regarding coordination and
decision-making research, most of which were previously compiled in a comprehensive
review by Conradt and Roper (2005). Each participant had the opportunity to contribute
additional terms, definitions, references and commentaries. Table 1 provides the final
glossary based on the summary of all entries. Additionally, we identified a number of
conceptual and methodological issues that have been discussed rarely or controversially
in the literature so far. In the following, we discuss the most debated terms of the

glossary and a number of crucial conceptual issues in more detail.

2 Terminology

2.1 Combined decisions

Conradt and Roper (2005) defined a “combined decision” as the sum of individual group
members’ decisions that — unintentionally — affects the group as a whole (Table 1).
However, this definition is ambiguous and cannot be separated clearly from the often
used and well established term of quorum decisions in which group members also choose
individually between different options until a certain threshold is reached that affects the
entire group (Seeley et al. 2006; Ward et al. 2008; Table 1). In fact, the mechanisms of
reaching a group decision employed in a large colony of ants (Leptothorax albipennis)
choosing between several new nest sites (Franks et al. 2002) are principally the same as
those employed by Tonkean macaques (Macaca tonkeana) in a pre-departure quorum
(Sueur et al. 2010) or meerkats (Suricata suricatta) increasing travel speed via a vocal
voting mechanism (Bousquet et al. 2010). In these species, each group member decides
individually where and when to move, even if this decision is influenced by the
behaviours of conspecifics. Furthermore, there is no easy way to test whether individuals
aim to reach a group consensus, which was the criteria Conradt and Roper (2005) used to
distinguish consensus decisions from combined decisions. As a consequence, we

recommend not using the term “combined decision” in future research.
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2.2 Democratic and despotic decisions

The terms “democratic” and “despotic” have been used equivalent to “shared” and
“unshared” in a number of recent studies on decision-making (Conradt and Roper 2003;
King et al. 2008; King and Cowlishaw 2009). “Democracy” describes a consensus reached
by the majority principle, whereas “despotism” characterises a consensus reached by
following the choices of specific leaders in these studies. However, in primatology the
term “despotic” is also used to characterise the social structure of a species, opposed to
“egalitarian” or “tolerant” societies (e.g., Matsumura 1999), and the social structure of a
species undoubtedly influences the process and outcome of consensus decision-making.
For instance, Sueur and colleagues studied the decisions of two macaque species — with
contrasting social structures — beginning a group movement following a resting period
(Sueur and Petit 20083, b). They found that egalitarian Tonkean macaques displayed an
equally shared consensus whilst more despotic rhesus macaques (Macaca mulatta)
displayed a partially shared consensus. These differences were attributable to the fact
that in the despotic rhesus macaques, dominant individuals had a disproportionate
influence on the movement decisions of group-mates: they were followed more often
(than those lower-ranked individuals). In contrast, each individual in the more egalitarian
Tonkean macaques had a similar influence on one another’s decisions to move and the
decision was equally shared. However, the social structure of a primate group can more
broadly be viewed as both the cause and consequence (reinforced via a feedback loop) of
social interactions such as intensity of aggression, grooming or reconciliatory patterns.
These social interactions may be independent of group level decision-making processes.
Thus, in order not to confound characteristics of the social system and collective decision-
making in a group or causal relationships between these two realms, we suggest that
future decision-making research should use only the terms “shared” and “unshared”, and

not “democratic” and “despotic”.

2.3 Leadership

The definition of a leader should not be restricted to its spatial position during a group
movement because individuals may also lead from behind, i.e. initiate and terminate a
movement without being at the forefront of the group (Kummer 1968; called “hidden

leadership” in Pyritz et al. 2010). Instead, a leader should be defined as an individual that
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elicits follower behaviour (from a majority of/all group members) and exerts social
influence on group members either by its rank, experience, social status/connectedness
or specific behaviour (King 2010; Sueur and Petit 2008b; Petit and Bon 2010).
Furthermore, an individual that leads may not do so intentionally, i.e. leadership can be a
passive process (King et al. 2009; King and Sueur, in press; Fischer and Zinner, this issue).
For instance, in sheep (Ovis aries), individuals triggered follower behaviour by merely
moving away from their group following a sound they had been trained to, thus eliciting

group movements as incidental leaders (Pillot et al. 2010).

3 Concepts and methods

3.1 Taxon-specific definitions

It remains a major practical challenge for human observers to reliably identify and
operationally define a group movement in the field. The most detailed definitions
employed in recent studies on the coordination of group movements in different species
go as follows: An individual moves a certain distance towards the edge of the group either
in a defined time period (e.g., 10 m within 40 s) (e.g., Leca et al. 2003; Sueur and Petit
2008a, b; Stueckle and Zinner 2008), or without stopping and feeding (Bourjade et al.
2009; Ramseyer et al. 2009a, b, c), and is followed by a certain number of group
members. However, even in these fairly detailed definitions, most parameters were not
assessed empirically. In fact, a definition of group movements must account for a number
of taxon-specific characteristics such as different travelling types (directed movements
versus ‘feed-as-you-go’, amoeboid-like movements that do not necessarily require an
initiator or coordination among group members, e.g., bonobos, Pan paniscus: Wrangham
2000), mean travel distances, ecological conditions (resource abundance, predation risk),
as well as the size, composition, and cohesion of the group. Therefore, we encourage the
use of operational group movement definitions for different taxa that are built upon
empirical data collected prior to the study period used for the analyses of group
movements. In the long term, these empirical details will generate a comprehensive
database for multiple species and different contexts. Researchers will then be able to
compare and contrast the results in order to see if general patterns are shared among
different species. For practical details of how to operationalise definitions see Trillmich et

al. (2004) and Pyritz et al. (2010).
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3.2 Individual-level process and group-level outcome

Studies of group coordination and decision-making examine two different levels that
should be clearly distinguished. First, studies can focus on the group level, i.e. the
guestion of whether there is consistent or variable leadership among several group
movements or other collective actions (e.g., Erhart and Overdorff 1999; Jacobs et al.
2008; King et al. 2008; Pyritz et al., this issue). Second, studies can focus on the level of
single movements and study the process, i.e. the question of whether decisions are
shared or unshared and if they are mediated by mimetism, affiliative/genetic network
relations, quorum thresholds or self-organised processes (King and Sueur, in press; Sueur
and Petit 2008a, b, 2010; Sueur et al. 2009, 2010; Petit and Bon 2010). It is important to
separate these levels and clearly highlight the level at which the research is focused. King
and Sueur (in press) and Sueur and Deneubourg (2011) explain how a consistent
leadership or a consistent order of individuals could be observed even though the
decision process is shared. For example, imagine n % of group members have to follow
the first-moving individual (i.e. initiator) within n minutes for a group movement to occur,
otherwise the initiator stops moving and the whole group remains stationary. A study
observing movement patterns during departure would conclude that the process is
‘shared’ since multiple individuals contribute to the decision of the group to move. A
study that only observed the order of departure when the group chose to move would
observe group movements that were always led by the same individuals, the decision
appears ‘unshared’. Since the outcome at the group level (i.e. departure order) is easier
to observe, it is no surprise that most early studies in the area of coordination focused on
who leads (see King 2010 for a discussion). However, identifying who leads may not tell
the whole story. For instance, an individual can always, or in most cases, be the leader of
a group because his energetic reserves are always the first to be depleted (and he has to
move in order to feed), but might have the same (or at least no stronger) influence on the
joining process as other group members (e.g., in the case of an anonymous mimetism). In
fact, a number of recent findings (e.g., macaques: Sueur and Petit 2008a, b, 2010; Sueur
et al. 2009; horses: Bourjade et al. 2009) suggest shared consensus between group
members at the movement level, even though a single leader or a few leaders, i.e. an

unshared consensus with consistent leadership, has previously been reported (e.g.,
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macaques: Reinhardt et al. 1987; horses: Feist and Mc Cullough 1976). For a further

discussion of this topic see Bourjade and Sueur (2010).

3.3 Initiation and termination of collective actions

During the course of a group movement animals have to make two basic decisions, (a)
initiation: when and in which direction to move and (b) termination: when and where to
stop. Theoretically, the decision where to stop may be a second consensus decision
independent from the decision during initiation and the two decisions can be initiated by
the same or different leaders (Boinski 1991; Erhart and Overdorff 1999; Pyritz et al. 2010).
Although this issue has been addressed rarely, it yields important implications for the
decision type, i.e. there could be unshared decision-making at departure that is mitigated
by individuals overtaking the initial leader and terminating the movement resulting in a
shared decision-making with regard to the whole movement process. Accordingly, we
suggest making the distinction between these two events, and exploring the consistency
of leadership during travel. For instance, one might classify leadership as “stable”, i.e. the
initiator leads the movement until termination, or “unstable”, i.e. the terminator is
different from the initiator (Pyritz et al., this issue).

In general, it is important to study the entire process of group movements from
initiation to termination in order to gain a realistic image of coordination, leadership and
decision-making in a given species (Trillmich et al. 2004; Pyritz et al. 2010; Fichtel et al.
2011). Indeed, such detail will be crucial if we are to determine the temporal scale over
which decisions are made, and outcomes occur. Take an example where the same
individual, X, both initiates and terminates the movement. This could imply that (a) X
made the decision to move and the decision to stop, which was followed by group-mates,
or (b) X made the decision to move in a particular direction of travel (e.g., Sueur et al.
2010; Noser and Byrne 2007a) in a “goal-directed fashion” toward a particular
destination, and was first to arrive, but did not make the decision to terminate the
movement, since all group-mates that followed were aware of the target destination at
the initiation (Pyritz et al, in prep.). In other words, the decision of where to terminate

had been made at the initiation.
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3.4 “Successful” group movements

Early studies set a threshold of 50 % of group members having to follow an initiator
(within a certain time frame) to consider a movement as successful (e.g., Erhart and
Overdorff 1999). More recent studies considered an initiation attempt as failed only if no
individual followed (Trillmich et al. 2004; Sueur and Petit, 2008a; Jacobs et al. 2008).
However, the mean number of followers that determines a successful group movement is
presumably taxon-specific and may change with ecological season or resource abundance
(King et al. 2008; Pyritz et al., this issue). Furthermore, fission into subgroups — and an
accordingly lower number of followers for single initiators — may represent the most
beneficial group decision under certain conditions (Jacobs 2010; Kerth 2010). Hence, it is
difficult to provide a general definition for successful or unsuccessful movements. We
suggest giving a taxon- (and season-) specific threshold of success regarding followers
below which the initiator does not stop and show recruitment behaviour (Table 1), or
“give-up” on the movement entirely (e.g., 5 followers in chacma baboons, Papio
hamadryas: Stueckle and Zinner 2008; 3 followers in Verreaux’s sifakas, Propithecus
verreauxis: Trillmich et al. 2004; white-faced capuchins, Cebus capucinus: Petit et al. 2009;
meerkats, Suricata suricatta: Bousquet et al. 2010; Tonkean macaques: Sueur and Petit
2010). Combining this with operational group movement definitions for different taxa
(above), it may be possible to uncover a common threshold — a universal — to primate
group movements. In fact, examination of the studies listed above indicates that a
threshold of three followers seems to be sufficient to elicit a group movement, whatever
the species. This number may provide sufficient protection against predators or enough
collective knowledge in order to orientate within the home range and detect resources,

for example.

4 Conclusions

Following a public discussion about terms used in coordination and decision making
research via an interactive online platform, we have come to a number of conclusions
which will aid future research on this topic. First, we highlighted a number of ambiguous
terms (combined decision; despotic/democratic decision) and suggested that these not
be used in future coordination research. We also suggest maintaining the terms ‘leader’

and ‘leadership’, since although they can sometimes be ambiguous, as long as an
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operational definition is provided these terms are useful to broader scientific
communication and integration (King 2010; Pyritz et al. 2010). Furthermore, we discussed
a number of conceptual issues (group versus movement level; operationalised successful
group movements; collective action process including initiation and termination).
Ultimately, the implementation of our suggestions should provide comparable data on
coordination and decision-making in different species and facilitate the identification of

general patterns that are shared among different taxa.
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with Claudia Fichtel and Peter M. Kappeler

International Journal of Primatology: submitted

55



Chapter 2

Abstract

Accurate home range estimates are essential to address a variety of fundamental
biological and conservation-related questions. However, home range estimates often
differ between climatic seasons and vary with sampling method, sample size and
calculation method (=estimator). Moreover, general guidelines for reporting results are
lacking, which hampers comparisons among studies. The major potential of GPS collars as
a method to analyze primate ranging behaviour has been stressed but most previous
studies were impeded by technical difficulties. We successfully collected data with GPS
collars (1 fix/30 min) in four groups of red-fronted lemurs (Eulemur rufifrons) at Kirindy,
Madagascar, during 6 months of field work covering two climatic seasons. Acquisition
rate was high (93.86-98.92%) and did not differ significantly between seasons despite
dense leaf cover during the rainy season. In order to highlight exemplarily the effects of
sampling method, estimator and climatic seasonality on home range size, we calculated
differences in monthly home range estimates (Ah) of the groups between the GPS data
and simulated census data, using minimum convex polygon (MCP), adaptive (AK) and
fixed kernel (FK) methods. Ah differed significantly, depending on season and estimator
and was also affected by the interaction of both variables. Additionally, cumulative home
range size for different estimators was calculated for the GPS data of one group.
Depending on the season, different estimates reached an asymptote first. Our study
demonstrates the feasibility of applying GPS collars in research on forest-living primates.
However, home range sizes that we calculated varied strongly depending on several
(interacting) variables. We present a number of examples from the literature to illustrate
the wider implications of this finding. Finally, we make a number of suggestions to
improve accuracy and comparability among future studies (choose estimator specifically
for study species, study objectives and sampling parameters; report results from different

estimators).

Keywords: home range size; kernel (fixed, adaptive); minimum convex polygon (MCP);

red-fronted lemurs
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1 Introduction
Precise information on a species’ home range size and ranging patterns is crucial to
understanding its behavioural ecology as well as to plan conservation measures (e.g.,
Caro 1998; Sutherland 1998; Burgman and Fox 2003). However, there is a variety of
different estimators to choose from to calculate home ranges (e.g., grid cell method:
White and Garrot 1990; kernel method: Worton 1989; minimum convex polygon [MCP]
method: White and Garrot 1990; Powell 2000). In fact, the choice of estimator can have
dramatic effects on home range calculations (e.g., Powell 2000; Girard et al. 2002), which
has been shown in recent primate studies (northern bearded saki monkeys, Chiropotes
satanas chiropotes: Boyle et al. 2009; snub-nosed monkeys, Rhinopithecus bieti: Griter et
al. 2009). Furthermore, results for single estimators can differ considerably depending on
a number of parameters such as sample size (Boulanger and White 1990; Seaman et al.
1999; Blundell et al. 2001), sampling effort (Swihart and Slade 1985; Girard et al. 2002;
Borger et al. 2006), technical variables (smoothing parameters calculated by least-squares
cross-validation: Worton 1989; Blundell et al. 2001; Gitzen and Millspaugh 2003; Hemson
et al. 2005) and specific ecological factors (season: Doran et al. 1997; Li et al. 2000; Baker
2001; population density: Hoset et al. 2008).

Different estimators have different limitations regarding the above parameters.
For instance, MCP estimates based on a small sample size often overestimate home range
size due to high outlier sensitivity and, consequently, comprise large areas that are never
frequented by the animals (Powell 2000; Burgman and Fox 2003; Griter et al. 2009). On
the other hand, MCP was more accurate than kernel estimators, which overestimated
home range size for small sample sizes in a study on saki monkeys and has been
suggested as the best calculation method for territorial species that regularly patrol the
borders of their home ranges (Boyle et al. 2009). Kernel estimators (adaptive kernel, AK:
values for smoothing parameters vary according to point concentration; fixed kernel, FK:
fixed value for smoothing parameters; Worton 1989) have often been described as more
accurate than MCPs (Powell 2000; Borger 2006). However, kernel methods have also
been criticized in a number of studies for overestimating ranges (AK: Seaman and Powell
1996; Boyle et al. 2009; FK: Girard et al. 2002). Furthermore, the selection of smoothing
factors for kernels is problematic (Worton 1989). For instance, least-squares cross-

validation often resulted in inconsistent home range estimates for small (herpetofauna:
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Row and Blouin-Demers 2006) as well as large sample sizes (Hemson et al. 2005). In
summary, evaluation of different estimators is not straightforward and depends on the
species as well as the specific ecological and technical variables.

Numerous new opportunities and challenges for home range estimation have
been opened by the application of GPS-based technologies in the last 15 years or so and
technology is advancing rapidly (Cagnacci et al. 2010; Osborne and Glew 2011). The
principal advantages of these technologies comprise high spatial accuracy and reliability,
high sampling rate independent of light/weather conditions or man-power, the possibility
to collect data on the ranging behaviour of multiple groups simultaneously and
convenient technical and statistical tools for analyses (summarized in Tomkiewicz et al.
2010). GPS collars have already been used successfully in a range of different mammal
taxa (moose, Alces alces: Rempel et al. 1995; Girard et al. 2002; white-tailed deer,
Odocoileus virginianus: Bowman et al. 2000; black bears, Ursus americanus: Obbard et al.
1998; brown bears, Ursus arctos: Arthur and Schwartz 1999; jaguars, Panthera onca:
Cavalcanti and Gese 2009).

However, the use of GPS-collars in primatological studies has long been limited by
technical difficulties, often related to the dense forest habitat of many primate species
that restricts sampling success of GPS devices (e.g., Phillips et al. 1998; Dominy and
Duncan 2001). In a first study using GPS collars in primates, spatial data of one adult
female Japanese macaque (Macaca fuscata) were collected over a 9-day study period
(Sprague et al. 2004). Total acquisition rate of fixes was 20% with almost all failures
occurring in forest areas. In a second GPS study on free-ranging Japanese macaques, a
total of 142 fixes with a success rate of 38% was sampled with vegetation density still
negatively affecting the GPS performance (Takenoshita et al. 2005). Data logging attempts
were also unsuccessful when the fixing unit was oriented downward, which happened
frequently through manual manipulation of the collars by the macaques. Longer sampling
periods and high percentages of successful fixes were only accomplished recently in
studies on baboons at Amboseli, Kenya (Papio cynocephalus; 90 days, 99.3%: Markham
and Altmann 2008) and snub-nosed monkeys at Jinsichang, China (10 months, 82.2%: Ren
et al. 2008). In both studies, one adult individual could be fitted with a collar. However,

vegetation was not a challenge in the baboon study due to open savannah habitat and
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fixing rate was rather low (5 fixes/day) for the snub-nosed monkeys that live in montane
coniferous forest.

In this study, we do not aim to explore in detail the best estimator for a given
sampling method, sample size and season for our study species (red-fronted lemurs,
Eulemur rufifrons, at Kirindy Forest, western Madagascar). Instead, our approach is
supposed to highlight a number of chances and pitfalls in current research on primate
ranging behaviour in general. First, we demonstrate the feasibility of applying custom-
made GPS collars to collect continuous spatial data of several groups of a forest-living
primate over a prolonged period of time throughout different climatic seasons (rainy,
dry). Second, we compare the effects of different estimators (AK, FK, MCP) and climatic
seasonality on home range estimates on the basis of different sampling methods, i.e. GPS
collar data as a reliable basis and a subset of these data simulating a minimal daily census.
Third, we explore the effect of sample size on cumulative home range estimates for the
GPS data of one group over different seasons. Finally, we place our results in a wider
framework by providing comparisons with other studies on primate ranging behaviour
and stress a number of implications that could improve accuracy and comparability of

future studies in this context.

2 Materials and Methods

2.1 Study site

We collected data at the field station of the German Primate Center (DPZ) at Kirindy
Forest, a dry deciduous forest located at 44°39°E and 20°03°S about 60 km north of
Morondava, western Madagascar (Sorg et al. 2003). The site is managed within a forestry
concession operated by the Centre National de Formation, d’Etudes et de Recherche en
Environnement et Foresterie (CNFEREF), Morondava. The forest is characterized by a
pronounced seasonality with a hot rainy season between December and April and a
cooler dry season between May and November (Sorg and Rohner 1996), during which
most trees shed their leaves and only a couple of small water holes remain in the bed of
the Kirindy river (Scholz and Kappeler 2004). Red-fronted lemurs live in multi-male, multi-
female groups comprising 5-12 individuals (Overdorff et al. 1999). Long-term research on
several groups of red-fronted lemurs has been ongoing at Kirindy since 1996 (e.g.,

Wimmer and Kappeler 2002; Ostner and Kappeler 2004).
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2.2 Study animals and data collection

We followed four habituated groups (individuals per group during the study period: A: 7-
8; B: 8-10; F: 8-9; J: 6-7) of individually marked red-fronted lemurs inhabiting a 60 ha
study area within Kirindy Forest and observed them on a daily basis between March-May
and September-November 2008 with one or two researchers, respectively, as part of a
comprehensive study on group coordination processes (Pyritz et al. in prep.). We
conducted observations between approx. 7:00-10:00h and 14:00-17:00h each day, and
each group was observed every second day, alternating between the morning and the
afternoon, respectively. In mid-March and mid-September, we fitted one adult male per
group with a custom-made GPS-RF collar (for system specification see Kiimmeth and
Heidrich 2007; Fig. 1) during brief anaesthesia induced by applying 0.2 ml GMII (Rensing
1999), following blow-pipe darting by an experienced Malagasy technician. This happened
also within the framework of the coordination study, i.e. we collected spatial data not
only for home range estimates but also to study group encounters and small-scale

movement patterns.

Fig. 1: Red-fronted lemur adult male at Kirindy forest carrying a GPS collar (photo by LP).

The collars consisted of a GPS-fixing unit (39 mm x 22 mm x 14 mm) and a battery
affixed to a soft neck collar with a waterproof coating and had a total mass of 49 g (=2.8%
of average body mass). The battery (27 g) was heavier than the fixing unit (13 g),

therefore, fixing units were automatically oriented upward on the neck of the animals.
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The collars logged the spatial position of the animals every 30 min for a continuous time
period of approx. 2.5 months (Table 1). We could download data via a radio link from a
distance between 3-30 m in the forest, depending on leaf cover density, using a handheld
base station (Kimmeth and Heidrich 2007).

Anaesthetized individuals recovered within two hours following darting and were
returned to their social groups. We did not observe any injuries or adverse effects on
behaviour as a result of the capture procedure or the GPS collars, i.e. collared individuals
were foraging, resting, travelling and engaging in social interactions with their group
members like before. In groups B and F, we fitted the same male with a GPS collar in both
study periods. In groups A and J, we were not able to capture the same males again in
September and collared two other males of the respective groups instead. However, the
small groups of red-fronted lemurs at Kirindy are highly cohesive (Pyritz et al. 2010; Pyritz
et al., in prep.). Hence, we assumed the GPS data based on movements of any group
member to provide a realistic proxy of the movement patterns of the entire group. All
GPS collars were removed within six months after the batteries expired. Our research was

approved by the Malagasy Ministére de I'Environnement et des Eaux et Foréts.

Table 1: Total logging periods and performances of the eight GPS collars used in the study.

Total no. of | Total no. Percentage
Season | Group |Logging time period logged of failed of failed
GPS points | logging events |logging events
A Mar 18 - May 28, 2008 | 3422 37 2.80
Rainy B Mar 18 - May 28, 2008 | 3424 96 1.08
F Mar 18 - May 28, 2008 | 3416 86 2.52
J Mar 18 - Jun 2, 2008 3700 54 1.46
A Sep 15 - Dec 2, 2008 3716 104 2.79
Dry B Sep 15 - Nov 30, 2008 | 3692 103 2.80
F Sep 15 - Nov 26, 2008 | 3494 114 3.26
J Sep 16 - Dec 3, 2008 3781 232 6.14
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2.3 Data analyses
We assessed general performance of the GPS collars via the percentage of failed logging
events from the original data sets (Table 1) and calculated an exact Wilcoxon matched-
pairs signed rank test in order to compare the performance of the devices between the
rainy and the dry season using PASW Statistics 18 (SPSS Inc., Chicago, IL, 2009). Since the
collars were activated slightly time-shifted in mid-March and mid-September,
respectively, and ran for slightly different time spans in each group (approx. 75 days), we
generated six statistical months for further computations of home ranges, each
comprising 18.5 days during which the loggers for all groups were active (March: Mar 20 -
Apr 08, 2008; April: Apr 10 - Apr 28, 2008; May: May 01 - May 19, 2008; September: Sep
17 - Oct 05, 2008; October: Oct 08 - Oct 26, 2008; November: Oct 29 - Nov 16, 2008). The
impact of autocorrelation on home range estimates has long been discussed
controversially (e.g., Swihart and Slade 1985, 1997; Blundell et al. 2001) and is context-,
scale- and system-dependent (Fortin and Dale 2009). As the focus of this study was on the
effects of different estimators, sampling methods and seasonality, rather than small-scale
movement patterns, only points logged at 2 h intervals — red-fronted lemurs rarely stay
resting or feeding at the same place for >60 min — were included in the home range
estimates for the collar data to avoid potential autocorrelation effects (12 points/day =
222 points/statistical month). For the census data, we used a subset of the collar data (1
point/day taken between 6-8 am), resulting in 19 points per statistical month. We are
well aware that this is a minimal daily census and that most primatologists base their
home range calculations on much larger daily samples (e.g., 120 points/day: Boyle et al.
2009). However, there is also a number of recent studies reporting home range estimates
based on small sample sizes (e.g., average of 3 points/day: Li et al. 2000; 5 points/day:
Ren et al. 2008; 40-124 points/month [average=3 points/day]: Grueter et al. 2009). In
general, we want to highlight exemplarily the impact of sampling method on home range
estimates rather than providing realistic ranging data for our study species. Given this
target, we feel that it is justified to sharpen contrasts by using minimal daily census data.
We estimated home range sizes for GPS collar and census data using adaptive
kernel (AK), fixed kernel (FK) and minimum convex polygon (MCP) methods. Estimates
from the kernel methods were taken at the 90% values (e.g., Boyle et al. 2009). MCP

estimates were calculated with 90% (10% outlier removal; MCP90) and 100% of fixed
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locations (MCP100), respectively. MCP90 is usually not used as a standard calculation
method. Nonetheless, we included it in our calculations because MCP has often been
reported to overestimate home range size due to high outlier sensitivity (e.g., Burgman
and Fox 2003). By removing the outer 10% of locations, we aimed to broadly reduce this
effect (see also Worton 1995b). All spatial computations were conducted using Home
Range Extension (Rodgers and Carr 2002) for ArcView GIS 3.3 (Environmental System
Research Institute [ESRI] 2007). We did not use least-squares cross-validation to assess
kernel smoothing factors (Worton 1995a) because several studies reported inconsistent
results (Hemson et al. 2005; Row and Blouin-Demers 2006) or excessive fragmentation of
home ranges (Blundell et al. 2001).

In order to analyze effects of estimator and season on home range estimates
against the background of different sampling methods (collar versus census), we assessed
square root-transformed (sqgrt; in order to normalize the data) differences in home range
size (Ah) between GPS collar and census data for each group (A, B, F, J), each study month
(March, April, May, September, October, November) and each estimator (AK, FK, MCP90,
MCP100):

sqrtAh (group, month, estimator) = Iheojar — heensus!

Months were then grouped into two seasons ([end of] rainy season: March-May; [end of]
dry season: September-November) and we calculated a linear mixed model (LMM; Zuur
et al. 2009) with estimator, season and the interaction of estimator and season as fixed
factors and group as random factor. We chose sqrtAh as response variable in order to
reduce the number of variables in the model. Otherwise, we would have had to include
sampling method (collar or census) as additional fixed factor. Furthermore, it facilitates
graphical interpretation of the results because it reduces the number of boxplots in Fig. 2.
Models were fitted using R software (R Development Core Team, Vienna, Austria, 2010)
with the Ime4-package. We used Akaike’s Information Criterion (Akaike 1974) to remove
parameters in a step-wise fashion in order to select the most parsimonious model with
the best fit. Factors were excluded only if this improved the model fit by >2 AIC units
(Mundry and Nunn 2009). We used maximum likelihood ratio tests to test whether a fixed
factor explained a significant amount of the variance in the presence of the other fixed
faxtors and to test the final model with fixed factors against the null model including only

the random factors (Faraway 2006). As there was high variance in the data of the four
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different groups, we also calculated a LMM with the same factors but 25% of the outliers
removed to improve the data distribution for the model fitting. However, results were
qualitatively the same for both data sets. Therefore, we report the statistics of the LMM
incorporating all data but used the outlier-free data set for graphic implementation in
order to improve the facility of inspection (Fig. 2).

In order to analyze the effect of sample size, we calculated cumulative home range
estimates for the GPS collar data of one group (F). The data set was again split into two
parts according to season (rainy season: March-April; dry season: October-November).
Home ranges were calculated from 0 to 444 points (=2 months) for each season using 12-
point increments (=1 day) to compare the development of single estimates and
asymptote thresholds under different ecological conditions. We generated all graphs

using PASW Statistics 18 and the significance level for all tests was set at 0.05.

3 Results

3.1 Performance of GPS collars

During the entire study period, sampling success of the eight GPS collars was high. The
devices did not miss more than six points, the equivalent of 3 h, consecutively. The
percentage of failed logging events was generally low and ranged between 1.08-6.14%
(Table 1). On average, failed events were slightly higher during the dry season from
September to November (mean values + SD: 3.75+1.61%) than during the rainy season
from March to May (1.97+0.83%) but the difference was not significant (exact Wilcoxon
matched-pairs signed rank test: Z=-1.461, p=0.144). Data download in the forest was
unproblematic, even if data had not been downloaded for periods of up to 10 days, and
downloading took up to 13 min using the handheld base station. During our observations,
we never observed an animal manipulating the collars and the fixing unit was always

oriented upward.

3.2 Home range estimates

Effects of sampling method, estimator and season

Our aim was to highlight effects of estimator, season and sampling method (collar versus
census) on home range estimates. Home range sizes of single groups varied considerably

with sampling method, estimator and season and ranged between 3.6 ha and 99.1 ha
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(overall mean=24.1+16.9 ha; Table 2). Estimates based on census data were smaller than

estimates based on GPS collar data in the rainy (meanca=18.315.4 ha;

MeaNcensys=16.419.8 ha) but larger in the dry season (meancy.=28.3+12.5 ha;
Meancensus=33.2126.2 ha) with standard deviations being larger for census than GPS collar
estimates in both seasons. MCP90 methods consistently provided the smallest estimates
for all groups, sampling methods and seasons. AK and MCP100 methods resulted in the
largest estimates for GPS collar data in equal measure, whereas AK estimates were
consistently the largest for the census data, except for one case (FK; Table 2). On average,
home range estimates were larger for the dry (30.8420.6 ha) than for the rainy season

(17.3£7.9 ha).

Table 2: Selected home range sizes of the four study groups calculated for different sampling

methods, analytical methods and seasons.

Collar data Census data
Season | Group
Min estimate Max estimate Min estimate Max estimate
(ha) (ha) (ha) (ha)
A MCP90 (15.1) |AK (23.3) MCP90 (4.4) AK (30.7)
Rainy B MCP90 (8.9) AK (22.4) MCP90 (3.6) AK (33.2)
F MCP90 (10.8) MCP100 (40.5) | MCP90 (5.9) AK (36.3)
J MCP90 (10.1) MCP100 (25.3) | MCP90 (5.2) FK (35.3)
A MCP90 (12.2) MCP100 (20.7) | MCP90 (5.5) AK (23.6)
Dry B MCP90 (16.8) |AK(39.1) MCP90 (15.5) |AK (68.1)
F MCP90 (23.0) MCP100 (53.0) | MCP90 (20.1) |AK (86.8)
J MCP90 (11.5) MCP100 (66.1) | MCP90 (5.9) AK (99.1)

AK: Adaptive kernel (at 90% values); FK: Fixed kernel (at 90% values); MCP: Minimum convex

polygon (at 90 and 100% values, respectively).

The LMM revealed significant effects for estimator (estimate: 0.93, SE: 1.01,
p<0.05), season (estimate: 2.49, SE: 0.63, p<0.001) and the interaction of estimator and
season (estimate: -0.62, SE: 0.23, p<0.05) on differences in home range estimates
between the two different sampling methods (sqrtAh). The final model comprising these
three factors had a significantly better fit than the null model (n=96; x*=18.32, df=3,
p<0.001; intercept: estimate: -0.71, SE: 1.01, p=0.50). In the rainy season, Ah was largest
for MCP100 (3.09+0.56), however, variation among all estimators was generally small
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(overall mean: 2.61+0.60; Fig. 2). Ah-values for MCP estimates in the dry season (MCP90:
2.52+0.40; MCP100: 3.24+0.52) were similar to those during the rainy season (MCP90:
2.3440.66; MCP100: 3.09+0.56). Contrarily, Ah was much larger for dry-season kernel
estimates (AK: 5.21+0.64; FK: 5.18+0.89) compared to MCP and rainy-season kernel
estimates (AK: 2.63+0.43; FK: 2.34+0.34; Fig. 2). Dispersion of Ah was higher for kernel
than MCP estimates during the dry season whereas the opposite pattern was found for

the rainy season.

Season
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Fig. 2: Square root-transformed differences in home range size between GPS collar and census
data (Ah) for four groups of red-fronted lemurs varied significantly with estimator (AK, FK, MCP90,
MCP100) and season (rainy, dry). Shown are medians, 25-75% quartiles (box) and ranges
(whiskers). AK: Adaptive kernel; FK: Fixed kernel; MCP90: Maximum convex polygon at 90%

values; MCP100: Maximum convex polygon at 100% values

Effects of sample size and season

We wanted to show how different estimators perform with increasing sample size and,
thus, how many data points are needed for stable results of different calculation
methods. Cumulative home range size varied strongly between the two seasons and was
larger for each estimator in the dry season (Fig. 3a, b). MCP100 methods consistently
provided the largest estimate, differing by 14.3 ha (25.7%) between seasons. In contrast,
MCP90 estimates were the smallest in both seasons with a difference of 15.7 ha (52.5%).

AK and FK methods provided intermediate home range sizes (seasonal difference for AK:
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23.3 ha, i.e. 52.4%; seasonal difference for FK: 21.1, i.e. 51.3%) with AK estimates being
slightly larger in both seasons (rainy: 1.2 ha, 5.7%; dry: 3.3 ha, 7.5%).
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Fig. 3: Home range size varied depending on analytical method and cumulative number of GPS

points. Shown are collar data of one group (F) during the rainy season (a) and during the dry

season (b), respectively.

MCP100 estimates reached an asymptote at 384 (=32 days; rainy season) and 300
points (=25 days; dry season), respectively (Fig. 3a, b). However, fluctuations in estimates
were only minor once 168 points (=14 days; rainy season) and 216 points (=18 days; dry
season), respectively, were exceeded. MCP90 estimates levelled off at a low sample size

of 144 points (=12 days) in the rainy season, while in the dry season the respective curve
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kept increasing until the final sample size of 444 points (=37 days) was reached. Sample
size had to be larger to reach an asymptote for both kernel estimates in the rainy (>444
points) than in the dry season (AK: 336 points=28 days; FK: 276 points=23 days). Within
single seasons, MCP90 estimates were the smallest throughout. Kernel methods
produced larger estimates than MCP100 until an average of 176 points (=15 days) was
exceeded in the rainy season (Fig. 3a) and an average of 102 points (=9 days) was
exceeded in the dry season (Fig. 3b), respectively. AK estimates were on average 7.3%

rainy season) and 7.0% (dry season) higher than FK estimates.
(rainy ) (dry ) hig

4 Discussion

4.1 Performance of GPS collars

Collars collected locations in 93.9-98.9% of logging attempts, which is a high sampling
success compared to recent studies on other forest-living mammals (black bears, 32-65%:
Obbard et al. 1998; white-tailed deer, 85%: Bowman et al. 2000) and on performances of
GPS collars tested under varying canopy conditions (75%: Phillips et al. 1998; 93-98%: Di
Orio et al. 2003). Compared to other studies on forest-living primate species, we also
achieved high acquisition rates (Japanese macaques, 20%: Sprague et al. 2004; 38%:
Takenoshita et al. 2005; snub-nosed monkeys, 82.2%: Ren et al. 2008). In fact, it is close
to the acquisition rate accomplished in open savannah habitat (baboons, 99.3%:
Markham and Altmann 2008). Performance did not differ significantly between seasons,
i.e. dense foliage cover during the rainy season at our study site did not negatively affect
acquisition rate, which is a contrast with previous studies (Sprague et al. 2004;
Takenoshita et al. 2005). Hence, our results show that reliable ranging data of forest-living
primates can be collected over several months using modern GPS collars. However, our
study species did not bite or manually manipulate the loggers, i.e. they were not
damaged, and the fixing unit was always oriented upward, which may not always be the

case in other, more manipulative species (see, e.g., Takenoshita et al. 2005).

4.2 Red-fronted lemur home range estimates
Effects of sampling method, estimator and season
Mean home range size calculated in this study (24.1+16.9 ha) falls between those

reported for two other sites in Madagascar that are characterized by clearly different
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habitat parameters (dry deciduous forest at Antserananomby: 0.75-1 ha [locations
plotted on prepared maps], Sussman 1975; rain forest at Ranomafana: 95-100 ha [MCP],
Overdorff 1993b). This strong geographical variation demonstrates the general impact of
habitat quality on home range size. However, home range size at Kirindy also varied
considerably with sampling method, estimator and season (Table 2). First, census
estimates had larger standard deviations than estimates from GPS collars throughout, i.e.
results were more variable. Presumably, the small sample size for census data and
corresponding higher susceptibility for outliers produced this effect (e.g., Seaman et al.
1999; Boyle et al. 2009). Second, there was variation in the estimator providing the
largest home range size but MCP90 estimates were the smallest throughout, indicating
consistent underestimation due to inadequately high and biologically arbitrary outlier
removal (White and Garrott 1990). In fact, for studies without a pure conceptual focus
like ours, outlier removal should be handled carefully, be based on thorough inspection of
the mapped data set and, if possible, be matched with parallel behavioural observations
(Gruter et al. 2009). Third, home range size was on average larger during the dry season.
This effect is presumably due to the behaviour of two groups (B, F) that had to make long
excursions to reach remaining water holes in the dry season on a daily basis, resulting in
increased use of areas usually not frequented in the rainy season (Scholz and Kappeler
2004).

Our results showed not only single factors to affect home range estimates but the
interaction of estimator and season was significant, too. In the rainy season, variation in
Ah among estimators was rather small. Furthermore, differences between GPS collar and
census data for MCP estimates were similar between seasons. However, Ah was much
larger for kernel estimators in the dry season compared to all other calculation methods.
Thus, MCP methods seemed to be more robust towards varying sampling methods and
seasons than kernel methods in our study (Seaman and Powell 1996; Girard et al. 2002).
On the other hand, the pronounced seasonal differences among the kernel estimators
and their large range for Ah during the dry season seem to better reflect the seasonal
migrations to ephemeral water holes by some groups mentioned above (Scholz and
Kappeler 2004). Hence, our results highlight the importance of analysing long-term spatial

data using different estimators in order to reveal seasonal ranging patterns.
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Effects of sample size and season

MCP90 estimates levelled off first in the rainy season, whereas asymptotes were reached
first for kernel and MCP100 methods in the dry season. Therefore, the most stable
estimator for our data seemed to be season-dependent. However, MCP90 estimates were
again the smallest throughout, presumably due to inadequate outlier removal (see
above). Hence, kernel methods may also have provided the most accurate estimates for
the rainy season and, therefore, be the more reliable choice regarding our study. In
general, our findings concerning the minimum number of locations needed to reach an
asymptote for home range estimates are in accordance with a study on moose,
suggesting that 30-100 locations seasonally and 100-300 points annually were sufficient
(Girard et al. 2002). In contrast, Boyle et al. (2009) demonstrated that at least 390 points
(AK), 720 points (FK) and 760 points (MCP100), respectively, were needed to reach stable
estimates for bearded saki monkeys. However, in this study daily increments of 120
randomly selected points (=1 fix/5min over 10 h) were used, therefore, the results are not
directly comparable. Therefore, it appears that the minimum number of required
locations to obtain a reliable estimate depends on sampling intervals as well as specific

characteristics of the study species and its habitat.

4.3 General constraints and future implications

The main objective of this article is not to discuss in detail the best estimator for a given
sampling method, sample size and season for our study species. Instead, we set out to
highlight influential variables, constraints of current approaches and consequences for
future studies from a general perspective. With regard to this objective, our results show
that (in seasonal habitats) home range size strongly depends on climatic seasonality and a
number of analytical parameters (sampling method, estimator and sample size).
Furthermore, different variables may interact with each other, e.g., climatic season and
estimator. Hence, the same variable might have different impacts on home range
estimates depending on the time of data collection. Similar results were also generated in
a study on snub-nosed monkeys (Griter et al. 2009). In this case, MCP methods yielded
more realistic estimates for monthly and seasonal home ranges. However, for estimates
of total or annual home ranges, the grid cell method provided the most precise

calculations.
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Calculation methods and comparability among studies

Many studies report home range size from one estimator only, which often makes it
difficult to compare results and disentangle effects of different calculation methods
among studies (Harris et al. 1990). For instance, in two recent studies on sportive lemurs,
home range area for red-tailed sportive lemurs (Lepilemur ruficaudatus) and the only
slightly smaller Milne-Edward’s sportive lemurs (Lepilemur edwardsi) were calculated
using kernel analysis (Zinner et al. 2003) and MCP analysis (Warren and Crompton 1997),
respectively. Furthermore, sampling regimes were different within and between studies.
Some of the home ranges calculated by Zinner et al. (2003) are based on sample sizes <50
points, others on sample sizes >100 points collected in different study periods between
1995 and 2001. Warren and Crompton (1997) conducted at least 4 all-night follows (=12
h) for each individual over an 18-month study period collecting 144 points/night on which
home range estimates are based.

The mean MCP estimate for the Milne-Edward’s sportive lemurs (1.1 ha) was
larger than the mean kernel estimate for the red-tailed sportive lemurs (0.8 ha). These
differences in home range size for the sister taxa could be due to ecological factors: the
studies were conducted in two forests in western Madagascar that differ in various
ecological factors (Sorg and Rohner 1996; Schmelting et al. 2000; Ganzhorn and Sorg
1996; Ganzhorn et al. 1999). However, home range size estimates for L. edwardsi may
also be larger because MCP methods often result in overestimation (Powell 2000;
Burgman and Fox 2003; Griter et al. 2009). Alternatively, sampling regimes could be
responsible for the difference. In fact, Warren and Crompton (1997) reported that field
conditions hampered statistical sampling of seasonality in their study, i.e. data were

mainly collected in the dry season.

Taxon-specific parameters

Comparing results of other primate studies additionally suggests that taxon-specific
characteristics are influential. In fact, the optimal home range estimator may even vary
for different species living under similar ecological conditions. For instance, MCPs yielded
the most accurate estimates for home ranges of northern bearded saki monkeys, whereas
the AK method overestimated the area (Boyle et al. 2009). However, the opposite was

found for three small, nocturnal species living in rainforest habitats in Central Africa and
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South Asia (central pottos, Perodicticus potto edwardsi and Cross River Allen’s galagos,
Sciurocheirus cameronensis: Pimley et al. 2005; red slender loris, Loris tardigradus: Kar
Gupta 2007). In these studies, kernel estimates were more reliable whereas MCPs tended
to overestimate the range sizes. As the habitat characteristics are similar for these
species, accuracy of estimates seems to depend rather on taxon-specific traits such as
body size, feeding ecology, circadian activity patterns and spatial behaviour (e.g., patrols

of territorial boundaries, avoidance of intergroup encounters).

Future implications

It is obvious from the rapid technological advancement that more and more primate taxa

will be equipped with GPS collars in the near future and detailed ranging data of multiple

species will become available soon. Therefore, we encourage researchers to take into
consideration the following issues when choosing a calculation method and reporting
their results:

1. Estimators should correspond to the sample size. Kernel methods seem to be the
better choice for small sample sizes (Powell 2000; Burgman and Fox 2003; Griiter
et al. 2009; this study) but there are also exceptions (e.g., Boyle et al. 2009). A
thorough inspection of the spatial data in ArcView or a similar program helps
detecting outliers that could result in overestimation for MCP (e.g., Williams et al.
2008).

2. Appropriateness of an estimator might also depend on the study species’ socio-
ecology and the questions that are supposed to be answered. Studies on
ecological impact factors, small scale ranging patterns or overall home range size
needed to preserve different species demand different solutions. For instance,
kernel estimators are probably the better choice to reveal regular seasonal
ranging patterns (this study) or for species that concentrate their activity in special
areas of the habitat (Row and Blouin-Demers 2006; Boyle et al. 2009). Contrarily,
MCP estimates should provide a better image of the total space required by a
species, particularly regarding conservation-related questions, or for strongly
territorial species that regularly patrol home range borders (Boyle et al. 2009).

3. Results from different estimators (kernel, MCP) and details of the sampling regime

(sampling method and sample size over different seasons) show the degree of
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variance in the data and facilitate direct comparisons among different species and
study sites (see, e.g., Ostner and Kappeler 2004; Pimley et al. 2005; Harris and
Chapman 2007; Irwin 2008; Boyle et al. 2009). If researchers routinely provide
these data, effects of different taxon-specific and analytical parameters could be
disentangled more easily and, eventually, more precise predictions as well as

general conclusions on primate ranging behaviour might be drawn.
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Abstract

Group-living species have to coordinate collective actions to maintain cohesion. In
primates, spatial movements represent a meaningful model to study group coordination
processes across different socio-ecological contexts. We studied four groups of red-
fronted lemurs (Eulemur rufifrons) in Kirindy Forest, Madagascar, between 2008 and 2010
across different ecological and reproductive seasons. We collected data on ranging
patterns using GPS collars and observational data on different pre-defined parameters of
group movements, including initiation, leadership, followership, overtaking events,
termination and travel distances. Cohesion of these relatively small, egalitarian lemur
groups was high year-round, but daily path length and home range size varied
considerably between ecological seasons; presumably due to long distance migrations of
some groups at the beginning of the rainy season. Individuals of different age and sex
classes successfully initiated group movements. However, stable female leadership
prevailed year-round, irrespective of ecological and reproductive season, which might be
due to higher or more specific energetic requirements of reproduction. In contrast to
lemur species with a more despotic social structure, female red-fronted lemurs did not
recruit more followers than males. Adult leaders recruited more followers than subadult
ones. Furthermore, recruitment success was higher during the peak of the dry season
when predation risk appeared to be higher. Distances of single group movements did
neither depend on the initiator’s sex and age nor ecological seasons. Our results provide
new insights into seasonal variability of coordination processes and the role of social
dominance in lemur group movements, thereby contributing to a comparative
perspective from a primate radiation that evolved group-living independently of

anthropoids.

Keywords: leadership; followership; overtaking; cohesion; Eulemur rufifrons

1 Introduction

Living in groups offers a number of individual benefits, including reduced per capita
predation risk through shared vigilance or predator confusion (Bertram 1978), as well as
opportunities to cooperate with kin, for example in the context of resource defence

(Wrangham 1980). However, group-living is also associated with costs because it requires
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consensus decisions in order to coordinate collective actions and to maintain cohesion,
both prerequisites for the maintenance of stable social units (Conradt and Roper 2003;
King et al. 2008). Throughout the last years, a large body of work on consensus decision-
making has been published comprising both theoretical (e.g., Conradt and Roper 2003,
2005) and empirical studies (e.g., Kerth et al. 2006; King et al. 2008; Sueur and Petit
20083, b; Jacobs et al. 2011). The concept of leadership has also attracted much attention
(e.g., Rands et al. 2003, 2008; Stueckle and Zinner 2008; King et al. 2009; Lewis et al.
2011). In contrast, only few studies explored in detail the processes underlying
coordinated collective actions from initiation to termination (e.g., Trillmich et al. 2004)
and their socio-ecological determinants (see also Pyritz et al., in press).

Most group-living species have to move regularly between different foraging
patches and sleeping sites. During traveling, groups have to stay cohesive despite inter-
individual conflicts of interests due to differences in motivation, knowledge or
physiological requirements (Conradt and Roper 2005). Therefore, spatial movements
represent a salient and meaningful model to explore empirical and theoretical aspects of
group coordination (e.g., Petit and Bon 2010; Kappeler 2011). In fact, most empirical
studies so far investigated group coordination in the context of collective movements
(e.g., Trillmich et al. 2004; Sueur and Petit 2008a, b; Ramseyer 2009; Bousquet et al.
2010; Jacobs et al. 2011). Furthermore, large-scale ranging behaviour and, thus, home
range sizes of many species are strongly affected by ecological seasonality (e.g., Doran
1997; Brockman and van Schaik 2004; Scholz and Kappeler 2004), which raises the
guestion whether and how coordination processes of single group movements are also
subject to seasonal changes.

Because ranging patterns and inter-individual conflicts among group members
vary according to resource availability, predation risk or behavioural seasonality (e.g.,
Isbell et al. 1990; Doran 1997; Li et al. 2000; Koenig 2002), coordination processes should
also depend strongly on these parameters. However, comprehensive studies on group
coordination covering different socio-ecological seasons are lacking for primates. For
instance, studies on different taxa revealed that rank, sex, age, experience or residence
patterns can be defining characteristics of leaders of group-movements (reviewed in King
et al. 2009; Fichtel et al. 2011). One possible reason for male leadership is mating

competition. For example, male mountain gorillas (Gorilla gorilla berengei) initiate group
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movements after contact with a rival (Watts 1994), and male spider monkeys (Ateles
geoffroyi) frequently lead their group to the edge of the home range presumably to make
contact with females from other groups (Chapman 1990). On the other hand, female
leadership has been attributed to higher energetic needs of females due to gestation and
lactation or superior knowledge of resource availability due to female philopatry (Boinski
1988, 1991; Erhart and Overdorff 1999; Trillmich et al. 2004). Because reproduction in
many primate species is seasonal (Lindburg 1987), studies should cover reproductive and
non-reproductive phases in order to disentangle potential effects of sex, physiological
condition, social dominance, residence patterns or experience on leadership (see also
Trillmich et al. 2004).

An important first step in this direction is the description of fundamental
coordination processes, i.e. which individuals initiate and lead group movements, how
many group members follow in which time frame, how far does the group travel and who
terminates the movement (e.g., Trillmich et al. 2004). A leader has been defined as an
individual that exerts social influence on group members and elicits follower behaviour
(King 2010; Petit and Bon 2010; Pyritz et al., in press). In principle, leadership can be
distributed over several/all group members or one individual can lead the group
consistently (Conradt and Roper 2005; King et al. 2008; Stueckle and Zinner 2008).
Leadership in the context of group movements is labelled stable if overtaking during
travelling occurs rarely, and as unstable if the leading individual routinely changes within
one travel event (Pyritz et al., in press). To fully describe group movements, it is
important to study not only which individuals initiate and lead, and how many group
members follow because animals face two decisions during group movements, namely (1)
when to go and in which direction and (2) where to stop. Thus, it is equally informative to
focus on regularities in the termination of group movements (e.g., Trillmich et al. 2004,
Pyritz et al., in press).

In the present study, we investigated ranging patterns (home range sizes and daily
path lengths) and coordination processes (leadership, overtaking, followership and
distances) in movements of four groups of wild red-fronted lemurs (Eulemur rufifrons)
throughout a complete annual cycle. Our study species provides a valuable model in this
context for at least four reasons having to do with their ecology, reproduction, social

structure and evolutionary history.
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Ecology and seasonality

The study groups are free-ranging and co-reside with a number of different predators
(Rasoloarison et al. 1995; Pyritz and Andrianjanahary 2010), which should theoretically
provide the necessary level of selective pressure favouring group cohesion, coordination
and consensus decision-making (but see Fichtel et al., this issue). The habitat is also
strongly seasonal (Sorg and Rohner 1996), and earlier studies revealed pronounced
seasonal variation in ranging behaviour according to resource availability, including
extraordinary seasonal migrations to places several kilometres outside their usual home
range (Kappeler 2000; Scholz & Kappeler 2004; see also: Overdorff 1993). In addition, red-
fronted lemurs reproduce seasonally and give birth during the peak of the dry season
(Wimmer and Kappeler 2002). Hence, these animals offer the possibility to study effects
of ecological variability and related variation in ranging behaviour, as well as reproductive
seasonality on coordination processes. We predict that daily path length should be longer
during the dry season due to longer movements to scattered resources (e.g., Anderson
1981). We also assume that female leadership should prevail at least during times of
gestation and lactation due to increased energetic demands (Erhart and Overdorff 1999;

Trillmich et al. 2004).

Social structure

Most primate species studied so far in coordination research exhibit (relatively) strong
dominance hierarchies (e.g., baboons: King et al. 2008; macaques: Sueur and Petit 2008a,
b but see Jacobs et al. 2008, 2011), whereas red-fronted lemurs live in small groups
characterised by a relatively egalitarian social structure (Kappeler 1991; Pereira and
McGlynn 1997). Many previous primate studies showed rank to be a determinant of
leadership (white-faced capuchins, Cebus capucinus: Boinski 1993; ringtailed lemurs,
Lemur catta: Sauther and Sussman 1993; mountain gorillas: Watts 1994; chacma
baboons: Papio ursinus: King et al. 2008), suggesting that social structure has a pervasive
impact on coordination processes. Given the lack of clear dominance hierarchies in red-
fronted lemurs, we expect at least occasionally successful initiations by members of

different sex and age classes (see also Jacobs et al. 2008).
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Evolutionary history

Living in bisexual groups evolved at least twice independently among Malagasy lemurs
and only once among the ancestral anthropoids (Kappeler 1999), on which most
coordination studies have been conducted to date (e.g., Stewart and Harcourt 1994;
Boinski and Campbell 1995; Stueckle and Zinner 2008). Several lemur studies have
explored predominantly acoustic coordination mechanisms in solitary and pair-living
species that form sleeping groups (golden brown mouse lemurs, Microcebus ravelobensis:
Braune et al. 2005; Milne Edwards’ sportive lemurs, Lepilemur edwardsi: Rasoloharijaona
et al. 2006; red-tailed sportive lemurs, Lepilemur ruficaudatus: Fichtel et al. 2011, this
issue). Furthermore, studies on a captive group of brown lemurs (Eulemur fulvus fulvus)
provided insights into leadership and decision-making during collective movements
(Jacobs et al. 2008, 2011). Finally, two short-term studies have focused on coordination
processes during movements of free-ranging groups (Milne-Edwards’sifaka, Propithecus
edwardsi and red-fronted lemurs: Erhart and Overdorff 1999; Verreaux's sifakas,
Propithecus verreauxi: Trillmich et al. 2004). However, studies exploring coordination in
group-living lemurs throughout different socio-ecological seasons are entirely lacking.
Therefore, our study also provides comparative data on the convergence of coordination

in primate groups in their natural habitat from an evolutionary perspective.

2 Methods

Study site and subjects

We conducted this study at the field station of the German Primate Center (DPZ) at
Kirindy Forest, a dry deciduous forest located ca. 60 km north of Morondava, western
Madagascar (Sorg et al. 2003), managed within a forestry concession operated by the
Centre National de Formation, d’Etudes et de Recherche en Environnement et Foresterie
(CNFEREF). The habitat is characterised by pronounced seasonality with a hot rainy
season between November and March and a cooler dry season between April and
October (Sorg and Rohner 1996). During the dry season, groups of red-fronted lemurs
make daily forays of up to 2 km to reach ephemeral water holes in the Kirindy river
(Scholz and Kappeler 2004; Fig. 1). Reproduction of the species is seasonal, with a 4-week
mating season in May-June and a birth season in September-October followed by a 4

month lactation period (Ostner and Kappeler 1999; Barthold et al. 2009). Red-fronted

80



Chapter 3

lemurs face a number of predators at Kirindy, including the fossa (Cryptoprocta ferox),
harrier hawk (Polyboroides radiatus), stray dogs (Canis familiaris) and Malagasy boas
(Rasoloarison et al. 1995; Fichtel and Kappeler 2002; Pyritz and Andrianjanahary 2010).
The study population inhabits a 60-ha area within the forest featuring a grid system of
narrow foot trails with intersections every 25 m or 50 m, respectively (Fig. 1). Individuals
of all study groups have been regularly captured, marked with unique nylon or radio
collars and observed since 1996 (Wimmer and Kappeler 2002; Ostner and Kappeler 2004).
Infants were marked with nylon collars five to six months after birth and counted as
independent group members only from then on (Table 1). Therefore, we were able to
identify all study animals rapidly and reliably during observations in the field.
Furthermore, individual life histories and (maternal) relatedness were known for most

individuals in our focal groups (Table 1).

Data collection
Four groups of red-fronted lemurs (A: 8-13 individuals; B: 9-12 individuals; F: 9-11
individuals; J: 7-9 individuals) were observed continuously between March 2008 and
March 2010 covering all ecological and reproductive seasons (total observation time:
A=484 h; B=617 h; F=361 h; J=436 h; all groups=1898 h). For details on group composition
and fluctuations within and between groups see Table 1. Observations were conducted
between approximately 7:00-10:00h and 14:00-17:00h each day. Each group was
observed every second day, alternating between the morning and the afternoon,
respectively.

When the group was stationary, we conducted group scans (Altmann 1974) every
15 min (approximately 7600 scans in total) to note (i) the proportion of group members
(in %) within a 10 m radius around the oldest female of the group and (ii) whether all
group members could be detected within a 20 m radius or not. We randomly selected 80
scans (=approximately 1% of the total scan number) from different groups for the rainy
(November-March) and the dry season (April-October), respectively, for further analyses.
Because these results were a prerequisite for the calculation of followership described
below, we already present them here. The proportion of group members within a 10 m
radius around the oldest female of the group was slightly higher in the dry (n=80;

58.1+33.5%) compared to the rainy season (n=80; 57.1+34.7) but the difference was not
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significant (Mann-Whitney U test: U=3170.5, z=-0.1, p=0.92). There was no difference in
the proportion of scans in which we detected all group members within a 20 m radius
between the dry (n=80; 90.0%) and the rainy season (n= 80; 87.5%; binary logistic
regression, code: 1=all individuals detected; O=not all individuals detected: F=0.25,
p=0.62), either. Given the high degree of group cohesion throughout the year suggested
by these results and because red-fronted lemurs constantly produce contact calls while
foraging or locomoting (Pereira and Kappeler 1997; Pfliger et al., unpub. data), we
assumed individuals of our study groups to be in permanent visual or acoustic contact

with each other.

__300meties

=

R S

Fig. 1: GPS-fixes of the four study groups (A, B, F, J) collected between March 2008 and
September 2009 on a map of the grid system at Kirindy forest. The Kirindy River is depicted by the
dotted line to the south of the study site. We present raw GPS data instead of MCP or kernel
estimates in order to highlight single excursions of the groups that lead to pronounced differences

among different seasons and estimates (Table 1).
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When a group was on the move, we used a previously established operational
definition to identify the initiation and termination of a group movement as well as
followers and overtaking events. Principally, it has been argued that definitions of group
movements should account for a number of taxon-specific characteristics, e.g., different
travelling types (directed movements versus ‘feed-as-you-go’, amoeboid-like movements
that do not necessarily require an initiator or coordination among group members, e.g.,
bonobos, Pan paniscus: Wrangham 2000), mean travel distances, latencies between
movements and distances between group members (Pyritz et al., in press). Therefore, we
defined group movements based on empirical data from the same groups collected
during a pilot study (Pyritz et al. 2010): We observed all group members as focal animals
for two hours and recorded any movement of more than three body lengths that
occurred during this time, specifying the total distance covered, the spatial distance to
the next neighbour after the end of the movement and the latency between two
subsequent movements. Based on meaningful breaks in the frequency distributions of
these data, a group movement was defined as follows: An individual (= the initiator) that
was stationary for at least 4 min moved at least 15 m away from its group members in a
directed manner without pausing. Other group members were termed followers if their
movement diverged no more than 45 degrees from the trajectory of the movement of the
initiator and if they arrived in a 6 m-radius around the terminator no more than 10 min
after termination of the movement. That means our definition of followers refers to
recruitment success of the initiator measured according to a time and distance threshold.
Overtaking occurred if a follower outdistanced the leader, i.e. the individual at the
forefront of the group, by more than three body lengths without diverging more than 45
degrees of the initial trajectory of travel. Furthermore, we estimated the distance the
group travelled in each movement with the help of the grid cells (Fig. 1) that were
additionally subdivided into quarters. A movement was considered as terminated when
the leading individual was again stationary for at least 4 min. We did not take into
account movements associated with conflict or sexual consort. Because of this definition,
we treated all group movements as independent events for statistical purposes.

We used data on all departure attempts to analyse initiatorship, including also
movements that we could not follow until termination. All further analyses were

conducted using only data of completely observed group movements, including number
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and identity of followers, identity of terminator, potential overtaking events and
distances travelled. As in other studies (e.g., Trillmich et al. 2004; Jacobs at al. 2008; Sueur
and Petit 2008a), we recorded a successful group movement if the initiator enlisted at
least one follower. For calculations on overtaking events and distances of group
movements, we did not take unsuccessful attempts (i.e. movements without followers)
into account. However, we used them in the analyses of followership because
unsuccessful initiations yield information on the social connectivity of initiating
individuals (Sueur and Petit 20083, b). Because the sample size for overtaking events with
a subadult initiator was n=1, we could not calculate any statistics regarding possible age
effects. Since the sizes of our study groups were small and the scans suggested that group
cohesion was permanently high, we assumed that each individual had the opportunity to
follow each group movement and not only the individuals in a certain radius around the
initiator at departure (e.g., Jacobs et al. 2011). Therefore, we measured recruitment
success as the proportion of all group members (in %) following the initiator, corrected
for fluctuations of individual group size over time (Table 1).

Behavioural data were collected by LWP (June-August 2008, January-May and
September-December 2009); sometimes together with an experienced Malagasy field
assistant (March-May and September-December 2008, June-August 2009 and January to
March 2010). Group scans were conducted by one observer while groups were stationary.
As soon as the group started moving, one observer followed the initiator of a group
movement and collected data according to the protocol introduced above. If a second
observer was present, he collected data on distances between the initiator and followers
and latencies of followers at departure. These data are not included in this paper but are
currently analysed for a separate publication on the effects of affiliation and relatedness

on follower behaviour.
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We collected data on ranging behaviour of the groups throughout the study
period by fitting one adult male per group with a custom-made GPS-RF tag (for system
specification see Kiimmeth and Heidrich 2007) from March-June 2008, September-
November 2008, December 2008-May 2009 and June-September 2009. Because group
cohesion was permanently high, we assumed the movements of one group member to
provide a realistic proxy of the movement patterns of the entire group. The tags logged
spatial position of the animals every 30 min continuously for 2-4 months. Animals were
equipped with GPS collars during brief anaesthesia (induced by applying 0.2 ml GMII;
Rensing 1999), following blow-pipe darting by an experienced Malagasy technician.
Anaesthetised individuals recovered within two hours and were returned to their social
groups. We analysed the 12-months GPS data according to season (rainy: November-
March; dry: April-October). We calculated daily path lengths for each group by adding the
distances calculated between subsequent GPS coordinates for each day and seasonal
home range estimates with minimum convex polygon (MCP 100%), as well as with
adaptive and fixed kernel (AK 90%, FK 90%) methods to provide a measure of data
variability (e.g., Boyle et al. 2009; Table 1). We did not exclude any data points because
the impact of autocorrelation on home range estimates has been rated as moderate or
negligible, especially for large sample sizes (Swihart and Slade 1997; Blundell et al. 2001).
Spatial computations were conducted using Home Range Extension (Rodgers & Carr 2002)

for ArcView GIS 3.3 (Environmental System Research Institute [ESRI] 2007).

Statistical analyses

In order to analyse potential effects of sex, age and seasonality on initiatorship,
overtaking events, followership and travelled distances, we calculated a xz—test, two
generalized linear mixed effects models (GLMM) and two linear mixed effects models
(LMM; Faraway 2005; Zuur et al. 2009). For details regarding response variables, fixed and
random factors of the models see Table 2. Models were fitted using the R software (R
Development Core Team, Vienna, Austria, 2010) with the Ime4- and languageR-packages.
We used Akaike’s Information Criterion (Akaike 1974) to remove parameters stepwise to
select the most parsimonious model with the best fit to the data. Factors were excluded

only if this
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Table 2: Parameter estimates for the most parsimonious GLMM and LMM. ID=animal identity,

SE=standard error

Model Response Random Fixed factors Estimate | SE P-value
variable factors
Initiatorship | Initiation ID nested | Intercept -0.65 0.34 0.05
(binomial (“yes”or “no” | ingroup | Sex (females> | -2.18 0.36 <0.001***
GLMM) for each males)
individual Age (adults > | -4.42 0.39 <0.001***
in each group subadults)
movement) Ecological 0.31 0.21 0.15
season”:sex
Reproductive -0.29 0.50 0.69
season”:sex
Overtaking Initiator ID nested | Intercept -2.71 0.25 <0.001%**
(binomial overtaken ingroup; | Sex (males > 1.19 0.29 <0.001***
GLMM) (“yes” or “no” | month females)
for each
group
movement)
Followership | Followers ID nested | Intercept 67.77 3.65 <0.001%**
(LMM) (% of total in group Sex -1.51 2.85 0.60
group size) Age (adults > -21.57 9.69 <0.05*
subadults)
Season (dry > -14.82 2.75 <0.01%*
other months)
Distances Distance ID nested | Intercept 63.50 7.63 <0.001***
(LMM) (m) in group Sex 8.30 5.65 0.14
Age -17.14 19.51 0.38
Month 8.32 9.80 0.52

22 categories: 1=Nov-Mar (Rainy season); 2=Apr-Oct (Dry season); ® 4 categories: 1=May (Mating

season); 2=Jun-Sep (Gestation); 3=0ct-Feb (Lactation); 4=Mar-Apr (Offspring weaned)

improved the model fit by >2 AIC units (Mundry and Nunn 2009). We used maximum
likelihood ratio tests to test whether a fixed factor explained a significant amount of the
variance and to test the final model with fixed factors against the null model including
only the random factors (Faraway 2006). For the LMM, p-values for single fixed factors
were not displayed in the model summary. We used Markov chain Monte Carlo methods
to generate p-values for these parameters instead (Bates and Sarkar 2007). We used a
Mann-Whitney U (MWU) test to compare daily travel paths between different ecological
seasons. The significance level was set at a=0.05 for all tests. In order to be able to
graphically present the results of the binomial GLMM on initiations, we calculated mean

individual initiation rates per hour for each month (Fig. 2).
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3 Results

General ranging patterns

GPS-tracking revealed that daily path length of a group ranged from 158 m to 4260 m
(n=1107) with an overall mean (% standard deviation) of 2047 (+129) m. Mean daily path
length during the rainy season (21961272 m; n=238) was significantly longer than during
the dry season (1968+49 m; n=869; MWU test: U=78891.0, z=-5.5, p<0.001). Home range
size did not vary between ecological seasons for group A and B but did vary considerably
between ecological seasons for groups F and J, and numerical estimates varied widely
depending on the particular estimator used (Table 1). While kernel estimates (AK and FK
combined) ranged from a minimum of 15.4 ha to a maximum of 36.6 ha, with a mean of
22.3+4.8 ha, MCP estimates ranged between 49.0 ha and 193.9 ha with a mean of
84.4+47.6 ha.

Initiatorship

We observed a total of 721 initiation attempts by adults (females=564; males=139) and
subadults (females=6; males=12). Females did initiate group movements most often
throughout the year, irrespective of reproductive or ecological season (Fig. 2; Table 2).
The final binomial GLMM with single initiation events as depended variable (“yes” for the
initiator “no” for every other group member for each group movement to control for sex-
and aged-biased group composition and fluctuations over time), sex and age as fixed
factors and animal identity nested in group as random factor performed significantly
better than the null model (n=721; GLMM: x*=163.9, df=2, p<0.001). Further analyses
were conducted using only data of completely observed group movements (A=202;
B=251; F=106; J=141; total=700), of which 660 (94.3%) were successful, i.e. enlisted at
least one follower. There was no difference concerning sex of unsuccessful initiators
(females=21; males=19; xz—test: )(2=0, df=1, p=1) and unsuccessful attempts occurred

year-round in both sexes without seasonal patterns.
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Overtaking

In general, overtaking events were relatively rare (n=62); i.e., the occurred during only
9.4% of 660 successful movements. Hence, the initiator of a group movement was also
the terminator in the vast majority of all movements. The model including sex as fixed
factor and month and individual identity nested within group as random factors explained
significantly more variance regarding overtaking events than the null model (n=660;
GLMM: x*=10.8, df=1, p<0.001): Male initiators were overtaken more often than female
initiators (females: 7.0%; males: 20.2%; Fig. 3; Table 2). Overtaking occurred without

aggression in 100% of observed cases.
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| 1
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Sex of initiator

Fig. 3: Proportion of overtaking events in relation to sex of the initiator. Shown are percents of
group movements. Nmovements (totaI/ow-:nrtaken):54'1/38 fOF females; Nmovements (total/overtaken):119/24 fOF

males. Note that the ordinate starts at 50%. Shown are combined data of the four study groups.

Followership

On average, adults were followed by a higher percentage of group members (n=691;
55.8+29.8%) than subadults (n=9; 31.7421.5%) when leading a group movement (Fig. 4).
Furthermore, initiators had more followers during the peak dry season between

September and November (n=207; 67.0+31.7%) compared to other months/seasons
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(n=493; 50.7427.7%; Fig. 5). In contrast, sex had no effect on the number of recruited
group members (females: n=562; 55.6+28.8% followers; males: n=138; 55.1+33.7%
followers). The respective model performed significantly better than the null model

(n=700 LMM: x°=44.9, df=3, p<0.001; Table 2).

100+ —"

80

60

Followers (%)

40

!
Adult Subadult
Age class of initiator

Fig. 4: Percent followers during group movements in relation to age class of the initiator. Shown
are medians, 25—-75% quartiles (box) and ranges (whiskers). N=691 for adults; N=9 for subadults. *

indicates p<0.05. Shown are combined data of the four study groups.

Distances of single group movements

Distances of single group movements ranged from 15 m to 580 m, with a median of 60.0
m. Neither sex nor age of the initiator affected distances covered in a single movement,
i.e. group movements that were led by a female (n=562; 71.2+53.1 m) or adult (n=691;
72.8+54.5 m) did not cover significantly larger distances than those led by males (n=138;
77.8+58.8 m) or subadults (n=9; 55.0+28.5 m). Furthermore, distances of observed group
movements did not vary significantly among months. Accordingly, the respective model

did not perform better than the null model (=660 LMM: x*=15.0, df=13, p=0.31; Table 2).

93



Chapter 3

gk gk
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Followers (%0)

40

207

Apr-Aug Sep-Nov (peak dry) Dec-Mar
(transition/dry) (transition/wet)

Months (season)

Fig. 5: Percent followers during group movements in relation to ecological season. Shown are
medians, 25-75% quartiles (box) and ranges (whiskers). N=299 for (transition to) dry season
(April-August); N=207 for peak dry season (September-November); N=194 for (transition to) rainy
season (December-March). *** indicates p<0.001. Shown are combined data of the four study

groups.

4 Discussion

We analysed ranging patterns and processes of group movements in free-ranging red-
fronted lemurs throughout different seasons. Mean daily path length was longer during
the rainy, compared to the dry season. Home range size estimates varied strongly in two
groups depending on season (F, J) and estimator (all groups). Females and males of
different age classes successfully initiated group movements but adult females did so
most often, irrespective of ecological and reproductive season. However, female initiators
did not enlist more followers than males. Adult individuals had higher recruitment
success. Furthermore, recruitment success was higher at the peak of the dry season
compared to other months. Neither sex nor age of the initiator nor season did affect

distances of single movements. We discuss each of these findings in more detail below.
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4.1 General ranging patterns

Home range use throughout different seasons

Home range size did not differ across seasons in group A and B, which might be due to the
fact that their home ranges are close to the river, so that daily excursions to water holes
as in group F were not necessary. In contrast, home range estimates differed considerably
with season, especially in groups F and J (Table 1). In group F, this difference might be due
to daily excursions to water holes during the dry season because their home range is
furthest away from the Kirindy river (see also Scholz and Kappeler 2004). Furthermore,
group F conducted migrations out of the regular home range on February 7 and March
17, 2009. Group J conducted a similar migration to a far-off area between March 16 and
28, 2009 (see also Kappeler 2000). Unfortunately, we were not able to observe these
migrations directly. However, subsequent surveys suggested that they lead to patches of
preferred feeding trees of the lemurs with short flowering or fruiting intervals between
January and March, including Astrocassine pleurostyloides, Strychnos decussata and
Berchemia discolour (see Sorg and Rohner 1996).

Similar observations of migrations to remote resources were reported from red-
fronted lemurs in Ranomafana, which left their usual home range during a time of low
fruit availability to feed in a plantation of Chinese guava (Psidium cattleyanum) (Overdorff
1993). Pronounced seasonal home range changes based on detailed ranging data have
been described for many anthropoid species as well (e.g., red colobus, Colobus badius
tephrosceles: Clutton-Brock 1975; chacma baboons: Anderson 1981; Sichuan snub-nosed
monkey, Rhinopithecus roxellana: Li et al. 2000; white-faced capuchin monkeys: Baker
2001). However, none of these studies has looked at the effects of seasonality on
coordination processes at the same time so that a comparative discussion of our findings

in this context is currently not possible.
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Daily path length

In contrast to our expectation, mean daily path length was larger in the rainy, compared
to the dry season in all groups (Table 1). This could be due to longer daily travel paths of
groups F and J during their migrations in February and March (mean daily path length
during these migrations: 2464+746 m). Contrarily, daily path length has been reported to
increase during the dry season due to longer foraging movements in chacma baboons
(Anderson 1981), vervet monkeys (Cercopithecus aethiops: Struhsaker 1967b) and
Verreaux's sifakas (Richard 1978). Thus, it may be that red-fronted lemurs at Kirindy

respond to ecological constraints by reducing activity in order to save energy.

4.2 Coordination of group movements

Initiation, overtaking and termination

According to our prediction, group members of all sex and age classes initiated group
movements across the year. However, adult females did so most often, irrespective of
ecological and reproductive season and related seasonal variation in home range use.
Overtaking occurred rarely, and female initiators were less often overtaken than male
initiators. Hence, females that initiated a group movement also terminated it in almost all
cases, suggesting that females do have a strong influence on other group members
regarding decisions on when and where to move and where to stop. Interestingly, if
overtaking events occurred, they were never accompanied by aggressive behaviour. This
could mean that decisions about where to go do not create conflicts that need to be
resolved aggressively. However, termination of a group movement might already be pre-
determined by a goal-directed departure (Sueur et al. 2010) or be based on a second
consensus decision, so that overtaking events do not necessarily imply that the decision
where to stop will be made by the overtaking individual (Pyritz et al., in press). In fact,
aggressive behaviour during decision making processes has so far not been reported in
any species, indicating that decisions about when and where to go might be based on

consensus decisions at departure or destination (see also Conradt & Roper 2007).
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Leadership in free-ranging and captive groups

In accordance with our prediction, red-fronted lemurs displayed distributed, but highly
skewed and stable leadership of adult females, which corresponds to the results of a
previous study on red-fronted lemurs in a rainforest habitat (Erhart and Overdorff 1999).
Interestingly, however, a study on a captive group of brown lemurs did not reveal any
effect of sex or age on coordination of group movements (Jacobs et al. 2008). Because,
this group was housed in a 0.2 ha enclosure and did neither experience predation risk nor
seasonal (resource) variation, these conditions may promote less skewed and equally
shared leadership. Hence, comparative studies in captivity and in the wild can reveal
important insights about factors explaining why certain individuals exert more social

influence.

Female leadership and physiological demands of reproduction
Female leadership has been discussed as a non-aggressive strategy to enhance individual
foraging efficiency and nutritional intake in order to compensate added energetic costs of
gestation and lactation in a number of anthropoid and lemur species (squirrel monkeys,
Saimiri oerstedi: Boinski 1988, 1991; diademed sifakas, Propithecus diadema edwardsi
and red-fronted lemurs: Erhart and Overdorff 1999; Verreaux's sifakas: Trillmich et al.
2004). However, reproduction in red-fronted lemurs is seasonal, i.e. mating, gestation
and lactation take place between May and February (Barthold et al. 2009). Nevertheless,
female leadership occurred year-round without significant differences among months.
Energetic costs of reproduction accrue primarily through lactation and infant
carrying (Pond 1977; Oftedal 1985; Tarnaud 2006). Thus, females may continue initiating
and leading group movements between the weaning of an infant and the next mating
season (February-May) in order to compensate for the physiological depletion of the past
months and/or to store fat in advance of the next gestation period, as suggested for ring-
tailed lemurs (Pereira 1993). However, lactating brown lemurs increased their food intake
only during the early lactation period (first 3 months) when the frequency of suckling is
highest and infants do not yet consume solid food items independently (Tarnaud 2006).
Thus, quantitative energetic demands seem to decrease over the course of the Eulemur

lactation period, making compensatory post-weaning leadership of females less likely.
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However, other studies did reveal a strong impact of nutritional provisioning on
reproduction in lemurs, i.e. females tended to give birth to twins instead of one single
infant when resources were plentiful (ringtailed lemurs: Nunn and Pereira 2000). Thus,
detailed data on nutritional intake and quality of consumed food items are required for a
better understanding of female energetic demands. For instance, females may lead the
group to resources providing them with specific micro-nutrients they lack after lactation
during the migrations at the beginning of the rainy season, which coincide with the end of
the weaning process. Future studies exploring this sex difference in more detail would
ideally also include analyses of sex differences in metabolic rate (e.g., Simmen et al. 2010)

or motivation to exploit specific resources (see also King et al. 2009).

Female leadership and philopatry

An alternative explanation for year-round female leadership might be the fact that
females are the predominantly philopatric sex in red-fronted lemurs. Philopatry may
involve better knowledge of the home range and more experience regarding (seasonal)
resource distribution (e.g., long-tailed macaques, Macaca fascicularis: van Noordwijk &
van Schaik 1987; gorillas: Watts 1994). This could especially account for the extraordinary
movements during the rainy season to scattered, ephemeral resources mentioned above.
However, females are also the philopatric sex in chacma baboons, but males initiate and
lead more group movements in this species — although the sex-specific difference
regarding initiatorship is not as pronounced as in red-fronted lemurs (Stueckle and Zinner
2008). Therefore, characteristics of the social structure, e.g., male dominance in chacma
baboons (Bulger 1993), might have a greater effect on coordination and leadership than
residence patterns, but, clearly, more studies on species with additional combinations of
residence and dominance patterns are required to disentangle these factors.

The findings regarding the distances of single group movements do also not
support the philopatry hypothesis as a reason for female leadership: Sex and age class of
the initiator did not influence distances of single group movements and month did not
have an effect, either. Additionally, the mean distance of movements was short (ca. 70
m). Hence, there seems to be a rather small-scale distribution pattern of feeding and

resting sites in the home range throughout the year which does not require long
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movements between scattered resources by particularly well informed individuals, even

not for the extraordinary migrations of groups during the rainy season.

Social structure, recruitment success and expected decision-type

Philopatric female red-fronted lemurs are usually closely related to several other
members of their group, e.g., sisters or their offspring from previous years, and are well
connected in affiliative social networks, whereas males switch groups more often
(Wimmer and Kappeler 2002; Ostner and Kappeler 2004). It has been proposed that
group members with strong socio-genetic network relations will more often and/or more
rapidly be followed when initiating a movement, and thus be more likely to act as leaders
(King et al. 2009; King and Sueur, in press). In fact, King et al. (2008) found that close
social ties to the male leader mediated consensus costs of follower behaviour in chacma
baboons travelling to experimental food patches. Furthermore, Jacobs et al. (2011)
showed that affiliative network relations among individuals were the best predictor
regarding joining of group movements in a captive group of brown lemurs, i.e. an
individual's decision to join a movement depended on the decision taken by its preferred
social partners.

However, female red-fronted lemurs were not more successful in recruiting
followers than males. Hence, network relations do not seem to be the only determinant
of recruitment success. On the other hand, in Verreaux's sifakas which also display female
philopatry (Brockman 1999) and predominantly female leadership, female initiators had a
higher recruitment success than males (same operational definition of followership as in
this study: Trillmich et al. 2004). This contrast might be related to different dominance
patterns: Adult females are socially dominant over males in sifakas (Richard 1987) but not
in red-fronted lemurs (Pereira et al. 1990). Hence, social dominance of females seems to
have a strong influence on the joining behaviour of conspecifics. The lack of social
hierarchy in our study species could also explain the relatively high proportion of
successfully led group movements by males (see also Erhart and Overdorff 1999)
compared to other primate species with pronounced female dominance (squirrel
monkeys: Boinski 1991; ringtailed lemurs: Sauther and Sussman 1993; diademed sifakas:

Erhart and Overdorff 1999; but see Verreaux's sifakas: Trillmich et al. 2004).
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The joining behaviour of group members, i.e. the decision-making process on the
individual level, can also be linked to social relationships among individuals. For instance,
an egalitarian social structure characterised by tolerant relations among group members
coincided with equally shared decision-making involving a voting process (quorum) in
Tonkean macaques (Macaca tonkeana) whereas rhesus macaques (Macaca mulatta) with
their more pronounced dominance hierarchy exhibited only partially shared consensus
decisions (Sueur and Petit 2008a, b; Sueur et al. 2010). Furthermore, Jacobs et al. (2011)
showed that joining behaviour in brown lemurs depended on previous actions of the
preferred social partner, i.e. the decision was not made by a single leader but rather self-
organized with each individual being able to influence the decision outcome. Given the
egalitarian social structure of our study species, we would also expect shared consensus
decision-making in red-fronted lemurs during departure, i.e. the actions of several group

members should contribute to the decision outcome.

Age, ecological seasonality and recruitment success

In many primates, adult and, thus, supposedly more knowledgeable and experienced
group members initiate and lead group movements more often than subadults (Japanese
macaques, Macaca fuscata: ltani 1963; chimpanzees, Pan troglodytes: Boesch 1991a;
squirrel monkeys: Boinski 1991; gorillas: Stewart and Harcourt 1994; white-faced
capuchin monkeys: Boinski and Campell 1995). We also observed mostly adult individuals
initiating and leading group movements in red-fronted lemurs.

Furthermore, recruitment success seemed to be season-dependent because the
number of followers during the peak dry season was significantly higher than in the
months before and after. This variability of group cohesion during movements between
different seasons might be due to a number of reasons: Low resource abundance during
the peak dry season may have resulted in more targeted movements of the whole group
to single feeding trees and water holes compared to other months (e.g., Scholz and
Kappeler 2004). Second, increased predation risk in the dry season should promote group
cohesion, for instance, fossas prey more on lemurs during the dry season at Kirindy when
their main rainy season prey (tenrecs) are hibernating (Hawkins and Racey 2008). In fact,
predation risk is supposed to be generally higher when the habitat is more open due to

defoliated trees (e.g., Janson and Goldsmith 1995). Finally, group cohesion might be
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higher due to increased between-group competition about scarce resources during the
dry season (Cheney 1992).

However, why is the suggested difference in group cohesion not reflected in the
scan data presented in the method section? Perhaps the groups were only more cohesive
during travelling but not during stationary behaviour. Furthermore, the scan data are not
directly comparable to the recruitment data because followers could arrive within close
proximity to the terminator in a 10 min time window and did not have to stay there for a
certain period. Finally, the resolution of the scan data (10 m) might be too low to detect
seasonal differences in cohesion. Ideally, operational definitions of followership in future
studies should take seasonal variation of group cohesion into account by assessing
season-specific thresholds, e.g., individuals have to arrive within a 6 m radius around the
terminator during the dry season but only within a 9 m radius in the rainy season to be

termed followers (see also Pyritz et al. in press).

5 Conclusions

Our results indicate variation in follower behaviour in a free-ranging lemur species
according to the age of the initiator and the ecological context. However, not all features
varied with environmental conditions: Female leadership — that has been described for
many anthropoid and lemur species — prevailed year-round, perhaps due to special
nutritional needs related to gestation and lactation. A comparison among other (lemur)
taxa suggested that social dominance patterns seem to influence follower behaviour, i.e.
this egalitarian species did not display sex-biased recruitment success in contrast to
despotic anthropoid and lemur taxa. Our results provide a comprehensive example of
group coordination processes in lemurs that evolved group-living independently of
anthropoids. In the future, more studies on different primate taxa can build on these data
to disentangle the effects of sex, age, dominance relations and residence patterns and
illuminate the evolutionary roots of coordination, leadership and decision-making in free-

ranging primates.
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Abstract

Social animals have to coordinate joint movements to maintain group cohesion, which is
often compromised by diverging individual interests. A widespread behavioural
mechanism to achieve coordination is through consensus decision-making that can be
either shared or unshared. If consensus costs are high, group fission represents an
alternative tactic. Exploring determinants and outcomes of spontaneous group decisions
and coordination of free-ranging animals is methodologically challenging. We therefore
conducted a foraging experiment with a group of wild red-fronted lemurs (Eulemur
rufifrons) to study decision outcomes, coordination of movements, individual foraging
benefits and social interactions in response to the presentation of drinking platforms with
varying baiting patterns. Behavioral observations were complemented with data from
recordings of motion detector cameras installed at the platforms. Observations during the
experimental conditions were compared to findings from natural group movements.
Unfortunately, we could not determine the type of consensus decision-making because
the group visited platforms randomly. As under natural conditions, adult females initiated
most group movements, but overtaking by individuals of different age and sex classes
occurred in 67% of movements to platforms, compared to only 18% during other
movements. As a result, individual resource intake did not depend on departure position,
age or sex, but on arrival order. The group fissioned during 10.9% of platform visits and
fissioning resulted in more individuals drinking simultaneously. Aggressiveness at the
platforms did not affect resource intake, presumably due to low supplanting rates. Our
findings highlight the variability of coordination processes and related consequences for

individual foraging benefits in a wild primate group.

Keywords: consensus decision; group fission; cohesion; drinking platforms; red-fronted

lemurs

1 Introduction

Group-living holds a number of benefits, but also costs for individual group members.
Many of the benefits such as shared vigilance or predator confusion are related to
reduced per capita predation risk, whereas costs of group-living include increased intra-

group feeding competition (Bertram 1978; Krause and Ruxton 2002; Fichtel in press).
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Permanent cohesion is a prerequisite to reap the benefits associated with group-living,
and consensus decisions enable group members to coordinate their activities and travel
schedules (Conradt and Roper 2005; Conradt and List 2009). However, joint decision-
making underlying cohesion can be hampered by diverging individual needs due to
differences in sex, age, motivation as well as reproductive and physiological state among
group members (Rands et al. 2008). Two principal ways have been identified with which
group-living animals can reach a consensus decision despite these inter-individual
conflicts. In (partially) shared consensus decisions, each individual (or at least a subset of
group members) has the opportunity to influence the outcome of a decision in a voting
process. In contrast, in unshared consensus decisions, only one individual decides when to
change place and activity, irrespective of other individuals’ interests, and all group
members abide by this decision (Conradt and Roper 2005).

Group fission, i.e. temporary splitting of a group into two or more subgroups, has
often been interpreted as the outcome of a failed consensus decision due to incompatible
individual interests (Franks et al. 2003; Conradt and Roper 2005). However, fissioning may
also allow group members to avoid costly consensus decisions under certain conditions
without foregoing the benefits of group-living for a long time (Kerth 2010). For instance,
fissioning has been observed in recent studies on group coordination and decision-making
in homing groups of domestic pigeons (Columba domestica: Biro et al. 2006) and in
Bechstein’s bats (Myotis bechsteinii) switching communal roosts (Kerth et al. 2006). In a
recent field experiment, temporary splitting into subgroups has also been observed in a
foraging troop of chacma baboons (Papio ursinus) visiting small artificial food patches
when followers had weak social ties with the dominant male leading the group (King et al.
2008).

Most empirical and theoretical studies explore decision-making and coordination
in the context of group movements because they provide a biologically meaningful model
and uniform context to study determinants and consequences of relevant coordination
processes (e.g., modelling: Rands et al. 2008; rhesus and Tonkean macaques, Macaca
mulatta and M. tonkeana: Sueur and Petit 2008a, b; domestic geese, Anser domesticus
and heifers, Bos taurus: Ramseyer 2009a,c; meerkats, Suricata suricatta: Bousquet et al.
2010). In order to operationalise and quantify the coordination of group movements, it

has proven useful to divide them into successive phases that are defined taxon-
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specifically to determine which individuals initiate, whether the leader is overtaken, who
terminates the movement, how many group members follow in which time frame, and
how far the group travels (Trillmich et al. 2004; Pyritz et al. 2010). The behaviour of the
leader of group movements plays and important role in this context; both conceptually
and empirically.

Accordingly, a leader can be defined as an individual that exerts social influence on
fellow group members and elicits follower behaviour (King 2010; Petit and Bon 2010;
Pyritz et al. in press). Leadership can be distributed over (a subset of) all group members,
or one individual can lead the group consistently (Conradt and Roper 2005; King et al.
2008; Stueckle and Zinner 2008). In general, the definition of a leader should not be
restricted to its spatial position during a group movement because individuals may also
lead from behind, i.e. initiate and terminate a movement without being at the forefront
of the group (Kummer 1968; Pyritz et al. in press). However, in this study we use the term
leader for the individual moving at the head of the group because we focus on
consequences of the spatial position during movements on foraging benefits. Leadership
during group movements in this sense is considered to be stable if overtaking occurs
rarely during travelling, and unstable if the leading individual often changes within one
single travel event (Pyritz et al. in press).

While it is already challenging to observe and analyse coordination processes of
animal group movements in their natural habitat, it is even more difficult to determine
the instant fitness correlates of the underlying decisions for single group members, such
as individual foraging benefits (Pyritz et al. 2010). Some important insights into group
foraging decisions and related feeding rates have been revealed through field
experiments using artificial feeding platforms with wild capuchin monkeys (Cebus apella
nigritus). These studies focused on food detection abilities depending on distance, travel
speed and resource size (Janson and Di Bitetti 1997), spatial memory and strategic route
planning depending on varying baiting patterns of the platforms (Janson 1998, 2007), or
individual foraging benefits through deceptive vocalisation (predator alarm calls) at
feeding platforms (Wheeler 2009). Only recently, experimental approaches have also
been implemented in studies of coordination and decision-making regarding collective
movements in (semi-)free-ranging groups (house-hunting rock ants, Temnothorax

albipennis: Franks et al. 2003; honey bees, Apis mellifera: Seeley et al. 2006; sticklebacks,
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Gasterosteus aculeatus: Harcourt et al. 2009; domestic pigeons: Biro et al. 2006;
Bechstein's bats: Kerth et al. 2006; white-faced capuchin monkeys, Cebus capucinus:
Meunier et al. 2006; chacma baboons: King et al. 2008). In some of these experiments
group decisions regarding movements to experimental feeding patches were studied.
One of these experiments revealed that the spatial decisions of capuchin monkeys to
move towards two mangers installed in different areas of their enclosure were mainly
driven by anonymous mimetism, i.e. individuals tended to follow the travel routes
previously taken by their group mates (Meunier et al. 2006). The second experiment was
conducted on free-ranging chacma baboons and showed that the dominant males
initiated and led all group movements to artificial feeding patches and also acquired the
greatest foraging benefits. Subordinates followed in most cases despite considerable
consensus costs due to social ties to the leading male (King et al. 2008).

In the present study, we experimentally investigated decision-outcomes,
coordination processes, individual foraging benefits and the proximate mediation of
conflict in a group of wild red-fronted lemurs (Eulemur rufifrons). Red-fronted lemurs
provide an interesting model in this context for a number of reasons. First, they live in
small egalitarian groups with rather equally distributed resource-holding potential
(Kappeler 1991; Pereira and McGlynn 1997), providing an interesting contrast in traits
influencing leadership and decision-making to taxa with larger groups or with pronounced
dominance hierarchies (e.g., dwarf mongooses, Helogale parvula: Rasa 1987; plains
zebras, Equus burchellii: Fischhoff et al. 2007; chacma baboons: King et al. 2008). Second,
our study group is free-ranging and co-resides with a number of different predator
species (Rasoloarison et al. 1995; Pyritz and Andrianjanahary 2010). This natural
predation risk should favour group cohesion and consensus decision-making (van Schaik
and van Noordwijk 1985). Finally, group-living evolved at least twice independently
among the primates of Madagascar, compared to only once among the ancestral
anthropoids (Horvath et al. 2008), on which most current coordination studies have been
conducted (summarized in Fichtel et al. 2011). Thus, lemurs can provide important
comparative information on the convergence of group coordination in primates from an
evolutionary perspective.

We pursued two main goals in this study: (1) to measure the extent to which

decisions are shared, and (2) to explore the determinants and efficiency of three potential
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tactics to decrease the consensus costs of unshared or partially shared decisions,
including (i) group fission during group movement, (ii) overtaking during group
movement, and (iii) aggressive supplants once the final destination is reached.

We first explored to which extent decisions were shared. To do so, we set up
drinking platforms and created conflicts of interest of varying degrees by modifying
baiting patterns of the platforms in two different designs, i.e. providing either several
group members or only a single individual with drinking opportunities. For baiting, we
used five or one bottle filled with varying amounts of flavoured water. Our predictions
regarding the type of consensus decision-making at departure referred to the decision
outcomes, i.e. the observed distribution of the group between the experimental
platforms (Table 1): We hypothesised that unshared consensus decision-making would
predominantly result in one individual leading the whole group to a platform that
guarantees maximum resource intake for itself, i.e. at least one bottle filled with a
maximum of flavoured water, irrespective of foraging opportunities (number of additional
bottles) for followers. In contrast, shared decision-making was expected to result in the
group preferably visiting platforms containing several bottles (with smaller volumes of
flavoured water) instead of a platform baited with only one bottle in order to allow
several individuals to drink.

Next, we explored the circumstances favouring group fissioning, predicting group
fission rates — as a means to avoid costly consensus decisions in the first place by foraging
in independent subgroups — (i) to decrease when the number of baited platforms was
lowered in design 2 compared to design 1, and (ii) to increase after the group visited a
poorly baited platform. The efficiency of group fission in decreasing consensus costs was
measured by comparing the number of individuals accessing foraging rewards
simultaneously in the presence versus in the absence of group fission. We expected group
fission (iii) to result in more individuals drinking at the same time.

Third, we explored individual and ecological factors favouring overtaking during
group movements. Our study species is characterized by stable leadership of several adult
females per group under natural conditions (Erhart and Overdorff 1999; Pyritz et al. in
prep.). We therefore expected adult females to predominantly initiate and lead group
movements and to have the highest resource intake at the drinking platforms. In addition,

we expected overtaking (=change of leadership) rate to be higher during movements
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towards one-bottle-platforms, because they only reward the first individual arriving (here
considered as the leader). The efficiency of overtaking in compensating consensus costs
was investigated by measuring the impact of departure and arrival order on individual
resource intake at the platforms.

Finally, we explored the circumstances favouring aggressiveness at the platforms —
as a way to increase foraging benefits irrespective of coordination during group
movements —, expecting its frequency to be negatively correlated with the number of
baited platforms, which is here supposed to reflect overall resource abundance and thus
the intensity of within-group feeding competition (Koenig 2002). The efficiency of
aggressiveness in compensating consensus costs was measured by comparing individual

resource intake after emission of aggression versus in the absence of aggression.

2 Methods

Study site and subjects

Data were collected at the field station of the German Primate Center (DPZ) at Kirindy
Forest, a dry deciduous forest located about 60 km north of Morondava, western
Madagascar (Sorg et al. 2003). The site is managed within a forestry concession operated
by the Centre National de Formation, d’Etudes et de Recherche en Environnement et
Foresterie (CNFEREF), Morondava. The forest is characterised by a pronounced
seasonality with a hot wet season between December and March and a cooler dry season
between April and November (Sorg and Rohner 1996). Red-fronted lemurs at Kirindy face
a number of predators, such as the fossa (Cryptoprocta ferox), the harrier hawk
(Polyboroides radiatus), stray dogs (Canis familiaris) and Malagasy boas (Acranthrophis
ssp.) (Rasoloarison et al. 1995; Pyritz and Andrianjanahary 2010).

One group of red-fronted lemurs (“group B”) regularly visited the drinking
platforms. It consisted of 12 individuals (3 adult females, 5 adult males, 1 subadult
female, 1 subadult male, 2 juvenile males; adults >2.5 years, subadults 1-2.5 years,
juveniles <1 year). The study group is part of a habituated population inhabiting a 60-ha
area within Kirindy forest. The study area features a grid system of foot trails with
intersections every 25 m (Fig. 1). The members of the group have been regularly
captured, individually marked and observed since 1996 (e.g., Ostner and Kappeler 2004)

and could therefore be distinguished easily. Relatedness of the individuals was known for
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all dyads (Wimmer and Kappeler 2002; Kappeler and Port 2008; Kappeler et al., unpub.
data) except those involving 3 adult male immigrants from 2008 (BMNeg, BMPan,
BMRot).

Data were collected during the peak dry season (August-September) in 2009,
when most trees had shed their leaves and only a few small water holes remained in the
nearby Kirindy river bed. During this time of year, several groups of red-fronted lemurs
make daily forays of up to 2 km to reach these water holes (Scholz and Kappeler 2004),
demonstrating that water represents a high-value resource for these cat-sized primates.
Red-fronted lemur reproduction is highly seasonal, with matings occurring in May/June
and births in September/October (Barthold et al. 2009). The adult females were therefore

pregnant during this experiment.

Experimental setup and designs
We tested the experimental setup in a pilot study from July-August 2009 with a group of
red-fronted lemurs that regularly visited the research camp. We attached 1 to 5 small
drinking bottles (maximum volume per bottle=250 ml) in bushes in the camp area in close
proximity to each other (approx. 15 cm). The bottles contained different volumes (10-100
ml) of sweet grenadine syrup and water in a 1:10 ratio and had a light red colour. As soon
as the lemurs had realized that the bottles provided drinking opportunities, they
immediately moved towards them at high velocity and started drinking, indicating the
high value of this experimental resource for them. During the pilot study we observed
that (i) red-fronted lemurs distinguished between different syrup volumes within minutes
and that they preferred bottles containing larger volumes, (ii) single individuals did not
monopolize several bottles that were positioned in close proximity, and (iii) individuals
did not usually displace conspecifics from other bottles after depleting their own one. We
found that single lemurs always emptied volumes of 10 ml. Bottles containing 30 ml were
depleted in approx. 70% of cases. In contrast, bottles containing = 75 ml were only
emptied in approx. 50% of cases. Thus, we considered 10 ml as small, 30 ml as medium
and 75 ml as large volumes in the experiment (Table 1).

For the actual data collection, we set up 4 drinking platforms placed 75 m apart
from each other in the core area of group B's home range (Fig. 1). In non-experimental

observations of movements in a total of 4 groups of red-fronted lemurs between 2007
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and 2010, all members of a group were usually detected within a 20 m radius (88.8% of
approx. 7600 scans of spatial group distribution). Usually, 57.6% of group members even
gathered in a 10 m radius (Pyritz et al. 2010; Pyritz et al. in prep.). Thus, the distance of 75
m between the platforms was clearly more than the usual group spread, and the group
had to fission in order to exploit two platforms simultaneously. Each foraging station
consisted of a wooden platform with a maximum of 5 drinking bottles attached to it. Each
drinking platform (including the surrounding area with a radius of approx. 3 m) was
monitored constantly by a custom-made surveillance system including a motion detector
camera connected to a digital recorder in a waterproof box (Neumann, Ettlingen,
Germany; Fig. 1). Footage of lemur visits at the platforms could be downloaded in the

forest with a portable monitor and remote control.
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Fig. 1: Trail system of the study area at Kirindy Forest with locations of the 4 drinking platforms
(above). Experimental setup: Platform with (a maximum of) 5 drinking bottles, monitored by a

motion detector camera connected to a digital recorder (below).
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After a 2-week habituation phase in which all platforms were provided with 5
bottles (each containing 75 ml) every day, the study group visited all 4 platforms
regularly, and we started data collection using the camera systems (Table 1). In the first
condition of the experiment, we did not change the amount of water per bottle but
provided only one bottle on platforms 1, 2 and 4 in order to habituate the group to
varying numbers of bottles. Data collected during this condition were not used to explore
the decision type because unshared decision-making was not expected to lead to
particular platforms due to an equal amount of resource in all bottles. However, data
collected in condition 1 were included in tests of resource intake, group fission and
aggressiveness.

Design 1 started with condition 2 (Table 1). Here, we additionally reduced the
amount of water in the 5 bottles on platform 3 to 30 ml. Under these conditions, we
predicted shared decision-making to result in more frequent visits to platform 3 than
expected because it offers foraging opportunities for 5 group members. Conversely,
unshared decision-making should bias visit rates towards the other platforms, baited each
with one bottle containing 75 ml. Condition 3 equalled condition 2 but baiting patterns of
platforms 2 and 3 were reversed to exclude habituation effects to platform 3.

Condition 4 marked the beginning of design 2. On the one hand, we reduced the
number of baited platforms from 4 to 2 in order to explore the consequences for group
fissioning and aggressiveness at the platforms. Additionally, we reduced the resource
amount at the 5-bottle-platform from medium (30 ml) to small (10 ml) and at the
remaining 1-bottle-platform from large (75 ml) to medium (30 ml). We conducted these
changes because we observed in the pilot study that only half of the individuals depleted
75 ml at once, i.e. a platform baited with only 1 bottle containing 75 ml could possibly
offer foraging opportunities for at least 2 individuals, whereas bottles containing 30 ml
were depleted by 1 individual in 70% of cases. Thus, we aimed at sharpening the conflict
the group faced when making consensus decisions. As in design 1, we expected shared
decision-making to result in preferred visits to the 5-bottle-platform and unshared
decision-making to result in visits to the 1-bottle-platform. Condition 5 was a control
equivalent to condition 3.

Each condition lasted for 1 week. However, data were recorded only during the

last 4 days of each condition to give the group time to habituate to the new baiting
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pattern. During the experiment, all platforms were controlled every 30 min. If the focal
group depleted the platforms in the morning, bottles were refilled once around 2 pm. If a
group other than the focal group visited the platform and drank water, bottles were
refilled according to the respective experimental condition. We also refilled bottles when
the identity of the group that had depleted them before was unknown. Since this
unknown group later turned out to be group B quite often, >2 visits of the focal group at

the same baited platform during one day occurred regularly (Appendix 1).

Table 1: Experimental designs and respective predictions for different types of consensus

decision-making.

Condition Platform | No. of Vol. per | Expected decision types for different decision
bottles bottle outcomes
(ml)
Start of data collection (Design 0) - Habituation
Condition 1: | 1 1 75 - Data included in tests on resource intake,
Aug 4-7 2 1 75 group fissioning and aggressiveness
3 5 75
4 1 75
Design 1 - Shared consensus decision-making:
Condition 2: | 1 1 75 Group visits platforms baited with 5 bottles
Aug 11-14 2 1 75 more often than expected randomly.
B 5 30 - Unshared consensus decision-making:
4 1 75 Group visits platforms baited with 1 bottle more
Condition3: |1 1 75 often than expected randomly.
Aug 18-21 2 5 30
3 1 75
4 1 75
Design 2 - Shared consensus decision-making:
Condition 4: | 1 - - Group visits platform baited with 5 bottles more
Aug 25-28 2 5 10 often than expected randomly.
3 1 30 - Unshared consensus decision-making:
4 - - Group visits platform baited with 1 bottle more
Condition 5: | 1 _ _ often than expected randomly.
Sep 1-4 2 1 30 - Test effects of the number of baited platforms
3 5 10 on group fissioning and aggressiveness
4 - -

Data collection
Data were collected between August 4 and September 4 (Table 1), with the camera
system operating throughout the daylight period, from 6:15-17:00, on each day of the

experiment. All visits of the study group recorded during this time (n=110; approximate
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total duration: 10 h) were analysed using EverFocus Player MFC Application 2008
(EverFocus Electronics Corporation, Emmerich am Rhein, Germany). Data extracted from
the videos included number of daily visits per platform, total number of individuals
visiting the platform and individual length of stay, arrival order, individual resource intake
and agonistic interactions at the platforms. Individual resource intake could be assessed
accurately from the videos due to the light red colour of the flavoured water and
highlighted measuring lines on the drinking bottles. For agonistic interactions (bite, chase
>2 m, cuff, grab: Pereira and Kappeler 1997), each event was counted separately because
one bite or cuff could possibly supplant an opponent from a bottle and offer a drinking
possibility. A fission event was counted if 1 or more individuals of the study group were
recorded at different platforms at the same time.

Behavioural observations were also conducted during 17 days (85%) of the
experiment total of 81 h). The observer recorded every group movement according to an
operational definition developed during a pilot study (Pyritz et al. 2010; Fichtel et al.
2011). We recorded data on initiation, followership and overtaking in a total of 25
movements that terminated at a drinking platform. However, these movements often
proceeded fast and with multiple change of leadership, making it difficult to protocol
each detail. Therefore, we assessed overtaking events during most movements
retrospectively by checking if the initiator of a movement also arrived first at the drinking
platform on the corresponding video. If the initiator arrived >5 sec (usually corresponding
to several body lengths) after the first individual at the platform, this was counted as an

overtaking event.

Data analyses

We used a Mann-Whitney U-test (MWU) to explore whether the number of bottles per
platform (1 or 5) affected the number of individuals per visit, i.e. whether more bottles
indeed provided more individuals with a foraging opportunity. Whether group fissioning
was beneficial in terms of more individuals drinking simultaneously was also evaluated
with a MWU test. In order to identify the type of consensus decision-making, we
calculated Pearson’s chi-squared tests with Yate's continuity correction (corrected for the
different proportions of 1- and 5-bottle-platforms in designs 1 and 2) to compare the

number of non-fission visits to platforms baited with 5 and 1 bottle, respectively. We used
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Fisher's exact tests to assess whether the study group preferred particular platforms,
irrespective of baiting patterns in design 1 and 2. We used Fisher’'s exact and a chi-
squared tests to determine whether overtaking increased with the number of bottles on
the platform the movement was directed to (corrected for proportions of observed group
movements towards platforms baited with 1 bottle and 5 bottles, respectively) and to
compare overtaking rates during the experiment to observations of the same group from
non-experimental contexts (Pyritz et al. in prep.), respectively. Impacts of baiting patterns
on fissioning were analyzed using a chi-squared and Fisher's exact test, too. All tests and

figures were generated with PASW Statistics 18 (SPSS Inc., Chicago, IL, 2009).

Table 2: Parameter estimates for the most parsimonious linear mixed models (LMM) on

determinants of resource intake.

Model Response | Random Fixed factors Estimate | SE P-value
variable factors

At departure Individual | Animal ID, Intercept 3.40 1.16 | <0.01*

LMM resource | number of | Departure position | -0.10 139 |0.94

(intakes of intake at | bottles per | (leader, follower)

individuals platforms | platform

observed during | (sqrt %)
movements to
platforms; n=31)

At arrival Individual | Animal ID, Intercept 5.18 1.53 | <0.001***
LMM resource | number of | Arrival order -1.04 0.12 | <0.001***
(intakes of all intake at | bottles per | Visit number per No effect
individuals platforms | platform platform per day

arriving at (sqrt %) Age No effect
platforms; (adult, subadult)

n=204) Sex No effect

(female, male)

Significance level is at 0.05. sqgrt=square-root-transformed data, ID=identity, SE=standard error,

No effect=factor tested but not part of the model with the best fit

In order to analyse determinants of resource intake and aggressiveness, we
calculated three linear mixed models (LMM) and one generalized linear mixed model
(GLMM; Zuur et al. 2009). We chose these models instead of simpler statistics because
they allowed exploring influences of several explanatory variables simultaneously while
controlling for repeated observations of the same animals, as well as for artificial variance
resulting from a variable number of bottles per platform. Individual identity and number
of bottles per platform were fitted as crossed random factors. We chose number of
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bottles as random factor rather than total resource volume per platform because bottles

represented the monopolisable units for the individuals.

Table 3: Parameter estimates for the most parsimonious (generalized) linear mixed model (GLMM

and LMM) on determinants and benefits of aggressiveness.

Model Response Random Fixed factors Estimate | SE P-value
variable factors
Determinants of | Counts of Animal 1D, Intercept -5.72 0.41 | <0.001***
aggressiveness aggressions | number of | Number of 0.48 0.03 | <0.001***
Quasi-poisson emitted bottles per | individuals
GLMM (22 platform on platform®
individuals Time on platform | 1.50 0.13 | <0.001***
per platform; (log sec)
n=147) Age (adult, -1.36 0.25 | <0.05*
subadult)
Visit number per No effect
platform per day
Sex (female, No effect
male)
Number of No effect
baited platforms
Benefits of Individual Animal 1D, Intercept 3.17 0.59 | <0.001***
aggressiveness resource number Individual -0.00 0.01 | 0.58
LMM Intake at of bottles aggression
(22 individuals platforms per rates at platforms
per platform; (sqrt %) platform (events/hour)
n=147) Visit number per No effect
platform per day
Sex (female, No effect
male)
Age (adult, No effect
subadult)

Significance level is at 0.05. log=log-transformed data, sqgrt=square-root-transformed data,

ID=identity, SE=standard error, No effect=factor tested but not part of the model with the best fit

! Number of group members that were present on the platform 250% of the time with the

individual. Times that an individual spent on the platform alone were excluded from the analysis.

Furthermore, number of bottles and total resource volume per platform were

highly correlated (Pearson correlation coefficient: n=20; r=0.62, p<0.01). Tables 2 and 3

provide an overview of data distribution, error structure and explanatory variables of the

models. The first model in Table 2 explored whether departure order explained resource

intake at a platform and was based on the observations of group movements towards the
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platforms. The second model was based on data from the video recordings and assessed
the impact of arrival order, sex and age on resource intake, including visits where only
one individual had been recorded at a platform. Additionally, we included visit number
per day as fixed factor to account for repeated visits. In the first model in Table 3, we
analysed which factors (sex, age, number of individuals, visit number, number of baited
platforms) influenced aggressiveness. We used count data of emitted aggressive
interactions (Poisson distribution with overdispersion, fitted with a quasi-Poisson GLMM)
as response variable and controlled for the time spent on the platform as a fixed factor.
The second model explored whether individual resource intake at the platforms was
affected by the individual aggression rates, again taking individual age, sex and number of
visits at the same platform per day into consideration. For both models on
aggressiveness, we used only visits where >2 individuals were present at a platform.
Models were fitted using R software (R Development Core Team, Vienna, Austria,
2010) with the Ime4-package. For models with normal error structure, we used Akaike’s
Information Criterion (Akaike 1974) to remove parameters in a step-wise fashion in order
to select the most parsimonious model with the best fit. Factors were excluded only if this
improved the model fit by >2 AIC units (Mundry and Nunn 2009). We used maximum
likelihood ratio tests to test whether a fixed factor explained a significant amount of the
variance in the presence of the other factors and to test the final model with fixed factors
against the null model including only the random factors (Faraway 2006). In case of
overdispersion, we corrected standard errors using a quasi-GLM-model (Zuur et al. 2009).
Because in this model the AIC is not defined, we used chi-squared tests with the
deviances of two models differing in only one fixed factor to test the goodness of fit and
select the most parsimonious model (Faraway 2006). We used square-root and log-
transformation on some variables to improve the model fit (Zuur et al. 2009). The

significance level was set at 0.05.

3 Results

General responses to the experimental setup

All baited platforms were visited frequently throughout the experiment with individual
platforms being visited 0-4 times per day (Appendix: Table Al). Each group member

visited the four platforms and drank more than 10 times in total, except for 2 adult males
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(BMGig: 3 visits; BMNeg: 8 visits) and 1 subadult male (BMRut: 9 visits). Individuals
arriving at a platform emptied at once the 75 ml-bottles in 44%, the 30 ml-bottles in 84%
and the 10 ml-bottles in 100% of visits. Only rarely were more than 25-50% of group
members visible at the platforms on the video recordings (Fig. 2). However, the number
of individuals recorded at a platform increased significantly with the number of bottles
per platform (MWU test: 1 bottle: n=60, 2.3+1.5; 5 bottles: n=40, 3.7+2.6; U=768.0, z=-
3.78, p<0.01).
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Fig. 2: Proportion of group members (in percent) that was visible on the video recordings during

platform visits throughout different experimental designs (N=110).

Consensus decision-making

The number of non-fission visits to platforms baited with 5 bottles compared to platforms
baited with only 1 bottle did not differ from random expectations in either design (chi-
squared tests: design 1: n=27; x2=0.11, df=1, p=0.74; design 2: n=37; x2=1.32, df=1,
p=0.25). Therefore, we were not able to assess whether consensus decision-making was
shared or unshared based on the decision outcomes observed during the experiment. In
fact, the group visited platform 3 more often than the other platforms in each condition,

i.e. independent of baiting patterns (non-fission visits to baited platforms). However,
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differences between the visit numbers at platforms were not significant compared to
random expectations (condition 1-3: 25% visits per platform expected; conditions 4-5:
50% visits for platforms 2 and 3 expected; Fisher’s exact tests: condition 1: n=15; p=0.11;
condition 2: n=11; p=0.30; condition 3: n=17; p=0.49; condition 4: n=12; p=1.00; condition
5: n=16; p=0.72).

Group fissions

The group split into subgroups during 12 out of 110 visits recorded at the platforms
(10.9%). Ten times, 2 subgroups were recorded at different platforms, two times 3
subgroups. Subgroup size ranged from 1 to 8, with a mean of 2.3+1.7 individuals. The
proportion of group fissions compared to non-fission visits was larger when 4 platforms
were baited (17.6%) instead of only 2 platforms (7.5%) but the difference was not
significant (Fisher's exact test: n=96, fissions counted as one event; p=0.22). The group
did not split into subgroups more often after visiting a 1- compared to a 5-bottle-
platform, either (chi-squared test: n=86, fission visits and visits to non-baited platforms
excluded; x2=0.06, df=1, p=0.81; controlled for total number of visits to platforms baited
with 1 and 5 bottles, respectively). However, when the group fissioned, on average more
individuals drank simultaneously (2.0+0.8) than during non-fission visits (1.3+1.4; MWU:
Nfission=12, Nnon-fission=84; U=337.5, z=-2.78, p<0.01).

Group coordination, overtaking and resource intake

Observed movements towards drinking stations (Nota=25; Nwith followers=15) were initiated
by adults of both sexes and by one subadult male, with the oldest female of the group
being responsible for 72% of all initiations. This high proportion of female initiatorship
does not differ from observations of natural group movements of the same study group
(Pyritz et al. in prep.; chi-squared test: Nex=25, Nother=251; )(2=0.11, df=1, p=0.74).
However, overtaking rates during the experiment (67 %) were significantly higher than
expected from movements not directed at foraging platforms of the same group during
the same time period (18%; chi-squared test: Nexp=15, Nother=57; x2=47.1, df=1, p<0.001;
Fig. 3). We observed individuals of all sex and age classes overtaking throughout all
conditions. However, overtaking rate did not decrease with the number of bottles on the

platform visited (Fisher's exact test: n=10; p=1.00). Departure position, i.e. whether an
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individual initiated or followed a movement, did not affect individual resource intake
(Table 2) since the full model did not explain significantly more variance than the null
model (LMM: n=31; x2=2.20, df=2, p=0.33). In contrast, arriving first was - in general -
advantageous in terms of foraging benefits (Table 2; Fig. 4) and the model differed
significantly from the null model (LMM: n=204; x°=56.33, df=1, p<0.001). Visit number per

platform per day, sex and age did not contribute significantly to the final model (Table 2).
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Fig. 3: Overtaking events (in percent) during movements towards drinking platforms compared to
other foraging movements of the group observed during the same time period. N=15 for

experiment, N=57 for other observations

Social interactions at the platforms

Agonistic interactions (total number observed on the video recordings=111) occurred
during 30 out of 54 visits of >2 individuals at a baited platform (55.6%). In 8 cases (7.2%),
a single agonistic action (bite, cuff, grab) resulted in the direct displacement of a
conspecific from a bottle and offered a foraging opportunity for the aggressor. Individuals
that had previously overtaken the leader were never displaced from a bottle. Aggressive
interactions were more likely to happen when more individuals were present at a

platform and when an individual spent more time at the platform. Furthermore, adults
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showed more aggressive behaviour than subadults. In contrast, sex, visit number per day
and the number of baited platforms did not contribute to the most parsimonious model
(Table 3). The final model performed significantly better than the null model (quasi-
poisson GLMM: n=147 visits with >2 individuals; x’=55.45, df=4, p<0.001). However, a
higher aggression rate did not result in increased resource intake. Visit number, age or
sex did not contribute to the model with the best fit and the final model did not have a
better fit than the null model (LMM: n=147 visits with >2 individuals; x2=0.31, df=1,
p=0.58).
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Fig. 4: Individual resource intake (in percent of total volume available at the platform) in relation

to arrival order. Shown are medians, 25—-75% quartiles (box) and ranges (whiskers). N=204

4 Discussion

Although these data are based on observations of a single group (see also Janson and Di
Bitteti 1997; Janson 2007; Wheeler 2009), our study provides important insights into the
variability of coordination processes and related consequences for individual foraging
benefits in a free-ranging primate group. Red-fronted lemurs reacted to changes in the
experimental design in terms of more individuals visiting the platforms when more

bottles were provided. However, the number of visits per platform did not depend on
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baiting patterns. Therefore, we were not able to identify the decision type based on the
observed decision outcomes. Adult females initiated most movements towards the
platforms. However, in contrast to observations from natural contexts, change of
leadership was more frequent. Accordingly, initiators did not have a higher resource
intake than followers but foraging benefits depended on arrival order. Group fissions
resulted in more individuals drinking simultaneously. Fissioning was not affected by
changes in baiting patterns, however. Individual aggression rates did not affect foraging
benefits in terms of higher resource intake. We discuss each of these main findings in

more detail below.

General responses to the experimental setup

Most individuals of our study group visited the platforms and depleted the experimental
resource regularly, which was a prerequisite for the foraging experiment and signals a
high value of the resource. The proportions of different resource volumes depleted by
single individuals during the experiment were similar to those assessed for the camp
group during the pilot study on which we based our experimental conditions. However,
usually only a few group members were visible at the platforms on the video recordings.
This could be a result of group fissions during which only one subgroup visited a platform.
Unfortunately, we did not capture these fission events with our definition that relied on
two subgroups being video-recorded at different platforms at the same time. On the
other hand, the number of individuals recorded increased significantly with the number
of bottles at the platforms, which might indicate that the group was usually present
around the platform and a larger number of group members only jumped onto the
platform, i.e. inside the camera frame, when more than one bottle was present. It also
shows that more bottles provided indeed more individuals with a foraging opportunity,

i.e. single individuals did not monopolise entire platforms.

Consensus decision-making

We tried to identify whether decision-making in groups of red-fronted lemurs was shared
or unshared using platforms that provided either one or several group members with a
foraging opportunity. Our predictions were based on observations during the pilot study

that included rapid distinguishing between different resource volumes in the bottles and
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high group cohesion. However, the number of group visits to a platform was obviously

not affected by baiting patterns, and we were not able to identify the decision type

underlying the observed decision outcomes. There are a number of reasons that might
have hampered our approach.

1. It was difficult to determine the resource volume that offered a sufficient foraging
benefit for exactly one individual. For instance, the random visiting patterns observed
in design 2 could be due to unshared decision-making if the decision-maker always
drank more than 30 ml, i.e. led the group also to the 5-bottle-platform after depleting
the 1-bottle-platform. Furthermore, we offered a maximum of 5 foraging
opportunities. However, decision-making might be partially shared with only 2-3
individuals contributing to the outcome (e.g., Sueur and Petit 2008a, b). Under these
circumstances, a 1-bottle-platform offering 75 ml could already have provided
foraging benefits for all individuals involved in the decision-making since they could
drink subsequently from the same bottle.

2. The lemurs in the pilot study rapidly distinguished between different volumes of
single bottles. However, the final experimental setup comprising four platforms was
much more complex. Therefore, the lemurs may have failed to react towards variation
in baiting patterns because we changed between different conditions too fast
throughout the experimental designs.

3. The concept of discrete, monopolisable resource units (bottles) that have the same
size but offer different foraging benefits could lack ecological relevance because red-
fronted lemurs usually feed on dispersed fruit and leaves under natural conditions

(Sussman 1974; Overdorff 1993a).

Alternatively, it is also possible that consensus decision-making does not present the
only means to optimize group foraging benefits. For instance, group members can avoid
consensus costs through different strategies such as (1) breaking group cohesion, which
can presumably maximize the benefits of a majority of individuals (see e.g., Kerth 2010),
(2) shifting the benefits of consensus decision-making by overtaking initiators or
aggressively displacing group members that arrived earlier at the resource. We tried to
identify the determinants and outcomes of each of these possibilities and subsequently

discuss the respective results.
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Group fissions

Regarding determinants of group fissions, we predicted that fission probability would
increase with the number of baited platforms and after the group visited a poorly baited
platform. None of these hypotheses was supported, suggesting that baiting patterns do
not affect group fissions. However, we cannot exclude the possibility that our operational
definition of fission, which was constrained by the use of automatic cameras, might have
captured only a subset of the real fission events. Unfortunately, we could not compare
fission rates during the experiment (= inter-individual distances of 75 m) to natural
contexts because respective data on inter-individual distances >20 m under natural
conditions are lacking.

In accordance with our third prediction, fissioning resulted in a significantly higher
number of individuals drinking from bottles at the same time. Hence, fissioning
apparently allowed group members to avoid costly consensus decisions and provided
instant foraging benefits for a higher number of individuals (Kerth 2010). Such temporary
splitting into subgroups as a consequence of high consensus costs has been observed in a
number of species, including pigeons (Biro et al. 2006), bats (Kerth et al. 2006) and
baboons (King et al. 2008). However, there are also potential costs of group fissions.
Decreased cohesion should negatively affect shared vigilance and predator confusion and,
thus, increase predation risk (Bertram 1978; Fichtel in press). This may be particularly
salient during the dry season when we conducted the experiment because during this
time Madagascar’s largest carnivore, the fossa, mainly feeds on lemurs (Hawkins and
Racey 2008), and predation risk is supposed to be high due to defoliated trees (Janson
and Goldsmith 1995). Thus, benefits of group fissions in terms of enhanced resource
access supposedly outweighed the costs of increased predation risk during the
experiment (see also Houston et al. 1993 and Moody et al. 1996 for theoretical overviews

on energy-risk trade-offs).

Group coordination, overtaking and resource intake

We predicted predominantly stable leadership by adult females towards the platforms
and, accordingly, highest foraging benefits for these individuals. Consistent with our
predictions, adult females initiated most movements towards the platforms. Female

initiator- and leadership has been described in a number of mammal species (dwarf
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mongooses: Rasa 1987; Grevy's zebras, Equus grevyi, and onagers, Equus hemionus:
Rubenstein 1994; plains zebras: Fischhoff et al. 2007; primates: summarized in Fichtel et
al. 2011) and is usually attributed to the high energetic needs of females during gestation
and lactation. Since we conducted the experiment during the gestation period of red-
fronted lemurs, females might have initiated group movements in order to compensate
increased physiological requirements as well.

However, female leadership was not stable. In fact, overtaking by individuals of all
age and sex classes occurred during two-thirds of movements throughout all
experimental conditions. During natural movements, change of leadership occurred in
only 18% of cases, and no overtaking at all was reported in another study on group
movements in red-fronted lemurs by Erhart and Overdorff (1999). As a consequence of
overtaking, initiators did not arrive first at the drinking platforms, and arrival instead of
departure order predicted individual foraging benefits. Neither sex nor age affected
resource intake, and it was not always the same individuals who arrived at a platform
first. We expected higher overtaking rates during movements towards 1-bottle-platforms.
However, the number of bottles did not determine change of leadership, which is in line
with the observation that baiting patterns did not affect visit numbers at platforms,
either.

Overtaking rates in the present study were apparently affected by the high value
and predictability of the experimental resource compared to natural foraging patches.
However, such changes in coordination processes have not been described in comparable
studies involving movements to experimental foraging patches by groups of white-faced
capuchin monkeys (Meunier et al. 2006) and chacma baboons (King et al. 2008). These
species are characterized by clear dominance hierarchies that have been shown to result
in asymmetric resource holding potential (Koenig 2002; Vogel 2005). Therefore, the high
frequency of overtaking by individuals from all age and sex classes observed here could
be facilitated by the egalitarian social relationships among red-fronted lemurs (Kappeler
1991; Pereira and McGlynn 1997). In fact, we never observed an individual that had
previously overtaken being punished by other group members after arrival on the

platforms.
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Social interactions at the platforms

Fissioning offered the possibility to avoid costly consensus decision-making in the first
place. Overtaking resulted in earlier arrival at the platforms and higher resource intake. A
third tactic to optimise individual foraging benefit could be supplanting of group
members from bottles through aggressive behaviour at the platforms. As in other studies
on red-fronted lemurs (Pereira et al. 1990; Erhart and Overdorff 1999), we observed
aggressive behaviour during feeding throughout the experiment. Aggression increased
with the number of individuals and the time spent on the platform. Furthermore, adults
emitted aggression more often than subadults. However, contrary to our hypothesis, the
frequency of agonistic interactions at the platforms was not higher on platforms with
fewer bottles.

At first sight, higher aggression levels of adults compared to subadults seem to
reflect the proximate importance of physical asymmetry in accessing a food resource
(Pereira 1988; Gompper 1996). However, aggression resulted in the displacement of a
conspecific from a bottle in only 7.2%. Therefore, aggression was not a powerful
mechanism to obtain a foraging opportunity but rather a consequence of increased
agitation or opportunities for cuffs and grabs due to spatial crowding (Erwin and Erwin
1976). The assumption of high social tolerance exhibited by adults towards subadults at
the platforms is also in line with another observation: mothers and their offspring were
observed to drink simultaneously from the same bottle for prolonged time spans (>5 sec)

in 22 cases.

5 Conclusions

The skew of foraging opportunities at artificial drinking platforms did not affect the
outcomes of consensus decision-making in red-fronted lemurs and the decision type was
undetermined. In fact, red-fronted lemurs evaded the foraging costs of group cohesion
and stable leadership by regular fissioning into subgroups or overtaking the initiator of a
movement, which proved beneficial in terms of both higher collective and individual
resource intake. However, aggression at the platforms was not a useful tactic to augment
individual foraging benefits. Our study also permits a number of more general conclusions
regarding the relationships among coordination, foraging behaviour and social structure

in animal groups. First, costs of a temporary lack of coordinated cohesion can be
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outweighed by high resource quality and predictability, even under supposedly high
predation risk. Second, coordination in animal groups characterised by an egalitarian
social structure can be highly flexible, allowing the use of alternative behavioural tactics

that translate into individual foraging benefits irrespective of sex, age or social status.
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1 Introduction

Collective anti-predator behaviour is one of the principal advantages of group-living (for
mammals, e.g., Janzen 1970; van Schaik 1983). It can be broadly divided into two
strategies and tactics employed before and after predator encounters (Caro 2005; Rahlfs
and Fichtel 2010; Fichtel, in press). While the former include predator-sensitive foraging
and increased vigilance, mobbing occurs in several mammal species after detecting a
predator (e.g., Tamura 1989). Why animals engage in mobbing and who benefits from it
in which way remains an unresolved question in animal behaviour (for reviews see Curio
et al. 1978; Shields 1984). Until today, published field observations of group-living lemurs
mobbing a predator are rare (summarised in Scheumann et al. 2007). Regarding snakes,
only three interactions have been described so far (Colquhoun 1993; Rakotondravony
1998; Burney 2002). Here, we report a prolonged mobbing display against a Madagascar
ground boa (Acrantophis madagascariensis) by a group of red-fronted lemurs (Eulemur
rufifrons) in Kirindy Forest. Observations like this may help to elucidate fundamental
mechanisms of collective anti-predator behaviour by contributing to a pool of data on

mobbing by particular pairs of prey and predators.

2 Observations

The event was observed during regular behavioural observations of red-fronted lemurs in
Kirindy Forest, 60 km north of Morondava. It was the only snake-lemur interaction
observed during the entire study period from November 2007 to April 2010, in which four
lemur groups were followed daily by one or two observers, respectively (> 4,000 h of
observation data). Red-fronted lemurs live in multi-male—-multi-female groups of 5-12
individuals (Pereira and Kappeler 1997; Wimmer and Kappeler 2002). The study group (B)
that encountered the boa included 9 individually marked animals at the time (2 adult
females, 5 adult males, 1 juvenile male, 1 male infant).

On March 1, 2010, at 7.19 h, sudden alarm calls of several red-fronted lemurs
were heard in the study area known as CS7. Six individuals (2 adult females, 2 adult
males, 1 juvenile male, 1 male infant) could be identified after approaching the group to
within 10 m. Three of them (2 adult females, 1 adult male) emitted "Woofs" and "Huvvs",
vocalisations typically uttered during predator encounters (Fichtel and Kappeler 2002).

The 5 individuals surrounded an approx. 2 m long Madagascar ground boa that was lying

130



Chapter 5

motionless on the ground. The lemurs sat at a height of 1-2 m, each about 3 m away from
the snake, wagging their tails vigorously, except the infant that kept a distance of 5 m
during the entire event and did not display any vocalisations or tail-wagging. During the
next 4 min, one of the adult males approached the front end of the boa twice, getting as
close as 1-2 m. After 5 min, he left the scene. During this time, one of the adult females
also approached the snake up to within 2 m. When the male left, the second female
started to quickly circuit the boa for 4 min, maintaining a distance of 2-3 m. After 14 min
of several approaches and continuous alarm calls by 3-5 individuals, the boa moved for
the first time, heading slowly away. The remaining adult male approached the moving
snake also within 2 m; also at its front end. About 1 min later, the boa had moved 15 m
away, and the lemurs left in the opposite direction, still uttering grunts continuously.
Once the boa was out of sight, the mobbing stopped and the lemurs’ behaviour returned

to baseline levels.

3 Discussion

The mobbing reaction of the group was strong and prolonged and included most of the
group members. This is similar to the behaviour of a black lemur (Eulemur macaco
macaco) group encountering a Madagascar boa at Ambato Massif, where the group
mobbed the snake for 15-20 min, and some individuals approached it as close as 1 m
before finally leaving the location (Colguhoun 1993). It is also noteworthy that females
and males mobbed and approached the snake in equal measure as observed in a number
of other species (e.g., Tamura 1989; Ferrari and Ferrari 1990; Tello et al. 2002). The infant
maintained a larger distance to the boa and did not engage in the mobbing displays,
however. Similar infant behaviour has also been reported for other primates (e.g., Ferrari
and Ferrari 1990) and might be due to a higher susceptibility to an attack due to smaller
body size or a lack of innate experience regarding predator encounters and mobbing
strategies (Curio et al. 1978; Fichtel, in press).

The strong mobbing reaction of the lemurs might be explained by the hunting
strategy of the snake. Boas are ambush hunters that usually abandon an attack as soon as
they have been detected (Montgomery and Rand 1978; Slip and Shine 1988). Therefore, it
seems beneficial for prey animals to signal the ambush hunter quickly and distinctly that

it has been detected. As boas do not pursue their prey after an unsuccessful attack, it is
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also unsurprising that the lemurs’ behaviour returned to baseline levels of anxiety shortly
after departing the site of the predator encounter. In contrast, groups of red-fronted
lemurs showed increased vigilance behaviour for at least 30-60 min after encountering a
fossa (Cryptoprocta ferox; pers. comm. Jean-Pierre Tolojanahary and pers. observation by
LP), which is probably due to the higher agility and climbing abilities of the largest
mammalian carnivore. Furthermore, fossas have been observed to hunt cooperatively
and pursue prey up to 45 min (Lihrs and Dammhahn 2009).

There are no quantitative data on predation rates of lemurs by snakes in Kirindy,
only opportunistic observations (e.g., Schiilke 2001; Eberle and Kappeler 2008) that are
biased by several factors, however. The low observation rate of boa-lemur interactions
could be due to the reptiles’ nocturnal lifestyle (Raxworthy 2003), so that most of the
attacks would occur at night when no or only few observers are working in the forest.
Furthermore, boas at Kirindy are only active during the rainy season from January to
April, when observations are often limited by dense foliage and frequent rainfalls. Five of
the 6 individuals taking part in the mobbing were related (1 adult female and her 4
offspring from the last 4 years), while it is currently unknown whether the second adult
male sired one of the two youngest group members. However, due to the small number
of detailed observations of predator encounters it remains impossible to identify the
ultimate causes of collective mobbing (kin defence/parental care, self-/group defence or
cultural transmission of enemy recognition; Curio et al. 1978) in this species for the time

being.
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GENERAL DISCUSSION

In this thesis, | identified a number of terminological inconsistencies and conceptual
shortcomings in studies on coordination and decision-making in animal groups (Chapter
1) as well as methodological concerns regarding the analysis of group ranging behaviour
(Chapter 2) that hamper comparisons among studies and taxa. | will use the general
discussion to briefly summarise how these problems could be reduced in future research.
Subsequently, | will revisit the major findings from the empirical chapters, compare them
to results from other studies, and suggest general patterns that are shared among
different species. Finally, | will outline some approaches for future studies that could fill

gaps in our current understanding of group coordination and collective decision-making.

1 Terminology and concepts
Research on coordination and decision-making has increased considerably throughout the
last decade. The expeditious rise in the number of studies also resulted in several
different definitions and concepts with only partial overlap (see Conradt and List 2009;
Fischer and Zinner 2011 for discussions). Many of the recommendations to solve these
problems made in Chapter 1 are straightforward. For instance, | proposed not to use the
terms “combined decision” and “democratic/despotic decision” in future research to
avoid ambiguity and anthropocentric connotations. A central but highly debated term in
decision-making is leadership (Petit and Bon 2010). | recommended using the term leader
for an individual that initiates a collective action and elicits following behaviour (without
specifying the exact number/proportion of followers), which is similar to other definitions
(Krause et al. 2000; King 2010). However, empirical studies may demand species- or
context-specific solutions. For instance, King et al. (2008) defined the leader as the animal
that arrived first at an artificial feeding patch because they were not able to observe the
initiation process during morning departure due to poor light conditions (Guy Cowlishaw,
pers. comm.). In any case, the definition used should be reported clearly in each study to
facilitate comparison.

The same applies to the definitions of each phase of the coordination process, i.e.
initiation, followership and termination, as well as the definition of successful group

movements, the latter of which may demand a certain proportion of followers (e.g., Petit
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et al. 2009). Throughout Chapter 1, | argued that these definitions should be taxon-
specific in order to collect meaningful data (see also Trillmich et al. 2004). For instance,
the distance that an initiator has to cover to count as a starting attempt for a collective
movement in a group of meerkats can be expected to differ from that in rhesus
macaques, for example, because these species clearly differ in body size and group
cohesion. In addition, | stressed the importance of analysing the entire process of
collective actions from initiation to termination, in order to gain a complete picture,
including potential changes of leadership or a second decision-making process during
termination. Another conceptual recommendation relates to the differentiation between
leadership and decision-making. Many studies equated consistent leadership with
unshared consensus decision-making, and distributed leadership with (partially) shared
decisions (King et al. 2008; Stueckle and Zinner 2008; Bonanni et al. 2010). However, a
number of recent findings suggest that consensus decisions can be shared despite
consistent leadership (Sueur and Petit 2008a; Bourjade et al. 2009). Therefore,
characteristics of leadership should be considered separately from investigations of the
mechanisms that mediate decision-making among followers (Bourjade and Sueur 2010).

A more general concern relates to the comparability of studies of free-ranging and
captive groups (Chapter 1.2). Because in captive settings groups of animals can easily be
video-taped and observed continuously, they offer the valuable opportunity to conduct
detailed studies on behavioural mechanisms of initiation and followership (Sueur and
Petit 2010; Jacobs et al. 2011). However, group decisions in captive groups lack ecological
relevance because there is no predation risk or competition over food. Therefore,
determinants of leadership in captivity can usually be expected to differ fundamentally
from determinants under natural conditions (see also Barrett and Henzi 2005). A second
concern raised in Chapter 1.2 is the relationship between theoretical and empirical
studies. Computer models constitute a large part of recent coordination research. While
these models are indispensable for our basic understanding of coordination mechanisms
(Rands et al. 2003; Couzin et al. 2005), they are often based on a set of variables that can
not be assessed in empirical studies. On the one hand, this is an inherent characteristic of
models that try to identify basic patterns by simplification. On the other hand, theorists
should also try to develop models that are closer to natural conditions and can be tested

in empirical studies to control their reliability. In turn, empirical studies should include
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more experiments during which specific variables can be controlled and modified
systematically.

Finally, Chapter 2 dealt with the impact of different methods and sampling
regimes on spatial analyses of animal group movements. Using red-fronted lemur groups
as a test case, | showed that home range estimates varied considerably, depending on the
analytical method, sampling parameters and ecological seasonality as well as interactions
between variables. As a consequence, | suggest choosing estimators depending on the
study taxon and specific objectives, and providing results from different estimators in
order to show the degree of variance in the data and facilitate direct comparisons among

different taxa and sites.

2 Coordination processes and decision-making in red-fronted lemurs
The aim of the empirical work conducted for this thesis was to provide a comprehensive
picture of coordination processes and the type of decision-making in free-ranging groups
of red-fronted lemurs under varying natural and experimental conditions. Under natural
conditions (Chapter 3), group cohesion was high and movements proceded in a
coordinated fashion, with changes of leadership occurring in only 9% of observed
movements. Individuals of different sex and age classes initiated movements successfully.
However, leadership was highly skewed towards adult females, which elicited 78% of
collective movements and were overtaken less often than male initiators. The prevalent
explanation of female leadership relates to the compensation of additional energetic
expenditure due to gestation and lactation (Erhart and Overdorff 1999; Fischhoff et al.
2007). However, patterns of leadership in seasonal breeding red-fronted lemurs were not
affected by reproductive or ecological seasonality, which makes this explanation unlikely.
Instead, | suggested that female philopatry, which results in strong genetic and affiliative
network relations within groups, favoured joining behaviour, which in turn positively
reinforced female leadership year-round. In order to test this hypothesis, | am currently
analysing latencies and distances of joiners during group departures in relation to
individual socio-genetic relations with the initiator of the movement.

Field observations also revealed that recruitment success was higher for adult
initiators and during the dry season, but that it did not depend on the initiator’s sex. The

finding of adults leading more often than subadults matches those of numerous other
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studies and may be best explained by age-specific asymmetries in experience and
knowledge and juvenile preference for safe spatial positions in the centre of the group
(Boesch 1991a; Janson and van Schaik 1993; Boinski and Campbell 1995). Higher
predation risk during the lean season (Janson and Goldsmith 1995) might account for
higher numbers of followers. However, we did not adjust the operational definition of
group movements used for red-fronted lemurs seasonally — including the radius around
the terminator in which followers have to arrive. Therefore, higher recruitment success
might simply have reflected higher overall group cohesion during the dry season. Finally,
male leaders have been shown to have lower numbers of followers in female-dominated
lemur species (Sauther ans Sussman 1993; Trillmich 2004). Therefore, the egalitarian
structure of red-fronted lemur groups could explain the lack of sex-specific differences
regarding recruitment success observed in this thesis.

In contrast to group movements between natural feeding and resting sites,
coordination decreased considerably during the field experiment (Chapter 4). Adult
females still initiated approx. 70% of movements towards the platforms. However, the
leader was overtaken by individuals of all sex and age classes in 67% and individual
resource intake at the foraging platforms did not depend on departure order, sex or age
but exclusively on arrival order. Furthermore, the group fissioned into 2-3 subgroups in
11% of platform visits which resulted in more individuals depleting the experimental
resource simultaneously. | argued that the high value and predictability of the artificial
resource did account for the changes in coordination processes between natural and
experimental conditions. Thus, the benefits of “egoistically” exploiting the artificial
resource must have outweighed a potential increase in predation risk through neglected
coordination and temporarily low cohesion (Houston et al. 1993). In addition, individual
aggressiveness at the platforms did not result in supplanting of conspecifics from the
resource. Such equally distributed resource holding potential presumably reflects again
the egalitarian social structure and high social tolerance of red-fronted lemurs (Kappeler
1991).

Due to random patterns of platform visits, | was unable to determine the decision
type at departure using the experimental paradigm. In fact, red-fronted lemurs did not
seem to rely on consensus decisions during departure towards the platforms but used

alternative tactics (overtaking, group fission) to avoid consensus costs and maximise
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individual foraging benefits. However, it is possible to make some predictions regarding
decision-making in red-fronted lemurs under natural conditions on the basis of findings of
previous studies. For instance, groups of rather egalitarian Tonkean macaques showed
equally shared decision-making involving a voting process and affiliative mimetism,
whereas more despotic rhesus macaques exhibited consensus decisions that relied on a
few old and dominant individuals (Sueur and Petit 2008a; Sueur et al. 2010). In addition,
Jacobs et al. (2011) demonstrated that joining behaviour in brown lemurs depended on
the actions of closely affiliated group members (selective mimetism). Due to the
egalitarian structure of their groups and the close relatedness to brown lemurs, | also
expect shared decision-making in red-fronted lemurs, presumably mediated by affiliative
mimetism.

As mentioned in the general introduction, mechanisms of group coordination in
terms of vocal communication were not part of this project but explored separately in a
diploma thesis (Pfliger 2010) that | want to address briefly in order to provide a complete
picture of group coordination in red-fronted lemurs. Preliminary results from Pfliger's
work suggest that red-fronted lemurs occasionally use a call combination (“hoo-grunt-
meow”) to initiate group movements (over large distances). However, systematic

playback experiments to test this assumption have not yet been conducted.

3 Conclusions

Theoretical considerations presented in this thesis highlight the need for unambiguous
terminology, clear research concepts, taxon-specific definitions and carefully designed
theoretical models as well as field experiments in order to collect biologically meaningful
and comparable data that expand our knowledge on coordination and decision-making in
animal groups. While, naturally, any research field requires clear terminology and
methodology, particular attention should be dedicated to this issue in studies on group
coordination because they heavily rely on definitions of single terms — such as leadership,
decision-making, consensus or self-organisation — that have been employed ambiguously
in both, colloquial and scientific language for a long time (List and Conradt 2009; Chapter
1.3). Only if definitions and concepts are used consistently and reported clearly, it will be
possible to integrate future studies in a coherent framework of animal group

coordination.
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The empirical results of this thesis revealed that group coordination in free-
ranging red-fronted lemurs can yield highly flexible outcomes depending on a number of
environmental parameters. Outcomes ranged from well-coordinated movements with
stable leadership to “chaotic” movements including frequent change of leadership and
splitting into subgroups. Determinants of group coordination included (i) sex and age, (ii)
ecological seasonality, and (iii) high value/predictability of artificial foraging patches.
Although females led group movements significantly more often than males, there was
no sex-specific difference in recruitment success.

These results suggest a number of conclusions regarding the relationships among
coordination, food-predation trade-offs and social structure in animal groups on a more
general level. First, increased predation risk seems to promote higher cohesion/stronger
followership during group movements. On the other hand, neglected coordination and
temporal fissioning that can be expected to translate into costs of higher predation risk
(Alexander 1974) can be outweighed by the selfish benefits of exploiting a high-value
resource. The second conclusion relates to the impact of a species™ social structure on
group coordination. If a clear dominance hierarchy exists, usually dominant individuals
lead and play a prominent role in the decision-making process (Sueur and Petit 2008a;
Bonanni et al. 2010; Sarova et al. 2010). In a foraging experiment with baboons,
subordinates even followed the dominant leader in most cases despite considerable
consensus costs (King et al. 2008). In the absence of dominance, affiliative network
relations seem to play the major role in governing group coordination (Sueur et al. 2010;
Jacobs et al. 2011; Chapter 3). Furthermore, an egalitarian social structure presumably
allows individuals to recruit group members successfully irrespective of sex (Chapter 3),
and to use alternative behavioural tactics to consensus decisions that translate into

individual foraging benefits irrespective of sex, age or social status (Chapter 4).
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4 Outlook

Research on group coordination and decision-making progressed immensely in the last
decade. Nevertheless, the discussion of results from this thesis in relation to existing
studies revealed considerable lacunae in our current knowledge. In particular, |

encourage future research in the following areas:

1. Leadership is expected to be determined by a combination of different individual
characteristics (King et al. 2009). These determinants can vary depending on the
context of the collective action (King et al. 2008; Stueckle and Zinner 2008;
Chapter 4). To unravel context-specific determinants, more empirical studies on
group coordination of species differing in group composition and social structure
during comparable situations, e.g., morning departures, movements between
natural foraging patches or artificial feeding sites, are needed.

2. Recently, a number of studies demonstrated that behavioural variation or
personality can be associated with leadership (Harcourt et al. 2009; Kurvers et al.
2009; Schuett and Dall 2009; see also Chapter 1). However, the impact of
personality on group coordination is still poorly understood in most species and,
therefore, represents a promising field for future research.

3. A central argument for leadership is motivation due to physiological requirements
(Rands et al. 2003; Fischhoff et al. 2007; Chapter 3). Regular measures of body
mass and field metabolic rates of different group members especially during
energetically demanding periods like lactation (Scantlebury et al. 2002; Simmen et
al. 2010) can help testing this assumption and should be included in upcoming
coordination research.

4, Field experiments already proved highly valuable to analyse coordination
mechanisms and decision types (Biro et al. 2006; Kerth et al. 2006; Chapter 4). An
obvious approach for the future would be to experimentally vary group
composition in terms of age, sex, relatedness, physiological condition or individual
knowledge (e.g., using vibrating collars to inform particular individuals about a
food resource) and to study the impact of these manipulations on coordination
processes and mechanisms (Kerth 2010a). In this respect, mixed-species groups

might offer a natural experiment because traits such as body size and knowledge
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of resource distribution often differ between the associated taxa (see Heymann
2011).

Finally, the need to coordinate is not restricted to collective movements. New and
fascinating insights might also be gained by systematically studying coordination in
other behavioural contexts, e.g., collective vigilance or joint mobbing of predators

(Pays et al. 2007; Chapter 5).



Summary

SUMMARY

In order to reap the benefits of group-living, gregarious animals have to maintain group cohesion.
However, differences among group members in terms of sex, age or physiological constitution
lead to different activity budgets and motivations, which, in turn, act as a centrifugal force on
group cohesion. In order to stay cohesive despite inter-individual conflicts, groups must
coordinate collective actions by making shared or unshared consensus decisions. In this context,
single group members often adopt different behavioural roles, i.e. certain individuals emerge as
leaders, others as followers. In the last decade, a number of studies explored single aspects of
coordinated behaviour in the context of group movements, covering a wide range of taxa. Yet,
comparisons among studies are still hampered by ambiguous terminology and inconsistent
concepts. In addition, taxon- and condition-specific determinants of coordination processes and
decision-making under natural conditions remain poorly understood.

| addressed both of these general issues in my thesis. First, | outlined why group
movements emerged as the major paradigm of coordination research and why primates provide
an excellent model taxon in this context, followed by a review of several aspects related to
primate group movements. With this basis, | shifted the focus towards terminology, methodology
and concepts used in (primate) coordination research and made suggestions to improve
comparability among future studies. In particular, | encouraged the use of taxon-specific
definitions of group movements and a clear differentiation between coordination research on the
individual-level process (decision-making) and the group-level outcome (leadership).

In a second part of the thesis, | explored group movements in wild red-fronted lemurs
(Eulemur rufifrons) with a comprehensive approach that included (i) analyses of spatio-temporal
patterns of ranging behaviour using GPS collars, (ii) observations of coordination processes based
on an operational definition in four groups across naturally variable socio-ecological contexts, and
(iii) observations and video recordings of coordination and decision outcomes in one group during
a field experiment aimed at manipulating the cost/benefit ratio of individual versus group-level
decisions through the use of drinking platforms. Analyses of GPS ranging data revealed strong
impacts of analytical method, sampling regime and seasonality on home range estimates. Under
natural conditions, stable leadership by adult females prevailed year-round, presumably
reinforced by close affiliative network relations among philopatric females. However, adult male
initiators had the same recruitment success as females — supposedly a consequence of the
species’ egalitarian social structure. Recruitment success was higher during the lean season,
possibly due to a higher predation risk. Adult females also initiated most movements during the
experiment. However, leaders were overtaken in 67% of observed cases. Consequently, individual
resource intake at the foraging platforms did not depend on sex, age or departure position but
only on arrival order. Moreover, group fission occurred in 11% of cases, which resulted in more
individuals drinking simultaneously but also temporarily low cohesion. The type of decision-
making (shared or unshared) could not be determined because lemur visits at the platforms
during the various patterns of baiting (monopolisable versus non-monopolisable resources) did
not meet our predictions, but rather occurred randomly.

In conclusion, these results suggest that coordination processes are highly flexible,
depending on environmental variations, such as seasonality and resource quality/predictability.
Furthermore, adult recruitment success seems to be equally distributed among sexes, and group
members may use alternative behavioural tactics to consensus decisions, such as overtaking or
fissioning, in order to optimise individual foraging benefits irrespective of sex, age or social status.
The findings in red-fronted lemurs might be representative of gregarious species characterised by
egalitarian social relationships.
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Zusammenfassung

ZUSAMMENFASSUNG

Gruppenlebende Tiere profitieren in vielfaltiger Weise von der Vergesellschaftung mit anderen.
Um die Gruppenkohasion trotz individueller Interessenkonflikte zu gewahrleisten, miissen die
Aktivitaten einzelner Gruppenmitglieder durch gemeinsame Entscheidungen miteinander
koordiniert werden. Diese Konsensentscheidungen konnen auf Grundlage der Interessen einiger
weniger oder aller Gruppenmitglieder gefallt werden, wobei oftmals einzelne Individuen als
Anflhrer fungieren, die den Rest der Gruppe rekrutieren. In den letzten Jahren wurden in
zahlreichen theoretischen und empirischen Studien einzelne Aspekte der Gruppenkoordination
am Beispiel von Gruppenbewegungen untersucht. Allerdings erschweren bislang uneinheitliche
Begriffsdefinitionen und teils widerspriichliche Konzepte die Vergleichbarkeit einzelner
Forschungsergebnisse. Auch die art- und umweltabhiangigen Determinanten von
Koordinationsprozessen und gemeinsamer Entscheidungsfindung unter natirlichen Bedingungen
sind bislang wenig verstanden.

In der vorliegenden Dissertation habe ich beide der oben genannten Aspekte bearbeitet.
Zunachst habe ich dargelegt, warum Bewegungen nicht-menschlicher Primaten ein
ausgezeichnetes Modell darstellen, um Gruppenkoordination zu untersuchen, und
zusammengefasst, was bislang in diesem Kontext erforscht wurde. Von dieser Datenbasis
ausgehend, habe ich den Schwerpunkt auf die Bewertung von Begriffen, Methoden und
Konzepten verlagert und aufgezeigt, wie die Vergleichbarkeit zwischen einzelnen Studien in
Zukunft erleichtert werden kann. Insbesondere empfehle ich die Verwendung von artspezifischen
Gruppenbewegungs-Definitionen und eine klare konzeptionelle Trennung von Studien, die
Prozesse auf der Ebene des Individuums (Entscheidungsfindung) bzw. auf der Ebene der Gruppe
(Anflhrerschaft) behandeln.

Im zweiten Teil dieser Arbeit habe ich Gruppenbewegungen bei Rotstirnmakis (Eulemur
rufifrons) untersucht. Der Forschungsansatz umfasste (i) die Analyse zeitlich-raumlicher
Bewegungsmuster mit Hilfe von GPS-Halsbdndern, (ii) die Beobachtung von
Koordinationsprozessen in unterschiedlichen sozio-6kologischen Kontexten sowie (iii)
Beobachtungen und Videoaufnahmen von Koordinationsprozessen und Konsequenzen von
Gruppenentscheidungen im Rahmen eines Feldexperiments mit manipuliertem Konfliktpotential.
Die Analyse der GPS-Daten zeigte starke Einflisse der Berechnungsmethoden sowie der
klimatischen Saisonalitdt auf die StreifgebietsgrofRe. Unter natirlichen Bedingungen flhrten
ganzjahrig Uberwiegend adulte Weibchen die Gruppen an, vermutlich als Folge enger affiliativer
Netzwerk-Beziehungen durch weibliche Philopatrie. Allerdings hatten mannliche Initiatoren
denselben Rekrutierungserfolg wie weibliche, was als Konsequenz der egalitdren Sozialstruktur
bei Rotstirnmakis verstanden werden kann. Der Rekrutierungserfolg war generell wahrend der
Trockenzeit hoher, womoglich eine Folge von erhohtem Pradationsrisiko. Adulte Weibchen
initiierten auch die meisten Bewegungen wahrend des Experiments. Allerdings wurden die
Anflihrer in 67% der Fille Uiberholt. Dementsprechend bestimmten weder die Startreihenfolge
noch Geschlecht oder Alter die Ressourcenaufnahme auf den Plattformen, sondern allein die
Ankunftsreihenfolge. Zudem teilte sich die Gruppe in 11% der Falle in Subgruppen auf, wodurch
mehr Individuen gleichzeitig von der experimentellen Ressource profitierten. Wie viele Individuen
jeweils an den Entscheidungen beteiligt waren, die den Besuchen von unterschiedlich bestiickten
Plattformen vorausgingen, liefl§ sich nicht feststellen, da die Besuchsmuster zufallig waren.

Zusammengefasst weisen die Ergebnisse dieser Arbeit darauf hin, dass
Koordinationsprozesse innerhalb einer Art in Abhangigkeit von den Umweltbedingungen stark
variieren konnen (6kologische Saisonalitat, Vorhersagbarkeit/Qualitdt der Ressource). Zudem
scheint  bei  Arten mit  egalitdren  Sozialbeziehungen  der  Rekrutierungserfolg
geschlechtsunabhadngig zu sein, und Gruppenmitglieder kénnen unabhangig von Alter, Geschlecht
oder sozialem Rang alternative Verhaltenstaktiken zu Konsensentscheidungen wahlen
(Uberholen, temporére Gruppenteilung), um die individuelle Ressourcenaufnahme zu optimieren.
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Appendix

APPENDIX

Table Al (Chapter 4): Number of visits on single platforms per study day throughout

different conditions/designs.

Design Condition Day of Platform number
experiment 1 2 3 4
0 1 1 4 3 4 0
2 0 1 0 0
3 1 1 3 0
4 0 0 2 0
1 2 5 1 1 2 1
6 2 0 1 0
7 2 1 3 0
8 2 1 2 1
3 9 0 1 3 0
10 2 1 4 3
11 2 1 3 4
12 1 1 1 1
2 4 13 0 1 2 2
14 2 3 2 0
15 0 1 1 1
16 0 1 3 0
5 17 1 3 2 0
18 1 0 4 1
19 0 3 4 2
20 0 1 2 0
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