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ABSTRACT 

 
The ability to recognise potential mates and choose the best possible partner for 

reproduction is of fundamental importance for most animal species. This thesis 

presents studies of mate choice in marine snails of the genus Littorina, where male 

precopulatory mate choice seems to be more predominant than female precopulatory 

choice. Male mate choice starts already when the male choose (or not) to follow 

another individual’s mucus trail, which is deposited during locomotion. Trail-

following is a central part of this thesis and gastropod trail-following in general has 

been thoroughly reviewed in one of the chapters. Both trail-following and copulations 

have been studied in several experiments to depict male mate choice and the 

consequences of mate choice on reproductive barriers between ecotypes (of L. fabalis) 

and sister-species (L. fabalis and L. obtusata). 

Mate choice does not always stop with a completed copulation. In species where 

females mate with multiple males there is a chance for cryptic mechanisms to act after 

copulation through cryptic female mate choice and/or sperm competition. In one of 

the chapters paternity distribution among offspring of females of L. saxatilis was 

studied, using genetic tools, and laboratory-raised families with known parents. 

Paternity was not randomly distributed among the fathers contributing to offspring 

production, indicating postcopulatory sexual selection either by cryptic female choice 

and/or sperm competition. 

Convenience polyandry has been suggested as an explanation for the apparent lack 

of female precopulatory mate choice and the extreme promiscuity in L. saxatilis. In 

this species we found that females try to reduce the number of costly matings by 

removing cues from their mucus trails, to avoid advertising their sex as females of 

closely related species do. Thus males are forced to search blindly for mates 

following male- and female mucus trails indiscriminately, consequently reducing 

male-female encounters and costs of superfluous matings for the female.  

This thesis contributes to new insights on mate choice and its effects on 

reproductive barriers in Littorina, and adds to our understanding of the evolution of 

new species. 



 

POPULÄRVETENSKAPLIG SAMMANFATTNING 
 

Förmågan att känna igen potentiella partners och välja den bästa partnern att 

reproducera sig med är av fundamental vikt för de flesta djur. Den här avhandlingen 

presenterar studier av partnerval hos strandsnäckor (Littorina spp.), där hanligt val är 

mer framträdande än honligt val. Hanarna gör sitt första val redan när de väljer att 

följa eller inte följa en annan individs slemspår. Slemspår produceras av alla snäckor 

när de rör sig och utgör en förutsättning för snäckors förflyttning. Slemspårsföljning 

är en central del av den här avhandlingen och i ett av kapitlen ges en översikt över 

slemspårsföljningens betydelse hos snäckor mer generellt. Både slemspårsföljning 

och parningar har studerats i flera experiment där fokus har varit på hanligt val och 

dess konsekvenser för parningsbarriärer mellan bestånd av en art (ekotyper) och arter. 

Partnerval är inte alltid så enkelt som att se vem som parar sig med vem, hos honor 

som parar sig med många hanar finns möjlighet för partnerval även efter parningen; 

antingen genom honlig påverkan på befruktningsprocessen eller genom att spermier 

från olika hanar konkurrerar om befruktningen. I ett av avhandlingens kapitel studeras 

hur faderskap fördelas mellan olika tänkbara hanar hos snäckfamiljer uppfödda på 

labb. Vi fann att faderskapsfördelningen inte var slumpmässig bland de hanar som 

bidrog till kullarna, vilket tyder på att det förekommer ett urval efter parning antingen 

genom honlig påverkan och/eller genom spermiekonkurrens. 

Avsaknaden av ett synligt honligt val hos strandsnäckor tros bero på att kostnaden 

för att neka hanarna parning är högre än kostnaden för honan att acceptera en parning, 

så honorna väljer att acceptera alla hanar snarare än att försöka mota bort oönskade 

hanar. Detta innebär att strandsnäckor parar sig ofta och har många fäder till varje kull 

ungar. Hos den mest promiskuösa arten (L. saxatilis) fann vi att honorna försöker att 

minska antalet parningar på ett oväntat sätt. Medan andra snäckarters honor märker 

sina slemspår, för att locka hanar till sig, gör L. saxatilis honorna inte detta. Deras 

spår blir då identiska med hanarnas egna spår och detta förvirrar hanarna, som måste 

följa både honor och hanars spår för att hitta en partner. Därigenom minskar antalet 

parningar eftersom hanarna är upptagna med att följa varandras spår hälften av 

gångerna. 

Den här avhandlingen bidrar till nya kunskaper om partnerval hos strandsnäckor 

och hur detta påverkar parningsbarriärer mellan populationer. Den bidrar därmed till 

att öka vår förståelse om hur evolutionen bildar nya arter. 
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INTRODUCTION  
 

Mate choice 

From an evolutionary perspective, mate choice can be the most important decision 

in an individual’s life, at least for sexually reproducing animals. Some animals spend 

their whole life with one partner or share the responsibility of raising the offspring, 

while most animals (not least invertebrates) meet their partner only briefly during 

mating. Either way, choice of mate is fundamental since the quality of the mate is 

likely to affect the fitness of the choosing individual through direct or indirect benefits. 

Direct benefits are, for example, nuptial gifts that is transferred during the copulation 

(Wedell and Ritchie 2004), and other benefits such as parental care (Clutton-Brock 

1991) or protection/acceptance within a territory (Koenig and Dickinson 2004). 

Indirect benefits of mate choice are benefits that have fitness effects for the choosing 

individual by influencing offspring’s survival or attractiveness (Møller and Alatalo 

1999). Indirect benefits should be much more wide spread since all sexually 

reproducing animals should choose the mate that ensures the best fitness of the 

offspring, as long as the costs of the choice do not exceed the benefits of the choice 

(Jennions and Petrie 1997).  

Although recent studies have pointed out the importance of male mate choice 

(Vincent, Ahnesjö et al. 1992; Bonduriansky 2001; Edward and Chapman 2011), or 

mutual mate choice (Myhre, de Jong et al. 2012; Kvarnemo and Simmons 2013), 

studies of mate choice have traditional focused on female choice. The reason for this 

bias is the preconception that a female’s reproductive capacity is limited by the 

number of eggs  and that females therefore are choosy, while males mate at every 

possible occasion since their reproductive capacity only are limited by the number of 

available females (Darwin 1871; Bateman 1948; Williams 1975; Dawkins 1976). 

However, numerous studies have shown that males as well as females often have 

costs of mating and that their reproductive capacity is restricted by other factors than 

the availability of females (Daly 1978; Dewsbury 1982; Michener and Locklear 1990; 

Wedell, Gage et al. 2002; Jordan and Brooks 2010).  Indeed, indiscriminate mating 

should occur only if the benefits outweigh the costs of mating, and consequently both 
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males and females tend to be choosier about their mates in proportion to how much 

time and energy they invest in mating (Ridley 1983).  

Male mate choice is often obvious from behavioural observations of courting and 

mating. However, female mate choice is not always easily unveiled since females that 

mate more than one male have a potential for mate choice after copulation, through 

cryptic female choice (Eberhard 1996). 

Mate choice and mate competition through sexual selection (Andersson 1994) have 

given rise to many of the most remarkable phenotypic characters we can find in 

nature, for example, the tails of the peacocks (Darwin 1871) and the widowbirds 

(Andersson 1982), and extensive colouration and body-shape in families of teleost 

fishes (Kodric-Brown 1985; Quinn and Foote 1994). Less obvious, but nonetheless 

important is the adaptations to postcopulatory sexual selection, as a way for males to 

increase fertilization success during sperm competition or cryptic female choice 

(Kvarnemo and Simmons 2013). During the evolution of species, sexual selection has 

been a major mechanism influencing morphology, physiology and behaviour in many 

species (Andersson 1994). Moreover, divergent sexual selection within a population 

can lead to reproductive isolation and speciation (Seehausen, Terai et al. 2008). Mate 

choice and reproductive barriers are intimately connected given that the fundamental 

and obvious strategy in mate choice must be to mate with individuals of the opposite 

sex and of the same species. To achieve this, mate recognition can sometimes be a 

complex process involving several cues and stimuli (Hankison and Morris 2003). This 

complexity serves to prevent interspecific matings with the risk of producing inferior 

hybrids (Coyne and Orr 2004). However, as will be presented in this thesis, mate 

choice can sometimes be further complicated by conflicting interests of preferable 

traits and species recognition (Pfenning 1998) or by sexual conflicts (Arnqvist and 

Rove 2005).  

 

The study system of Littorina 

Gastropods are one of the most diverse groups of animals and it can be divided 

into three subclasses: the prosobranchs, opisthobranchs and pulmonates (Haszprunar 

1988). Most opisthobranchs and all pulmonates are hermaphrodites, while 97% of the 

prosobranchs are gonochorists and thus have separate sexes (Baur 1998).  As most 

other prosobranchs, all 19 species of the periwinkles, genus Littorina, have separate 
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sexes and they practice internal fertilisation (Reid 1996). Littorina snails are widely 

spread in the subarctic and temperate regions of the Northern Hemisphere (Reid 

1996). They all inhabit the littoral-zone, but some species live mostly submerged on 

seaweeds or rocks, while other species are confined to rocks above mean-water and 

up into the splash-zone (Reid 1996). Snails in the upper littoral zone can have long 

intervals of inactivity, sometimes being dried up for weeks during summer (Stafford 

& Davies 2004). When wetted they move by muscular movements in the foot, gliding 

on secreted mucus that is deposited as a trail. This way of movement enables them to 

adhesive to the substratum and perform food- and mate search even during heavy 

wave action and on vertical or overhang surfaces. 

In Sweden there are four species with different life history traits: Littorina littorea, 

L. saxatilis, L. fabalis and L. obtusata (Fig. 1; Table 1). The most distantly related 

species of the four is L. littorea (Reid, Dyal et al. 2012), which have a different mode 

of reproduction as it has a planktotrophic development and spawn during winter and 

spring (Reid 1996).  Littorina saxatilis is ovoviviparous and is reproductively active 

year-round, while L. fabalis and L. obtusata have a somewhat more restricted mating 

season with egg-masses being mostly observed during late spring and summer (pers. 

obs.). Densities of Swedish populations of the four species vary a lot (Table 1) 

providing different potentials for mate interactions in different species.  

Littorina fabalis and L. obtusata are sister-species that separated about 1.3 Mya 

(Tatarenkov 1995; Reid, Rumbak et al. 1996; Reid, Dyal et al. 2012). These species 

are similar in shape, but adult L. obtusata are larger than L. fabalis and the former 

also lives several years while the latter lives only one to two years (Williams 1990). 

The only diagnostic differences in morphology is found in the genitals (Reid 1996) 

and in addition there are several diagnostic allozyme loci (Zaslavskaya, Sergievsky et 

al. 1992; Rolán-Alvarez, Zapata et al. 1995; Tatarenkov 1995). The two species have 

a partially sympatric distribution on wave-protected shores in the NW Atlantic as well 

as overlapping reproductive seasons (Reid 1996) and, in Sweden, the two species are 

occasionally observed to engage in interspecific copulation (Saltin pers. obs.). 

Nevertheless, according to genetic data the species do not currently hybridise, though 

they share most of the common mitochondrial haplotypes, suggesting either that 

hybridization has taken place after their first separation, or that the two species still 

share ancestral mtDNA haplotypes owing to incomplete lineage sorting (Kemppainen, 

Panova et al. 2009). 
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Both L. saxatilis and L. fabalis are polymorphic species with ecotypes, adapted to 

different environments, and forming often narrow hybrid zones in between. The 

ecotypes of L. saxatilis in Sweden comprise the smaller and more fragile exposed 

ecotype (E) living on wave-exposed cliffs and the larger and more robust sheltered 

ecotype (S) living in micro-sheltered environments behind and beneath boulders 

(Janson 1982). Littorina fabalis lives on fucoid and other macroalgae. In Sweden, the 

“small-sheltered” ecotype (SS) inhabits sheltered parts of shores, while the “large-

moderate” ecotype (LM) is confined to moderately exposed parts of shores 

(Kemppainen, van Nes et al. 2005). In both species, ecotypes differs in size, while in 

L. saxatilis there are also differences in morphology and shell thickness, which are 

largely inherited (L. saxatilis: Janson 1982; Janson and Ward 1984; Reid 1996; 

Johannesson and Tatarenkov 1997, L. fabalis: Reimchen 1982; Reid 1996; 

Tatarenkov and Johannesson 1998; Kemppainen, van Nes et al. 2005). While there 

are extensive reproductive barriers due to size assortative mating between the 

ecotypes of L. saxatilis, which reduce the gene-flow to 10-30% in the hybrid zone 

(Johannesson, Rolán-Alvarez et al. 1995; Rolan-Alvarez, Erlandsson et al. 1999; 

Grahame, Wilding et al. 2006; Panova, Hollander et al. 2006), the gene-flow between 

the ecotypes of L. fabalis is only slightly reduced (Tatarenkov and Johannesson 1998). 

Also L. obtusata can be polymorphic in parts of its range (Reid 1996), but the 

populations in Sweden do not unveil distinct ecotypes. 

 

 
Figure 1. The four species of Littorina that occur in Sweden, (A) L. littorea, (B) L. saxatilis, (C) L. 

fabalis and (D) L. obtusata. Photo: Patrik Larsson (A-C) and Sara Hintz Saltin (D). 
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Table 1. 1Snail density estimates are from typical habitats of each species taken into account the 

surface area of the substratum, see Paper II for details. 2Densities for L. saxatilis are indicated for the 

Swedish exposed ecotype (E). 3Data on reproductive seasons are according to Reid 1996 and personal 

observations of the local conditions in Sweden and 4number of eggs per year are from unpublished 

studies by Johannesson K except for 5L. littorea where data are from (Buschbaum and Reise 1999). 
 

Reproductive behaviour in snails  

There is strong evidence for high levels of promiscuity in several species of 

gastropods (Baur 1998), and species of the genus Littorina are no exception. Indeed, 

there are high- to extremely high levels of multiple paternity in two species, with five 

sires per brood in L. obtusata and as many as 10-20 sires per brood in L. saxatilis 

(Paterson, Partridge et al. 2001; Mäkinen, Panova et al. 2007; Panova, Boström et al. 

2010). 

In Littorina it is the males that are active in finding a mate and in initiating 

copulation, while females are seemingly passive. Indeed, females that attempt to 

actively reject males have only been observed on a few occasions in L. littorea (Saur 

1990; Erlandsson and Johannesson 1994). That females would completely lack the 

ability to choose a male to mate with is quite remarkable given the extreme 

promiscuity in L. saxatilis (Panova, Boström et al. 2010). Possibly females have 

limited means to reject an approaching male since fleeing or fighting off males seem 

unlikely or too costly. To escape by withdrawing into the shell would be risky since 

this would cause dislodgement from the substratum with a high risk of being swept 

away by waves. Hence, due to these high costs of resisting males, it has been 

proposed that females accept more or less all mating attempts since the costs of 

superfluous mating is likely to be lower than the costs of fighting off males 

(convenience polyandry) (Thornhill and Alcock 1983; Panova, Boström et al. 2010). 

For males, the first step in mate choice is taken already when the male choose (or 

not) to follow a mucus trail (Fig. 2.1) (Paper I) of a female. Notably, males of some 

species (L. littorea, L. fabalis and L. obtusata) are able to detect gender identity 
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Species Reproductive season 

Number of eggs per 

year Snail density1 

L. saxatilis2 Year round3 2004 280 

L. littorea February-June3 110.0005 2.3 

L. fabalis March-September3 >6004 1.4 

L. obtusata March-September3 >5004 1.1 



 

already in the mucus trail (Paper V). Hence, males are able to selectively track 

females in search of a mate. Moreover, males can also make female-quality 

assessments from the mucus trails and they mostly prefer trails from large and more 

fecund females (Paper II and III). When encountering a female, males may choose to 

mount the females’ shell (Fig. 2.2) and start to explore it during circular counter-

clockwise movements (Saur 1990). The mounting phase may lead to copulation (Fig. 

2.3), or is terminated by the male leaving the female. In Littorina, mating time is 

usually 10-60 min, while shorter “copulations” are observed when males initiate 

mating with improper mates (such as another male or a juvenile) (Saur 1990; 

Erlandsson 1998).  

In species that mate repeatedly within the same mating season, sperm from several 

males is present in the female during fertilization. Hence there is a potential for 

postcopulatory sexual selection. Patterns of non-random paternity distribution in 

broods of L. saxatilis indicate that there are postcopulatory selection processes 

influencing paternity in this species (Paper IV). This could be male driven by sperm 

competition (Birkhead and Moller 1998) and/or female driven by cryptic female 

choice (Eberhard 1996) (Fig. 2.4). 

 

 
Figure 2. Four possible stages of mate choice in Littorina: (1) trail-following, (2) mounting, (3) 

copulation and (4) postcopulatory sexual selection. 
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TOPICS OF THE INCLUDED PAPERS 
 

Trail-following 

As gastropods move by muscular movements in the foot and glide on mucus, they 

leave a trail of mucus behind. It has been known for decades that gastropods often 

choose to follow their own or other individuals’ trails (Paine 1963; Cook, Bamford et 

al. 1969; Hall 1972). In Paper I, we reviewed over 40 years of research and found 

that trail-following can have multiple functions across and within genera: (1) homing, 

(2) nutrition and energy conservation, (3) self-organisation and aggregation, and (4) 

mate location and communication. 

1. Homing: In gastropods the behaviour of “homing” is defined as returning to a 

resting position after an active period, typically after a feeding excursion, 

which sometimes (e.g. in some limpets) is an individually marked position on 

the rock known as a “home scar” (Cook 1969; Branch 1975; Chelazzi, Focardi 

et al. 1989). Finding the way home can be mediated by trail-following and 

some homing species can even recognise their own trail and follow it back 

after foraging (Cook 1992). However, homing species does not always rely on 

mucus trails to find their way back, since there are other mechanisms for 

navigation (e.g. air-born chemical cues) that can be used instead of or in 

addition to trail-following (Cook 1980).    

2. Nutrition and energy conservation: Mucus trails can be used for feeding, either 

by trail-following to ingest trapped or growing organic material in the trails 

(Peduzzi and Herndl 1991; Davies and Beckwith 1999; Coffin, Barbeau et al. 

2012), or as a way for predators to locate gastropod prey (Pearce and Gaertner 

1996; Clifford, Gross et al. 2003; Iwai, Sugiura et al. 2010; Lai, Chen et al. 

2011). It has also been shown that snails that move in a previously laid trail 

can use less force during locomotion and need to deposit less amounts of 

mucus, making trail-following less energetically costly than normal 

locomotion (Tankersley 1989; Davies and Blackwell 2007).   

3. Self-organisation and aggregation: Following mucus trails allows self-

organisation in several groups of gastropods, since this facilitates aggregation. 

This is especially common in intertidal littorinids that follow the tidal cycle to 
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forage in moist conditions and find shelter by aggregating in dry conditions 

(Garrity 1984; Chapman and Underwood 1996).    

4. Mate location and communication: Following the trails of conspecifics is 

common in opisthobranchs and pulmonates and it has been linked to mate-

search since trail-following often results in courtship (Cook 1977; Leonard 

and Lukowiak 1985; Wareing 1986). Moreover, it has been demonstrated that 

the freshwater pulmonate, Biomphalaria glabrata, track conspecifics to a 

higher degree when sexually aroused (Townsend 1974). Species-specific trail-

following and preference to track females trail (rather than males trails) has 

also been reported in gonochoric prosobranchs (Trott and Dimock 1978; 

Erlandsson and Kostylev 1995; Ng, Davies et al. 2011; Paper V), which 

suggests that mate search by trail-following is likely to be common in 

gastropods. To advertise the sex in the mucus trail is probably optimal for 

females of most species, to attract males. However, as we show in Paper V, 

females of a high-density species disguise their gender identity in the mucus 

trails to reduce mating intensity. Although possible in theory, very few studies 

have examined whether or not males can make an assessment of female 

quality from mucus trails. However, males of L. littorea detect and avoid trails 

of females that have low fecundity because they are parasitized or starved 

(Erlandsson and Kostylev 1995; Edwards and Davies 2002). In gastropods, 

quality and female size are linked since large females generally are more 

fecund (Hughes and Answer 1982; Janson 1985; Erlandsson and Johannesson 

1994; Dewitt 1996; Yusa 1996; Angeloni 2003). In Paper II and Paper III 

we show that there is a preference for large trails, at least when snail size 

differences are large enough to be detected from the mucus trails.  

 

In Paper I we also reviewed the little that is known about the mechanisms of trail-

following: how snails detect mucus trails and the cues in them (such as polarity, 

species cues, gender cues and individual specific cues) and what these cues consist of. 

Most likely snails often detect mucus cues by their tentacles, which is supported by 

observations that snails frequently touch the mucus trail with their tentacles while 

performing trail-following (Erlandsson and Kostylev 1995; Ng, Davies et al. 2011). 

Experimental work also shows that the tentacles are important during trail-following 

since snails with amputated tentacles are hindered (Chase and Croll 1981). However, 
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one study shows that the buccal lip extension in predatory terrestrial snail Euglandina 

rosea is more important than the tentacles during trail-following (Cook 1985), while 

in other species trail detection via the foot have been proposed (Paine 1963). 

The nature of cues that is imbedded in the mucus trails have often been proposed 

to be chemical as intraspecific communication via pheromones seem to be most likely 

(Ng, Davies et al. 2011; Paper V). Moreover, species specific chemical composition 

of trail mucus has been found, although the connection to trail-following behaviour 

have not been investigated (Smith 2002; Li and Graham 2007). A few studies have 

shown that substances from mucus trails can trigger trail-following, which in one case 

was found to be a volatile low molecular weight substance (Ushadevi and 

Krishnamoorthy 1980) and in another case small and highly water soluble molecules 

(Clifford, Gross et al. 2003). Another possibility is that there are physical or structural 

elements in the mucus trails that can be detected and function as information cues 

(Bretz and Dimock 1983). 

   

Size matters and ecotypes 

Body size can play an important role in mate recognition and many animals mate 

assortatively with respect to size (Ratcliffe and Grant 1983; Richmond and Reeder 

2002; Jones, Moore et al. 2003). For example, sympatric species pairs of threespine 

stickleback (Gasterosteus spp.) living in the same lake but adapted to different 

microhabitats, mate assortatively and only interbreed when sizes overlap (Nagel and 

Schluter 1998; Van Dongen, Matthysen et al. 1998). A similar situation has been 

reported among ecotypes of L. saxatilis, where snails mate assortatively with respect 

to size and thereby maintain a partial reproductive barrier between ecotypes that differ 

in size ranges (Saur 1990; Erlandsson and Rolán-Alvarez 1998; Pickles and Grahame 

1999; Cruz, Carballo et al. 2004; Hollander, Lindegarth et al. 2005; Johannesson, 

Havenhand et al. 2008). In contrast, in other species of Littorina sexual selection 

favouring large females have been found, which likely is explained by the positive 

correlation between size and fecundity (Hughes and Answer 1982; Janson 1985; Saur 

1990; Erlandsson and Johannesson 1994; Rolán-Alvarez, Zapata et al. 1995; 

Zahradnik, Lemay et al. 2008).  

In Paper II we studied size and ecotype preference during trail-following and 

copulation in L. fabalis. We found that the large ecotype (LM) showed a preference 
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for females of their own ecotype both during trail-following and copulation (Fig. 3A 

and C). Males of the smaller ecotype (SS) showed no clear preference between 

females of different ecotypes during trail-following (Fig. 3A), although they tended to 

copulate more with LM females (Fig. 3C and Fig. 3 in Paper II). The reason for this 

skewed mate preference between the ecotypes could be due to a size preference. If 

males of both ecotypes prefer females that are the same size or larger than themselves, 

this will results in ecotype assortative mating for LM males while SS males would 

mate with females of both ecotypes. Indeed, we also found a clear size preference 

within ecotype, as SS males copulated more with large SS females when choosing 

between large and small SS females (Fig. 3D). They showed however no preference 

for different sized mucus trails when choosing between trails from large and small SS 

females (Fig. 3B), possibly due to difficulties of making an accurate size assessment 

from trails. In summary, there is an overall preference for copulating with large 

females in L. fabalis, while size preference is weaker at the stage of trail-following.  

 

 

  

SS 
SS 

SS 

SS 
LM 

LM 
SS 

A. Male trail-following preference between 
females of different ecotypes of L. fabalis 

B. Male trail-following preference of different 
sized females within SS ecotype of L. fabalis  
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Figure 3. Mate preference in SS and LM ecotypes of L. fabalis during trail-following (A and B) and 

copulation (C and D). Preference is indicated by the thickness of arrows: equally thick arrows show 

that there is no clear preference for either female while thick arrow indicate significant preference for 

one group of females.  

 

In hybrid zones in nature, this skewed mating preference likely results in a weak 

mating barrier between the ecotypes of L. fabalis that could account for a previously 

found slight decrease in gene flow between the two ecotypes (Tatarenkov and 

Johannesson 1998). Notably, the weak mating barrier between the two ecotypes of L. 

fabalis contrasts with observations made in the closely related species L. saxatilis. In 

L. saxatilis mating is strongly assortative with respect to ecotype and males of both 

the small and the large ecotypes prefer females of their own ecotype over females of 

the other ecotype (Johannesson, Rolán-Alvarez et al. 1995; Pickles and Grahame 

1999; Rolán-Alvarez, Carballo et al. 2004; Hollander, Lindegarth et al. 2005; 

Grahame, Wilding et al. 2006; Panova, Hollander et al. 2006; Johannesson, 

Havenhand et al. 2008). One possible explanation for why mating barriers are much 

stronger in L. saxatilis than in L. fabalis may be that the size difference between the 

ecotypes are more pronounced in L. saxatilis than in L. fabalis. In the former species 

the larger ecotype is on average at least twice the size of the smaller ecotype 
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SS 

C. Male copulation preference between females 
of different ecotypes of L. fabalis 

D. Male copulation preference between different 
sized females within SS ecotype of L. fabalis  
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(Sundberg 1988), while in L. fabalis the females of the larger ecotype are, on average, 

only about 43 % larger than the males of the smaller ecotype (Saltin unpublished 

data). Previous studies of L. littorea using similar size difference between size classes, 

larger snails being 40-50% larger than the small ones, also showed that males 

preferred large females (Erlandsson and Johannesson 1994). Although males of 

littorinids in general tend to preferentially mate with larger females, as these are more 

fecund than small females (Hughes and Answer 1982; Janson 1985; Erlandsson and 

Johannesson 1994; Dewitt 1996; Yusa 1996; Angeloni 2003), it seems quite likely 

that this effect will only persist up to a certain size difference, and with much larger 

females, males will possibly no longer be able to mate these, due to mechanical 

difficulties during copulation. Even though evidence for size-based mechanical 

barriers in nature are scarce, Richmond and co-workers (2011) found that assortative 

mating in a lizard species complex can largely be explained by a mechanical barrier 

caused by size differences. Thus, in littorinid snails it is possible that male preference 

for large females might level off at some point when size differences become too 

large, and consequently, beyond this point male tracking and copulation of females 

would no longer be favoured by selection and hence less frequent. Overall, this should 

result in a hump-backed relationship between mates’ size differences and males’ 

willingness to mate (Fig. 4).  
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Figure 4. Hypothetical model over males’ willingness to mate with females. Males are expected to 

show increasing interest in females up to a point (x) where the female is relatively larger than the male 

and after that point, the interest should decrease due to mechanical difficulties when a male try to mate 

a too large female. 

 

Size differences evolve during local adaptation of snail ecotypes to different 

microhabitats, but as the comparison between L. fabalis and L. saxatilis shows, the 

size relationship between male and female may be critical to how size differences 

affect gene flow between ecotypes. One consistent result over three different species 

of Littorina (L. fabalis. L. saxatilis and L. littorea) is that larger males express 

negative mating preference towards smaller females. In both L. fabalis and L. saxatilis 

this imposes a partial barrier to gene flow between ecotypes of the same species. But 

while the barrier is unidirectional in L. fabalis and only hinders gene flow between 

LM males and SS females there is (as described earlier) also a barrier in the other 

direction in L. saxatilis where ecotypes differ substantially in size, resulting in a 

strongly impeded gene flow between the two ecotypes. Thus, the magnitude of the 

size difference between males and females might affect male willingness to mate, in 

one or the other direction; with implication on the evolution of reproductive barriers, 

ecotypes and eventually species. 
 

Reproductive barriers and conflicts in mate recognition 

Reproductive barriers are often in focus in speciation research since isolating 

barriers between groups are central to the Biological Species Concept (Mayr 1942; 
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Mayr 1995), and thus the evolution of these are believed to be at the very heart of 

species formation. Reproductive barriers can be divided into three categories: (1) 

premating isolating barriers, that counteract gene flow before transfer of sperm or 

pollen, (2) postmating, prezygotic isolating barriers that operate after sperm or pollen 

transfer but hinders fertilization and (3) postzygotic isolating barriers through hybrid 

inviability or sterility (Coyne and Orr 2004). Premating isolating barriers are often 

considered to be more important during early phases of speciation, e.g. behavioural 

isolation that counteract heterospecific sexual interaction (Coyne and Orr 2004), 

however, as shown below, some species of Littorina provide notable exceptions.   

Mate recognition, including recognition of individuals of the right sex and species 

and recognition of high quality mates, is important for all sexually reproducing 

organisms (Pfenning 1998). However, species recognition and mate-quality 

recognition can interact either by reinforcing each other, resulting in diversification of 

sexually selected traits among closely related species (Andersson 1994), or by 

opposing each other, in situations where high-quality conspecifics resembles 

heterospecifics (Pfenning 1998). This conflict between species- and mate-quality 

recognition may result in seemingly maladaptive heterospecific sexual interactions 

(Pfenning 1998). 

In Paper III we studied male mate choice, during mate search, mounting and 

mating, in the sister-species L. fabalis and L. obtusata. We found that there are 

premating isolating barriers between the species acting during direct contact at the 

stage of initiation of copulation, although L. fabalis males seem to be unable to differ 

between species from mucus trails. On the contrary, males rather followed females of 

L. obtusata than conspecific females (Fig. 5A). This could be explained by males’ 

preference for large females (Rolán-Alvarez, Zapata et al. 1995; Paper II), since L. 

obtusata is larger than L. fabalis. This seemingly maladaptive behaviour could be 

explained by a conflict between species- and mate-quality recognition, where the 

trails of the most desired conspecific females resembles the trails of heterospecific 

females. Even though males seem unable to discriminate between species from mucus 

trails they could do so in close contact with females. That is, we found that L. fabalis 

males initiated mating with L. obtusata females less often compared with conspecific 

females and heterospecific copulation attempts were also interrupted after just a few 

minutes (Fig. 5B and Fig. 2 in Paper III). 
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Figure 5. Mate preference in male L. fabalis and L. obtusata during (A) trail-following and (B) 

copulation. Preference is indicated by the thickness of arrows: thick arrows indicate significant 

preference for one group of females.  

 

  
 

 

A. Male L. fabalis trail-following preference in choice between small and 
large L. fabalis females and L. obtusata females 

L. fabalis 
male 

L. fabalis  
female 
(small) 

L. fabalis  
female 
(large) 

L. obtusata 
female 

 

 
 

 
 

B. Male copulation preference in L. fabalis and L. obtusata  
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Although the mechanism of species recognition during close contact remains 

unknown, it has been observed that males move in a stereotypic way after mounting a 

female (Saur 1990), which might be a way for males to evaluate their partner and 

prohibit interspecific copulations. Since we also found that interspecific copulations 

were interrupted, it is likely that there are species recognition mechanisms acting 

during or at the initiation of copulation. One of the most pronounced differences 

between the species, and the only diagnostic morphological character, is the 

dissimilarity in male genital morphology; with differences in arrangement of 

mamilliform penial glands and also pronounced differences in penial filament, which 

is much longer in L. fabalis compared to L. obtusata (Reid 1996; Fig. 6). There are 

also differences in female genital morphology as L. fabalis have a much shorter bursa 

copulatrix compared to L. obtusata (Reid 1990). Although it remains to be tested, it is 

possible that the dissimilarity in genital morphology is involved in species recognition. 

Moreover, a recent study of divergence in penis morphology among sister-species 

pairs of littorinids show that there is significantly more divergence among sympatric 

sister pairs, indicating that the differences might have evolved to reinforce prezygotic 

mating barriers between close species (Hollander, Smadja et al. 2013). 

 

 
Figure 6. Male genitalia in L. obtusata (to the left) and L. fabalis (to the right). Source: Reid 1996. 

 
Our results indicate that L. fabalis males assess female quality extremely early, 

already during trail-following, even though there is a risk of taking the wrong 

decision with respect to species at this stage. Possibly males can afford to take this 

risk if the rewards for mating large conspecific females are high and if mistakes occur 

rarely due to vertical separation of the two species on the shore (Williams 1990). In 

Sweden, however, the overlap is wide compared to other parts of Europe due to 

narrow tidal range and heterospecific mating attempts do occur in the field (Saltin, 

pers. obs.). Therefore, it is surprising that there seems not to be any species specific 
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cues in the mucus trails, so that males can avoid following heterospecific females. 

Possibly the evolution of a species recognition system, including signalling and 

detection by receptors, is complicated and might not have had time enough to evolve 

yet. Indeed, the Swedish populations are relatively young as the shores must have 

been colonized by snails after the end of the last glaciation approximately 15,000 - 

13,000 years ago (Eliasson, Lundqvist et al. 2003). 

 

Postcopulatory sexual selection 

Polyandry is common among animals and it has been shown in many taxa that 

multiple mating can be beneficial for females, e.g. by increasing the reproductive 

output or the genetic variation of the offspring (Jennions and Petrie 2000; Simmons 

2005). In females that have mated with several males, there is potential for 

postcopulatory sexual selection (Birkhead and Moller 1998). This can be male driven 

by sperm competition, giving the male with the most abundant or most competitive 

sperm, or the first or last male, a greater chance to fertilize more eggs than average 

(Birkhead and Moller 1998). It can also be female driven by cryptic female choice, if 

females can influence the process of fertilization after copulation (Eberhard 1996).  

In Paper IV we examined paternity distribution, using genetic tools, among broods of 

females of L. saxatilis that had been mating with one, two, five and ten males in 

laboratory. Multiple paternity was common in families where the female had mated 

two or more males and the distribution of fathers in those families was not random. 

There were more males than expected by chance that fathered very few offspring and 

one or a few males in each family that sired a majority of the brood, a pattern that 

would not be expected from random fertilization. This indicates that there is 

postcopulatory sexual selection influencing fertilization; either by sperm competition 

or cryptic female choice.  

We also analysed offspring production and found that the number of males that the 

females had been mating with was not influencing offspring production. This raised 

the question why females of this species are extremely promiscuous with field data 

showing that females carry offspring sired by up to 20 males (Panova, Boström et al. 

2010), when mating with only one male seem to be enough to ensure fertilization 

(Paper IV). Indeed, since there are costs of mating (Paper V) there should be fitness 

benefits for multiple matings to outweigh these costs, if females should allow 
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additional matings. For example, having multiple fathers to the clutch will increase 

the genetic diversity among the offspring, which could be important in heterogeneous 

environments (Crean and Marshall 2009). Although genetic benefits have been 

proposed as an explanation for female promiscuity, modelling and empirical data 

challenge this hypothesis since several studies show that genetic benefits of multiple 

paternity is often marginal (Yasui 1998; Trontti, Thurin et al. 2007; DiBattista, 

Feldheim et al. 2008). It could however be beneficial by increasing genetic variation 

during population bottlenecks such as re-colonisations after local extinctions, which 

have occurred during recent history of L. saxatilis (Johannesson and Johannesson 

1995). Modelling shows that multiple paternity in L. saxatilis during a colonization 

event where only one mated female arrives to an empty site increases heterozygosity 

significantly (Rafajlovic, Eriksson et al. in prep.). However, since matings are costly 

for females, it is hard to explain how the benefits at the population-level may cause 

selection for high polyandry at the level of individual females. Instead, the most likely 

explanation is that females allow additional matings out of convenience, and accept 

the costs of superfluous copulations rather than take the costs of rejecting males 

(Thornhill and Alcock 1983; Panova, Boström et al. 2010). Postcopulatory sexual 

selection in combination with convenience polyandry is not unlikely as convenience 

polyandry often results in high levels of promiscuity and hence, increases the 

potential for sperm competition or cryptic female choice (Birkhead and Pizzari 2002). 

In cases where females mate out of convenience, cryptic female choice can also be a 

way for females to “take control” over fertilization when deprived of precopulatory 

choices (Thornhill and Alcock 1983; Thiel and Hinojosa 2003; Brennan, Prum et al. 

2007).  

 

Sexual conflicts 

Various types of sexual conflicts are found in nature, and a common type is a 

conflict between males and females if the number of matings that maximize the 

individuals´ fitness differs between the sexes (Arnqvist and Rove 2005). The basis for 

sexual conflicts originates from males having numerous and small gametes whereas 

females have few and large gametes. Hence females invest more in each offspring 

than do males on the gamete level (Bateman 1948). Consequently, males generally 

have the potential ability to produce many more offspring than females (Parker and 
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Simmons 1996). In species with no paternal care, mating repeatedly is the only way 

for males to increase their reproductive fitness, while females having received enough 

sperm to fertilize all the eggs may not benefit from further matings (Arnqvist and 

Nilsson 2000). Often, however, females can increase their fitness by receiving 

additional sperm to increase genetic diversity among the offspring, to trade up for a 

higher quality mate, or to reduce risk of only mating with infertile or incompatible 

mates (Jennions and Petrie 2000). There are also other more specific cases where 

females receive, for example, a nutrition resource by additional matings (Boggs 1995), 

or where sexual contact is important for social interactions (Savage-Rumbaugh and 

Wilkerson 1978). But often the costs of mating exceed the benefits at a lower mating 

frequency for females than for males resulting in a sexual conflict over mating 

frequency (Fig 7).   

 
Figure 7. Generally individual fitness for females (dashed line) start to decrease at lower mating 

frequency compared to males (solid line). Source: Drawn from an idea presented in Arnqvist and Rove 

(2005). 

 

In Paper V we argue that the inconsistent pattern of mating behaviour we 

observed in four species of the genus Littorina can be explained by an underlying 

sexual conflict over mating frequency between the sexes in one of the species. In 

three of the four Swedish species of Littorina (L. fabalis, L. obtusata and L. littorea) 

males have the ability to determine if a trail belongs to a male or a female and follow 

trails from females longer than males (Fig. 8A). How this is done is still unknown, but 
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the most likely explanation is that there is a gender specific chemical in the mucus 

that males’ can detect. However, in the fourth species, L. saxatilis, males were 

following conspecific trails randomly with respect to the gender of the marker snail 

(Fig. 8B), indicating that males of this species were unable to distinguish between 

male and female trails. It is likely that the common ancestor to all four species had the 

ability to detect gender from mucus trails, and that this ability was lost in L. saxatilis. 

This is surprising since being able to rule out half of the trails encountered and only 

follow female trails seems to be highly adaptive for males. The explanation to this 

seemingly strange pattern lies in the life-history of these species (Table 1) and in a 

sexual conflict. The three species that have the ability to detect females (L. fabalis, L. 

obtusata and L. littorea) have higher or much higher egg production and shorter 

seasons of mating than L. saxatilis, and most importantly, they also live at much 

lower population densities than does L. saxatilis. The differences in life-history 

contribute to make females of L. saxatilis the least sperm-limited of the four species. 

Indeed, L. saxatilis have been found to be highly promiscuous, more so than, for 

example, L. obtusata (Paterson, Partridge et al. 2001; Mäkinen, Panova et al. 2007; 

Panova, Boström et al. 2010). The total mating cost is probably much higher in L. 

saxatilis than in the other three species with their lower population densities (hence 

lower mate encounter rate), and to reduce this cost selection has favoured females of 

L. saxatilis that do not reveal the sex in the mucus trail. This gives rise to a sexual 

conflict within L. saxatilis where males try to mate as much as possible and females 

try to avoid male harassment by disguising their gender. Further strength for this 

conclusion was provided when we found that L. saxatilis males could indeed 

distinguish between mucus-trails of male and female L. fabalis (Fig. 8C). The females 

of this species leave a “female mark” in their trails that male L. saxatilis still 

recognise and follow, showing that males (if they have the chance) follow “female-

marked” trails.  
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Figure 8. Male trail-following preference for conspecific males and females in (A) L. fabalis, L. 

obtusata and L. littorea and in (B) L. saxatilis. Male L. saxatilis preference for heterospecific (L. 

fabalis) male and female trails is shown in (C). Preference is indicated by the thickness of arrows:  

thick arrows indicate significant preference for one group. 

 

Female trail-masking may also explain earlier surprising observations that L. 

saxatilis often engage in male-male copulations (Saur 1990; Erlandsson 2002), as 

males of this species follow any trail encountered and probably also initiate 

copulation with any conspecific snail before being able to separate between male and 

female mates.  

There is a similar case of gender mimicry as a result of a sexual conflict over 

mating frequency in damselflies, where females mimic males in colour and behaviour 

to reduce number of matings and harassment during mating (Andres, Sanchez-Guillen 

et al. 2002). And there are other similar examples among insects and lizards (Galan 

2000; Reinhardt, Harney et al. 2007), but Paper V provides us with the first example 

in a marine invertebrate species. 
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CONCLUSIONS 
 

Although mucus production primarily has evolved to facilitate locomotion, there are 

many secondary functions of trail-following and several of these have high relevance 

to our understanding of the evolution of mating behaviours, reproductive barriers and 

speciation (Paper I). In addition to trail-following, there are at least four themes that 

emerge as central to our understanding of snail mate choice and its evolutionary 

consequences (Fig. 9):  

Size is a crucial trait in male mate choice of Littorina, both during trail following and 

copulation (Papers II and III). While a strong preference for large females might 

have evolved to increase male inclusive fitness (by mating a more fecund female), 

size seems to be involved in partial reproductive barriers, and may eventually be a 

proximate driver of speciation. Hence, sexual selection on size seems a very 

important component of snail evolution. In addition, postcopulatory sexual selection 

has been proposed to be important in gastropods (Chase 2002). The observed pattern 

of non-random paternity found in L. saxatilis (Paper IV) indicates that there is 

postcopulatory sexual selection in this species, although more studies are needed to 

unravel its causes and consequences. Postcopulatory sexual selection is partly a 

consequence of the extreme promiscuity that is found in L. saxatilis, a phenomenon 

that also gives rise to a sexual conflict over mating frequency (Paper V). Another 

conflict may explain the seemingly maladaptive behaviour of heterospecific sexual 

interactions (Paper III). This conflict being between optimizing species recognition 

and high-quality mate recognition among males. Thus, in many respects, snail 

behaviours are tightly linked to the evolution of these species, and not least to the 

evolution of reproductive barriers. As members of the genus Littorina are popular 

models for studies of the formation of reproductive barriers, ecotypes and species, 

insights about mate choice and its effects on reproductive barriers, is highly relevant 

for our understanding of the evolution of new species. Specifically, the four steps 

recognized in the mate choice of Littorina; trail-following, mounting, copulation and 

postcopulatory mate choice (Fig. 2), provides a useful framework for further research 

on aspects of mate choice and its evolutionary and ecological implications. 

 

30



 

 
Figure 9. The content of this thesis, the interlinked themes (1-4) within it and the papers where 

these themes appear. 

 

  

 

MATE CHOICE AND ITS EVOLUTIONARY 
CONSEQUENCES IN INTERTIDAL SNAILS 

(LITTORINA SPP.) 

4. Conflict 

3. Sexual 
selection 

2. Promiscuity 1. Size 

 

Paper II.  
Males’ preference for 
large females cause a 
partial mating barrier 

between a large and a 
small ecotype of the 
marine snail Littorina 

fabalis (W. Turton, 1825)  

 

Paper IV.  
Postcopulatory sexual 
selection in a highly 
promiscuous snail 
(Littorina saxatilis)  

 

Paper III.  
Male mate preference in 

conflict with species 
recognition in a trail-
tracking gastropod  

 

Paper V.  
Indiscriminate males: 
mating behaviour of a 

marine snail 
compromised by a 

sexual conflict?  

 

Paper I. 
Snails and their trails: the 
multiple functions of trail-
following in gastropods  

31



 

REFERENCES 
Andersson, M. (1994). Sexual Selection. Princeton, Princeton University Press. 
Andersson, M. B. (1982). "Female choice selects for extreme tail length in a 

widowbird." Nature 299: 818-820. 
Andres, J. A., R. A. Sanchez-Guillen, et al. (2002). "Evolution of female colour 

polymorphism in damselflies: testing the hypotheses." Animal Behaviour 63: 
677-685. 

Angeloni, L. (2003). "Sexual selection in a simultaneous hermaphrodite with 
hypodermic insemination: body size, allocation to sexual roles and paternity." 
Animal Behaviour 66: 417-426. 

Arnqvist, G. and T. Nilsson (2000). "The evolution of polyandry: multiple mating and 
female fitness in insects." Animal Behaviour 60: 145-164. 

Arnqvist, G. and L. Rove (2005). Sexual conflict, Princeton University Press. 
Bateman, A. J. (1948). "Intra-sexual selection in Drosophila." Heredity 2: 349-368. 
Baur, B. (1998). Sperm competition in molluscs. Sperm competition and sexual 

selection. T. R. Birkhead and A. P. Moller. Cambridge, Academic Press: 255-
305. 

Birkhead, T. R. and A. P. Moller (1998). Sperm competition and sexual selection, 
Academic Press. 

Birkhead, T. R. and T. Pizzari (2002). "Postcopulatory sexual selection." Nature 
reviews genetics 3: 262-273. 

Boggs, C. L. (1995). Male nuptial gifts: Phenotypic consequences and evolutionary 
implications. Insect reproduction. S. R. Leather and J. Hardie. New York, 
CRC Press: 215–242  

Bonduriansky, R. (2001). "The evolution of male mate choice in insects: a synthesis 
of ideas and evidence." Biological Reviews 76: 305-339. 

Branch, G. M. (1975). "Mechanisms reducing intraspecific competition in Patella 
spp.: migration, differentiation and territorial behaviour." Journal of Animal 
Ecology 44: 575-600. 

Brennan, P. L. R., R. O. Prum, et al. (2007). "Coevolution of male and female genital 
morphology in waterfowl." Plos One 2: e418. 

Bretz, D. D. and R. V. Dimock (1983). "Behaviorally important characteristics of the 
mucous trail of the marine gastropod Ilyanassa obsoleta (Say)." Journal of 
Experimental Marine Biology and Ecology 71: 181-191. 

Buschbaum, C. and K. Reise (1999). "Effects of barnacle epibionts on the periwinkle 
Littorina littorea (L.)." Helgoland Marine Research 53(1): 56-61. 

Chapman, M. G. and A. J. Underwood (1996). "Influences of tidal conditions, 
temperature and desiccation on patterns of aggregation of the high-shore 
periwinkle, Littorina unifasciata, in New South Wales, Australia." Journal of 
Experimental Marine Biology and Ecology 96: 213–237. 

Chase, R. (2002). Behaviour and its neural control in Gastropod Molluscs. Oxford, 
Oxford University Press. 

Chase, R. and R. P. Croll (1981). "Tentacular function in snail olfactory orientation." 
Journal of comparative physiology 143: 357-362. 

Chelazzi, G., S. Focardi, et al. (1989). Analysis of movement patterns and orientation 
mechanisms in intertidal chitons and gastropods. Behavioural adaptation to 
intertidal life. G. Chelazzi and M. Vannini. London, Plenum Press: 173-184. 

Clifford, K. T., L. Gross, et al. (2003). "Slime-trail tracking in the predatory snail, 
Euglandina rosea." Behavioural Neuroscience 117: 1086–1095. 

32



 

Clutton-Brock, T. H. (1991). The evolution of parental care. Princeton, Princeton 
University Press. 

Coffin, M. R. S., M. A. Barbeau, et al. (2012). "Effect of the mud snail Ilyanassa 
obsoleta on vital rates of the intertidal amphipod Corophium volutator." 
Journal of Experimental Marine Biology and Ecology 418-419: 12-23. 

Cook, A. (1977). "Mucus trail following by the slug Limax grossui Lupu." Animal 
Behaviour 25, Part 3: 774-781. 

Cook, A. (1980). "Field studies of homing in the pulmonate slug Limax pseudoflavus 
(Evans)." Journal of Molluscan Studies 46: 100-105. 

Cook, A. (1985). "Functional aspects of trail following in the carnivorous snail 
Euglandina rosea." Malacologia 26: 173-181. 

Cook, A. (1992). "The function of trail following in the pulmonate slug, Limax 
pseudoflavus." Animal Behaviour 43: 813-821. 

Cook, A., O. S. Bamford, et al. (1969). "A study of the homing habit of the limpet." 
Animal Behaviour 17: 330-339. 

Cook, S. B. (1969). "Experiments on homing in the limpet Siphonaria normalis." 
Animal Behaviour 17: 679-682. 

Coyne, J. A. and H. A. Orr (2004). Speciation. Sunderland, Sinauer Associates, Inc. 
publishers. 

Crean, A. J. and D. J. Marshall (2009). "Coping with environmental uncertainty: 
dynamic bet hedging as a maternal effect." Philosophical Transactions of the 
Royal Society B 364: 1087-1096. 

Cruz, R., M. Carballo, et al. (2004). "Testing alternative models for sexual isolation in 
natural populations of Littorina saxatilis: indirect support for by-product 
ecological speciation?" Journal of Evolutionary Biology 17: 288-293. 

Daly, M. (1978). "The cost of mating." The American Naturalist 112: 771-774. 
Darwin, C. (1871). The descent of man, and selection in relation to sex. London, John 

Murray. 
Davies, M. S. and P. Beckwith (1999). "Role of mucus trails and trail following in the 

behaviour and nutrition of the periwinkle Littorina littorea." Marine Ecology 
Progress Series 179: 247-257. 

Davies, M. S. and J. Blackwell (2007). "Energy saving through trail following in a 
marine snail." Proceedings of the Royal Society of London, Series B: 
Biological Sciences 274: 1233-1236. 

Dawkins, R. (1976). The selfish gene. Oxford, Oxford University Press. 
Dewitt, T. J. (1996). "Gender contests in a simultaneous hermaphrodite snail: a size-

advantage model for behaviour." Animal Behaviour 51: 345-351. 
Dewsbury, D. A. (1982). "Ejaculate Cost and Male Choice." The American Naturalist 

119: 601-610. 
DiBattista, J. D., K. A. Feldheim, et al. (2008). "Are indirect genetic benefits 

associated with polyandry? Testing predictions in a natural population of 
lemon sharks." Molecular Ecology 17: 783-795. 

Eberhard, W. G. (1996). Female control: Sexual selection by cryptic female choice, 
Princeton University Press. 

Edward, D. A. and T. Chapman (2011). "The evolution and significance of male mate 
choice." Trends in Ecology & Evolution 26: 647-654. 

Edwards, M. and M. S. Davies (2002). "Functional and ecological aspects of the 
mucus trails of the intertidal prosobranch gastropod Littorina littorea." Marine 
Ecology Progress Series 239: 129-137. 

33



 

Eliasson, T., I. Lundqvist, et al. (2003). Berg och jord. Sveriges national atlas - Västra 
Götaland. L. Wastenson, U. Arnberg and M. Cramér. Örebro, Ljung: 91-107. 

Erlandsson, J. (1998). Evolutionary ecology of the snails Littorina littorea and L. 
saxatilis: mating behaviour and habitat choice. PhD thesis, University of 
Gothenburg. 

Erlandsson, J. (2002). "Do reproductive strategy and breeding season influence the 
presence of mate recognition in the intertidal snail Littorina?" Invertebrate 
Reproduction & Development 41: 53-60. 

Erlandsson, J. and K. Johannesson (1994). "Sexual selection on female size in a 
marine snail, Littorina littorea (L)." Journal of Experimental Marine Biology 
and Ecology 181: 145-157. 

Erlandsson, J. and V. Kostylev (1995). "Trail following, speed and fractal dimension 
of movement in a marine prosobranch, Littorina littorea, during a mating and 
a non-mating season." Marine Biology 122: 87-94. 

Erlandsson, J. and E. Rolán-Alvarez (1998). "Sexual selection and assortative mating 
by size and their roles in the maintenance of a polymorphism in Swedish 
Littorina saxatilis populations." Hydrobiologia 378: 59-69. 

Galan, P. (2000). "Females that imitate males: dorsal coloration varies with 
reproductive stage in female Podarcis Bocagei (Lacertidae)." Copeia 3: 819-
825. 

Garrity, S. D. (1984). "Some adaptations of gastropods to physical stress on a tropical 
rocky shore." Ecology 65: 559–574. 

Grahame, J. W., C. S. Wilding, et al. (2006). "Adaptation to a steep environmental 
gradient and an associated barrier to gene exchange in Littorina saxatilis." 
Evolution 60: 268-278. 

Hall, J. R. (1972). "Intraspecific trail-following in the marsh periwinkle Littorina 
irrorata (Say)." Veliger 16: 72-75. 

Hankison, S. J. and M. R. Morris (2003). "Avoiding a compromise between sexual 
selection and species regognition: female swordtail fish assess multiple 
species-specific cues." Behavioral Ecology 14: 282-287. 

Haszprunar, G. (1988). "On the origin and evolution of major gastropod groups, with 
special reference to the Streptoneura." Journal of Molluscan Studies 54: 367-
441. 

Hollander, J., M. Lindegarth, et al. (2005). "Local adaptation but not geographical 
separation promotes assortative mating in a snail." Animal Behaviour 70: 
1209-1219. 

Hollander, J., C. M. Smadja, et al. (2013). "Genital divergence in sympatric sister 
snails." Journal of Evolutionary Biology 26: 210-215. 

Hughes, R. N. and P. Answer (1982). "Growth, spawning and trematode infection of 
Littorina littorea (L.) from an exposed shore in north Wales." Journal of 
Molluscan Studies 48: 321-330. 

Iwai, N., S. Sugiura, et al. (2010). "Prey-tracking behavior in the invasive terrestrial 
planarian Platydemus manokwari (Platyhelminthes, Tricladida)." 
Naturwissenschaften 97: 997-1002. 

Janson, K. (1982). "Phenotypic differentiation in Littorina saxatilis Olivi (Mollusca,  
Prosobranchia) in a small area on the Swedish west coast." Journal of 
Molluscan Studies 48: 167-173. 

Janson, K. (1985). "Variation in the occurrence of abnormal embryos in females of 
the intertidal Gastropod Littorina saxatilis Olivi." Journal of Molluscan 
Studies 51(1): 64-68. 

34



 

Janson, K. and R. D. Ward (1984). "Microgeographic variation in allozyme and shell 
characters in Littorina saxatilis Olivi (Prosobranchia: Littorinidae)." 
Biological Journal of the Linnean Society 22: 289-307. 

Jennions, M. D. and M. Petrie (1997). "Variation in mate choice and mating 
preferences: a review of causes and consequences." Biological Reviews 72: 
283-327. 

Jennions, M. D. and M. Petrie (2000). "Why do females mate multiply? A review of 
the genetic benefits." Biological Reviews 75: 21-64. 

Johannesson, K., J. N. Havenhand, et al. (2008). "Male discrimination of female 
mucous trails permits assortative mating in a marine snail species." Evolution 
62: 3178-3184. 

Johannesson, K. and B. Johannesson (1995). "Dispersal and population expansion in a 
direct developing marine snail (Littorina saxatilis) following a severe 
population bottleneck." Hydrobiologia 309: 175-180. 

Johannesson, K., E. Rolán-Alvarez, et al. (1995). "Incipient reproductive isolation 
between two sympatric morphs of the intertidal snail Littorina saxatilis." 
Evolution 49: 1180-1190. 

Johannesson, K. and A. Tatarenkov (1997). "Allozyme variation in a snail (Littorina 
saxatilis) - deconfounding the effects of microhabitat and gene flow." 
Evolution 51: 402-409. 

Jones, A. G., G. I. Moore, et al. (2003). "Sympatric speciation as a consequence of 
male pregnancy in seahorses." Proceedings of the Natural Academy of 
Sciences, USA 100: 6598-6603. 

Jordan, L. A. and R. C. Brooks (2010). "The lifetime costs of increased male 
reproductive effort: courtship, copulation and the Coolidge effect." Journal of 
Evolutionary Biology 23: 2403-2409. 

Kemppainen, P., M. Panova, et al. (2009). "Complete lack of mitochondrial 
divergence between two species of NE Atlantic marine intertidal gastropods." 
Journal of Evolutionary Biology 22: 2000-2011. 

Kemppainen, P., S. van Nes, et al. (2005). "Refuge function of marine algae 
complicates selection in an intertidal snail." Oecologia 143: 402-411. 

Kodric-Brown, A. (1985) "Female preference and sexual selection for male coloration 
in the guppy (Poecilia reticulata)." Behavioral Ecology and Sociobiology 17: 
199-205. 

Koenig, W. and J. Dickinson (2004). Ecology and evolution of cooperative breeding 
in birds. Cambridge, Cambridge University Press. 

Kvarnemo, C. and L. W. Simmons (2013). "Polyandry as a mediator of sexual 
selection before and after mating." Philosophical Transactions of the Royal 
Society B 368: 20120042. 

Lai, Y. T., J. H. Chen, et al. (2011). "The chemosensory ability of the predatory leech 
Whitmania laevis (Arhynchobdellida:Haemopidae) for prey searching." 
Chemoecology 21: 67-74. 

Leonard, J. L. and K. Lukowiak (1985). "Courtship, copulation, and sperm trading in 
the sea slug, Navanax inermis (Opisthobranchia: Cephalaspidea)." Canadian 
Journal of Zoology 63: 2719-2729. 

Li, D. and L. D. Graham (2007). "Epiphragmin, the major protein of epiphragm 
mucus from the vineyard snail, Cernuella virgata." Comparative Biochemistry 
and Physiology, Part B: Biochemistry & Molecular Biology 148: 192-200. 

Mayr, E. (1942). Systematics and the origin of species. New York, Columbia 
University Press. 

35



 

Mayr, E. (1995). Species, classification and evolution. Biodiversity and evolution. R. 
Arai, M. Kato and Y. Doi. Tokyo, Natural Science Museum Foundation: 3-12. 

Michener, G. R. and L. Locklear (1990). "Differential costs of reproductive effort for 
male and female Richardson's ground squirrels." Ecology 71: 855-868. 

Myhre, L. C., K. de Jong, et al. (2012). "Sex roles and mutual mate choice matter 
during mate sampling." The American Naturalist 179: 741-755. 

Mäkinen, T., M. Panova, et al. (2007). "High levels of multiple paternity in Littorina 
saxatilis: Hedging the bets?" Journal of Heredity 98: 705-711. 

Møller, A. P. and R. V. Alatalo (1999). "Good-genes effects in sexual selection." Proc. 
R. Soc. Lond. B 266: 85-91. 

Nagel, L. and D. Schluter (1998). "Body size, natural selection, and speciation in 
sticklebacks." Evolution 52: 209-218. 

Ng, T. P. T., M. S. Davies, et al. (2011). "Mucus trail following as a mate-searching 
strategy in mangrove littorinid snails." Animal Behaviour 82: 459-465. 

Paine, R. T. (1963). "Food recognition and predation on opisthobranchs by Navanax 
inermis (Gastropoda: Opisthobranchia)." Veliger 6: 1-9. 

Panova, M., J. Boström, et al. (2010). "Extreme female promiscuity in a non-social 
invertebrate species." Plos One 5 e9640. 

Panova, M., J. Hollander, et al. (2006). "Site-specific genetic divergence in parallel 
hybrid zones suggests nonallopatric evolution of reproductive barriers." 
Molecular Ecology 15: 4021-4031. 

Parker, G. A. and L. W. Simmons (1996). "Parental investment and the control of 
sexual selection: predicting the direction of sexual competition." Proceedings 
of the Royal Society of London. Series B: Biological Sciences 263: 315-321. 

Paterson, I. G., V. Partridge, et al. (2001). "Multiple paternity in Littorina obtusata 
(Gastropoda, Littorinidae) revealed by microsatellite analyses." Biological 
Bulletin, Marine Biological Laboratory, Woods Hole 200: 261-267. 

Pearce, T. A. and A. Gaertner (1996). "Optimal foraging and mucus trail following in 
the carnivorous land snail Haplotrema concavum." Malacological Review 29: 
85-99. 

Peduzzi, P. and G. J. Herndl (1991). "Mucus trails in the rocky intertidal –a highly 
active microenvironment." Marine Ecology Progress Series 75: 267-274. 

Pfenning, K. S. (1998). "The evolution of mate choice and the potential for conflict 
between species and mate-quality recognition." Proceedings of the Royal 
Society of London, Series B: Biological Sciences 265: 1743-1748. 

Pickles, A. R. and J. Grahame (1999). "Mate choice in divergent morphs of the 
gastropod mollusc Littorina saxatilis (Olivi): speciation in action?" Animal 
Behaviour 58: 181-184. 

Quinn, T. P. and C. J. Foote (1994). "The effects of body size and sexual dimorphism 
on the reproductive behaviour of sockeye salmon, Oncorhynchus nerka." 
Animal Behaviour 48: 751-761. 

Ratcliffe, L. M. and P. R. Grant (1983). "Species recognition in Darwin's finches 
(Geospiza, Gould) I. Discrimination by morphological cues." Animal 
Behaviour 31: 1139-1153. 

Reid, D. G. (1990). "Note on the discrimination of females of Littorina mariae Sacchi 
& Rastelli and L. obtusata (Linnaeus)." Journal of Molluscan Studies 56: 113-
114. 

Reid, D. G. (1996). Systematics and Evolution of Littorina. London, Ray Society 
Publications. 

36



 

Reid, D. G., P. Dyal, et al. (2012). "A global molecular phylogeny of 147 periwinkle 
species (Gastropoda, Littorininae)." Zoologica Scripta 41: 125-136. 

Reid, D. G., E. Rumbak, et al. (1996). "DNA, morphology and fossils: phylogeny and 
evolutionary rates of the gastropod genus Littorina." Philosophical 
Transactions of the Royal Society London B 351: 577-895. 

Reimchen, T. E. (1982). "Shell size divergence in Littorina mariae and L. obtusata 
and predation by crabs." Canadian Journal of Zoology 60: 687-695. 

Reinhardt, K., E. Harney, et al. (2007). "Female-limited polymorphism in the 
copulatory organ of a traumatically inseminating insect." The American 
Naturalist 170: 931-935. 

Richmond, J. Q., E. L. Jockusch, et al. (2011). "Mechanical reproductive isolation 
facilitates parallel speciation in western North American scincid lizards." The 
American Naturalist 178: 320-332. 

Richmond, J. Q. and T. W. Reeder (2002). "Evidence for parallel ecological 
speciation in scincid lizards of the Eumeces skiltonianus species group 
(squamata: scincidae)." Evolution 56: 1498-1513. 

Ridley, M. (1983). The explanation of organic diversity: the comparative method and 
adaptations for mating. Oxford, Clarendon Press. 

Rolán-Alvarez, E., M. Carballo, et al. (2004). "Nonallopatric and parallel origin of 
local reproductive barriers between two snail ecotypes." Molecular Ecology 
13: 3415-3424. 

Rolan-Alvarez, E., J. Erlandsson, et al. (1999). "Mechanisms of incomplete 
prezygotic reproductive isolation in an intertidal snail: testing behavioural 
models in wild populations." Journal of Evolutionary Biology 12: 879-890. 

Rolán-Alvarez, E., C. Zapata, et al. (1995). "Distinct genetic subdivision in sympatric 
and sibling species of the genus Littorina (Gastropoda, Littorinidae)." 
Heredity 74: 1-9. 

Rolán-Alvarez, E., C. Zapata, et al. (1995). "Multilocus heterozygosity and sexual 
selection in a natural population of the marine snail Littorina mariae 
(Gastropoda: Prosobranchia)." Heredity 75: 17-25. 

Saur, M. (1990). "Mate discrimination in Littorina littorea (L.) and L. saxatilis (Olivi) 
(Mollusca: Prosobranchia)." Hydrobiologia 193: 261-270. 

Savage-Rumbaugh, E. S. and B. J. Wilkerson (1978). "Socio-sexual behavior in Pan 
paniscus and Pan troglodytes: A comparative study." Journal of Human 
Evolution 7: 327-IN326. 

Seehausen, O., Y. Terai, et al. (2008). "Speciation through sensory drive in cichlid 
fish." Nature 455: 620-626. 

Simmons, L. W. (2005). "The evolution of polyandry: sperm competition, sperm 
selection, and offspring viability." Annual Review of Ecology, Evolution, and 
Systematics 36: 125-146. 

Smith, A. M. (2002). "The structure and function of adhesive gels from 
invertebrates." Integrative and Comparative Biology 42: 1164–1171. 

Sundberg, P. E. R. (1988). "Microgeographic variation in shell characters of Littorina 
saxatilis Olivi—a question mainly of size?" Biological Journal of the Linnean 
Society 35: 169-184. 

Tankersley, R. A. (1989). "The effect of trail following on the locomotion of the 
marsh periwinkle Littorina irrorata (mesogastropoda: Littorinidae)." Marine 
and Freshwater Behaviour and Physiology 15: 89-100. 

37



 

Tatarenkov, A. and K. Johannesson (1998). "Evidence of a reproductive barrier 
between two forms of the marine periwinkle Littorina fabalis (Gastropoda)." 
Biological Journal of the Linnean Society 63: 349-365. 

Tatarenkov, A. N. (1995). "Genetic divergence between sibling species Littorina 
mariae Sacchi and Rastelli and Littorina obtusata (L.) (Mollusca, Gastropoda) 
from the White-Sea." Ophelia 40: 207-218. 

Thiel, M. and I. Hinojosa (2003). "Mating behavior of female rock shrimp 
Rhynchocinetes typus (Decapoda: Caridea)—indication for convenience 
polyandry and cryptic female choice." Behavioral Ecology and Sociobiology 
55: 113-121. 

Thornhill, R. and J. Alcock (1983). The evolution of insect mating systems. 
Cambridge, Mass, Harvard University Press. 

Townsend, C. R. (1974). "Mucus trail following by the snail Biomphalaria gIabrata 
(Say)." Animal Behaviour 22: 170-177. 

Trontti, K., N. Thurin, et al. (2007). "Mating for convenience or genetic diversity? 
Mating patterns in the polygynous ant Plagiolepis pygmaea." Behavioral 
Ecology 18: 298-303. 

Trott, T. J. and R. V. Dimock (1978). "Intraspecific trail following by the mud snail 
Ilyanassa obsoleta." Marine Behavior and Physiology 5: 91-101. 

Ushadevi, S. V. and R. V. Krishnamoorthy (1980). "Do slugs have silver track 
pheromone?" Indian Journal of Experimental Biology 18: 1502–1504. 

Van Dongen, S., E. Matthysen, et al. (1998). "Mate selection by male winter moths 
Operophtera brumata (Lepidoptera, Geometrldae): Adaptive male choice or 
female control?" Behaviour 135: 29-42. 

Vincent, A., I. Ahnesjö, et al. (1992). "Pipefishes and seahorses: Are they all sex role 
reversed?" Trends in Ecology & Evolution 7: 237-241. 

Wareing, D. R. (1986). "Directional trail following in Deroceras reticulatum 
(Muller)." Journal of Molluscan Studies 52: 256-258. 

Wedell, N., M. J. G. Gage, et al. (2002). "Sperm competition, male prudence and 
sperm-limited females." Trends in Ecology & Evolution 17: 313-320. 

Wedell, N. and M. G. Ritchie (2004). "Male age, mating status and nuptial gift quality 
in a bushcricket." Animal Behaviour 67: 1059-1065. 

Williams, G. A. (1990). "The comparative ecology of the flat periwinkles, Littorina 
obtusata (L.) and L. mariae Sacchi et Rastelli." Field Studies 7: 469-482. 

Williams, G. C. (1975). Sex and evolution. Princeton, New Jersey, Princeton 
University Press. 

Yasui, Y. (1998). "The 'genetic benefits' of female multiple mating reconsidered." 
Trends in Ecology & Evolution 13: 246-250. 

Yusa, Y. (1996). "The effects of body size on mating features in a field population of 
the hermaphroditic sea hare Aplysia kurodai baba, 1937 (Gastropoda: 
Opisthobranchia)." Journal of Molluscan Studies 62: 381-386. 

Zahradnik, T. D., M. A. Lemay, et al. (2008). "Choosy males in a littorinid gastropod: 
male Littorina subrotundata prefer large and virgin females." Journal of 
Molluscan Studies 74: 245-251. 

Zaslavskaya, N. I., S. O. Sergievsky, et al. (1992). "Allozyme similarity of Atlantic 
and Pacific species of Littorina (Gastropoda, Littorinidae)." Journal of 
Molluscan Studies 58: 377-384. 

38



 

 ACKNOWLEDGEMENTS 
 

Studying for a PhD is a long and wonderful journey with mountains to climb and 

beautiful rewards when you get there. Now when I am standing on the top of the 

highest mountain and at the end of my journey I realize that I have been growing up 

during this time and I am happy to have done so in a safe home, Tjärnö, and in the 

loving care of some truly amazing people. Kerstin first and foremost, who has pointed 

out the rout for me sometimes but mostly has been walking besides me –while other 

times we have been taking turns to trail-follow each other ;-) I have never felt alone 

and I couldn’t have asked for a better, wiser or more encouraging travel companion. 

From the bottom of my hart; thank you Kerstin for everything!  

I also wish to thank my co-supervisors; Per and Gunilla, that have supported me 

with their knowledge of the really important stuff, experimental design and statistical 

analysis. Moreover, Tjärnö is literally packed with great people that have helped and 

inspired me in so many ways and have come to be dear friends of mine; Anna-Lisa, 

Christin, Sara, Eva-Lotta, Iris, Hanna, Klara, Daniel, Angelica, Elin, Greg, Calle, 

Marina, Eva-Marie, Matilda, Narim, Micke, Hannah, Sanna, Rick, Robin, Alyssa, Jon, 

Ann, Mats, Susanne, Lars-Ove, Fredrik, Anna-Karin, Bosse, Anette, Helen, Åsa, 

Emma, Mårten, Sussie, Sonja, Erika, Martin, Elisabeth, Swantje and Finn. Thank you 

all! And I also want to thank a few faithful friends outside of academia (whom I 

probably don’t deserve): Karin, Sara and Lale and their families! And many thanks to 

the kitchen staff at Tjärnö for all the nice lunches and coffee (and eggs!) that have 

kept me going in even the most tiresome days! And of course, thanks to the Lovén 

staff and the administrative staff everything works smooth on the station, ranging 

from being able to take the boat for sampling to enjoying a clean restroom on a daily 

basis! I also want to thank “First aid kit” whose music have been first aid for my mind 

many times when driving home after a busy day! 

During my time as a PhD I have had the opportunity to travel a bit and among the 

friends I made abroad it is “The Snail Team” that is closest to my hart. Mark, Rick, 

Gray and my brother in science; Terence. Thank you for everything you taught me 

and for all the great fun we have had! I really enjoyed the time we had in Hong Kong; 

the team spirit, all the new experiences and the great work we accomplished together!  

39



 

Last but not least; lots of love to my family! Thomas och Sebastian, utan ert 

osvikliga stöd och kärlek hade detta inte varit möjligt! Tack också till storfamiljen; 

Mamma och Pappa; Hanna, Marcus, Ester och Aron; Mormor och Morfar; Ingegärd, 

Gunnar, Anna, Emma, Anders och Lisa; Gunnel, Karin och Eva med familjer. Er 

tilltro och kärlek har burit mig hela vägen!  

NU kommer jag hem! 

 

 

 
      Picture: T. Jansson (1960). 

40


	kappa FINAL!_ny
	Tumgrepp_Del1
	Paper I Ng et al 2013
	Tumgrepp_Del2
	Paper II Saltin et al. 2013
	Tumgrepp_Del3
	Paper III Male mate preference in conflict thesis
	Tumgrepp_Del4
	Paper IV Postcopulatory sexual selectionThesis
	Tumgrepp_Del5
	Paper V Johannesson et al 2010


 
 
    
   HistoryItem_V1
   StepAndRepeat
        
     Trim unused space from sheets: no
     Allow pages to be scaled: yes
     Margins and crop marks: none
     Sheet size: 6.496 x 9.528 inches / 165.0 x 242.0 mm
     Sheet orientation: best fit
     Scale by 70.00 %
     Align: centre
     Bleed handling: Use trim box
      

        
     0.0000
     Use
     5.6693
     20.0001
     0
     Corners
     0.2999
     ToFit
     0
     0
     1
     1
     0.7000
     0
     0 
     1
     0.0000
     0
            
       D:20130319092352
       685.9843
       S5
       Blank
       467.7165
          

     Best
     394
     214
    
    
     0.0000
     C
     0
            
       CurrentAVDoc
          

     0.0000
     0
     2
     0
     1
     0 
      

        
     QITE_QuiteImposingPlus3
     Quite Imposing Plus 3.0d beta 2
     Quite Imposing Plus 3
     1
      

   1
  

 HistoryList_V1
 qi2base




 
 
    
   HistoryItem_V1
   StepAndRepeat
        
     Trim unused space from sheets: no
     Allow pages to be scaled: yes
     Margins and crop marks: none
     Sheet size: 6.496 x 9.528 inches / 165.0 x 242.0 mm
     Sheet orientation: best fit
     Scale by 70.00 %
     Align: centre
     Bleed handling: Use trim box
      

        
     0.0000
     Use
     5.6693
     20.0001
     0
     Corners
     0.2999
     ToFit
     0
     0
     1
     1
     0.7000
     0
     0 
     1
     0.0000
     0
            
       D:20130319092516
       685.9843
       S5
       Blank
       467.7165
          

     Best
     394
     214
     0.0000
     C
     0
            
       CurrentAVDoc
          

     0.0000
     0
     2
     0
     1
     0 
      

        
     QITE_QuiteImposingPlus3
     Quite Imposing Plus 3.0d beta 2
     Quite Imposing Plus 3
     1
      

   1
  

    
   HistoryItem_V1
   InsertBlanks
        
     Where: after last page
     Number of pages: 1
     Page size: same as current
      

        
     Blanks
     Always
     1
     1
     10
     602
     331
    
     1
            
       CurrentAVDoc
          

     SameAsCur
     AtEnd
      

        
     QITE_QuiteImposingPlus3
     Quite Imposing Plus 3.0d beta 2
     Quite Imposing Plus 3
     1
      

   1
  

 HistoryList_V1
 qi2base




 
 
    
   HistoryItem_V1
   StepAndRepeat
        
     Trim unused space from sheets: no
     Allow pages to be scaled: yes
     Margins and crop marks: none
     Sheet size: 6.496 x 9.528 inches / 165.0 x 242.0 mm
     Sheet orientation: best fit
     Scale by 70.00 %
     Align: centre
     Bleed handling: Use trim box
      

        
     0.0000
     Use
     5.6693
     20.0001
     0
     Corners
     0.2999
     ToFit
     0
     0
     1
     1
     0.7000
     0
     0 
     1
     0.0000
     0
            
       D:20130319092642
       685.9843
       S5
       Blank
       467.7165
          

     Best
     394
     214
    
    
     0.0000
     C
     0
            
       CurrentAVDoc
          

     0.0000
     0
     2
     0
     1
     0 
      

        
     QITE_QuiteImposingPlus3
     Quite Imposing Plus 3.0d beta 2
     Quite Imposing Plus 3
     1
      

   1
  

 HistoryList_V1
 qi2base




 
 
    
   HistoryItem_V1
   StepAndRepeat
        
     Trim unused space from sheets: no
     Allow pages to be scaled: yes
     Margins and crop marks: none
     Sheet size: 6.496 x 9.528 inches / 165.0 x 242.0 mm
     Sheet orientation: best fit
     Scale by 70.00 %
     Align: centre
     Bleed handling: Use trim box
      

        
     0.0000
     Use
     5.6693
     20.0001
     0
     Corners
     0.2999
     ToFit
     0
     0
     1
     1
     0.7000
     0
     0 
     1
     0.0000
     0
            
       D:20130319092922
       685.9843
       S5
       Blank
       467.7165
          

     Best
     394
     214
    
    
     0.0000
     C
     0
            
       CurrentAVDoc
          

     0.0000
     0
     2
     0
     1
     0 
      

        
     QITE_QuiteImposingPlus3
     Quite Imposing Plus 3.0d beta 2
     Quite Imposing Plus 3
     1
      

   1
  

 HistoryList_V1
 qi2base




 
 
    
   HistoryItem_V1
   StepAndRepeat
        
     Trim unused space from sheets: no
     Allow pages to be scaled: yes
     Margins and crop marks: none
     Sheet size: 6.496 x 9.528 inches / 165.0 x 242.0 mm
     Sheet orientation: best fit
     Scale by 70.00 %
     Align: centre
     Bleed handling: Use trim box
      

        
     0.0000
     Use
     5.6693
     20.0001
     0
     Corners
     0.2999
     ToFit
     0
     0
     1
     1
     0.7000
     0
     0 
     1
     0.0000
     0
            
       D:20130319093012
       685.9843
       S5
       Blank
       467.7165
          

     Best
     394
     214
     0.0000
     C
     0
            
       CurrentAVDoc
          

     0.0000
     0
     2
     0
     1
     0 
      

        
     QITE_QuiteImposingPlus3
     Quite Imposing Plus 3.0d beta 2
     Quite Imposing Plus 3
     1
      

   1
  

    
   HistoryItem_V1
   InsertBlanks
        
     Where: after last page
     Number of pages: 1
     Page size: same as current
      

        
     Blanks
     Always
     1
     1
     10
     602
     331
    
     1
            
       CurrentAVDoc
          

     SameAsCur
     AtEnd
      

        
     QITE_QuiteImposingPlus3
     Quite Imposing Plus 3.0d beta 2
     Quite Imposing Plus 3
     1
      

   1
  

 HistoryList_V1
 qi2base




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 99
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 150
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 150
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /FlateEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName (http://www.color.org)
  /PDFXTrapped /Unknown

  /CreateJDFFile false
  /SyntheticBoldness 1.000000
  /Description <<
    /FRA <>
    /JPN <FEFF3053306e8a2d5b9a306f30019ad889e350cf5ea6753b50cf3092542b308000200050004400460020658766f830924f5c62103059308b3068304d306b4f7f75283057307e30593002537052376642306e753b8cea3092670059279650306b4fdd306430533068304c3067304d307e305930023053306e8a2d5b9a30674f5c62103057305f00200050004400460020658766f8306f0020004100630072006f0062006100740020304a30883073002000520065006100640065007200200035002e003000204ee5964d30678868793a3067304d307e30593002>
    /DEU <>
    /PTB <>
    /DAN <>
    /NLD <>
    /ESP <>
    /SUO <>
    /ITA <>
    /NOR <>
    /SVE <>
    /ENU <FEFF00440065006e006e00610020006a006f0062006f007000740069006f006e00660069006c002000e400720020006f007000740069006d00650072006100640020006600f6007200200044006f00630075005300790073002000700072006f00640075006b00740069006f006e>
  >>
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.283 858.898]
>> setpagedevice



 
 
    
   HistoryItem_V1
   AddNumbers
        
     Range: all pages
     Font: Times-Roman 11.0 point
     Origin: bottom centre
     Offset: horizontal 0.00 points, vertical 39.69 points
     Prefix text: ''
     Suffix text: ''
     Use registration colour: no
      

        
     1
     1
     
     BC
     
     1
     1
     TR
     1
     0
     566
     232
    
     0
     1
     11.0000
            
                
         Both
         17
         AllDoc
         120
              

       CurrentAVDoc
          

     [Sys:ComputerName]
     0.0000
     39.6850
      

        
     QITE_QuiteImposingPlus3
     Quite Imposing Plus 3.0d beta 2
     Quite Imposing Plus 3
     1
      

        
     0
     40
     39
     40
      

   1
  

 HistoryList_V1
 qi2base





