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ABSTRACT
Question: Are populations of two sawfly species adapted to individual host trees?
Hypothesis: The adaptive deme formation hypothesis suggests that selection may lead to
populations (demes) adapted to host individuals.
Organisms: Larvae of the black sawfly Tomostethus nigritus and the privet sawfly Macrophya
punctumalbum (Hymenoptera: Tenthredinidae) living on ash (Fraxinus excelsior).
Methods: We reciprocally transferred larvae of the two sawfly species to leaves of different
ash individuals of a floodplain forest in Central Germany. After 24 h, we assessed the
relative growth rate of the larvae.
Conclusions: There was no effect of the transfer between host individuals on the relative
growth rates of sawfly larvae. Based on our results, together with published literature, we
conclude that under certain conditions local adaptations may fine-tune herbivore populations
to individual hosts. However, the formation of adaptive demes does not appear to be a general
phenomenon in herbivorous insects.
Keywords: adaptive deme formation, feeding trial, herbivory, intraspecific variation,
local adaptation, relative growth rate, Macrophya punctumalbum, Tomostethus nigritus.

INTRODUCTION
Several studies have demonstrated genetic variation within and among populations of
phytophagous insects (Mopper, 1996). Genetic structure may occur even among herbivorous
insects occupying different branches of the same tree (Alstad and Corbin, 1990). The mechanisms
behind this structure, however, are poorly understood. One possible mechanism is the
adaptation of insects to host individuals.
The quality of leaf tissue differs not only among plant species, but varies also among
plant individuals within a species (Howard, 1990; Laitinen et al., 2000; Osier et al., 2000b). This variation
in the quality of plant tissue may influence feeding behaviour and development of insect

* Author to whom all correspondence should be addressed. e-mail: ruhnke@genalis.de
Consult the copyright statement on the inside front cover for non-commercial copying policies.
© 2006 Haike Ruhnke

1040

Ruhnke et al.

herbivores (Ayres et al., 1987; Howard, 1990; Fortin and Mauffette, 2002; Glynn and Herms, 2004). Based on
transfer experiments with a herbivorous insect species, Edmunds and Alstad (1978) formulated the adaptive deme formation hypothesis. According to this hypothesis, selection
forms populations (demes) of herbivorous insects adapted to the specific defensive and
nutritional characteristics of a host plant individual. Of course, such selection can only
work within a framework of preconditions, set by the host as well as the herbivore.
First, the life span of a host individual must sustain several generations of the herbivore.
Therefore, adaptive demes are most likely to occur in insects living on trees. Another
important precondition is predictability of host quality. At least the ranking of the quality
of leaf tissue across individuals should remain constant over time. One important attribute
of the insect’s biology, which might influence the formation of adaptive demes, is mobility.
Gene flow between insect populations on individual trees counteracts local adaptations.
The particular defence system of a host individual may result in physiological
trade-offs in the insect, which may lead to disadvantages on other host individuals. In turn,
this will select for a reduced gene flow between insect populations on different host
individuals, which would reinforce the formation of genetically distinct groups [adaptive
demes (Edmunds and Alstad, 1978)]. However, low gene flow among populations may also preclude
adaptation to host plants by limiting genetic variation upon which selection can act (Slatkin,
1987). Besides mobility, the breeding system and the feeding mode of herbivorous insects may
affect the formation of adaptive demes. In a meta-analysis, however, van Zandt and Mopper
(1998) found no evidence that mobility constrained local adaptation. In addition, they found
no convincing effect of the feeding mode (exophagous vs. endophagous) or the breeding
system on the formation of adaptive demes.
Tests of the adaptive deme formation hypothesis failed to produce consistent results
(van Zandt and Mopper, 1998, Table 2). Nevertheless, based on their meta-analysis van Zandt and
Mopper (1998) suggested that endophagous, parthenogenetic, and diplodiploid herbivorous
insects are most likely to form adaptive demes. But different authors have arrived at very
different conclusions. Whereas Boecklen and Mopper (1998) suggested that adaptive deme
formation is an important evolutionary phenomenon, Cobb and Whitham (1998) doubted
that adaptations to individual trees occur at all. We tested the adaptive deme formation
hypothesis for populations of the black sawfly Tomostethus nigritus and the privet sawfly
Macrophya punctumalbum in a floodplain forest in Central Germany. These two species
differ in biological characteristics, which should affect the formation of locally adapted
demes. The parthenogenetic M. punctumalbum should show stronger adaptation to host
individuals than the haplodiploid and sometimes outbreaking species T. nigritus (cf. Price et al.,
1990; van Zandt and Mopper, 1998).
METHODS
The study was carried out in the ‘Leipzig floodplain forest’ (city of Leipzig, Saxony,
Germany). In spring 2001, a construction crane was installed in the forest. Equipped with a
gondola, the crane allowed us to work in the canopy so that we could investigate mature
tree individuals within an area of 1.6 ha. The vegetation around the crane is a typical
floodplain forest of the upper alluvial zone on nutrient-rich loamy soils [Querco-Ulmetum
(Morawetz and Horchler, 2004)]. The forest is rich in plant species. The dominant tree species are
ash (Fraxinus excelsior), oak (Quercus robur), sycamore (Acer pseudoplatanus), lime (Tilia
cordata), and hornbeam (Carpinus betulus).
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The experiments were performed with larvae of the black sawfly Tomostethus nigritus (F.)
(Hymenoptera: Tenthredinidae, Blennocampinae) and the privet sawfly Macrophya
punctumalbum (L.) (Hymenoptera: Tenthredinidae, Tenthredininae) on ash (Fraxinus
excelsior). These sawfly species are univoltine. Females of the two species oviposit under the
epidermis of leaves. The larvae are, however, solitary and free-feeding leaf chewers.
Tomostethus nigritus appears to be monophagous on ash (Lorenz and Kraus, 1957; Mrkva, 1965)
and has a haplodiploid breeding system. One female can lay 80–120 eggs, which are placed
singly into young leaves (Mrkva, 1965). Larvae develop fairly fast. Gradations of the species
are known to defoliate ash populations (Mrkva, 1965). However, no outbreaks have been
observed in the ‘Leipzig floodplain forest’ during the last 40 years (A. Sickert and L. Fischer, personal
communication). Macrophya punctumalbum feeds on several species of the family Oleaceae, in
particular on Fraxinus excelsior and Ligustrum vulgare (Hoebeke and Johnson, 1985; Chevin, 1995).
Males of M. punctumalbum are extremely rare. The species is therefore considered to be
parthenogenetic (Hoebeke and Johnson, 1985; Chevin, 1995). The females usually oviposit groups of
about 2–8 eggs into fully expanded leaves. Compared with T. nigritus, M. punctumalbum
larvae have a slow growth rate. Outbreaks are not known for M. punctumalbum.
We performed reciprocal transfer experiments with larvae of the two species of sawflies
collected from individual host trees. The ash trees sampled during our study were mature
(height 29–34 m) and showed phenotypic variation in bud burst (personal observations). Furthermore, in a preliminary study we found significant differences in the palatability of leaf tissue
among individual ash trees of our study area using a generalist herbivorous insect (unpublished
data). We collected eggs and early instars of the sawflies from the canopy of several ash
individuals within the crane area. Larvae were reared in the laboratory on leaves collected
from the same branch on which we had sampled the particular insect individual. Every
2 days we provided freshly collected leaves. When the larvae had reached the third larval
stage, we reciprocally transferred them between leaves of certain pairs of ash trees. Half of
the larvae remained as controls on the original trees. We used two pairs of trees and
339 larvae for the experiments with T. nigritus and four pairs of trees and 1550 larvae for the
experiments with M. punctumalbum. The distance between the ash individuals of a pair was
about 30 m and 90 m respectively for the trees used in the experiments with T. nigritus. For
M. punctumalbum, the distance between ash individuals of a pair was 10 m (one pair) and
about 130 m (the other three pairs).
The experiments with T. nigritus were carried out between 24 May and 9 June 2004 in
a climate chamber (18⬚C and 16 h light), and with M. punctumalbum between 15 June and
5 July 2004 (22⬚C and 16 h light). Before the experiments, larvae were weighed and placed
individually in petri dishes with moist filter paper. Non-transferred larvae were provided ad
libitum with leaves from the branch on which they had been sampled. Transferred larvae
received leaves of the corresponding novel tree individual of the tree pair. After 24 h, the
larvae were re-weighed.
Before all analyses, initial and final mass of larvae were log-transformed. The effects of
tree pair, natal tree, novel tree, and home versus away on larval mass at the end of the
experiment were analysed by analysis of covariance [ANCOVA; Proc GLM (Version 8.02);
SAS Institute]. Initial larval mass had a significant effect on the growth of larvae for both
sawfly species and was therefore used as the covariate. By using Type I sums of squares, the
confounding effects of initial larval mass were removed. Thus, after removing the effects of
initial mass, we obtained for our analyses an estimate of the relative growth rate of the
larvae (Raubenheimer and Simpson, 1992; Horton and Redak, 1993). In our statistical model, the factor ‘tree
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pair’ tested the effect of the specific tree pairs, ‘natal tree’ the genetic differentiation of the
sawfly populations between trees, and ‘novel tree’ the quality of the ash individuals. The
factor ‘home versus away’ tested whether larvae were adapted to the tree on which they had
been sampled.
We decided to measure the growth of larvae in the laboratory, not in the field, because
microclimatic differences between host individuals could have compromised the test of
whether differences in host quality had an effect on the growth rate of insect larvae. A
drawback of such laboratory experiments, however, is that we had to remove leaves from the
tree, which could have affected tissue quality. However, Osier et al. (2000a) showed that the
growth of caterpillars reared in bags on trees was highly correlated with the growth of
larvae reared in the laboratory with leaves of the same tree. Furthermore, over 2 days, leaves
removed from the tree do not show significant changes in nutritional quality (Kleiner, 1991).
RESULTS
Larvae of M. punctumalbum sampled from different tree individuals had different relative
growth rates (ANCOVA; Table 1, Fig. 1a). This indicates genetic differences among populations living on different individuals of host trees. However, we found no adaptation to the
leaves of the tree on which larvae were sampled. The transfer of larvae from one ash
individual to another had no significant negative effect on their relative growth rate
(ANCOVA; Table 1, Fig. 1b). Instead, sawfly larvae on the four tree pairs tended to respond
to the transfer differently (ANCOVA, interaction of tree pair and home versus away; Table
1). Growth of the larvae of M. punctumalbum on leaves of novel trees was not different from
that of larvae on leaves of the trees they originated from.
For T. nigritus, the relative growth rate of sawflies from different tree individuals was
not significantly different (ANCOVA; Table 1). However, the identity of the novel host
tree affected the relative growth rate of the larvae (ANCOVA; Table 1, Fig. 1c). This
indicates that the quality of leaves differed between ash individuals. Again, the transfer of
larvae had no negative effect on relative growth rate (ANCOVA, home versus away; Table 1,
Fig. 1d).
Table 1. Results of two analyses of covariance of the effects of tree pair, natal tree, novel tree, and
transfer (home vs. away) on the relative growth rate (effect after incorporating the covariate) of the
larvae of Macrophya punctumalbum and Tomostethus nigritus
M. punctumalbum
Source of variation
Initial larval mass
Tree pair
Natal tree
Novel tree
Home vs. away
Tree pair × home vs. away
Residual

T. nigritus

d.f.

MS

F

d.f.

MS

F

1
3
4
4
1
3
1533

119.099
0.099
0.528
0.031
< 0.001
0.054
0.021

5730.95 ***
4.78 **
25.41 ***
1.51
0.04
2.58 (*)

1
1
2
2
1
1
330

16.995
0.001
0.016
0.100
< 0.001
0.024
0.012

1396.02 ***
0.09
1.36
8.21 ***
0.01
2.02

Note: The table presents the results of Type I analyses. (*) P < 0.10, *P < 0.05, **P < 0.01, ***P < 0.001.
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Fig. 1. Effect of natal tree, novel tree, and host transfer on the relative growth rate of larvae of
Macrophya punctumalbum (a, b) and Tomostethus nigritus (c, d). We give relative growth rates (RGR)
measured across 24 h from an ANCOVA (back-transformed least squares means; error bars provide
back-transformed values of the mean ± standard error, hence the error bars are not symmetric).

DISCUSSION
We tested the adaptive deme formation hypothesis (Edmunds and Alstad, 1978) with two species of
sawflies. In reciprocal transfer experiments with larvae of T. nigritus and M. punctumalbum
on ash trees, we did not observe any effect of the transfer: for both species, relative growth
rate did not differ significantly between transferred and non-transferred larvae. Therefore,
we found no evidence for local adaptation of the insects to individual host plants. Our
results are in line with those of several previous studies that tested the adaptive deme
formation hypothesis using transfer experiments (Table 2).
As noted in the Introduction, the ability to form locally adapted demes may depend on
the mobility, the feeding mode, and the breeding system of the herbivorous species (Edmunds
and Alstad, 1978). The adaptive deme formation hypothesis was originally formulated for
herbivores with low dispersal. Therefore, half of the published studies used sedentary scale
insects. However, in their meta-analysis van Zandt and Mopper (1998) found no evidence
that adaptive demes are more common in sedentary than in mobile herbivorous insects.
Nevertheless, some authors consider spatial segregation as an important precondition for
the formation of local demes (Hanks and Denno, 1994). The species we used in our experiments
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Table 2. Results of published experiments that tested the formation of adaptive demes

Herbivorous insect
Apterothrips seticornis
Stilbosis quadricustatella
Asphodylia borrichiae
Cryptococcus fagisuga
Pseudaulacaspis pentagona
Nuculaspis californica
Matsucoccus acalyptus
Matsucoccus acalyptus
Cinara cupressi
Daktulosphaira vitifoliae
Adelges japonicus
Blepharida rhois
Chionaspis pinifoliae

Host plant

Local
adaptation

Source

Erigeron glaucus
Quercus geminata
Borrichia frutescens
Fagus sylvatica
Morus alba
Pinus lambertiana
Pinus monophylla
Pinus edulis
Cupressus lusitanica
Vitis arizonica
Picea jezoensis
Rhus glabra
Pinus resinosa

Yes
Yes
Yes
Yes/No
Yes/No
No
No
No
No
No
No
No
No

Karban (1989)
Mopper et al. (1995)
Stiling and Rossi (1998)
Wainhouse and Howell (1983)
Hanks and Denno (1994)
Rice (1983)
Unruh and Luck (1987)
Cobb and Whitham (1993, 1998)
Memmott et al. (1995)
Kimberling and Price (1996)
Ozaki and Itahana (1997)
Strauss (1997)
Glynn and Herms (2004)

have the potential to fly. The prepupae of the two species hibernate in the soil. After
hatching, adults need to fly into the canopy for oviposition. Thus, active dispersal or passive
transport may cause a mixing of populations among nearby host individuals. Nevertheless,
when the selection pressure is sufficiently high, adaptive demes may form despite some
gene flow (see Feder et al., 1994). For M. punctumalbum, our results are consistent with genetic
differentiation between populations on different trees, but there was no evidence for specific
adaptations of these demes. Hence, genetic differentiation is not necessarily an indicator
for the adaptive deme formation hypothesis. The processes that generate this genetic
differentiation are not necessarily related to differences in the selection regime among tree
individuals. Microclimatic differences or microclimatic barriers together with variations in
host plant phenology may isolate insect populations living on different host individuals, and
genetic differences between host trees are due to genetic drift.
Edmunds and Alstad (1978) developed their hypothesis for a specialist and, indeed, a
limited host range has been shown to be an important precondition for adaptive demes.
Parasites and herbivores with a broad host range are less likely to show local adaptation
than parasites with a narrow host range (Lajeunesse and Forbes, 2002). The feeding mode of
herbivorous insects is also thought to affect the probability of the formation of adaptive
demes. Endophagous insects are not able to escape from unfavourable plant tissues.
Therefore, they should have a higher probability to form adaptive demes than exophagous
insects. However, van Zandt and Mopper (1998) found no significant effect of feeding mode
on the probability of adaptation. Nevertheless, the effect size for the endophagous insects
was larger than that for exophagous species and van Zandt and Mopper (1998) interpreted
this as tentative support for the influence of feeding mode on the formation of adapted
demes. In our experiments, we used larvae both of a monophagous and an oligophagous
sawfly species. Females of the two species of sawflies oviposit under the epidermis of leaves.
The larvae are, however, free-living leaf chewers. Thus, the species may display an intermediate mode of feeding behaviour. Although the sawflies used in our experiments should
have had a considerable propensity to form adaptive demes, we found no evidence for the
formation of locally adapted populations.
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Compared with parthenogenetic species, a sexual breeding system may increase genetic
variation and should thereby allow for an effective evolution of adaptations by selection
(Weismann, 1904; Strauss and Karban, 1994; Goddard et al., 2005; but see Lushai et al., 2003). In addition, haplodiploid insects are usually assumed to adapt more easily than diplodiploid insects (Alstad, 1998;
Haccou and Schneider, 2004; Schoustra et al., 2005). In contrast to these expectations, van Zandt and
Mopper (1998) found no significant effect of the breeding system in their meta-analysis.
Moreover, they suggest from the magnitude of the effect sizes that parthenogenetic and
diplodiploid insects may even be more likely to form locally adapted demes than haplodiploid herbivores. During our experiments we used the haplodiploid T. nigritus and the
probably parthenogenetic M. punctumalbum (Hoebeke and Johnson, 1985; Chevin, 1995). Tomostethus
nigritus has not only a haplodiploid breeding system but also tends to have eruptive
population dynamics with fast development of the larvae (Mrkva, 1965), whereas larvae of
M. punctumalbum have a slower growth rate. Together, these differences between the two
species should mean that it is less likely for adaptive demes to be formed by T. nigritus than
M. punctumalbum (cf. Price et al., 1990; van Zandt and Mopper, 1998). However, we found no evidence for
differences in the formation of adaptive demes in the two species.
An important prerequisite for the formation of demes adapted to host individuals is that
resource heterogeneity within individual hosts has to be much lower than among host
individuals. In addition, the quality of leaf tissue of host individuals needs to be predictable
for the herbivores over generations (see Edmunds and Alstad, 1978). Mopper et al. (2000) reported for
a leafminer that it could take ten generations to form demes. At least across such temporal
scales host individuals should have predictable properties to which the insects can adapt.
But there may be variation in leaf tissue quality within plant individuals (Hollinger, 1989;
Dudt and Shure, 1994) and these variations may affect the feeding behaviour and development
of associated herbivorous insects (Howard, 1990; Fortin and Mauffette, 2002). Furthermore, large
variations in leaf quality occur within and between years (Laitinen et al., 2000; Osier et al., 2000b; Covelo
and Gallardo, 2001), although the ranking among host individuals is sometimes consistent across
years (Riipi et al., 2004). The leaf quality of a single plant can rapidly change with age such that
a tenfold change in resistance can occur over a 2-year period (Kearsley and Whitham, 1989). Overall,
the published evidence suggests that fluctuations in host quality within and between years
may prevent local adaptations. Instead, the variability of leaf quality may select for
genotypes that can cope with a variety of leaf qualities (Whitham, 1983; Cobb and Whitham, 1998).
In our opinion, the variability of leaf quality within and between years, together with the
conflicting results from transfer experiments, indicate that generalizations about the formation of adaptive demes are premature. Following Hanks and Denno (1994), we conclude that
local adaptation may fine-tune herbivore populations to host individuals under very specific
conditions. However, it appears that adaptive demes do not play a general role in the
evolution of herbivorous insects. Mopper (2005) suggested recently that demes will evolve
when variation in host phenology is coupled with endophagy of the herbivore. Further
studies are needed to evaluate this hypothesis.
ACKNOWLEDGEMENTS
We thank Manfred Kraus (Nuremberg, Germany) for identifying the larvae of the sawflies. Andreas
Sickert and Lothar Fischer provided us with information about insect gradations in the forests of
Leipzig (Leipzig, Germany). We are grateful to our colleagues in the Department of Community
Ecology at the UFZ (Halle, Germany) for assistance and to Helmut Zwölfer (Bayreuth, Germany) for

1046

Ruhnke et al.

helpful comments on the manuscript. Thanks to Peter Horchler and Martin Unterseher, the coordinators for the Leipzig Crane Project (Leipzig, Germany).

REFERENCES
Alstad, D. 1998. Population structure and the conundrum of local adaptation. In Genetic Structure
and Local Adaptation in Natural Insect Populations (S. Mopper and S.Y. Strauss, eds.), pp. 3–21.
New York: Chapman & Hall.
Alstad, D.N. and Corbin, K.W. 1990. Scale insect allozyme differentiation within and between host
trees. Evol. Ecol., 4: 43–56.
Ayres, M.P., Suomela, J. and MacLean, S.F., Jr. 1987. Growth performance of Epirrita autumnata
(Lepidoptera: Geometridae) on mountain birch: trees, broods, and tree × brood. Oecologia,
74: 450–457.
Boecklen, W.J. and Mopper, S. 1998. Local adaptation in specialist herbivores: theory and evidence.
In Genetic Structure and Local Adaptation in Natural Insect Populations (S. Mopper and S.Y.
Strauss, eds.), pp. 64–88. New York: Chapman & Hall.
Chevin, H. 1995. Biologie de Macrophya punctumalbum (Linné) (Hymenoptera: Symphyta,
Tenthredinidae). L’Entomologiste, 51: 279–285.
Cobb, N.S. and Whitham, T.G. 1993. Herbivore deme formation on individual trees: a test case.
Oecologia, 94: 496–502.
Cobb, N.S. and Whitham, T.G. 1998. Prevention of deme formation by the pinyon needle scale:
problems of specializing in a dynamic system. In Genetic Structure and Local Adaptation in
Natural Insect Populations (S. Mopper and S.Y. Strauss, eds.), pp. 37–63. New York: Chapman &
Hall.
Covelo, F. and Gallardo, A. 2001. Temporal variation in total leaf phenolics concentration
of Quercus robur in forested and harvested stands in northwestern Spain. Can. J. Bot., 79:
1262–1269.
Dudt, J.F. and Shure, D.J. 1994. The influence of light and nutrients on foliar phenolics and insect
herbivory. Ecology, 75: 86–98.
Edmunds, G.F. and Alstad, D.N. 1978. Coevolution in insect herbivores and conifers. Science,
199: 941–945.
Feder, J.L., Chilcote, C.A. and Bush, G.L. 1994. Regional, local and microgeographic allele
frequency variation between apple and hawthorn populations of Rhagoletis pomonella in western
Michigan. Evolution, 44: 595–608.
Fortin, M. and Mauffette, Y. 2002. The suitability of leaves from different canopy layers for a
generalist herbivore (Lepidoptera: Lasiocampidae) foraging on sugar maple. Can. J. Forest Res.,
32: 379–389.
Glynn, C. and Herms, D.A. 2004. Local adaptation in pine needle scale (Chionaspis pinifoliae): natal
and novel host quality as tests for specialization within and among red and Scots pine. Environ.
Entomol., 33: 748–755.
Goddard, M.R., Charles, H., Godfray, J. and Burt, A. 2005. Sex increases the efficacy of natural
selection in experimental yeast populations. Nature, 434: 636–640.
Haccou, P. and Schneider, M.V. 2004. Modes of reproduction and the accumulation of deleterious
mutations with multiplicative fitness effects. Genetics, 166: 1093–1104.
Hanks, L.M. and Denno, R.F. 1994. Local adaptation in the amored scale insect Pseudaulacaspis
pentagona (Homoptera: Diaspididae). Ecology, 75: 2301–2310.
Hoebeke. E.R. and Johnson, W.T. 1985. A European privet sawfly, Macrophya punctumalbum (L.):
North American distribution, host plants, seasonal history and descriptions of the immature
stages (Hymenoptera, Tenthredinidae). Proc. Entomol. Soc. Wash., 85: 25–33.
Hollinger, D.Y. 1989. Canopy organization and foliage photosynthetic capacity in a broad-leaved
evergreen montane forest. Funct. Ecol., 3: 53–62.

Test of the adaptive deme formation hypothesis

1047

Horton, D.R. and Redak, R.A. 1993. Further comments on analysis of covariance in insect dietary
studies. Entomol. Exp. Appl., 69: 263–275.
Howard, J.J. 1990. Infidelity of leafcutting ants to host plants: resource heterogeneity or defense
induction? Oecologia, 82: 394–401.
Karban, R. 1989. Fine-scale adaptation of herbivorous thrips to individual host plants. Nature,
340: 60–61
Kearsley, M.J.C. and Whitham, T.G. 1989. Developmental changes in resistance to herbivory:
implications for individuals and populations. Ecology, 70: 422–434.
Kimberling, D.N. and Price, P.W. 1996. Variability in grape phylloxera preference and performance
on canyon grape (Vitis arizonica). Oecologia, 4: 553–559.
Kleiner, K.W. 1991. Stability of phenolic and protein measures in excised oak foliage. J. Chem. Ecol.,
17: 1243–1251.
Laitinen, M.L., Julkunen-Tiitto, R. and Rousi, M. 2000. Variation in phenolic compounds within a
birch (Betula pendula) population. J. Chem. Ecol., 26: 1609–1622.
Lajeunesse, M.J. and Forbes, M.R. 2002. Host range and local parasite adaptation. Proc. R. Soc.
Lond. B, 269: 703–710.
Lorenz, H. and Kraus, M. 1957. Die Larvalsystematik der Blattwespen. Abh. Larvalsystematik
Insekten, 1: 1–339.
Lushai, G., Loxdale, H.D. and Allen, J.A. 2003. The dynamic clonal genome and its adaptive
potential. Biol. J. Linn. Soc., 79: 193–208.
Memmott, J., Day, R.K. and Godfray, H.C.J. 1995. Intraspecific variation in host-plant quality: the
aphid Cinara cupressi on the Mexican cypress, Cupressus lusitanica. Ecol. Entomol., 20: 153–158.
Mopper, S. 1996. Adaptive genetic structure in phytophagous insect populations. Trends Ecol. Evol.,
11: 235–238.
Mopper, S. 2005. Phenology – how time creates spatial structure in endophagous insect populations.
Ann. Zool. Fenn., 42: 327–333.
Mopper, S., Beck, M., Simberloff, D. and Stiling, P. 1995. Local adaptation and agents of selection
in a mobile insect. Evolution, 49: 810–815.
Mopper, S., Stiling, P., Landau, K., Simberloff, D. and van Zandt, P. 2000. Spatiotemporal variation
in leafminer population structure and adaptation to individual oak trees. Ecology, 81: 1577–1587.
Morawetz, W. and Horchler, P.J. 2004. Leipzig Canopy Crane Project (LAK), Germany. In Studying
Forest Canopies from Above: The International Canopy Crane Network (Y. Basset, V. Horlyck and
S.J. Wright, eds.), pp. 79–85. Bogotá: Editorial Panamericana de Colombia, United Nations
Environment Programme.
Mrkva, R. 1965. [Beitrag zur Kenntnis der Morphologie, Bionomie und der Parasiten der schwarzen
Eschenblattwespe (Tomostethus nigritus [Fabr.])]. Práce výzkumných ústavu lesnických CSSR,
30: 33–64 (in Czech).
Osier, T.L., Hwang, S.Y. and Lindroth, R.L. 2000a. Effects of phytochemical variation in quaking
aspen Populus tremuloides clones on gypsy moth Lymantria dispar performance in the field and
laboratory. Ecol. Entomol., 25: 197–207.
Osier, T.L., Hwang, S.Y. and Lindroth, R.L. 2000b. Within- and between-year variation in early
season phytochemistry of quaking aspen (Populus tremuloides Michx.) clones. Biochem. Syst.
Ecol., 28: 197–208.
Ozaki, K. and Itahana, N. 1997. Deme formation in gall-making aphids Adelges japonicus
(Homoptera: Adelgidae). Res. Popul. Ecol., 39: 17–22.
Price, P.W., Cobb, N., Craig, T.P., Fernandes, G.W., Itami, J.K., Mopper, S. et al. 1990. Insect
herbivore population dynamics on trees and shrubs: new approaches relevant to latent and
eruptive species and life table development. In Insect–Plant Interactions (E.A. Bernays, ed.),
pp. 1–38. Boca Raton, FL: CRC Press.
Raubenheimer, D. and Simpson, S.J. 1992. Analysis of covariance: an alternative to nutritional
indices. Entomol. Exp. Appl., 62: 221–231.

1048

Ruhnke et al.

Rice, W.R. 1983. Sexual reproduction: an adaptation reducing parent–offspring contagion.
Evolution, 37: 1317–1320.
Riipi, M., Haukioja, E., Lempa, K., Ossipov, V., Ossipova, S. and Pihlaja, K. 2004. Ranking of
individual mountain birch trees in terms of leaf chemistry: seasonal and annual variation.
Chemoecology, 14: 31–43.
Schoustra, S.E., Slakhorst, M., Debets, A.J.M. and Hoekstra, R.F. 2005. Comparing artificial and
natural selection in rate of adaptation to genetic stress in Aspergillus nidulans. J. Evol. Biol.,
18: 771–778.
Slatkin, M. 1987. Gene flow and the geographic structure of natural populations. Science, 236:
787–792.
Stiling, P. and Rossi, A.M. 1998. Deme formation in a dispersive gall-forming midge. In Genetic
Structure and Local Adaptation in Natural Insect Populations (S. Mopper and S.Y. Strauss, eds.),
pp. 22–36. New York: Chapman & Hall.
Strauss, S.Y. 1997. Lack of evidence for local adaptation to individual plant clones or site by a
mobile specialist herbivore. Oecologia, 110: 77–85.
Strauss, S.Y. and Karban, R. 1994. The significance of outcrossing in an intimate plant–herbivore
relationship. II. Does outcrossing pose a problem for thrips adapted to the host-plant clone?
Evolution, 48: 465–476.
Unruh, T.R. and Luck, R.F. 1987. Deme formation in scale insects: a test with the pinyon needle
scale and a review of other evidence. Ecol. Entomol., 12: 439–449.
van Zandt, P.A. and Mopper, S. 1998. A meta-analysis of adaptive deme formation in phytophagous
insect populations. Am. Nat., 152: 595–604.
Wainhouse, D. and Howell, R.S. 1983. Intraspecific variation in beech scale populations and in
susceptibility of their host Fagus sylvatica. Ecol. Entomol., 8: 351–359.
Weismann, A. 1904. The Evolution Theory. London: Edward Arnold.
Whitham, T.G. 1983. Host manipulation of parasites: within-plant variation as a defense against
rapidly evolving pests. In Variable Plants and Herbivores in Natural and Managed Systems
(R.F. Denno and M.S. McClure, eds.), pp. 15–41. New York: Academic Press.

