
The outcome of split-sibship experiments on this and
other species will help decide whether behavioral syn-
dromes can, as Sih et al. [1] claim ‘limit behavioral
plasticity and explain non-optimal behavior.’
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In their comment on our TREE article [1], Neff and
Sherman [2] contrast adaptationist versus behavioral
syndrome views on behavioral plasticity. Below, we clarify
our views on these concepts.

Neff and Sherman [2] present two examples of
sophisticated, context-dependent, adaptive behavioral
plasticity [3,4]. The implication is that this plasticity is
incompatible with syndromes; that is, the syndromes
imply maladaptation and lack of plasticity. However, our
view is that, although syndromes can explain suboptimal
behavior in a particular isolated context, they do not
necessarily result in maladaptation, and do not conflict
with sophisticated plasticity. Instead, we suggest that
syndromes and sophisticated plasticity are complemen-
tary rather than opposing views.

Consider their two examples. Neff [3] showed that, on
average, male bluegill sunfish Lepomis macrochirus
altered their parental defense in response to experimental
changes in paternity. This implies adaptive behavioral
plasticity. However, as with most behavioral studies, Neff
[3] found variation among individuals in their response to
reduced paternity. Some males abandoned their nests,
whereas others stayed and defended the mixed brood. The
syndrome view asks whether this behavioral variation
might be correlated to behavior in other contexts. Do
males that stay and defend the brood aggressively (even
when paternity is reduced) also defend particularly
aggressively when paternity is high? Are these males
also particularly aggressive toward other males during
the courtship phase, or toward potential predators? If
these behavioral correlations exist, then selection on
aggressiveness in other contexts might carryover to

explain some of the variation in brood defense observed
when paternity is low.

In a second example, Pfennig et al. [4] showed that,
if cannibalistic tadpoles are not too hungry, they avoid
cannibalizing siblings, but if starved for 48 h, they are
equally likely to consume siblings and non-sibs. Neff
and Sherman [2] conclude that ‘these changes in
behavior indicate adaptive plasticity.rather than
behavioral syndromes.’ Again, however, the tadpoles
exhibited considerable individual variation in cannibal-
istic tendencies. The syndrome view asks whether
individual variation in the tendency to cannibalize kin
was positively correlated across different hunger
levels. In that case, the adaptive benefit of being vora-
cious (non-selective) when starved might spillover to
explain some cannibalism of kin even when not too
hungry. Interestingly, although Pfennig et al. [4] had the
data to quantify the key behavioral correlation, they did
not show this calculation, presumably because their paper
preceded the emergence of the syndrome view.

A more recent study on cannibalism guided by the
syndrome framework found that the tendency to engage in
pre-copulatory sexual cannibalism (female consumption of
courting males) in fishing spiders Dolomedes triton was
positively correlated to feeding voracity on other prey in
both the juvenile and adult stages, and to boldness after
exposure to simulated risk (J.C. Johnson, PhD Thesis,
University of Kentucky, 2003). Individual females altered
their cannibalism rates depending on the availability of
males [5]; that is, they showed context-dependent adap-
tive behavioral plasticity. However, given the syndrome,
selection favoring high voracity in other contexts con-
ceivably spills over to cause maladaptive, excess sexual
cannibalism by some females.
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Neff and Sherman [2] also suggest an experimental
approach to test the adaptiveness of a behavioral
correlation. We agree with their basic idea but note that,
in our case, the proposed experiment seems unnecessary.
Space limitations preclude detailed discussion, but in
essence, larvae outside of refuge suffered very high
mortality, whereas those in refuge were safe [6,7]. In
more-subtle cases, the proposed experiment might still not
provide a definitive test. Even if prey forced to be
completely inactive suffer reduced fitness, this would
still leave the possibility that control larvae would do
better with reduced activity (but not reduced to completely
inactive). To test definitively whether behavior is optimal,
one must know the optimal behavior. That is no small
task, particularly if the optimal behavior is either state or
frequency dependent.

An alternative approach for evaluating constraint
versus adaptation involves examining the stability of
behavioral correlations. Recent work showed that syn-
dromes are not necessarily stable over ontogeny [8] and
that populations can differ in their behavioral syndromes
[9]. These studies show that the correlations are not
absolute constraints. An adaptive framework might
explain why behaviors are correlated in some groups
(certain ages or populations) but not others. Further work

is needed to understand proximate and ultimate (includ-
ing adaptive) mechanisms underlying behavioral
syndromes.
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No evolutionary ecologist can have failed
to notice the explosion in phylogenetics
research over the past decade. As editors
Joel Cracraft and Michael Donoghue
note, we can now envisage a complete
tree of life. Such a phylogeny promises to
provide a central organizing principle for
all of biological knowledge, and an invalu-

able framework for the study of diversity, whether pure or
applied. So how much progress has been made towards
The Tree? In this breathtakingly ambitious book resulting
from a 2002 conference, Cracraft and Donoghue have
harnessed the expertise of an impressive set of authors to
give us an update.

The 26 chapters that form the core of Assembling the
Tree of Life – mostly synthetic reviews, with some new
analyses – is a powerful whirlwind tour of The Tree so far,
highlighting areas of consensus and of conflict. All life is
here, somewhere, although most of the 561 pages are
understandably devoted to the small parts of The Tree
where we have given the creatures names. The

organization seems a mite traditional – microbes, then
plants, fungi and animals, with vertebrates having the
luxury of a chapter per class. However, recent findings
from morphological, molecular and genomic analyses
illuminate the structure and content at every stage.
Inevitably, the less charismatic taxa are dealt with only
briefly: one introduction states ‘We cover 15 phyla.’ Most
chapters focus on clades, but, sensibly, some treat
paraphyletic or polyphyletic assemblages to avoid glaring
gaps. Some contributions focus very much on The Tree,
but most also use it as a basis for discussing character
evolution or macroevolution. Assembling the Tree of Life
does not dwell on methods – excellent reviews are
available [1] – but it does contain thoughtful critique of
our ability to find The Tree in the face of problems such as
long-branch attraction, and of the concept of a tree in
groups with significant lateral gene transfer. Topping and
tailing the book are eight short chapters explaining why
we should care what The Tree is; these outline clearly its
value to science and to society as a whole. Standards of
writing and production are high throughout.

The book provides a fascinating status report but, in
spite of its title, does not really try to map out a route to
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