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Abstract

Understanding how action perception, embodiment, and emotion interact is essential for
advancing knowledge about how we perceive and interact with each other in a social world.
One tool that has proved particularly useful in the past decade for exploring the relationship
between perception, action, and affect is dance. Dance is, in its essence, a rich and multisen-
sory art form that can be used to help answer not only basic questions about social cognition
but also questions concerning how aging shapes the relationship between action perception,
and the role played by affect, emotion, and aesthetics in social perception. In the present study,
we used a 1-week physical and visual dance training paradigm to instill varying degrees of
sensorimotor experience among non-dancers from three distinct age groups (early adolescents,
young adults, and older adults). Our aim was to begin to build an understanding of how aging
influences the relationship between action embodiment and affective (or aesthetic) value, at
both brain and behavioral levels. On balance, our results point toward a similar positive effect
of sensorimotor training on aesthetic evaluations across the life span on a behavioral level, but
to rather different neural substrates supporting implicit aesthetic judgment of dance move-
ments at different life stages. Taken together, the present study contributes valuable first
insights into the relationship between sensorimotor experience and affective evaluations
across ages, and underscores the utility of dance as a stimulus and training intervention for
addressing key questions relevant to human neuroscience as well as the arts and humanities.
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INTRODUCTION

Humans are intensely social creatures, and as such, many of our waking hours are
filled with watching and interacting with each other. Our ability to understand other
peoples’ behavior from their actions is essential not just for forming friendships and
achieving mutual goals but also for the very survival of our species (Frith and Frith,
2012). Neuroscience research probing the biological substrates of social action
perception has grown exponentially in the last two decades, with a PubMed search
performed in January 2018 revealing over 1000 papers published on this topic in the
past 5 years alone. This surge in recent research activity on social action perception
means that our understanding of the underlying cognitive and neural mechanisms
that support complex action perception and learning is developing and advancing
at a rapid rate.

However, an often-overlooked feature of action perception is the influence of
affect or emotion on how we perceive others’ movements. It is uncontroversial that
affective evaluations influence myriad of our everyday choices, such as choosing one
object over another (Bayliss et al., 2006; Constable et al., 2014; Flavell et al., 2017),
and it is also well known that our emotional state modulates how we empathize with
and understand other people (Silani et al., 2013; Singer and Lamm, 2009; Steinbeis,
2016). However, while many studies have explored the relationship between facial
expressions and a perceiver’s affect, only a small number of recent studies have
begun to explore how body movements might influence an observers’ affective state,
and which factors modulate the relationship between action perception and affective
processing (Christensen et al., 2016; Grezes et al., 2013; Kirsch et al., 2016a).

One research avenue that is proving to be particularly fruitful for identifying the
relationship between action perception and affective processing involves exploring
aesthetic evaluations of performing arts that feature the human body in motion. More
broadly speaking, the relationship between aesthetic experience, art, and science
has generated great interest in recent years. Art both contributes to and defines
human culture, thus cementing its importance in human society. Over the past
several decades, an increasing volume of research seeking to characterize aesthetic
experiences at brain and behavioral levels has given rise to the burgeoning field of
neuroaesthetics. As a field, neuroaesthetics seeks to quantify and characterize the
relationship between neurobiology and aesthetic judgment (Chatterjee, 2011,
2013; Chatterjee and Vartanian, 2014; Kawabata and Zeki, 2004; Leder and
Nadal, 2014; Leder et al., 2004; Rolls, 2014). Nadal et al. (2012) describe aesthetic
judgment as a fully embodied and enactive process in which expertise plays an
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important role. Authors note distinct neural substrates subserving positive aesthetic
judgments, including somatosensory cortical regions (Calvo-Merino et al., 2008,
2010), subcortical reward circuitry (Bohrn et al., 2013; Kawabata and Zeki, 2004;
Vartanian and Goel, 2004), and areas of prefrontal cortex involved in top-down
processing and evaluative judgments (Cela-Conde et al., 2004; see Chatterjee and
Vartanian, 2014 and Kirsch et al., 2016b for reviews). However, most of the neu-
roaesthetics research to date has focused on how we perceive paintings or geomet-
rical shapes (e.g., Berlyne, 1974; Ishizu and Zeki, 2013; Jacobsen et al., 2006). Fewer
studies have explored aesthetic appreciation of dynamic stimuli, such as those that
typify the performing arts. The relative paucity of research attention on the perform-
ing arts in general, and dance in particular, is noteworthy due to the fact that the
human body in motion is a stimulus with incomparable biological relevance, and
has widely been the object and the instrument of art creation (Calvo-Merino
et al., 2010; Cazzato et al., 2014; Di Dio et al., 2007). Taken together, a deeper
understanding of how we cognitively, perceptually, and emotionally respond to
artworks that feature the human body in motion should advance understanding
not only of affective perception but also of the artifacts and performances that serve
as hallmarks of a civilized society.

A growing number of studies document how prior experience with an action
shapes the brain’s response during action observation (Calvo-Merino et al., 2005,
2006; Cross et al., 2006, 2009; Gardner et al., 2015; Kirsch and Cross, 2015;
Liew et al., 2013). Similarly, an observer’s aesthetic experience of an action can also
change depending on his or her prior experience with the stimulus being observed
(Calvo-Merino et al., 2010; Cross et al., 2011; Kirsch et al., 2013, 2015; Ticini
et al., 2014). Activation of sensorimotor cortex during the aesthetic judgment of
any kind of stimulus was originally speculated to relate to preparing the observer
for action, either to avoid an unpleasant (ugly) stimulus or approach a pleasant
(beautiful) stimulus (Armory and Dolan, 2002; Kawabata and Zeki, 2004). The role
played by the motor cortex in aesthetic experience has been reconsidered, however,
by a theoretical framework proposed by Freedberg and Gallese (2007). According
to this framework, the simulation of actions, emotions, and corporeal sensations
provoked by a particular art form brings about an aesthetic experience in an obser-
ver. This theory, called the embodied simulation account of aesthetics, is largely
based on the notion that a tight link exists between perception and action (Coello
and Fischer, 2015; Prinz, 1997; Schiitz-Bosbach and Prinz, 2007). By allowing
embodiment of the actions depicted on a canvas or performed by an actor or dancer
on stage, or in any other way elicited by an artist via an artistic medium, sensori-
motor brain regions contribute to the aesthetic evaluation of a given artwork and un-
derpin a spectator’s empathic response toward the art (Kirsch et al., 2015; Ticini
et al., 2015). In a review paper, Nadal et al. (2012) add further support to Freedberg
and Gallese’s proposal (2007) by describing the aesthetic experience as one that is
fully embodied and enactive, in which an observer’s prior experience or expertise
plays a role.
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Several studies have demonstrated that acquired expertise influences aesthetic
judgments. A consistent finding is that individuals tend to like objects, paintings,
text, and even abstract visual stimuli more when they are familiar with them
(Bohrn et al., 2013; Hekkert et al., 2003; Jacobsen et al., 2006; Sluckin et al.,
1982). Behavioral studies have shown that the level of an observer’s expertise mod-
ulates his or her aesthetic evaluation of artworks (Hekkert and van Wiering, 1996;
Schmidt et al., 1989; Sluckin et al., 1982; Zajonc, 1968), and brain imaging exper-
iments confirm that acquired expertise is associated with changes in brain structures
underlying perceptual and memory processes (Bangert et al., 2006). Moreover, our
group has shown that accumulating experience with a movement across a number of
sensorimotor modalities (such as the visual, auditory, and sensorimotor domains)
leads to a greater enjoyment during subsequent viewing of this movement (Kirsch
et al., 2013, 2015). Together, these studies suggest that an observer’s expertise,
whether embodied or conceptual, changes how artworks are perceived and judged.

In the present study, our aim was to begin to build a more holistic picture of
the impact of sensorimotor experience on aesthetic evaluation of dance by examining
the relationship between embodiment and aesthetics throughout the life span. As with
several of our previous studies (e.g., Cross et al., 2011; Kirsch et al., 2015), we are
interested in examining this relationship at both behavioral and brain levels. The current
work builds upon our previous investigations in two main ways: (1) we aim to focus
on “pure,” distilled motor representations related to sensorimotor training experience,
and achieve this by using silhouettes of individual movements (cf. Sumanapala et al.,
2017); and (2) we aim to take the first steps in building understanding of the impact
of development and aging on aesthetic appreciation of dance, which we achieve by
testing three age groups on our experimental measures.

As the discipline of neuroaesthetics itself is still in its naissance, and research
attention examining neuroaesthetic questions in the performing arts is even more
limited, it is perhaps not surprising that the small number of studies published in this
domain to date has primarily focused on young adults (Calvo-Merino et al., 2010;
Kirsch et al., 2015). However, as we begin to more fully understand the role played
by affective processing during social action perception, greater knowledge about
how implicit and explicit emotional responses evolve across the life span will be
beneficial, both in terms of advancing understanding of the basic neurocognitive
mechanisms that support social perception, and also to help foster a deeper appreci-
ation of the value of art from childhood through to advanced age. To date, and to
our knowledge, only a handful of studies have looked at questions concerning the
relationship between age and the aesthetic appreciation of art. For example,
Savazzi et al. (2014) examined the visual explorative behavior of adolescents while
looking at paintings, during aesthetic and movement judgment tasks, and Pugach
et al. (2017) examined the stability of aesthetic preferences for faces and landscapes
across the life span. Importantly, this latter study used a cross-sectional design with
the primary focus of evaluating the stability of aesthetic judgment across the life
span. Thus, an understanding on how life span development and an observer’s
bespoke experience with a given stimulus shapes and changes aesthetic appreciation
is still an area ripe for exploration.
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In the present study, our aim is to take the next steps toward characterizing
life span changes in aesthetic perception by adapting a similar approach to one
we used previously (Kirsch et al., 2015). This paradigm makes use of a whole-body
dance training paradigm, with subjective ratings and fMRI scans collected before
and after different types of sensorimotor training. To address the life span develop-
ment question, we carried out our experimental procedures with three age groups:
young adolescents (12—-14 years), young adults (18-23 years), and older adults
(55-69 years). It is important to note that we designed this study to ask a number
of different questions (several of which are examined in other papers, for example,
Kirsch et al., 2018; chapter “Neurodevelopmental perspectives on dance learning:
insights from early adolescence and young adulthood” by Sumanapala et al., in this
volume). The questions examined in the present paper are by definition exploratory
in nature, given the modest sample size composing each age group. However, given
the novelty and relevance of questions concerning the relationship between embodi-
ment, aesthetic evaluation, and the role of life span development to individuals from
both art and science domains, the present study should nonetheless provide a useful
point of departure for future work to replicate and extend.

METHODS
PARTICIPANTS

Seventeen neurologically and physically healthy adolescents aged between 12 and
14 years were recruited through advertisements shared through internal mailing lists
within Bangor University, 23 physically and neurologically healthy young adults
were recruited from the Bangor University student population, and 19 physically
and neurologically healthy older adults were recruited from the local community.
Older adults were screened for any past medical history, and we excluded any
participants who reported any prior neurological diseases or use of medication that
might alter their performance during the task or fMRI scanning. Only dance-naive
participants were selected to take part. Two adolescents and five young adult partic-
ipants were excluded from the final sample due to excessive motion artifacts while
undergoing fMRI scanning, and one young adult dropped out of the study halfway
through the training phase, and thus had to be excluded due to having an incomplete
data set. Four older adults were excluded, as they did not complete all ratings
collected during the pre-training phase. The final sample thus comprised 15 young
adolescents (6 females; mean age=12.80 years, SD= 0.77, range 12—14 years),
18 young adult participants (12 females; mean age =19.5 years, SD = 1.54, range
18-23 years), and 15 older adult participants (11 females; mean age =63.6 years,
SD= 4.4, range 55-69 years). All participants provided written, informed consent
prior to taking part in any study procedures, and were reimbursed for their involve-
ment with either cash or course credit. For adolescent participants, parents/legal
guardians provided informed consent before participation. The Bangor University
School of Psychology Research Ethics Committee approved all components of this
study (protocol number 2014-13123-A12806).
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STIMULI AND APPARATUS

Six dance sequences from the dance game “Dance Central 2 (Harmonix Music
Systems, 2011) for the XBox 360 Kinect™ console were chosen that featured
gender-neutral dance movements. The six chosen dance sequences were specifically
selected so as to contain no overlapping dance moves between songs (i.e., each move
was uniquely associated to one song/dance sequence). Each dance sequence was set
to a popular song (for example, Like a G6 by Far East Movement or What is Love by
Haddaway; average length=2.22min, SD= 10s; average tempo=118.83bpm,
SD=11.21). To focus participants’ attention on the avatar whose moves they were
learning, the same background setting was selected for all dance videos, which had
a minimal amount of extraneous movement. The difficulty of the dance sequences
(complexity and amplitude of dance movements) was set to a minimum level to
ensure participants across both age groups could perform them to some degree from
the very first training day, but would still have ample room for improvement. The
six dance sequences were paired to create three groups whose composition was
matched for number and complexity of specific dance movements, as well as tempo.
Each pair of sequences was assigned to one of the three training conditions: physical
training, visual training, and no experience/untrained. A total of three different train-
ing groups were assembled, meaning that each pair of dance sequences was trained
in all three training conditions across participants.

Animated silhouettes from the game depicting individual movements from the
preselected dance sequences were captured and used as stimuli during both pre-
and post-training fMRI sessions. The use of silhouettes, instead of original game
footage, was specifically chosen to reduce visual cues associated with the original
training context and to focus attention on the movements alone (Sumanapala
et al., 2017). In this way, brain activity recorded when observing these pared-down
dance movements should be more attributable to sensorimotor experience. Eighteen
short animated silhouettes dance segments without music were extracted using
iMovie ‘11 (Apple Inc.) and edited using Adobe Premiere Pro (Version 7.1 for
Microsoft Windows 7), three sequences from each full dance sequence. The resultant
18 stimuli were matched for length to all be 1.95 s long. Each stimulus was edited so
that it featured one complete, coherent dance move involving whole-body motion
and significant spatial displacement of the limbs (cf. Calvo-Merino et al., 2008).
All stimuli were novel to participants during the pre-training fMRI scan.

BEHAVIORAL TRAINING PROCEDURE AND ANALYSIS

Participants were randomly assigned to one of three training groups in which they
experienced the same pairs of sequences assigned to the two training conditions
(this took place between the pre- and post-training fMRI scanning sessions, see
Fig. 1). For each training session, participants completed physical and visual train-
ing on the sets of sequences to which they had been randomly assigned. Participants
physically practiced the same two sequences twice (once with a female and once
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A Example of one trial seen in the scanner

500 ms

One dance movement stimulus = 4.3 s ITl

Time

B  Experimental training timeline

Testing day 1 2 3 4 5

fMRI fMRI

Physical training Visual training Performance of 2 sequences
= from physical & 2 from visual
training conditions, plus 2
untrained sequences

Perform Observe
2 sequences twice 2 sequences twice

FIG. 1

(A) Schematic of a single fMRI trial. Each typical fMRI trial consisted of a 500 ms fixation
cross, one dance movement stimuli lasting for 4.3 s, and an intertrial interval (ITI) of 3 s.
(B) Overview of experimental procedures across the 5 days of the experiment. Participants of
the 3 age groups underwent the exact same procedure. First they underwent a scanning
session on Day 1, then rated the same stimuli outside the scanner, and then started the
behavioural training on that same day and the following 3 days. During each training

day (Days 1-4), participants physically trained with 2 long sequences, and visually trained
with other long sequences. 2 other long sequences remained untrained. On Day 5,
participants underwent the same scanning session as on Day 1. After scanning on Day 5,
participants had to first rate again all the stimuli observed in the scanner, and then

to physically perform all the long sequences (physically, visually trained, and untrained).

with a male avatar), and observed two additional sequences twice. The order in
which participants completed the training conditions was counterbalanced within
and across participants across training days. Each training session lasted approxi-
mately 30 min.
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2.3.1 Physical training

For sequences participants physically practiced, they stood approximately 2 m
away from a 52" Sharp flat screen television mounted on the wall in front of them.
Participants’ task was to mirror the dance movements of the avatar in the Dance
Central 2 Xbox 360 Kinect™ game as closely as possible and concentrate on
improving their performance during subsequent sessions. Similar procedures using
this system have been successfully applied in previous studies measuring the neural
effects of dance training in young adults (see also chapter “Neurodevelopmental per-
spectives on dance learning: insights from early adolescence and young adulthood”
by Sumanapala et al., in this volumefor more details; Karpati et al., 2017; Kirsch and
Cross, 2015; Kirsch et al., 2013, 2015, 2018; Sumanapala et al., 2017). Participants’
dance scores were recorded by the researcher and used as an objective measure of
dance performance ability for the behavioral analyses.

The four dance scores participants received each day for the dance sequences in
the physical training condition were averaged so that each participant had a single
score representing dance performance for each training day. A mixed ANOVA with
training day assigned as a within-subjects factor with four levels (training days 1-4),
and age group as between-subject factor (adolescents, young adults, older adults),
was conducted on these scores in order to determine how performance across
consecutive days of training compared between age groups.

2.3.2 Visual training

For the sequences for which participants acquired visual experience, they sat com-
fortably in front of a computer running Psychophysics Toolbox 3 in MATLAB®
R2010a (MathWorks Inc.), which presented the full dance videos, with the associ-
ated audio soundtrack. Each video was shown twice, once for each avatar (male,
female), in a random order. Participants were instructed to pay close attention to
the dance sequences, and were told that they would have to perform the sequences
at the end of the week, so they should try to learn the movements as best as they could
by watching. To test that participants paid close attention, at the end of each music
video, 10 short dance segments (five from the videos they had just watched) were
displayed, without music, each followed by the question “Did you see this movement
in the video you just watched?.” Participants had to respond “yes” or “no” using the
keyboard arrow keys. Test videos were presented silently as the task would have
been too easy if the accompanying soundtracks were also presented. An accuracy
score for each participant for each of the 4 days of training was calculated based
on their performance on this task. The same ANOVA described earlier for the
physical training scores was repeated for the visual accuracy scores.

2.3.3 Post-training performance assessment

On the final day of the study (day 5), after all other experimental procedures had been
completed (including the post-training fMRI session), participants returned to the
dance training laboratory to perform the four full dance sequences used in training
(two physically trained sequences and two visually trained sequences), as well as
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the two untrained sequences (segments that they had observed during both fMRI
sessions only). The test followed the same procedures as the physical training phase
of the study: participants physically performed the dance sequences from all six
songs, mirroring the avatar’s dance movements as closely as possible while the
Kinect™ system captured and scored their movements. The six sequences were
randomized and balanced for the gender of the avatar. Objective performance scores
were obtained in the same way as for the physical training condition.

Raw scores from both exemplars from each training category were averaged
within training conditions to produce an average score per participant for each of
the three test conditions. We first performed a mixed-design ANOVA using age
group as a between-groups factor to compare dance performance among adolescents,
young adults, and older adults on day 5. To further investigate performance in each
age group independently, we then performed repeated-measures ANOVAs on
these scores to investigate the impact of different kinds of experience on physical
performance. Pairwise comparisons (Bonferroni corrected for multiple comparisons,
with adjusted alpha levels of 0.025) were subsequently evaluated to investigate
differences between conditions in more detail. Degrees of freedom reflect the
Greenhouse—Geisser correction where assumptions of sphericity have been violated.

2.3.4 Liking ratings
On days 1 and 5, immediately following the pre- and post-training scanning sessions,
participants were asked to watch again each dance sequence seen during scanning
(18 in total), and to answer the question “How much did you like the movement you just
watched?,” on a 1-8 scale, with 1 corresponding to “not at all” and 8 corresponding to
“extremely.” By collecting these ratings on both day 1 (before any training took place)
and day 5 (following all training procedures), this enabled us to have clear measures
of pre- and post-training self-report aesthetic evaluation (as measured by liking; see
Calvo-Merino et al., 2008; Cross et al., 2011). Moreover, in a separate block, participants
watched again the 18 sequences and answered on the same 1-8 scale the question
“How well do you think you can reproduce the movement you just watched?.” These
ratings were used as a parameter of noninterest in the fMRI design matrix, to control
for individual differences in perceived physical ability to reproduce the movements.
Differences between post- and pre-training liking scores were calculated for each
sequence, and then averaged by training condition. Repeated-measures ANOVAs
were conducted on average liking ratings from the pre-training session (day 1) and
the post-training session (day 5), as well as on the difference between post- and
pre-training averaged liking ratings, with training type as a within-subjects factor
and age group as a between-subjects factor.

NEUROIMAGING PROCEDURE AND fMRI DATA PROCESSING

Each participant completed one fMRI session prior to the training procedures and an
identical session immediately following the 4 days of training (Fig. 1B). Participants
completed 6 runs within each scanning session, lasting an average of 9 min and
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containing 60 trials each. In each run, participants watched three times 18 stimuli
featuring short dance segments taken from the three training conditions (physically
trained, visually trained, and untrained; 6 stimuli per training condition). Unlike the
video footage used during training, the videos used during scanning featured the sil-
houette of an avatar performing each dance movement, which lasted 1.95s. Each in-
dividual dance movement was presented twice in a row with a 400 ms black screen
between each presentation (see Fig. 1A). Each stimulus was preceded by a green fix-
ation cross presented for 500 ms, to announce the next trial. Each dance stimulus was
followed by a fixation cross presented for a fixed duration of 3 s. After this, the next
trial started. Finally, six additional video stimuli (featuring dance movements that
were not part of the full set of 18 videos taken from the training conditions—these
dance movements were never encountered outside of scanning) were included for
attentional control questions. After each of these six test trials, participants were
asked a question that required a yes or no response (button responses were counterba-
lanced across participants, with an index finger press corresponding to a yes response
and a middle finger press corresponding to a no response for half of the participants and
the inverse response schedule for the other half of participants). Participants had 4 s to
provide a response via a four-button fiber-optic response box placed on their lap on
which they rested the index finger and middle finger of both hands over the buttons.
The question that appeared was randomly selected to be one of the following four:
“Did the dancer place at least one arm above his head?”’; or “Did the dancer reproduced
the same movement on the left and on the right?”’; or “Did the dancer take a step for-
ward?”; or “Did the dancer move his legs?.” These questions appeared in a random
order and were designed to ensure participants paid full attention to the dancer’s move-
ment in each stimulus. Each test trial was followed by a 12 fixation cross that served
as implicit baseline. Participants were familiarized outside the scanner prior to the pre-
training scan with all features of the experiment and what they would be asked to do
while in the scanner.

Stimulus presentation and response recording was done via a Mac desktop com-
puter running MATLAB® R2013a (MathWorks, Natick, MA) and Psychophysics
Toolbox 3 (Brainard, 1997; Kleiner et al., 2007; Pelli, 1997). The video stimuli were
presented on a 24” LCD BOLDscreen (Cambridge Research Systems), which was
visible to participants via a mirror mounted on the head coil. The experiment was
carried out in a 3T Philips MRI scanner using a SENSE phased-array 32-channel
head coil. For functional imaging, a single-shot echo planar imaging sequence
was used (T2*-weighted, gradient echo sequence; echo time TE =30ms; flip angle,
90 degree). The scanning parameters were set as follows: repetition time
TR =2500ms; 38 transverse slices; voxel dimensions, 2.3 x 2.3 mm with voxel slice
thickness = 3 mm; slice gap= 0.1 mm; field of view, 224 x 224 x 118 mm; matrix
size, 96 x 95mm X 38 slices; anterior—posterior phase encoding. Parameters for
T1-weighted anatomical scans were: 240 x 224 x 175mm; voxel dimensions,
1 x1x1mm; TR=12ms; TE= 3.5 ms; flip angle = 8 degree. All the scans were
collected in an ascending order. For each run of each scanning session, the first
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two brain volumes were discarded to reduce saturation effects. 224 volumes per
functional run were collected for each participant.

Anatomical localization of all activations was assigned based on consultation of the
Anatomy Toolbox in SPM v. 2.2. (Eickhoff et al., 2005a,b), in combination with the
Yale online search tool (http://sprout022.sprout.yale.edu/mni2tal/mni2tal.html).

fMRI DATA ANALYSIS

Neuroimaging data from each scanning session (before and after training) were
preprocessed separately. Using SPM12 (Wellcome Department of Imaging Neuro-
science, London, United Kingdom), data were realigned and unwarped, coregis-
tered to the individual participants’ T1 scans, and normalized to the Montreal
Neurological Institute (MNI) template. Slice timing correction was performed after
realignment and all images were finally spatially smoothed using an § mm FWHM
Gaussian kernel. A design matrix was fitted for each participant with a high-pass
filter cutoff of 128 s, with each type of dance video (physical training, visual train-
ing, and untrained conditions), as well as attentional control videos and button
presses associated, modeled together as a boxcar function convolved with the
hemodynamic response function with temporal and dispersion derivatives. Two
additional parametric modulators were included: participants’ individual ratings
of how much they liked each dance sequence and participants’ individual ratings
of how well they thought they could reproduce each dance sequence. Additionally,
participant-specific movement parameters were modeled as separate regressors of
no interest.

Group-level analyses were evaluated at the P < 0.005, k£ = 10 voxels threshold
(Lieberman and Cunningham, 2009). As only few results survived cluster-corrected
thresholds for multiple comparisons, all results should be considered preliminary at
this stage (Eklund et al., 2016). Group-level analyses were designed to achieve two
main objectives:

1. Aesthetic evaluation of novel dance movements. For each age group, a parametric
analysis was run on the pre-training data, including individual participants’
liking ratings for each movement sequence as a parametric regressor. All
conditions are considered together in this analysis, as they were yet to be trained
and were equally novel or unfamiliar at this stage.

2. Interaction between amount of experience and liking. For each age group, we
next ran the same analysis on the post-training data. In this analysis stimuli of all
conditions were also collapsed in a one-column matrix, as behavioral results
showed a gradual increase of physical performance from untrained to visually
trained to physically trained conditions, and a similar pattern was reflected in
liking scores. This analysis should therefore reveal how increases in sensorimotor
experience and liking modulate brain activity and to some extent reveals how
experience and liking interact.
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3 RESULTS
3.1 EFFECT OF TRAINING ON LIKING RATINGS ACROSS AGE GROUPS

To investigate the effect of training on liking ratings, we first assessed the effect of
training on physical and visual performance across age. All participants increased their
physical performance across days during physical training (F 2 0s6.94.562) = 114.502,
P < 0.001, 775 =0.713), as well as improved their recognition accuracy during visual
training (F'(3138) =27.039, P < 0.001, 175:0.370). Physical performance improve-
ment interacted with age groups (F(4.111.94.562) = 7.080, P < 0.001, 11320.235), with
both adolescents and young adults performing better than older adults (AD vs OA:
P =0.010; YA vs OA: P = 0.004; AD vs YA: P = 1); however, in the visual accuracy
task, no effect of age group on performance emerged (Fig. 2A and B).

On day 5 after 4 days of training, we assessed physical performance of all
participants on all dance sequences (Fig. 2C). A main effect of training type was
found across groups (F(292) =67.140, P < 0.001, ;1320.593), with physically
trained sequences being performed better than visually trained and untrained
sequences (physically vs visually trained: P < 0.001; physically trained vs un-
trained: P < 0.001); but also visually trained sequences being better performed than
untrained sequences (P = 0.024). Moreover, a main effect of age group on physical
performance was observed (F(; 46y = 8.554, P = 0.001, nf, =0.271), with adolescents
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Behavioral results across age groups. (A) Physical performance across days of training
and age groups. (B) Recognition accuracy during visual training across age groups.
(C) Physical performances on day 5 after different trainings across age groups.
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and young adults performing similarly but better than older adults overall (AD
vs YA: P=1; AD vs OA: P =0.004; YA vs OA: P =0.001).

Before any training, participants rated how much they liked a series of individual
dance movements (same as seen in the scanner) that were to be subsequently
physically trained, visually trained, or were to remain untrained. On day 5, after
the scanning session, participants rated again the same sequences. We observed
no general effect of age on liking ratings (F(2.4¢) = 0.219, P = 0.804, 77320.082),
with all age groups ratings similarly the movement sequences (Fig. 3A). However,
there was a main effect of day, with ratings being higher on day 5 than day 1
(F(1.46)=42.990, P < 0.001, 11520.483), but with no interaction with age groups
(F2.46) = 1.844, P = 0.170, n;=0.074).

To further assess the effect of training on liking ratings between age groups, the
average difference between liking ratings on day 1 before training and liking ratings
on day 5 after training for each training category (physically trained, visually trained,
untrained) for each age group, was computed (Fig. 3B). A repeated-measures ANOVA
evaluating these pre- and post-training difference liking scores, with age as a between-
group factor, revealed a main effect of training type (F(292) =16.393, P < 0.001,
n2=0.263), but no main effect of age (Fp46 = 1.844, P = 0.170, 7;=0.074), nor
an interaction between training type and age group (F(492) = 1.470, P = 0.218,
11]%:0.060). This suggests that participants’ age does not lead to major differences
on the effect of training on liking ratings. However, even if not statistically significant,
it is of note that older adults were the only age group that preferred the untrained
sequences on day 5, suggesting a training effect generalization to all dance sequences,
regardless of actual experience, in advanced age. Across all age groups, we observe
that physically and visually trained sequences were liked more after training, whereas
untrained sequences were liked to a similar degree pre- and post-training.

>

Liking ratings differences across
training and age groups

Liking ratings across age groups
pre- and post-training
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FIG. 3
Liking ratings across age groups. (A) Average liking ratings for each condition pre- and post-
training for each age group. (B) Liking ratings difference between post- and pre-training
depending on the type of training, across age groups.

|
13



14

Dance experience, aesthetics, and aging

EFFECTS OF TRAINING AND LIKING AT THE BRAIN LEVEL

3.2.1 Aesthetic evaluation of novel dance sequences, across the life span
To explore the impact of positive affective evaluation on brain activity while watch-
ing dance, we ran a parametric analysis on the day 1 (pre-training) scans, taking
individual participants’ ratings of how much they liked each movement as para-
metric regressor.

In adolescents, this contrast revealed a unique cluster in the left caudate (Fig. 4A;
Table 1a), whereas in young adults, only the right inferior frontal gyrus emerged
(Fig. 4B; Table 1b). Among older adults, more regions were more activated the more
older adults liked the observed movement, thus including the right fusiform gyrus
and bilateral middle occipital gyrus (Fig. 4C; Table 1c).

3.2.2 Aesthetic evaluation of trained dance sequence: Interaction between
experience and aesthetic evaluation of an observed movement

To explore the effect of liking experienced dance movements via different modali-
ties, we ran a similar parametric analysis on the post-training fMRI data. As behav-
ioral results revealed a gradual increase of physical performance from untrained to
physically trained sequences (Fig. 2A), as well as for liking (Fig. 4B), this analysis
should inform how modulation of physical ability and liking by different kinds of
experience is related to brain activity. Among adolescents, no regions survived
the threshold. Among young adults, this contrast revealed activity in several brain
regions, including the bilateral middle frontal gyrus and angular gyrus (Fig. 4E;
Table le). Among older adults, the parametric analysis of liking ratings from the
post-training scan revealed engagement of the left lingual gyrus, bilateral posterior
cingulate cortex, and the precuneus (Fig. 4F; Table 1f).

DISCUSSION

IMPACT OF DEVELOPMENT AND AGING ON AESTHETIC
APPRECIATION OF DANCE AT THE BEHAVIORAL LEVEL

In the present study, our aim was to contribute to constructing a more complete
picture of the relationship between perception, embodiment, and affect by examining
the relationship between sensorimotor experience and aesthetic appraisals at three
distinct points in the life span. At the behavioral level, we observed broadly consis-
tent findings across all three age groups in terms of the relationship between senso-
rimotor training and aesthetic preferences: regardless of age, all participants reported
increased aesthetic evaluations of movements after 4 days of training, with physical
training resulting in the largest increases in affective ratings of dance movements,
followed by visual experience and no training experience. These results are in line
with previous findings using similar training measures with young adult samples
(Kirsch et al., 2013, 2015), and provide the first evidence that sensorimotor



Pre-training: increased liking
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Post-training: increased liking
D Adolescents—no suprathreshold clusters
emerged

P < 0.005 uncorrected
k=10 voxels
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Parametric analyses of all training conditions with increasing liking ratings, by age group.

(A-C) Pre-training parametric analyses of all training conditions with increasing liking ratings
for adolescents (A), young adults (B), and older adults (C). Regions more activated the more
participants enjoyed watching movements after the 4 days of training (from all four training

conditions) included the left caudate in adolescents (A), the right inferior frontal gyrus in

young adults (B), and the right fusiform gyrus and right middle occipital gyrus in older adults

(C). (D-F) Post-training parametric analyses of all training conditions with increasing liking

after training, by age group. Regions more activated the more a participant reported liking an

observed movement that s/he had either physical, visual, or untrained experience with. All

regions are shown at a threshold of Pyncorrected <0.005, k= 10 voxels.
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experience has a similar effect on aesthetic evaluations (measured here by liking rat-
ings) of dance movements from early adolescence through to advanced age.

It is worth noting that liking ratings of dance movements that remained untrained
did not reliably change before and after training among adolescents or young adults,
thus reflecting the specificity of physical and visual training in increasing liking.
However, older adults’ liking ratings show that these individuals report an increased
preference for all movements after training compared to before training (with
changes in liking ratings being most pronounced for visuomotor experience, then
visual experience only, followed by no training experience). This pattern likely
reflects generalization or carryover effects from visual and/or motor training expe-
rience among the group of individuals who were arguably most unfamiliar with this
type of dance before the experiment began. These preliminary behavioral results
open myriad new questions, including to what extent might liking ratings change
with experience and across the life span for other kinds of artistic and naturalistic
stimuli, including landscapes, abstract art, and music?

Even though we did not find major differences in liking ratings for movements
across age groups in the present study, a number of other studies suggest that brain
mechanisms supporting affective processing of bodies and faces change with ad-
vancing age. For example, Ruffman et al. (2008) demonstrate that older adults are
less accurate than young adults at identifying facial displays of emotion, and a num-
ber of studies document that older adults tend to show a positive bias in their ratings
of facial expressions compared to younger adults (Ready et al., 2017), including
neutral and negative expressions (Czerwon et al., 2011). The fact that we do not find
strong evidence for a positive bias among older adults’ aesthetic ratings (with per-
haps the small exception of untrained movements being rated more positively post-
training among this age group compared to the two younger groups) suggests that
aesthetic evaluations are tapping into additional cognitive processes beyond emotion
identification. However, little remains known about how aesthetic preferences are
shaped and expressed as we age.

IMPACT OF DEVELOPMENT AND AGING ON AESTHETIC
APPRECIATION OF DANCE AT THE NEURAL LEVEL

At the neural level, the fMRI findings in the present study were subtle and must be
considered exploratory in nature, due to small sample sizes and a lack of cluster-
corrected regions (except among the older adults). Among adolescents, the pre-
training scan revealed that the left caudate showed a more robust response the more
they reported liking an observed movement. Interestingly, after training, no brain re-
gions showed parametric increases in response amplitude with liking ratings among
this group. As the caudate is reliably implicated in reward processing (Balleine et al.,
2007), and its engagement is often linked to dopamine release (Arias-Carrion et al.,
2010), it is possible that the novelty of enjoyed dance movements observed during
the first scanning session is associated with increased reward processing in the cau-
date, in adolescents. This finding resonates with those reported by Vartanian and
Goel (2004), who showed decreased activity in the caudate in response to decreasing
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preference ratings, with minimal activation for paintings with very low preference
ratings (although it should be noted that they found more robust activity in the right
caudate).

Among young adults, during the pre-training scan, only the right inferior frontal
gyrus showed subtle evidence for increasing engagement with higher liking ratings.
After training, several regions showed increasing activation with increasing liking of
an observed move, including the middle frontal gyrus and angular gyrus. Activity
within the middle frontal gyrus has been linked to decision making (e.g., Dricu
and Fruhholz, 2016; Ruff et al., 2010), while angular gyrus activity has been linked
to a number of cognitive functions, ranging from language to numerical processing to
attention (Gottlieb, 2007; Seghier, 2013). In the present study, it is possible that
among the young adult participants, after training, implicit affective judgment pro-
cessing shifts from more of a motor/premotor processing hub to brain regions more
heavily involved in decision making and visual attention. Finally, among older
adults, before training, increased liking ratings were associated with more activity
in later visual regions, including the middle occipital and fusiform gyri, as well as
the right middle frontal gyrus, associated with decision making (e.g., Ruff et al.,
2010; Shamosh et al., 2008). Among this group, we see a shift after training to
engagement of subcortical brain regions, including the left lingual gyrus and puta-
men, posterior cingulate cortex, and also the right superior frontal gyrus. While these
findings remain preliminary at this stage, it is possibly of interest that a recent study
shows putamen engagement when participants observe images that were previously
associated with a reward (Koster et al., 2015), suggesting a link between memory,
reward, and basal ganglia engagement.

It is important to remember that liking ratings were taken outside the scanner,
after each scanning session (on days 1 and 5), and added to the design matrix during
analyses. Participants’ task during scanning was to closely but passively observe
all movements, so they were not directly engaging in any aesthetic or affective
appraisal. As such, any brain regions that emerge from parametric analyses of
liking ratings should relate solely to implicit affective appreciation, and not con-
scious or overt liking judgments of movements. This is a crucial difference with sev-
eral previous studies reported by our group (Cross et al., 2011; Kirsch et al., 2015),
which could explain some discrepancies found between the results reported with
young adults across these different studies. However, this approach is similar to
the one taken by Calvo-Merino et al. (2008), who investigated brain activity during
passive viewing of dance stimuli that was related to later, independent aesthetic
evaluations of the same stimuli (although these ratings were averaged at the group
level, whereas in the present study, each individual’s ratings are retained in their
first-level design matrix).

LIMITATIONS

In addition to the modest sample sizes used in the present study, several other
limitations must be considered in order to contextualize the present findings more
fully, and also to improve any follow-up studies that might stem from this work.
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Speaking to the small sample sizes across the three groups, our research group sup-
ports initiatives to improve the rigor and reproducibility of research in the psycho-
logical and brain sciences (Cumming, 2014), and an unquestionable aspect of this is
powering studies appropriately to detect predicted effects. This can be raised as a
particularly difficult challenge in training studies (not to mention training studies that
involve three age groups and fMRI), but this does not mean that such studies are
without value (Lakens et al., 2018). In the meantime, researchers can contribute
to increased transparency and ultimately rigor by reporting all results transparently
and completely, even if they are null or mixed (Cumming, 2014; Simmons et al.,
2011). For this reason, we believe the present imaging findings, though not uniformly
statistically robust, are still of value to the research community, so long as important
caveats about their preliminary nature are considered. Another caveat to consider is
that the number of sequences learned and rated was limited (in part due to design
constraints enforced by other research questions being evaluated by this same study;
cf. Kirsch et al., 2018; chapter “Neurodevelopmental perspectives on dance learning:
insights from early adolescence and young adulthood” by Sumanapala et al., in this
volume). This could have limited the variability of liking ratings across all the
sequences, thus diminishing chances of finding brain regions sensitive to the differ-
ences between stimuli. Finally, due to limited numbers of sequences and participants,
it was not possible to run correlations between performance scores and liking ratings
(in contrast to Cross et al., 2011; Kirsch et al., 2015). These limitations naturally
present a number of opportunities for future work to advance upon, and we will
be interested to see how this work is replicated and extended in the future.

IMPLICATIONS AND FUTURE DIRECTIONS

To date, only a small number of studies have looked at the possibility of using
training paradigms to provide participants with augmented or additional types of
knowledge to shape and enhance their aesthetic experience (Kirsch et al., 2015;
Ticini et al., 2014). But why training? Training is a unique way to instill de novo
experience, and compare how participants behave, how their brains respond, and
how their preferences change before compared to after training. What this research
demonstrates is the utility of learning or new experiences to enhance and inform the
way the general public interacts with the arts.

In the context of art more broadly, public consumption of art is becoming less and
less only a visual and 2D experience. This augmentation of how people experience art
is being advanced with the development of immersive or interactive artworks, some-
times requiring an observer to directly act on the artwork (such as the “Musical
Sculptures” of Jean Tinguely, which require observers to push a button to get the
artwork to move), while others involve interaction between the spectator and the art-
work, where the art evolves depending on the action or choices of the spectator (such as
Ragnar Kjartansson’s immersive film installation The Visitors). As such, a better
understanding of the role played by multisensory experience will undoubtedly inform
our appreciation of aesthetics. Keeping in mind the importance of action and motor
components in perception (Prinz, 1997; Schutz-Bosbach and Prinz, 2007), more
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and more research is now acknowledging the impact of these components on aesthetic
experience (Freedberg and Gallese, 2007; Kirsch et al., 2016b; Ticini et al., 2014). To
move forward toward a holistic understanding of affective action perception, what is
required now is an integrative framework that brings together research from action per-
ception, emotion/affect processing, multisensory experience, and perhaps empirical
aesthetic as well. Moreover, different methodologies (electrophysiological recordings,
neuroimaging, and psychophysiological techniques) should be combined to answer
not only what areas correlate with affective perceptual processing but also how these
brain regions interact and are modulated by different kinds of experience (emotional/
sensorial; see Kirsch et al., 2016b). Taken together, the present study helps to establish
a foundation for examining affective judgment and aesthetic preferences across the life
span by using dance training and observation as a model. The findings have potential
to inform researchers and practitioners beyond human neuroscience, including arts
education, choreographic practice, and marketing.

REFERENCES

Arias-Carrion, O., Stamelou, M., Murillo-Rodriguez, E., Menéndez-Gonzalez, M., Poppel, E.,
2010. Dopaminergic reward system: a short integrative review. Int. Arch. Med. 3 (1), 24.

Armory, J.L., Dolan, R.J., 2002. Modulation of spatial attention by fear-conditioned stimuli:
an event-related fMRI study. Neuropsychologia 40, 817-826.

Balleine, B.W., Delgado, M.R., Hikosaka, O., 2007. The role of the dorsal striatum in reward
and decision-making. J. Neurosci. 27 (31), 8161-8165.

Bangert, M., Peschel, T., Schlaug, G., Rotte, M., Drescher, D., Hinrichs, H., 2006. Shared
networks for auditory and motor processing in professional pianists: evidence from fMRI
conjunction. Neuroimage 30, 917-926.

Bayliss, A.P., Paul, M.A., Cannon, P.R., Tipper, S.P., 2006. Gaze cuing and affective
judgments of objects: I like what you look at. Psychon. Bull. Rev. 13 (6), 1061-1066.

Berlyne, D.E., 1974. Studies in the New Experimental Aesthetics: Steps Toward an Objective
Psychology of Aesthetic Appreciation. Hemisphere Co., Washington.

Bohrn, I.C., Altmann, U., Lubrich, O., Menninghaus, W., Jacobs, A.M., 2013. When we like
what we know—a parametric fMRI analysis of beauty and familiarity. Brain Lang.
124 (1), 1-8.

Brainard, D.H., 1997. The psychophysics toolbox. Spat. Vis. 10 (4), 433-436.

Calvo-Merino, B., Glaser, D.E., Grézes, J., Passingham, R.E., Haggard, P., 2005. Action
observation and acquired motor skills: an FMRI study with expert dancers. Cereb. Cortex
15 (8), 1243-1249.

Calvo-Merino, B., Grezes, J., Glaser, D.E., Passingham, R.E., Haggard, P., 2006. Seeing or
doing? Influence of visual and motor familiarity in action observation. Curr. Biol.
16 (19), 1905-1910.

Calvo-Merino, B., Jola, C., Glaser, D.E., Haggard, P., 2008. Towards a sensorimotor aesthetics
of performing art. Conscious. Cogn. 17 (3), 911-922.

Calvo-Merino, B., Urgesi, C., Orgs, G., Aglioti, S.M., Haggard, P., 2010. Extrastriate body
area underlies aesthetic evaluation of body stimuli. Exp. Brain Res. 204 (3), 447-456.




References 23

Cazzato, V., Mele, S., Urgesi, C., 2014. Gender differences in the neural underpinning of
perceiving and appreciating the beauty of the body. Behav. Brain Res. 264, 188—196.
Cela-Conde, C.L., Marty, G., Maestu, F., Munar, E., Fernandez, A., Roca, M., Rossello, J.,
Quesney, F., 2004. Activation of the prefrontal cortex in humans visual aesthetic percep-

tion. Proc. Natl. Acad. Sci. U. S. A. 101, 6321-6325.

Chatterjee, A., 2011. Neuroaesthetics: a coming of age story. J. Cogn. Neurosci. 23, 53-62.

Chatterjee, A., 2013. The Aesthetic Brain: How We Evolved to Desire Beauty and Enjoy Art.
Oxford University Press, Oxford.

Chatterjee, A., Vartanian, O., 2014. Neuroaesthetics. Trends Cogn. Sci. 18, 370-375.

Christensen, J.F., Gomila, A., Gaigg, S.B., Sivarajah, N., Calvo-Merino, B., 2016. Dance
expertise modulates behavioral and psychophysiological responses to affective body
movement. J. Exp. Psychol. Hum. Percept. Perform. 42 (8), 1139.

Coello, Y., Fischer, M., 2015. Foundations of embodied cognition. In: Perceptual and
Emotional Embodiment, vol. 1. Psychology Press, Hove.

Constable, M.D., Kritikos, A., Lipp, O.V., Bayliss, A.P., 2014. Object ownership and action:
the influence of social context and choice on the physical manipulation of personal prop-
erty. Exp. Brain Res. 232 (12), 3749-3761.

Cross, E.S., Hamilton, A.F., Grafton, S.T., 2006. Building a motor simulation de novo:
observation of dance by dancers. Neuroimage 31 (3), 1257—-1267.

Cross, E.S., Kraemer, D.J.M., Hamiltion, A.F.D.C., et al., 2009. Sensitivity of the action
observation network to physical and observational learning. Cereb. Cortex 19, 315-326.

Cross, E.S., Kirsch, L., Ticini, L.F., Schiitz-Bosbach, S., 2011. The impact of aesthetic
evaluation and physical ability on dance perception. Front. Hum. Neurosci. 5 (102), 1-10.

Cumming, G., 2014. The new statistics: why and how. Psychol. Sci. 25, 7-29.

Czerwon, B., Littke, S., Werheid, K., 2011. Age differences in valence judgments of
emotional faces: the influence of personality traits and current mood. Exp. Aging Res.
37 (5), 503-515.

Di Dio, C., Macaluso, E., Rizzolatti, G., 2007. The golden beauty: brain response to classical
and renaissance sculptures. PLoS One 2, e1201.

Dricu, M., Friihholz, S., 2016. Perceiving emotional expressions in others: activation
likelihood estimation meta-analyses of explicit evaluation, passive perception and
incidental perception of emotions. Neurosci. Biobehav. Rev. 71, 810-828.

Eickhoff, S.B., Schleicher, A., Zilles, K., Amunts, K., 2005a. The human parietal operculum.
I. Cytoarchitectonic mapping of subdivisions. Cereb. Cortex 16 (2), 254-267.

Eickhoff, S.B., Stephan, K.E., Mohlberg, H., Grefkes, C., Fink, G.R., Amunts, K., Zilles, K.,
2005b. A new SPM toolbox for combining probabilistic cytoarchitectonic maps and
functional imaging data. Neuroimage 25 (4), 1325-1335.

Eklund, A., Nichols, T.E., Knutsson, H., 2016. Cluster failure: why fMRI inferences for spatial
extent have inflated false-positive rates. Proc. Natl. Acad. Sci. U. S. A. 113 (28), 7900-7905.

Flavell, J.C., Tipper, S.P., Over, H., 2017. Preference for illusory contours: beyond object
symmetry, familiarity & nameability. Emotion.

Freedberg, D., Gallese, V., 2007. Motion, emotion and empathy in esthetic experience. Trends
Cogn. Sci. 11 (5), 197-203.

Frith, C.D., Frith, U., 2012. Mechanisms of social cognition. Annu. Rev. Psychol.
63, 287-313.

Gardner, T., Goulden, N., Cross, E.S., 2015. Dynamic modulation of the action observation
network by movement familiarity. J. Neurosci. 35 (4), 1561-1572.



|
24

Dance experience, aesthetics, and aging

Gottlieb, J., 2007. From thought to action: the parietal cortex as a bridge between perception,
action, and cognition. Neuron 53 (1), 9-16.

Grezes, J., Philip, L., Chadwick, M., Dezecache, G., Soussignan, R., Conty, L., 2013. Self-
relevance appraisal influences facial reactions to emotional body expressions. PLoS
One 8 (2), e55885.

Hekkert, P., van Wiering, P.C., 1996. Beauty in the eye of expert and nonexpert beholders: a
study in the appraisal of art. Am. J. Psychol. 109, 389-407.

Hekkert, P., Snelders, D., van Wieringen, P.C.W., 2003. “Most advanced, yet acceptable”:
typicality and novelty as joint predictors of aesthetic preference in industrial design.
Br. J. Psychol. 94 (1), 111-124.

Ishizu, T., Zeki, S., 2013. The brain’s specialized systems for aesthetic and perceptual
judgment. Eur. J. Neurosci. 37, 1413-1420.

Jacobsen, T., Schubotz, R.1., Hofel, L., von Cramon, D.Y., 2006. Brain correlates of aesthetic
judgment of beauty. Neuroimage 29, 276-285.

Karpati, F.J., Giacosa, C., Foster, N.E., Penhune, V.B., Hyde, K.L., 2017. Dance and music
share gray matter structural correlates. Brain Res. 1657, 62—73.

Kawabata, H., Zeki, S., 2004. Neural correlates of beauty. J. Neurophysiol. 91, 1699-1705.

Kirsch, L.P., Cross, E.S., 2015. Additive routes to action learning: layering experi-
ence shapes engagement of the action observation network. Cereb. Cortex 25 (12),
4799-4811.

Kirsch, L., Drommelschmidt, K.A., Cross, E.S., 2013. The impact of sensorimotor experience
on affective evaluation of dance. Front. Hum. Neurosci. 7, 521.

Kirsch, L.P., Dawson, K., Cross, E.S., 2015. Dance experience sculpts aesthetic perception and
related brain circuits. Ann. N. Y. Acad. Sci. 1337 (1), 130-139.

Kirsch, L.P., Urgesi, C., Cross, E.S., 2016a. Shaping and reshaping the aesthetic brain:
emerging perspectives on the neurobiology of embodied aesthetics. Neurosci. Biobehav.
Rev. 62, 56-68.

Kirsch, L.P., Snagg, A., Heerey, E., Cross, E.S., 2016b. The impact of experience on affective
responses during action observation. PLoS One 11 (5), e0154681.

Kirsch, L.P., Diersch, N., Sumanapala, D., Cross, E.S., 2018. Dance training shapes action
perception and its neural implementation within the young and older adult brain. Neural
Plasticity.

Kleiner, M., Brainard, D.H., Pelli, D.G., 2007. What’s new in psychtoolbox-3? Perception
36 (14), 1.

Koster, R., Guitart-Masip, M., Dolan, R.J., Diizel, E., 2015. Basal ganglia activity mirrors a benefit
of action and reward on long-lasting event memory. Cereb. Cortex 25 (12), 4908-4917.
Lakens, D., Adolfi, F.G., Albers, C.J., Anvari, F., Apps, M.A., et al., 2018. Justify your alpha.

Nat. Hum. Behav.

Leder, H., Nadal, M., 2014. Ten years of a model of aesthetic appreciation and aesthetic
judgments: the aesthetic episode—developments and challenges in empirical aesthetics.
Br. J. Psychol. 105 (4), 443—-464.

Leder, H., Belke, B., Oeberst, A., Augustin, D., 2004. A model of aesthetic appreciation and
aesthetic judgments. Br. J. Psychol. 95, 489-508.

Lieberman, M.D., Cunningham, W.A., 2009. Type I and Type II error concerns in fMRI
research: re-balancing the scale. Soc. Cogn. Affect. Neurosci. 4 (4), 423-428.

Liew, S.L., Sheng, T., Margetis, J.L., Aziz-Zadeh, L., 2013. Both novelty and expertise
increase action observation network activity. Front. Hum. Neurosci. 7, 541.



References 25

Nadal, M., Flexas, A., Galvez, A., Cela-Conde, C.J., 2012. Neuroaesthetics: themes from the
past, current issues and challenges for the future. Rend. Lincei Sci. Fis. Nat. 23 (3),
247-258.

Pelli, D.G., 1997. The VideoToolbox software for visual psychophysics: transforming
numbers into movies. Spat. Vis. 10 (4), 437-442.

Prinz, W., 1997. Perception and action planning. Eur. J. Cogn. Psychol. 9 (2), 129-154.

Pugach, C., Leder, H., Graham, D.J., 2017. How stable are human aesthetic preferences across
the lifespan? Front. Hum. Neurosci. 11, 289.

Ready, R.E., Santorelli, G.D., Mather, M.A., 2017. Judgment and classification of emotion
terms by older and younger adults. Aging Ment. Health 21 (7), 684—692.

Rolls, E.T., 2014. Neuroculture: art, aesthetics, and the brain. Rend. Lincei Sci. Fis. Nat.
25, 291-307.

Ruff, D.A., Marrett, S., Heekeren, H.R., Bandettini, P.A., Ungerleider, L.G., 2010. Comple-
mentary roles of systems representing sensory evidence and systems detecting task
difficulty during perceptual decision making. Front. Neurosci. 4, 190.

Ruffman, T., Henry, J.D., Livingstone, V., Phillips, L.H., 2008. A meta-analytic review of
emotion recognition and aging: implications for neuropsychological models of aging.
Neurosci. Biobehav. Rev. 32 (4), 863—-881.

Savazzi, F., Massaro, D., Di Dio, C., Gallese, V., Gilli, G., Marchetti, A., 2014. Exploring re-
sponses to art in adolescence: a behavioral and eye-tracking study. PLoS One 9 (7),
e102888.

Schmidt, J.A., McLaughlin, J.P., Leighten, J., 1989. Novice strategies for understanding
paintings. Appl. Cogn. Psychol. 3, 65-72.

Schiitz-Bosbach, S., Prinz, W., 2007. Perceptual resonance: action-induced modulation of
perception. Trends Cogn. Sci. 11 (8), 349-355.

Seghier, M.L., 2013. The angular gyrus: multiple functions and multiple subdivisions.
Neuroscientist 19 (1), 43-61.

Shamosh, N.A., DeYoung, C.G., Green, A.E., Reis, D.L., Johnson, M.R., Conway, A.R.,
Engle, R.W., Braver, T.S., Gray, J.R., 2008. Individual differences in delay discounting:
relation to intelligence, working memory, and anterior prefrontal cortex. Psychol. Sci.
19 (9), 904-911.

Silani, G., Lamm, C., Ruff, C.C., Singer, T., 2013. Right supramarginal gyrus is crucial
to overcome emotional egocentricity bias in social judgments. J. Neurosci. 33 (39),
15466-15476.

Simmons, J.P., Nelson, L.D., Simonsohn, U., 2011. False-positive psychology: undisclosed
flexibility in data collection and analysis allows presenting anything as significant.
Psychol. Sci. 22, 1359-1366.

Singer, T., Lamm, C., 2009. The social neuroscience of empathy. Ann. N. Y. Acad. Sci.
1156, 81-96.

Sluckin, W., Hargreaves, D.J., Colman, A.M., 1982. Some experimental studies of familiarity
and liking. Bull. Br. Psychol. Soc. 35, 189-194.

Steinbeis, N., 2016. The role of self—other distinction in understanding others’ mental and
emotional states: neurocognitive mechanisms in children and adults. Philos. Trans. R.
Soc. Lond. B Biol. Sci. 371 (1686), 20150074.

Sumanapala, D.K., Fish, L.A., Jones, A.L., Cross, E.S., 2017. Have I grooved to this before?
Discriminating practised and observed actions in a novel context. Acta Psychol. (Amst)
175, 42-49.



26

Dance experience, aesthetics, and aging

Ticini, L.F., Rachman, L., Pelletier, J., Dubal, S., 2014. Enhancing aesthetic appreciation by
priming canvases with actions that match the artist’s painting style. Front. Hum. Neurosci.
8, 391.

Ticini, L.F., Urgesi, C., Calvo-Merino, B., 2015. Embodied aesthetics: insight from cognitive
neuroscience of performing arts. In: Aesthetics and the Embodied Mind: Beyond Art
Theory and the Cartesian Mind-Body Dichotomy. Springer, Dordrecht, pp. 103—115.

Vartanian, O., Goel, V., 2004. Neuroanatomical correlates of aesthetic preference for
paintings. Neuroreport 15, 893-897.

Zajonc, R.B., 1968. Attitudinal effects of mere exposure. J. Pers. Soc. Psychol. 9, 1-27.



