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Background and Aim: The role of sleep in the enhancement of motor skills has
been studied extensively in adults. We aimed to determine involvement of sleep and
characteristics of spindles and slow waves in a motor skill in children.

Hypothesis: We hypothesized sleep-dependence of skill enhancement and an association
of interindividual differences in skill and sleep characteristics.

Methods: 30 children (19 females, 10.7 ± 0.8 years of age; mean ± SD) performed
finger sequence tapping tasks in a repeated-measures design spanning 4 days including
1 polysomnography (PSG) night. Initial and delayed performance were assessed over
12 h of wake; 12 h with sleep; and 24 h with wake and sleep. For the 12 h with sleep,
children were assigned to one of three conditions: modulation of slow waves and spindles
was attempted using acoustic perturbation, and compared to yoked and no-sound control
conditions.

Analyses: Mixed effect regression models evaluated the association of sleep, its
macrostructure and spindles and slow wave parameters with initial and delayed speed
and accuracy.

Results and Conclusions: Children enhance their accuracy only over an interval with
sleep. Unlike previously reported in adults, children enhance their speed independent
of sleep, a capacity that may to be lost in adulthood. Individual differences in the
dominant frequency of spindles and slow waves were predictive for performance: children
performed better if they had less slow spindles, more fast spindles and faster slow
waves. On the other hand, overnight enhancement of accuracy was most pronounced
in children with more slow spindles and slower slow waves, i.e., the ones with an initial
lower performance. Associations of spindle and slow wave characteristics with initial
performance may confound interpretation of their involvement in overnight enhancement.
Slower frequencies of characteristic sleep events may mark slower learning and immaturity
of networks involved in motor skills.
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INTRODUCTION
The importance of sleep for learning and memory processes
has been established firmly. A large number of studies in adults
have shown that sleep contributes to efficient consolidation of

both declarative memory—the memory for facts and events—
and procedural memory—the memory for skills and procedures
(Maquet, 2001; Walker and Stickgold, 2004; Stickgold and
Walker, 2005; Diekelmann et al., 2009; Rasch and Born, 2013;
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Landmann et al., 2014). Sleep does more than merely prevent
forgetting by providing a time-period without interference: for
certain motor skills, sleep can even enhance performance with-
out further training. In adults, a contribution of sleep may
have been demonstrated most robustly for the consolidation
and enhancement of newly learned visuomotor skills, especially
of a finger-sequence tapping task (Walker et al., 2002; Morin
et al., 2008; Van Der Werf et al., 2009b; Barakat et al., 2011,
2013; Albouy et al., 2013a). This task requires participants to
tap a particular sequence with their fingers as fast and accu-
rately as possible. It has been consistently shown that per-
formance on this task saturates to a certain individual level,
without further improvement unless participants try again after
a period of sleep. Only if participants sleep within a certain
time window after their first saturating training session, does
their subsequent performance improve by about 10–20% with-
out further training (Walker et al., 2002; Van Der Werf et al.,
2009b).

What are the neuronal processes underlying this performance
enhancement by sleep? Numerous studies, mostly in adults, have
investigated the specific aspects of sleep-electroencephalography
(EEG) that could provide clues to neuronal processes involved.
These investigations have addressed qualitative aspects of the
sleep-EEG macrostructure, including sleep stages, as well as quan-
titative aspects of the sleep-EEG, notably its power spectrum
and the microstructural discrete events of sleep spindles and
slow waves. Investigations of qualitative aspects of the sleep-
EEG aspects of sleep revealed that overnight skill enhancement
is associated with the amount of stage 2 sleep, especially in the
later part of the night (Walker et al., 2002). This finding imme-
diately points to the involvement of a specific microstructural
aspect of the sleep-EEG, because stage 2 sleep is characterized
by the appearance of sleep spindles (Rechtschaffen and Kales,
1968). These transient bursts of about 12–15 Hz activity reflect
thalamo-cortical oscillations (Steriade, 2006). Indeed, sleep spin-
dles have repeatedly been linked to procedural memory consol-
idation and enhancement (for a review see Fogel and Smith,
2011).

Along a continuum of dominant frequencies, spindles have
been divided into slower and faster spindles (Feld and Born,
2012). Slow spindles dominate over frontal EEG derivations
and are thought to involve the superior frontal gyrus, while fast
spindles show up stronger in central and parietal EEG derivations
and are thought to involve the precuneus, hippocampus, medial
frontal cortex, and sensorimotor areas (Schabus et al., 2007;
Dehghani et al., 2011). Relevant to the present study, the
topographic representation of sleep spindles change with age
(Tanguay et al., 1975; Shinomiya et al., 1999). Frontal spindles are
more prominent in younger children while older children show
more centroparietal spindles (Shinomiya et al., 1999).

Slow spindles are more pronounced during slow wave
sleep. The slow waves of sleep represent alternating periods of
hyperpolarization (down-states) and depolarization (up-states)
of neurons in the cerebral cortex. Spindles are especially likely
to occur at the transition to the down-state of a slow oscillation.
Fast spindles occurring during slow wave sleep are more likely
to occur at the transition from the down-state to the up-state

(Mölle and Born, 2011). Fast spindles are most prominent during
stage 2 sleep (Feld and Born, 2012). In their original study,
Walker et al. (2002) showed that overnight skill enhancement
is associated with the amount of stage 2 sleep, especially in the
later part of the night where slow wave activity (SWA) hardly
occurs. In accordance with this initial observation, fast spindles
have commonly been associated with overnight enhancement
of a visuomotor skill (Nishida and Walker, 2007; Tamaki et al.,
2008; Barakat et al., 2011), with the overnight restoration of
episodic learning ability (Mander et al., 2011) and with the
overnight integration of new information in existing knowledge
(Tamminen et al., 2010, 2013). Nevertheless, at least one study
suggests that slow spindles rather than fast spindles are important
in overnight cognitive processing (Holz et al., 2012).

In addition to spindles, slow waves have also been associated
with sleep-dependent performance enhancement, possibly corre-
lated with the role of spindles (Holz et al., 2012). The overnight
enhancement of an implicit visuomotor skill is associated with
the increase in slow wave power the pre-sleep training elicits in
subsequent sleep (Huber et al., 2004; Määttä et al., 2010). Relevant
to the present study, Kurth et al. (2012) showed in children that
the maturation of simple motor skills, complex motor skills,
visuomotor skills, language skills and cognitive control skills is
predicted by the topographical distribution of SWA.

In contrast to adults, far less is known however about the
role of sleep and associated oscillations in memory consolidation
across childhood. Some studies have reported a sleep-dependent
consolidation of declarative memory (Fischer et al., 2007;
Backhaus et al., 2008; Wilhelm et al., 2008), but no overnight
enhancement of skills (Fischer et al., 2007; Wilhelm et al.,
2008). However, closer inspection of the data obtained in the
finger-tapping task and mirror tracing skill tasks has indicated
that children’s performance is significantly improved, both across
offline periods of sleep and wakefulness (Wilhelm et al., 2008;
Prehn-Kristensen et al., 2009). Moreover, 9- and 12-year old
children showed less susceptibility to daytime interference of a
newly acquired motor memory than 17 year olds (Dorfberger
et al., 2007). This supports the interpretation that children have
the capacity for memory consolidation over periods of both sleep
and wakefulness, the latter being diminished or even lost with the
development into adulthood.

With respect to the involvement of sleep specific sleep oscil-
lations in performance enhancement in children, Kurdziel et al.
(2013) found that a daytime nap in 4 year old children enhanced
recall on a hippocampal-dependent visuospatial task resembling
the card-deck “Memory” game. Moreover, sleep spindle den-
sity during the intervening nap was positively correlated with
the memory performance benefit (r = 0.65). However, these
memory associations may have been secondary to a negative
correlation of spindle density with initial baseline memory
performance (r = �0.67), thereby offering more improvement
opportunity in children with lower baseline ability. Of note, a
negative correlation of spindle density with baseline performance
was also reported in 4–8 year old children (Chatburn et al.,
2013).

Building on these prior findings, the first aim of the present
study was to address the hypothesis that motor skill enhancement
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is dependent on sleep in school-aged children, as it has been
reported to be in adults. The second aim was to determine
whether both baseline motor skill performance and offline
enhancements were significantly predicted by specific aspects of
the sleep-EEG. In particular, we focused on the role of fast and
slow sleep spindles and slow waves of sleep. Thirdly, to attain
support for the hypotheses beyond observational correlations
between sleep and memory in children, we implemented an
experimental manipulation aimed at changing spindles and slow
waves, thus exploring causality. Pharmacological manipulation
of spindle density affects sleep-dependent performance
enhancement of sequence finger tapping (Rasch et al., 2009)
but may not easily be approved of by medical ethics committees
for application in children, and may induce other systematic
effects. We therefore aimed to manipulate spindles and slow
waves only during slow wave sleep, using a validated selective
acoustic interference of sleep at the first occurrence of slow
waves (Van Der Werf et al., 2009a). This method selectively and
effectively suppresses slow waves (Van Der Werf et al., 2009a) and
therefore their co-occurrence with spindles, allowing for a better
discrimination of the role of sleep spindles vs. slow waves, and
sleep spindles that occur in stage 2 vs. those that occur in slow
wave sleep. Moreover, since fast spindles are more prominent
during stage 2 sleep and slow spindles occur more pronounced
during slow wave sleep, selective suppression of slow waves
further offers the ability to more clearly disambiguate the role of
fast vs. slow spindles in memory processing.

METHODS
PARTICIPANTS
Participants were recruited through a national competition
designed to promote an interest in science amongst primary
schools in the Netherlands. The two final school classes of the
winning school were invited to take part in the current study.
For ethical reasons, all children for which informed consent was
obtained participated in the experiment, including children with
diagnosed psychiatric or neurological illnesses. By allowing them
to participate, their condition remained concealed to their peers.
Their data were however excluded from analysis. The data of two
participants were excluded because of a diagnosis with Perva-
sive Developmental Disorder—Not Otherwise Specified (PDD-
NOS). Useful data were obtained from 30 participants, 19 females
(10.7 ± 0.8 years; mean ± SD). No apparent sleep disorders
were present as indicated by Dutch translations of the abbrevi-
ated Child’s Sleep Habits Questionnaire (CSHQ, cutoff score 41;
Owens et al., 2000b) and Sleep Disturbance Scale for Children
(SDSC, cutoff score 39; Bruni et al., 1996) filled out by the parents
and the Sleep Self Report (Owens et al., 2000a) filled out by the
children. The local medical ethics committee approved of the
procedures and written informed consent was obtained from the
parents.

PROCEDURAL TASK
The current study used a paradigm frequently employed to
examine sleep-dependent procedural performance enhancement
in adults: the finger-tapping task (Karni et al., 1995; Walker
et al., 2002). The task consists of two sessions: an initial learning

acquisition session, followed by an offline time period of either
wake or sleep, after which there was a delayed recall test session
to investigate the development of offline performance changes,
relative to the end of the initial acquisition session. In the current
version, each learning session consisted of 12 trials of 23-s dura-
tion, separated by 20-s breaks. The delayed recall session consisted
of six additional trials, again separated by 20-s breaks. During
a trial, participants were asked to continuously tap a five-digit
sequence on a computer keyboard (e.g., 4-1-3-2-4) as fast and as
accurately as possible with their non-dominant hand. Four paral-
lel versions of the task were used and these were counterbalanced
across participants and across the four experimental conditions:
41324, 32413, 14231 and 23142.

Key-presses were recorded using E-prime (Psychology Soft-
ware Tools Inc., Pittsburgh, USA) and processed to derive two
main variables of interest for each trial: (1) speed, i.e., the number
of correct sequences per 23-s trial; and (2) accuracy, i.e., the
percentage of key taps that resulted in correct sequences, relative
to all key taps.

EXPERIMENTAL DESIGN
Using a repeated-measures design, participants performed finger-
tapping learning and recall sessions three times, preceded by an
additional initial acquisition learning (L) and recall (R) practice
sessions to get familiar with the task. Assessments spanned four
consecutive weekdays with morning sessions at 10:00 AM and the
evening session at 10:00 PM. As indicated in Figure 1, after the
initial learning and recall practice sessions, performance changes
were assessed in a fixed order over the following intervals: (1) 12 h
containing wake (the Wake interval); (2) 12 h including sleep (the
Sleep interval); and (3) 24 h including both wake and sleep (the
Wake & Sleep interval). In the 12-h Sleep interval, participants
stayed in individual bedrooms in a purposefully built sleep-lab
in the Science Museum “Nemo” (Amsterdam, Netherlands) for
polysomnography (PSG) recordings. Every three children were
supervised by at least one sleep technician. The nights in-between
the learning and recall training sessions and the Wake & Sleep
interval were spent at home, during which the children slept in
their own bed as per usual.

POLYSOMNOGRAPHY (PSG)
During the 12-h Sleep interval, participants were fit with eight Au
electrodes: two for electroencephalography (EEG) on frontopolar
(FPz) and central (Cz) positions according to the 10–20 system,
two for electrooculography (EOG) placed diagonally across the
eyes, two for electromyography (EMG) attached submentally, a
ground electrode positioned on the forehead and a reference
electrode (A1) fit on the left mastoid. Polysomnography was
performed using the Embla A10 system (Flaga hf, Reykjavik,
Iceland). Data were recorded online, and transferred onto a
personal computer. The Embla A10 system initially samples the
data at 2000 Hz and subsequently down-samples it digitally to
200 Hz. Filtering was limited to the Embla’s integrated highpass
DC filter at 1 Hz (�3 dB at 0.3 Hz) and 50 Hz notch filter (1 Hz
bandwidth).

During the night that the children spent in the sleep-lab, they
were randomly assigned to one of three acoustic manipulation
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FIGURE 1 | The study spanned four consecutive days. Children
performed the motor skill task at school on day 1 and 4, and in the Science
Museum on day 2 and 3. The first and last nights were regular
non-monitored nights during which the children slept at home. Children
underwent PSG and slept in the Science Museum during the second night.
After practicing initial learning and delayed performance (black) the task was
performed across three intervals: 12 h of wake (red), 12 h containing sleep
(blue) and 24 h including wake and sleep (purple). Learning (L) consisted of
12 trials of 23 s duration; delayed (D) of six more trials.

conditions. All children wore in-ear headphones. The first
condition has been described previously (Van Der Werf et al.,
2009a) and aimed at suppressing slow wave sleep. In brief,
we developed a custom analysis plug-in for the Somnologica
2 software (Flaga, Reykjavik, Iceland) that performed online
calculation of the relative contribution of the SWA band
(0.4–4 Hz) to the frequency spectrum as a measure of the depth
of sleep. When the contribution of SWA exceeded a threshold
level, the headphone emitted a beeping noise that continued
to increase in amplitude in six discrete steps until it reached a
maximum. The sound continued until the level of SWA dropped
below the threshold. To avoid erroneous inclusion of slow EOG
signals in the 0.4–4 Hz EEG band, the sound was not emitted
when the signals from the two EOG leads were negatively
correlated, reflecting conjugated eye movements; a positive
correlation reflects leakage of SWA into the EOG leads. Using this
system, we have successfully achieved slow wave sleep suppression
in elderly volunteers (Van Der Werf et al., 2009a).

The second acoustic manipulation condition concerned a
yoked control group, who received the same auditory stimuli, but
unrelated to their own slow wave sleep. They received a copy of
the auditory stimuli that were given in a closed-loop way to their
sleeping neighbor. Finally, the third, placebo, condition consisted
of merely wearing the in-ear headphones without providing any
acoustic stimulation.

Children were blinded to the condition they were assigned to
and were told that tones would be played in the night, but that
they might not become aware of them.

EEG ANALYSIS
Macrosleep
Electroencephalography was scored visually, blinded to the con-
dition, in 30-s epochs using Somnologica software (Flaga hf,
Reykjavik, Iceland) according to standard sleep scoring criteria
(Rechtschaffen and Kales, 1968) with the adaptation of viewing
EEG at 100 µV/cm instead of the recommended 50 µV/cm, to
account for the very large amplitude of sleep EEG oscillations in
children (Piantoni et al., 2013a). Macrosleep variables quantified
were Time In Bed (TIB), Total Sleep Time (TST), Sleep Onset
Latency, Latency to the First REM epoch, Wake after Sleep Onset,
Sleep Efficiency and the Percentages of Stage 1, 2, SWS and REM
sleep relative to TST.

Preprocessing for quantitative EEG analysis
The visual scoring included a rating of presence of artifacts.
Epochs of 30 s that contained even the slightest artifact, including
an arousal, were omitted from quantitative EEG analyses.

Spindles
Automated spindle detection was performed using a previ-
ously reported algorithm (Ferrarelli et al., 2007) implemented
in Matlab (The MathWorks Inc, Natrick, USA). Artifact-free
EEG in stages S2, S3, and S4 across the entire night was
bandpass-filtered between 9 and 15 Hz using an infinite impulse
response filter (Figures 4A,B). We then computed the time-
course of the amplitude by taking the envelope of the filtered
signal (Figure 4B). For each channel and participant, the mean
of the envelope over the artifact-free stages S2, S3, and S4
was used to calculate the upper threshold: all amplitude fluc-
tuations of the filtered signal surpassing 4.5-fold the average
amplitude value calculated above were considered putative spin-
dles (Figure 4C). The beginning and end of each spindle was
defined by a lower threshold, set at 25% of the upper threshold
value (Figure 4C). A minimal duration of 450 ms was used
to avoid the detection of brief events. Visual inspection of the
performance of the automated algorithm indicated the need
of slight adaptations in the parameter settings as compared to
the settings used in Ferrarelli et al. (2007), in particular we
used a lower threshold for spindle detection and we applied
an additional smoothing window. Spindle outcome variables
were: duration, maximal amplitude, duration ⇥ maximal ampli-
tude, and density (the number of spindles per valid epoch of
sleep) of slow (frequency <12 Hz) and fast (frequency �12 Hz)
spindles.

Slow waves
Automated slow wave detection was performed using an algo-
rithm based on previously published methods (Massimini et al.,
2004; Riedner et al., 2007) implemented in Matlab (The Math-
Works Inc, Natick, USA). Artifact-free EEG classified as S2,
S3 and S4 was high-pass filtered at 0.16 Hz (transition band
width = 0.02 Hz) and low-pass filtered at 4 Hz (transition band
width = 0.6 Hz), using a least-square zero phase-shift 200th
order FIR filter. In the filtered signal, slow waves were defined
by the appearance of a particular order of occurrences: a down-
going zero crossing, a negative peak, an upgoing zero crossing,
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a positive peak, and a final downgoing zero crossing. A slow
wave was counted if the duration between the downgoing and
upgoing zero crossing (the negative half wave) was between 0.3
and 1 s. No amplitude criteria were set. Slow wave outcome
variables were the durations and peak amplitudes of the negative
and positive half-wave and total wave (using downward and
upward zero-crossings, see e.g., Heib et al., 2013); the steep-
ness of the rising slope of the negative half-wave (see Piantoni
et al., 2013b); and the density (the number of slow waves per
epoch of NREM stage 2 and SWS sleep; see Piantoni et al.,
2013b).

STATISTICAL ANALYSIS
The four paragraphs below describe the analysis plan, respectively
addressing: the effect of sleep on performance; the association of
sleep variables with performance baseline and overnight enhance-
ment; the effect of acoustic perturbation on sleep outcome vari-
ables; and the effect of acoustic perturbation on performance
outcome variables.

Effect of sleep on performance
In order to maximally exploit the variance information of
speed and accuracy data of individual trials, they were not
averaged, but rather analyzed using mixed models (MLwiN,
Centre for Multilevel Modeling, Institute of Education, London,
UK). Mixed models take an interdependence of data points
into account; allowing trials to be nested within sessions,
which are subsequently nested within participants. Maximal
use of information was attained by including trials at the
level of performance saturation (see Figure 2: the last six tri-
als of the learning sessions and all six trials of the recall
sessions).

In order to evaluate the effect of sleep on initial (baseline)
performance and performance enhancement, the dependent vari-
ables “speed” and “accuracy” assessed over all sessions were
analyzed using the regression equation:

Yijkl = ß0ijkl + ß1
⇤ Recalljkl + ß2

⇤ Sleptjkl + ß3
⇤ Recall ⇤ Sleptjkl

where: Y is the dependent variable (either “speed” or “accuracy”),
measured on trial i of the initial learning vs. delayed part j of
session k of child l; ß0 is the model intercept; “Recall” is a binary
(dummy) variable that indicates whether the trial was a recall
(1) or initial learning (0) trial; “Slept” is a binary (dummy)
variable that indicates whether the present session was (1) or was
not (0) preceded by a previous session followed by a period of
sleep; “Recall⇤Slept” is a binary (dummy) variable that indicates
the interaction between “Recall” and “Slept”. This interaction
represents the sleep-dependent effect on recall. The variable is 1
for recall trials in sessions that are separated from the previous
session by a period including sleep and 0 for all learning trials and
recall trials in sessions that are separated from the previous session
by a period of wakefulness only.

ASSOCIATION OF SLEEP VARIABLES WITH PERFORMANCE BASELINE
AND OVERNIGHT ENHANCEMENT
In order to evaluate the effect of sleep variables assessed dur-
ing the third night on baseline performance and performance

FIGURE 2 | Learning curves for speed and accuracy across the three
intervals (Morning > Evening, Evening > Morning and Morning >
Morning). Irrespective of sleep, all intervals show an increase in speed
following a period without training. On the other hand, only the intervals
containing sleep induce an increase in accuracy.

enhancement across that night, the dependent variables “speed”
and “accuracy” were analyzed using the regression equation:

Yijkl = ß0ijk + ß1
⇤ Recalljk + ß2

⇤ Sleepvariablejk

+ ß3
⇤ Recall ⇤Sleepvariablejk

where: Y is the dependent variable (either “speed” or “accuracy”),
measured on trial i of the initial learning vs. delayed part j of
child k; ß0 is the model intercept; “Delayed” is a binary (dummy)
variable that indicates whether the trial was a delayed (1) or
initial learning (0) trial; “Sleepvariable” is the sleep variable
of interest in the current analysis and indicates the nonspe-
cific (i.e., sleep-unspecific) association of the sleep variable with
performance; “Delayed⇤Sleepvariable” represents the interaction
between “Delayed” and “Sleepvariable”. This interaction repre-
sents the sleep variable-dependent change in performance from
the initial learning session to the delayed session.
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Effect of acoustic perturbation on sleep outcome variables
Kruskal-Wallis tests (SPSS 12.0.1 for Windows, Chicago, USA)
were applied to evaluate differences in macrosleep and quantita-
tive EEG variables between acoustic perturbation conditions. The
more robust Kruskal-Wallis tests were preferred over ANOVAs
because variance estimates, although not precise due to the small
and unequal sample sizes of the three groups, seemed to differ for
some variables.

Effect of acoustic perturbation on performance outcome variables
In order to evaluate the effect of sleep perturbation, during the
third night, on baseline performance and performance enhance-
ment across that night, the dependent variables “speed” and
“accuracy” were analyzed using the regression equation:

Yijkl = ß0ijk + ß1
⇤ Delayedjk + ß2

⇤ Slow Wave Triggered

Soundjk + ß3
⇤ YokedSoundjk + ß4

⇤Delayed⇤Slow

Wave Triggered Soundjk + ß5
⇤ Delayed⇤YokedSoundjk

where: Y is the dependent variable (either “speed” or “accuracy”),
measured on trial i of the initial learning vs. delayed part j
of child k; ß0 is the model intercept; “Delayed” is a binary
(dummy) variable that indicates whether the trial was a
delayed (1) or initial learning (0) trial; “SlowWaveTriggered-
Sound” and “YokedSound” are two dummy binary (dummy)
variables that code whether (1) or not (0) the child was
assigned to the stimulation condition; both are zero for
the control condition; “Delayed⇤SlowWaveTriggeredSound” and
“Delayed⇤YokedSound” represent the interactions of “Delayed”
with the conditions. These interactions represent the condition-
dependent change in performance from the initial learning ses-
sion to the delayed session.

For all mixed effect models, the significance of the regression
coefficient estimates of interest was evaluated using the Wald test,
that calculates a z-value as the ratio of the coefficient estimate
over its standard error (Twisk, 2003). Effects with P < 0.05 were
regarded significant.

RESULTS
In three children, one of the learning sessions was missed,
twice because of equipment malfunctioning, once because
the subject did not feel well temporarily. The corresponding
delayed trials were omitted accordingly. In two participants one
consistently noisy sleep-EEG channel (Cz) was omitted from
analyses. Completely artifact-free data used for quantitative EEG
analysis accounted for 65.1% (±1.3%; SEM) of the total PSG data
acquired. The percentage of epochs containing even the slightest
artifact slowly increased during the sleep period from 23% in the
first hour of the night to 43% in the last hour of the night.

EFFECT OF ACOUSTIC PERTURBATION ON SLEEP AND PERFORMANCE
OUTCOME VARIABLES
Counter to the impact in adults (Van Der Werf et al., 2009a),
Kruskal-Wallis tests on acoustic perturbation confirmed no sig-
nificant differences in either macrosleep outcome variables or
NREM oscillations of the sleep recordings of children included in
the closed loop slow wave suppression group (n = 9), the yoked

control group (n = 10) and the no-noise group (n = 11): TIB
(P = 0.759), TST (P = 0.847), Sleep Onset Latency (P = 0.758),
Latency to the First REM epoch (P = 0.458), Sleep Efficiency
(P = 0.742) and the percentages of Wakefulness (P = 0.192) Stage
1 (P = 0.599), 2 (P = 0.659), SWS (P = 0.493) and REM sleep
(0.373), spindle variables (FPz: 0.194 < all P < 0.706, Cz: 0.257
< all P < 0.913) or slow wave outcome variables (FPz: 0.135 <

all P < 0.966, Cz: 0.662 < all P < 0.981). The analyses confirm
that children slept through the acoustic perturbation without any
measurable effect on their macrosleep or quantitative sleep vari-
ables. Mixed effect models confirmed that the overnight change
in motor skill speed and accuracy were not affected by either the
Slow Wave-Triggered or Yoked Sound (0.505 < all P < 0.975).
Due to the lack of effect of acoustic stimulation, further results
aggregate the data of all children, irrespective of condition.

EFFECT OF SLEEP ON PERFORMANCE
Figure 2 shows the trial-by-trial average speed and accuracy
for the Wake, Sleep and Wake & Sleep conditions. Mixed effect
models evaluated how speed and accuracy were affected at delay
(“Delayed” effect), by sleep between the present and previous
session (“Slept” effect), and by a sleep-dependent effect specific
to delay (“Slept”⇤“Delayed” interaction), i.e., showing only in the
previously trained sequences but not in the subsequent newly
trained sequences. According to the output generated by mixed
effect model estimation, all estimated effects are shown as aver-
age ± standard error of the mean.

The analysis showed a very significant “Delayed” effect on
speed, which increased on average from the six final training
trials to the six delayed trials by 2.617 ± 0.421 correct sequences
(48% of the initial performance that was 5.459, Z = 6.216,
P = 5E�10). Overall speed, i.e., aggregated over both delayed trials
and initial learning trials, did not depend on whether children
had slept in between the present and prior session (“Slept” effect:
0.339 ± 0.338 correct sequences, Z = 0.947, P = 0.34). There
was no “Delayed⇤Slept” effect on speed, indicating that the per-
formance increase occurred independently of whether children
had slept in between the initial learning and delayed session;
neither was there a sleep-dependent delay-specific effect on speed
(�0.096 ± 0.570, Z = �0.168, P = 0.87). Thus, children showed
strong speed improvements both after a period of sleep and after
a period of wakefulness, selectively for the previously learned
sequences, without affecting performance on the subsequent
newly trained sequences.

In contrast, there was a highly significant sleep-dependent
effect on accuracy, which increased by 12.4 ± 4.6% (26% of the
initial accuracy that was 47.6%, Z = 2.696, P = 0.007) specifically
for the delayed trials, without any sleep-unspecific delayed effect
(�1.6 ± 3.5%, Z = �0.457, P = 0.65) or non-delay-specific
effect of sleep (�3.0 ± 4.6%, Z = �0.652, P = 0.51). Thus,
children showed a strong reduction in error rates only after a
period of sleep and only for the previously learned sequences,
without affecting performance on the subsequent newly trained
sequences, meaning that sleep did not affect performance on
subsequent newly trained sequences.

Figure 3 shows an integrated view of the changes in speed and
accuracy from initial learning to retesting of the same sequence for
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each of the three intervals (Sleep, Wake, Wake & Sleep) as vectors.
It illustrates how speed increases independent of whether or not
the interval contained sleep (rightward change), while accuracy
increases only if the interval contained sleep (upward change).

ASSOCIATION OF MACROSLEEP VARIABLES WITH PERFORMANCE
BASELINE AND OVERNIGHT ENHANCEMENT
The overnight increase in accuracy was more pronounced in
children with a higher percentage of SWS (0.85 ± 0.43% per %
more SWS, Z = 1.977, P < 0.05). Given that the range of SWS
percentages found in the group of children was 23% to 46%, this
finding suggests that the increase in accuracy may differ up to 20%
(0.85⇤23%: for every % more SWS a child shows, it has a 0.85%
higher accuracy, and there is a difference of 23% between the child
with the lowest and highest percentage slow wave sleep).

SPINDLE CHARACTERISTICS AND THEIR ASSOCIATION WITH
PERFORMANCE BASELINE AND OVERNIGHT ENHANCEMENT
Given the frequency distribution of spindles at FPz and Cz
(Figure 5), the cut-off to discriminate fast and slow spin-
dles was set at 12 Hz. Spindles were more prevalent and
of a faster frequency at Cz. Table 1 summarizes the spindle
characteristics. Mixed effect models evaluated the association
of spindle characteristics with both the overall level and the
overnight change in performance. Significant effects were found
only for the density of slow and fast spindles.

With respect to overall performance, i.e., not specific for
overnight enhancement and including all trials, children with a
higher density of slow spindles at either Cz or FPz have lower over-
all speed (�5.45 ± 1.63 correct sequences/spindle per sleep epoch,
Z = �3.342, P < 0.001) and accuracy (�27.5 ± 12.4%/spindle per
epoch, Z = �2.218, P < 0.03). In contrast, children with a higher
density of fast spindles have a higher overall speed (4.46 ± 1.52

FIGURE 3 | Performance changes across the three intervals shown as
vectors of speed and accuracy. Error bars indicate standard errors of the
mean derived in mixed effect analyses. Note that speed increases across all
intervals, whereas accuracy improves only across the intervals that include
sleep.

correct sequences/spindle per sleep epoch, Z = 2.919, P < 0.004)
and, if anything, a non-significant higher accuracy (15 ± 11.5%
per spindle per epoch more, Z = 1.304, P = 0.19).

With respect to the overnight enhancement of perfor-
mance, children with a higher density of slow spindles show
a stronger overnight increase in accuracy (16.1 ± 6.8% more
increase/spindle per epoch, Z = 2.368, P = 0.02), but not speed
(P = 0.45). In contrast, individual differences in fast spindle
density did not show an association with overnight change in
either speed (P = 0.61) or accuracy (p = 0.39).

Because slow spindles occurred more frequently at FPz and fast
spindles more at Cz, we performed ancillary analyses to investi-
gate whether the findings reflected differential effects of FPz vs. Cz
spindles instead of slow vs. fast spindles. Neither the overall den-
sity of FPz spindles, nor the overall density of Cz spindles, were
associated with either overall speed or accuracy or their overnight
enhancement (0.16 < P < 0.76). To further explore the relevance
of spindle frequency, we ran ancillary analyses on the predictive
value of the mean frequencies at FPz and at Cz for motor skill
speed and accuracy. Children show a higher overall speed if they
have a higher mean frequency of their spindles measures either at
FPz (3.99 ± 1.95 correct sequences/Hz, Z = 2.046, P = 0.04) or
at Cz (3.62 ± 1.60 correct sequences/Hz, Z = 2.268, P = 0.02).
The mean spindle frequencies were not associated with overall
accuracy (P = 0.48 and P = 0.10 for FPz and Cz respectively),
nor with overnight enhancement of speed or accuracy (0.38 <

P < 0.91).
In summary, overall performance is best in children with a

high density of fast spindles and a low density of slow spindles.
Children with a high density of slow spindles profit most from
sleep to attain a higher accuracy.

SLOW WAVE CHARACTERISTICS AND THEIR ASSOCIATION WITH
PERFORMANCE BASELINE AND OVERNIGHT ENHANCEMENT
Table 1 summarizes the characteristics of slow waves detected in
S2, S3 and S4. Because of the frequency-specific associations of
spindles with overall performance and sleep-dependent enhance-
ment, it was of particular interest to investigate whether a similar
frequency-specific effect of slow waves was present, i.e., whether
their duration (inverse of frequency) mattered for performance.
Indeed, significant effects were found only for slow wave duration.

With respect to overall performance (i.e., including all tri-
als, not specific for overnight enhancement), children with a
longer average duration of their slow waves had a lower overall
speed, no matter whether the slow wave duration was derived
from FPz (�0.102 ± 0.041 less correct sequences/ms longer
duration, Z = �2.457, P = 0.014) or Cz (�0.084 ± 0.043 less
correct sequences/ms longer duration, Z = �1.960, P < 0.050).
Likewise, children with a longer average duration of their slow
waves had a lower overall accuracy, significantly so for slow
wave duration derived at FPz (�0.77 ± 0.30 lower % accu-
racy per milliseconds longer duration, Z = �2.567, P = 0.010)
and almost significant for slow wave duration derived at Cz
(�0.57 ± 0.30 lower % accuracy per milliseconds longer dura-
tion, Z = �1.900, P = 0.057). Given that the range of indi-
vidual differences in the average duration of slow waves (FPz:
763–828; Cz: 752–822) covers up to 70 ms, the findings suggest
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FIGURE 4 | The spindle detection procedure described in detail. (A) The
original recording for one participant in stage S2. (B) The signal was
bandpass-filtered between 9 and 15 Hz (black line) and the time-course of
its amplitude was computed by rectifying the signal, applying a low-pass
filter at 4 Hz (Nir et al., 2007), and multiplying by

p
2 (blue line). (C) An

upper threshold equal to the 4.5 times the mean of the amplitude in

stages S2, S3, and S4 was used for the detection of the spindles (dotted
red line). A lower threshold was used to define the beginning and end of
each spindle (dotted dashed line). Detected spindles are shown as red
traces superimposed on the time-course of the amplitude. Note that the
x-axis is the same for all the panels, while the y -axis in the bottom panel
is twice as large as that of panels (A) and (B).

FIGURE 5 | The frequency distribution of all detected spindles. A total
of 37,177 spindles were detected on FPz (30 children), and a total of 39,951
spindles were detected on Cz (28 children).

slow wave duration-associated individual differences in speed
of up to about six correct sequences and in accuracy of up to
about 50%.

With respect to the overnight enhancement of performance,
children with a longer average duration of their slow waves
showed a stronger overnight increase in accuracy, significantly so

for slow wave duration at Cz (0.36 ± 0.16% stronger increase in
accuracy per milliseconds longer duration, Z = 2.25, P = 0.024)
and almost significant for slow wave duration derived at FPz
(0.32 ± 0.17% stronger increase in accuracy per milliseconds
longer duration, Z = 1.882, P = 0.060). Slow wave duration was
not associated with overnight changes in speed (FPz: P = 0.66;
Cz: P = 0.42). Given the range of individual differences in the
average duration of slow waves mentioned above, the findings
suggest slow wave duration-associated individual differences in
the overnight increase in accuracy of up to about 25%.

In summary, overall performance is best in children with a
faster slow waves. Children with slower slow waves profit most
from sleep to attain a higher accuracy.

ASSOCIATION BETWEEN INDIVIDUAL DIFFERENCES IN FAST AND
SLOW SPINDLE DENSITY WITH AVERAGE SLOW WAVE DURATION
Given the findings overall performance is best in children with
faster slow waves, a high density of fast spindles and a low
density of slow spindles, post hoc correlations were calculated
over the individual’s pairs of these slow wave and parameters.
The average duration of slow waves measured at FPz was neg-
atively correlated with the density of fast spindles (r = �0.40,
p = 0.03) and almost significantly positively correlated with
the density of slow spindles (r = 0.37, p = 0.05). The average
duration of slow waves measured at Cz showed no significant
correlation with the density of either fast spindles (r = �0.05,
p = 0.80) or slow spindles (r = 0.10, p = 0.61). In sum-
mary, there is a significant association between the dominant
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Table 1 | Sleep variables averaged over all children.

Mean ± SEM Mean ± SEM

Macrostructure characteristics
Time in Bed (TIB) (min) 464.7 ± 1.76
Total Sleep Time (TST) (min) 432.0 ± 4.62
Sleep Onset Latency (min) 19.3 ± 2.34
First REM Latency (min) 94.3 ± 6.92
Wake After Sleep Onset (min) 9.4 ± 2.10
Sleep Efficiency % 92.9 ± 0.88
% Stage 1 (of TST) 3.4 ± 0.63
% Stage 2 (of TST) 39.0 ± 1.32
% Slow Wave Sleep (of TST) 34.0 ± 1.06
% REM (of TST) 23.7 ± 0.82

Sleep spindle characteristics FPz Cz

Duration (ms) 1100.96 ± 24.70 1206.72 ± 17.99
Amplitude (µV) 17.84 ± 0.66 27.74 ± 0.80
Duration⇤Amplitude (µVs) 20.37 ± 1.00 34.52 ± 1.29
Frequency (Hz) 11.55 ± 0.06 12.49 ± 0.08
Density (# / 30 s epoch) 2.24 ± 0.07 2.48 ± 0.06

Slow wave characteristics

Duration negative
half wave (ms) 457.44 ± 1.32 451.52 ± 1.35

Duration positive
half wave (ms) 333.36 ± 1.66 327.56 ± 1.69

Total duration (ms) 790.80 ± 2.76 780.14 ± 2.98
Amplitude negative

half wave (µV) �55.63 ± 1.92 �76.87 ± 2.42
Amplitude positive

half wave (µV) 58.62 ± 2.36 76.00 ± 2.59
Peak-to-peak amplitude (µV) 126.96 ± 4.53 162.33 ± 5.48
Up-slope negative

half wave (µV/ms) 0.31 ± 0.01 0.43 ± 0.01
Density (# / 30 s epoch) 23.72 ± 0.19 22.59 ± 0.19

frontal frequency of two characteristic sleep microstructural
events with relevance for motor skill performance: the average
duration of a slow waves measured and the density of fast
spindles.

DISCUSSION
The present study set out to investigate the following questions.
We hypothesized that motor skill enhancement is dependent on
sleep in school-aged children. We moreover hypothesized that
initial motor skill performance, and its enhancement after an
interval without training, depend on the parameters that quantify
the sleep-EEG macrostructure and microstructural properties of
spindles and slow waves. Finally, to complement associational
findings, we aimed to evaluate whether the hypotheses would be
supported by an intervention aimed at manipulation of spindles
and slow waves.

Similar to findings in adults (Walker et al., 2002; Van Der Werf
et al., 2009b), the current report demonstrated children express
offline enhancements in motor skill accuracy only if this interval
includes a period of sleep. However, unlike previously reported
in adults, children enhance their speed no matter whether the
interval includes a period of sleep. In contrast to previous reports
with similar results (Fischer et al., 2007; Wilhelm et al., 2008;
Prehn-Kristensen et al., 2009), we do not interpret these results

to indicate that children fail to show a speed enhancement over
a period of sleep. Children do in fact show an enhancement of
speed over a period of sleep, but as well over a period without
sleep. Our interpretation is rather that children, like adults, do
have the ability to enhance motor speed over a period of sleep, but
the offline improvement can also be achieved across the different
brain state of wakefulness (and thus perhaps by a different brain-
state mechanisms). A speculative suggestion from our findings,
that could be addressed in long-term follow-up studies on the
development from childhood to adulthood, is that the capacity to
improve performance without the necessity of sleep may be lost in
adulthood. This suggestion is in line with recent findings indicat-
ing that procedural memory stabilizes during waking much faster
in children than in adults (Ashtamker and Karni, 2013; Adi-Japha
et al., 2014). Although children enhance their motor speed over
periods of sleep and wake alike, sleep is required for an increase in
accuracy (Figure 3).

An important new finding of the present study concerns
the question of whether initial motor skill performance, or
its enhancement after an interval without training, depend on
specific aspects of the sleep-EEG microstructure. The results
consistently indicate that individual differences in the dominant
frequency of thalamo-cortical oscillations marks differences in
both initial performance and sleep-dependent skill enhancement.
Children with lower dominant frequencies of spindles and slow
waves performed worse, as consistently indicated by the findings
that children performed better if they had less slow spindles,
more fast spindles and faster slow waves. The negative association
between overall performance and the density of slow spindles
is in line with a recent study by Kurdziel et al. (2013) who
found, in 4-year children, that spindle density during a nap
correlated negatively (r = �0.67) with baseline performance on
a hippocampal-dependent visuospatial task resembling the card-
deck “Memory” game. The hippocampus has also been implicated
in sleep-dependent consolidation of motor sequence learning
(Albouy et al., 2013b,c,d).

On average, characteristic oscillations in the EEG are slower
in children than in adults and indeed also the peak frequency
of sleep spindles increases as children mature (De Gennaro
and Ferrara, 2003; Jenni and Carskadon, 2004; Tarokh and
Carskadon, 2010). Our findings therefore suggest that dominant
physiological frequencies of the characteristic sleep events may
reflect trait-like markers of maturity within neuronal networks
involved in cognition, including that associated with offline
motor skill enhancement. It appears timely to consider large-scale
multivariate follow-up studies to disentangle individual traits
from developmental aspects, as well as common vs. differential
involvement of spindle characteristics in motor skills, explicit
memory and intellectual abilities (Geiger et al., 2011, 2012;
Chatburn et al., 2013; Gruber et al., 2013; Hoedlmoser et al.,
2014).

With respect to the overnight increase in performance, there
appears to be a discrepancy at first sight between findings based
on the density of slow and fast spindles vs. the findings based on
the mean frequency of spindles. A stronger overnight increase in
accuracy was associated with a higher density of slow spindles but
not with a lower mean frequency of spindles. We interpret this
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finding as support for distinct types of spindles, as suggested by
a bimodal distribution (Figure 5). The mean frequency depends
on the number of both slow and fast spindles, and can be low
irrespective of overall density. Overnight accuracy enhancement
appears specifically associated with the abundance of slow spin-
dles. The finding that the density of slow spindles, rather than fast
spindles as in adults, is associated with the overnight increase in
accuracy is interesting, since in children and adolescents, there
is a slower frequency peak in the spindle-related sigma power
(Jenni et al., 2005; Kurth et al., 2010). Thus, it may be that this
leftward shift in the dominant spindle frequency curve, relative to
adults, is involved in this differential association, and could still
reflect similar overlapping consolidation mechanisms. Indeed,
sleep spindle frequency in human adults has been associated with
structural gray matter properties of the hippocampus. Moreover,
surface EEG recorded spindles in human adults are associated
with coinciding hippocampal activation. Should similar spindle-
hippocampal associations be identified in child, this may pro-
vide one potential neural pathway through which spindle-related
motor skill improvements are transacted in child, especially since
the hippocampus is importantly involved in explicit motor skill
learning (Walker et al., 2005; Steele and Penhune, 2010; Saletin
et al., 2013).

Heib et al. (2013) showed a positive correlation between indi-
vidual differences in the duration of the positive half-wave of the
slow oscillation and their overnight changes in memory for word
pairs. They speculated that a prolonged depolarizing up-state
extends the time window for neuronal replay and thus enhances
overnight memory improvement. No increase in the duration of
slow oscillations in response to learning was found in this study,
nor in a previous similar study (Mölle et al., 2009). These studies
did not investigate whether individuals with longer positive half-
waves might have had lower initial, pre-sleep, performance, and
thus more room for overnight improvement similar to the current
findings in children. Our present findings suggest that it may be
important to investigate whether associations of sleep parameters
with overnight improvements are secondary to associations of the
same sleep parameters with initial performance. In the present
study, the use of mixed effect multiple regression models allowed
for a separation of these different associations.

Interestingly, the enhancement of accuracy over a period of
sleep and of speed over a period of either sleep or wakefulness,
is of a greater magnitude than has previously been reported
in adults. The overnight improvement of speed, irrespective of
sleep, was about 45%, which is more than twice the sleep-
dependent speed improvement reported in the original study
in adults (Walker et al., 2002). The overnight improvement
in accuracy was 49%. Whereas no sleep-dependent change in
accuracy reported in the original study in adults (Walker et al.,
2002), later studies found accuracy improvements of up to 48%
(Kuriyama et al., 2004). A parsimonious explanation of the find-
ings is that participants that show an initial low performance, as
is the case in the present study in children, have more headroom
for improvement. This interpretation is supported by the fact that
the strongest sleep-dependent increase in accuracy occurred in
those that initially performed worst, i.e., those with lower dom-
inant frequencies of spindles and slow waves. A recent study in

4-year old children also observed an inverse association between
initial performance and sleep-dependent improvement (Kurdziel
et al., 2013). As was the case for slow spindles (typical of young
children) in our present study, they observed that sleep spindle
density was negatively correlated with baseline performance and
positively correlated with the change in memory performance
across the nap period. In that study, children with a higher
sleep spindle density initially performed worse and benefitted
more from sleep for subsequent performance. Importantly, if
associations of spindle and slow wave characteristics with initial
performance are not accounted for, they may confound interpre-
tation of their involvement in overnight enhancement.

The current study result need to be appreciated within the
context of several inherent limitations. First, the sleep of children
was so resistant to acoustic manipulation that we did not succeed
in our aim to take the level of evidence for a role of spindles and
slow waves in overnight a step further, from observational data to
experimental intervention. The present findings confirm previous
findings (Busby et al., 1994) suggesting that children have a
much more powerful thalamic gate to shut off environmental
monitoring during sleep.

A second limitation is that during the night of polysomno-
graphic recording the children performed the task later in the
evening than their habitual bedtime and slept relatively short.
With respect to the late assessment, Figure 3 shows no sys-
tematically worse performance. The speed during both learn-
ing and recall in the evening did not differ from the speed
during learning and recall in the morning, and the accuracy
during learning in the evening did not differ from the accuracy
during learning in the morning. These considerations support
the interpretation that the lack of accuracy improvement in the
morning-to-evening condition is specifically due to a lack of
sleep. With respect to sleep duration, a recent systematic review
on normal sleep patterns in children concluded that 11-year
olds on average sleep 9 a night (Galland et al., 2012). Sleep
duration was somewhat restricted in the present protocol due to
the task assessment protocol with strict 12 h and 24 h intervals,
so that the evening task assessment started at 10:00 PM. This
resulted in a late bedtime as compared to their habitual bedtime
(8:46 PM ± 00:21 min). Sleep duration may moreover have
been somewhat restricted due to the excitement of the children
about participating in a study that included sleeping a night in
a Science Museum. The distribution of sleep stage durations in
the present study was however very similar to those reported
in previous studies on sleep in children (Fischer et al., 2007;
Backhaus et al., 2008; Wilhelm et al., 2008). Ideally, a replication
study would assess whether the reported associations hold if
children are recorded at home according to their habitual sleep
schedule.

A third limitation is that sleep was recorded in a non-shielded
environment, which may have induced a larger number of epochs
containing artifacts than would be expected in the environment of
a well-controlled sleep-laboratory. A further limitation is that no
extensive clinical evaluation on sleep disturbances was performed.

Finally, it should be noted that performing a motor skill
task prior to bedtime may in itself alter the distribution of
sleep spindles. Studies in humans and animals have consistently
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shown spindle activity to increase following training on several
tasks, including the motor sequence tapping task used in the
present study (Nishida and Walker, 2007; Barakat et al., 2011).
Barakat et al. (2011) studied how sleep was affected by pre-sleep
training on the same finger-tapping task that was used in the
present study. They found that, compared to training on a
control task, the motor sequence tapping task increased the
density of fast spindles, while the density of slow spindles did
not change. Subjects with the strongest training-elicited increase
in fast spindle density showed the strongest sleep-dependent
speed enhancement. Slow spindle density was not related to the
sleep-dependent enhancement. Accuracy was not investigated.
The association may be specific to the type of motor skill, because
data presented by Tamaki et al. (2008; Table 1) suggest a decrease
rather than increase in the number of fast spindles after training
a mirror tracing skill. Moreover, although we cannot exclude the
possibility that the motor skill task performance prior to bedtime
increased spindle activity, it should be noticed that the functional
relevance of such increase may be limited to the cortical area that
are most prominently activated by the task, an area below the C4
electrode (Nishida and Walker, 2007).

In summary, the present findings indicate that even with-
out sleep, children have the ability to increase the speed of
their motor skills without training, a capacity that seems to
be lost in adulthood. Moreover, whereas the majority of pre-
vious studies focused on sleep-dependent consolidation and
enhancement, the present findings underscore the importance
of investigating the associations of slower vs. faster oscillating
spindles and slow waves with initial performance (Bódizs et al.,
2005; Schabus et al., 2008), and the necessity to investigate
how overnight improvements may be limited by high initial
performance and enhanced by low initial performance. Overall,
the present findings suggest that slower frequency oscillations
of the characteristic sleep events may mark a less mature neu-
ronal networks involved in motor skills and slower learning
curves. This finding can be seen as a warning for a likely con-
found: if associations of spindle and slow wave characteristics
with initial performance are not accounted for, they may con-
found interpretation of their selective involvement in overnight
enhancement.

ACKNOWLEDGMENTS
Data were obtained during “The Great Sleep Experiment” event,
organized and sponsored by Netherlands Organization of Scien-
tific Research and the Netherlands Institute for Neuroscience, and
sponsored by Beter Bed, Medcare, IBM, Amstel Botel, Cambridge
Neurotechnology, J&J Pharmaceutical Research and Develop-
ment, Nederlandse Vereniging voor Slaap-Waak Onderzoek,
Onderzoeksschool Neurowetenschappen Amsterdam, Philips,
SEIN Zwolle, Gelre ziekenhuizen Zutphen, OLVG Amsterdam,
Sint Lucas Andreas Ziekenhuis Amsterdam, Spaarne Ziekenhuis
Hoofddorp and Zaans Medisch Centrum Zaandam. This work
was further supported by grants from the Netherlands Organiza-
tion of Scientific Research (NWO): VICI Innovation (Grant 453-
07-001), and National Initiative Brain and Cognition Research
Program “Innovative learning materials and methods” (Grant
056-32-013).

We would like to thank all the participating children and their
teachers, all 22 volunteering lab technicians and the research staff
who made this event possible. Finally, we would like to thank Prof.
R. Huber for his kind permission to use and adapt his automated
spindle detection scripts, and Prof. M. Massimini for the slow
wave script.

REFERENCES
Adi-Japha, E., Badir, R., Dorfberger, S., and Karni, A. (2014). A matter of time:

rapid motor memory stabilization in childhood. Dev. Sci. 17, 424–433. doi: 10.
1111/desc.12132

Albouy, G., Fogel, S., Pottiez, H., Nguyen, V. A., Ray, L., Lungu, O., et al. (2013a).
Daytime sleep enhances consolidation of the spatial but not motoric representa-
tion of motor sequence memory. PLoS One 8:e52805. doi: 10.1371/journal.pone.
0052805

Albouy, G., King, B. R., Maquet, P., and Doyon, J. (2013b). Hippocampus
and striatum: dynamics and interaction during acquisition and sleep-related
motor sequence memory consolidation. Hippocampus 23, 985–1004. doi: 10.
1002/hipo.22183

Albouy, G., Sterpenich, V., Vandewalle, G., Darsaud, A., Gais, S., Rauchs, G.,
et al. (2013c). Interaction between hippocampal and striatal systems predicts
subsequent consolidation of motor sequence memory. PLoS One 8:e59490.
doi: 10.1371/journal.pone.0059490

Albouy, G., Vandewalle, G., Sterpenich, V., Rauchs, G., Desseilles, M., Balteau, E.,
et al. (2013d). Sleep stabilizes visuomotor adaptation memory: a functional
magnetic resonance imaging study. J. Sleep Res. 22, 144–154. doi: 10.1111/j.
1365-2869.2012.01059.x

Ashtamker, L., and Karni, A. (2013). Motor memory in childhood: early expression
of consolidation phase gains. Neurobiol. Learn. Mem. 106, 26–30. doi: 10.1016/j.
nlm.2013.07.003

Backhaus, J., Hoeckesfeld, R., Born, J., Hohagen, F., and Junghanns, K. (2008).
Immediate as well as delayed post learning sleep but not wakefulness enhances
declarative memory consolidation in children. Neurobiol. Learn. Mem. 89, 76–
80. doi: 10.1016/j.nlm.2007.08.010

Barakat, M., Carrier, J., Debas, K., Lungu, O., Fogel, S., Vandewalle, G., et al.
(2013). Sleep spindles predict neural and behavioral changes in motor sequence
consolidation. Hum. Brain Mapp. 34, 2918–2928. doi: 10.1002/hbm.22116

Barakat, M., Doyon, J., Debas, K., Vandewalle, G., Morin, A., Poirier, G., et al.
(2011). Fast and slow spindle involvement in the consolidation of a new motor
sequence. Behav. Brain Res. 217, 117–121. doi: 10.1016/j.bbr.2010.10.019

Bódizs, R., Kis, T., Lázár, A. S., Havrán, L., Rigó, P., Clemens, Z., et al. (2005).
Prediction of general mental ability based on neural oscillation measures of
sleep. J. Sleep Res. 14, 285–292. doi: 10.1111/j.1365-2869.2005.00472.x

Bruni, O., Ottaviano, S., Guidetti, V., Romoli, M., Innocenzi, M., Cortesi, F., et al.
(1996). The sleep disturbance scale for children (SDSC). Construction and
validation of an instrument to evaluate sleep disturbances in childhood and
adolescence. J. Sleep Res. 5, 251–261. doi: 10.1111/j.1365-2869.1996.00251.x

Busby, K. A., Mercier, L., and Pivik, R. T. (1994). Ontogenetic variations in auditory
arousal threshold during sleep. Psychophysiology 31, 182–188. doi: 10.1111/j.
1469-8986.1994.tb01038.x

Chatburn, A., Coussens, S., Lushington, K., Kennedy, D., Baumert, M., and Kohler,
M. (2013). Sleep spindle activity and cognitive performance in healthy children.
Sleep 36, 237–243. doi: 10.5665/sleep.2380

De Gennaro, L., and Ferrara, M. (2003). Sleep spindles: an overview. Sleep Med.
Rev. 7, 423–440. doi: 10.1053/smrv.2002.0252

Dehghani, N., Cash, S. S., and Halgren, E. (2011). Topographical frequency
dynamics within EEG and MEG sleep spindles. Clin. Neurophysiol. 122, 229–
235. doi: 10.1016/j.clinph.2010.06.018

Diekelmann, S., Wilhelm, I., and Born, J. (2009). The whats and whens of sleep-
dependent memory consolidation. Sleep Med. Rev. 13, 309–321. doi: 10.1016/j.
smrv.2008.08.002

Dorfberger, S., Adi-Japha, E., and Karni, A. (2007). Reduced susceptibility to
interference in the consolidation of motor memory before adolescence. PLoS
One 2:e240. doi: 10.1371/journal.pone.0000240

Feld, G. B., and Born, J. (2012). “Sleep EEG rhythms and system consolidation of
memory,” in Sleep and Brain Activity, ed M. G. Frank (San Diego: Academic
Press), 187–226.

Frontiers in Human Neuroscience www.frontiersin.org November 2014 | Volume 8 | Article 910 | 11



Astill et al. Children’s sleep oscillations and skills

Ferrarelli, F., Huber, R., Peterson, M. J., Massimini, M., Murphy, M., Riedner, B. A.,
et al. (2007). Reduced sleep spindle activity in schizophrenia patients. Am. J.
Psychiatry 164, 483–492. doi: 10.1176/appi.ajp.164.3.483

Fischer, S., Wilhelm, I., and Born, J. (2007). Developmental differences in sleep’s
role for implicit off-line learning: comparing children with adults. J. Cogn.
Neurosci. 19, 214–227. doi: 10.1162/jocn.2007.19.2.214

Fogel, S. M., and Smith, C. T. (2011). The function of the sleep spindle: a phys-
iological index of intelligence and a mechanism for sleep-dependent memory
consolidation. Neurosci. Biobehav. Rev. 35, 1154–1165. doi: 10.1016/j.neubiorev.
2010.12.003

Galland, B. C., Taylor, B. J., Elder, D. E., and Herbison, P. (2012). Normal sleep
patterns in infants and children: a systematic review of observational studies.
Sleep Med. Rev. 16, 213–222. doi: 10.1016/j.smrv.2011.06.001

Geiger, A., Huber, R., Kurth, S., Ringli, M., Achermann, P., and Jenni, O. G.
(2012). Sleep electroencephalography topography and children’s intellectual
ability. Neuroreport 23, 93–97. doi: 10.1097/wnr.0b013e32834e7e8f

Geiger, A., Huber, R., Kurth, S., Ringli, M., Jenni, O. G., and Achermann, P. (2011).
The sleep EEG as a marker of intellectual ability in school age children. Sleep 34,
181–189.

Gruber, R., Wise, M. S., Frenette, S., Knäauper, B., Boom, A., Fontil, L., et al.
(2013). The association between sleep spindles and IQ in healthy school-
age children. Int. J. Psychophysiol. 89, 229–240. doi: 10.1016/j.ijpsycho.2013.
03.018

Heib, D. P., Hoedlmoser, K., Anderer, P., Zeitlhofer, J., Gruber, G., Klimesch, W.,
et al. (2013). Slow oscillation amplitudes and up-state lengths relate to memory
improvement. PLoS One 8:e82049. doi: 10.1371/journal.pone.0082049

Hoedlmoser, K., Heib, D. P., Roell, J., Peigneux, P., Sadeh, A., Gruber, G., et al.
(2014). Slow sleep spindle activity, declarative memory and general cognitive
abilities in children. Sleep 37, 1501–1512. doi: 10.5665/sleep.4000

Holz, J., Piosczyk, H., Feige, B., Spiegelhalder, K., Baglioni, C., Riemann, D., et al.
(2012). EEG sigma and slow-wave activity during NREM sleep correlate with
overnight declarative and procedural memory consolidation. J. Sleep Res. 21,
612–619. doi: 10.1111/j.1365-2869.2012.01017.x

Huber, R., Ghilardi, M. F., Massimini, M., and Tononi, G. (2004). Local sleep and
learning. Nature 430, 78–81. doi: 10.1038/nature02663

Jenni, O. G., Achermann, P., and Carskadon, M. A. (2005). Homeostatic sleep
regulation in adolescents. Sleep 28, 1446–1454.

Jenni, O. G., and Carskadon, M. A. (2004). Spectral analysis of the sleep electroen-
cephalogram during adolescence. Sleep 27, 774–783.

Karni, A., Meyer, G., Jezzard, P., Adams, M. M., Turner, R., and Ungerleider, L. G.
(1995). Functional MRI evidence for adult motor cortex plasticity during motor
skill learning. Nature 377, 155–158. doi: 10.1038/377155a0

Kurdziel, L., Duclos, K., and Spencer, R. M. (2013). Sleep spindles in midday naps
enhance learning in preschool children. Proc. Natl. Acad. Sci. U S A 110, 17267–
17272. doi: 10.1073/pnas.1306418110

Kuriyama, K., Stickgold, R., and Walker, M. P. (2004). Sleep-dependent learn-
ing and motor-skill complexity. Learn. Mem. 11, 705–713. doi: 10.1101/lm.
76304

Kurth, S., Ringli, M., Geiger, A., LeBourgeois, M., Jenni, O. G., and Huber, R.
(2010). Mapping of cortical activity in the first two decades of life: a high-
density sleep electroencephalogram study. J. Neurosci. 30, 13211–13219. doi: 10.
1523/jneurosci.2532-10.2010

Kurth, S., Ringli, M., Lebourgeois, M. K., Geiger, A., Buchmann, A., Jenni, O. G.,
et al. (2012). Mapping the electrophysiological marker of sleep depth reveals
skill maturation in children and adolescents. Neuroimage 63, 959–965. doi: 10.
1016/j.neuroimage.2012.03.053

Landmann, N., Kuhn, M., Piosczyk, H., Feige, B., Baglioni, C., Spiegelhalder, K.,
et al. (2014). The reorganisation of memory during sleep. Sleep Med. Rev.
doi: 10.1016/j.smrv.2014.03.005. [Epub ahead of print].

Määttä, S., Landsness, E., Sarasso, S., Ferrarelli, F., Ferreri, F., Ghilardi, M. F.,
et al. (2010). The effects of morning training on night sleep: a behavioral
and EEG study. Brain Res. Bull. 82, 118–123. doi: 10.1016/j.brainresbull.2010.
01.006

Mander, B. A., Santhanam, S., Saletin, J. M., and Walker, M. P. (2011). Wake
deterioration and sleep restoration of human learning. Curr. Biol. 21, R183–
R184. doi: 10.1016/j.cub.2011.01.019

Maquet, P. (2001). The role of sleep in learning and memory. Science 294, 1048–
1052. doi: 10.1126/science.1062856

Massimini, M., Huber, R., Ferrarelli, F., Hill, S., and Tononi, G. (2004). The
sleep slow oscillation as a traveling wave. J. Neurosci. 24, 6862–6870. doi: 10.
1523/jneurosci.1318-04.2004

Mölle, M., and Born, J. (2011). Slow oscillations orchestrating fast oscillations and
memory consolidation. Prog. Brain Res. 193, 93–110. doi: 10.1016/b978-0-444-
53839-0.00007-7

Mölle, M., Eschenko, O., Gais, S., Sara, S. J., and Born, J. (2009). The influence
of learning on sleep slow oscillations and associated spindles and ripples in
humans and rats. Eur. J. Neurosci. 29, 1071–1081. doi: 10.1111/j.1460-9568.2009.
06654.x

Morin, A., Doyon, J., Dostie, V., Barakat, M., Hadj Tahar, A., Korman, M., et al.
(2008). Motor sequence learning increases sleep spindles and fast frequencies in
post-training sleep. Sleep 31, 1149–1156.

Nir, Y., Fisch, L., Mukamel, R., Gelbard-Sagiv, H., Arieli, A., Fried, I., et al. (2007).
Coupling between neuronal firing rate, gamma LFP and BOLD fMRI is related
to interneuronal correlations. Curr. Biol. 17, 1275–1285. doi: 10.1016/j.cub.2007.
06.066

Nishida, M., and Walker, M. P. (2007). Daytime naps, motor memory consolidation
and regionally specific sleep spindles. PLoS One 2:e341. doi: 10.1371/journal.
pone.0000341

Owens, J. A., Maxim, R., Nobile, C., McGuinn, M., and Msall, M. (2000a).
Parental and self-report of sleep in children with attention-deficit/hyperactivity
disorder. Arch. Pediatr. Adolesc. Med. 154, 549–555. doi: 10.1001/archpedi.154.
6.549

Owens, J. A., Spirito, A., and McGuinn, M. (2000b). The children’s sleep habits
questionnaire (CSHQ): psychometric properties of a survey instrument for
school-aged children. Sleep 23, 1043–1051.

Piantoni, G., Astill, R. G., Raymann, R. J. E. M., Vis, J. C., Coppens, J. E., and Van
Someren, E. J. W. (2013a). Modulation of gamma and spindle-range power by
slow oscillations in scalp sleep EEG of children. Int. J. Psychophysiol. 89, 252–258.
doi: 10.1016/j.ijpsycho.2013.01.017

Piantoni, G., Poil, S. S., Linkenkaer-Hansen, K., Verweij, I. M., Ramautar, J. R., Van
Someren, E. J., et al. (2013b). Individual differences in white matter diffusion
affect sleep oscillations. J. Neurosci. 33, 227–233. doi: 10.1523/jneurosci.2030-
12.2013

Prehn-Kristensen, A., Göder, R., Chirobeja, S., Bressmann, I., Ferstl, R., and Baving,
L. (2009). Sleep in children enhances preferentially emotional declarative but
not procedural memories. J. Exp. Child Psychol. 104, 132–139. doi: 10.1016/j.
jecp.2009.01.005

Rasch, B., and Born, J. (2013). About sleep’s role in memory. Physiol. Rev. 93, 681–
766. doi: 10.1152/physrev.00032.2012

Rasch, B., Pommer, J., Diekelmann, S., and Born, J. (2009). Pharmacological REM
sleep suppression paradoxically improves rather than impairs skill memory. Nat.
Neurosci. 12, 396–397. doi: 10.1038/nn.2206

Rechtschaffen, A., and Kales, A. (1968). A Manual of Standardized Terminology,
Techniques and Scoring System for Sleep Stages of Human Subjects. Bethesda:
United States Department of Health, Education and Welfare.

Riedner, B. A., Vyazovskiy, V. V., Huber, R., Massimini, M., Esser, S., Murphy, M.,
et al. (2007). Sleep homeostasis and cortical synchronization: III. A high-density
EEG study of sleep slow waves in humans. Sleep 30, 1643–1657.

Saletin, J. M., van der Helm, E., and Walker, M. P. (2013). Structural brain
correlates of human sleep oscillations. Neuroimage 83, 658–668. doi: 10.1016/j.
neuroimage.2013.06.021

Schabus, M., Dang-Vu, T. T., Albouy, G., Balteau, E., Boly, M., Carrier, J., et al.
(2007). Hemodynamic cerebral correlates of sleep spindles during human non-
rapid eye movement sleep. Proc. Natl. Acad. Sci. U S A 104, 13164–13169. doi: 10.
1073/pnas.0703084104

Schabus, M., Hoedlmoser, K., Pecherstorfer, T., Anderer, P., Gruber, G., Parapatics,
S., et al. (2008). Interindividual sleep spindle differences and their relation
to learning-related enhancements. Brain Res. 1191, 127–135. doi: 10.1016/j.
brainres.2007.10.106

Shinomiya, S., Nagata, K., Takahashi, K., and Masumura, T. (1999). Development
of sleep spindles in young children and adolescents. Clin. Electroencephalogr. 30,
39–43. doi: 10.1177/155005949903000203

Steele, C. J., and Penhune, V. B. (2010). Specific increases within global decreases:
a functional magnetic resonance imaging investigation of five days of motor
sequence learning. J. Neurosci. 30, 8332–8341. doi: 10.1523/jneurosci.5569-09.
2010

Frontiers in Human Neuroscience www.frontiersin.org November 2014 | Volume 8 | Article 910 | 12



Astill et al. Children’s sleep oscillations and skills

Steriade, M. (2006). Grouping of brain rhythms in corticothalamic systems. Neuro-
science 137, 1087–1106. doi: 10.1016/j.neuroscience.2005.10.029

Stickgold, R., and Walker, M. P. (2005). Memory consolidation and reconsolida-
tion: what is the role of sleep? Trends Neurosci. 28, 408–415. doi: 10.1016/j.tins.
2005.06.004

Tamaki, M., Matsuoka, T., Nittono, H., and Hori, T. (2008). Fast sleep spindle
(13–15 hz) activity correlates with sleep-dependent improvement in visuomotor
performance. Sleep 31, 204–211.

Tamminen, J., Lambon Ralph, M. A., and Lewis, P. A. (2013). The role of sleep
spindles and slow-wave activity in integrating new information in seman-
tic memory. J. Neurosci. 33, 15376–15381. doi: 10.1523/jneurosci.5093-12.
2013

Tamminen, J., Payne, J. D., Stickgold, R., Wamsley, E. J., and Gaskell, M. G. (2010).
Sleep spindle activity is associated with the integration of new memories and
existing knowledge. J. Neurosci. 30, 14356–14360. doi: 10.1523/jneurosci.3028-
10.2010

Tanguay, P. E., Ornitz, E. M., Kaplan, A., and Bozzo, E. S. (1975). Evolution of
sleep spindles in childhood. Electroencephalogr. Clin. Neurophysiol. 38, 175–181.
doi: 10.1016/0013-4694(75)90227-8

Tarokh, L., and Carskadon, M. A. (2010). Developmental changes in the human
sleep EEG during early adolescence. Sleep 33, 801–809.

Twisk, J. W. R. (2003). Applied Longitudinal Data Analysis for Epidemiology. Cam-
bridge: Cambridge University Press.

Van Der Werf, Y. D., Altena, E., Schoonheim, M. M., Sanz-Arigita, E., Vis, J. C., De
Rijke, W., et al. (2009a). Sleep benefits subsequent hippocampal functioning.
Nat. Neurosci. 12, 122–123. doi: 10.1038/nn.2253

Van Der Werf, Y. D., Van Der Helm, E., Schoonheim, M. M., Ridderikhoff, A.,
and Van Someren, E. J. W. (2009b). Learning by observation requires an early
sleep window. Proc. Natl. Acad. Sci. U S A 106, 18926–18930. doi: 10.1073/pnas.
0901320106

Walker, M. P., Brakefield, T., Morgan, A., Hobson, J. A., and Stickgold, R. (2002).
Practice with sleep makes perfect: sleep-dependent motor skill learning. Neuron
35, 205–211. doi: 10.1016/s0896-6273(02)00746-8

Walker, M. P., and Stickgold, R. (2004). Sleep-dependent learning and memory
consolidation. Neuron 44, 121–133. doi: 10.1016/j.neuron.2004.08.031

Walker, M. P., Stickgold, R., Alsop, D., Gaab, N., and Schlaug, G. (2005). Sleep-
dependent motor memory plasticity in the human brain. Neuroscience 133, 911–
917. doi: 10.1016/j.neuroscience.2005.04.007

Wilhelm, I., Diekelmann, S., and Born, J. (2008). Sleep in children improves
memory performance on declarative but not procedural tasks. Learn. Mem. 15,
373–377. doi: 10.1101/lm.803708

Conflict of Interest Statement: The authors declare that the research was conducted
in the absence of any commercial or financial relationships that could be construed
as a potential conflict of interest.

Received: 27 July 2014; accepted: 23 October 2014; published online: 11 November
2014.
Citation: Astill RG, Piantoni G, Raymann RJEM, Vis JC, Coppens JE, Walker MP,
Stickgold R, Van Der Werf YD and Van Someren EJW (2014) Sleep spindle and slow
wave frequency reflect motor skill performance in primary school-age children. Front.
Hum. Neurosci. 8:910. doi: 10.3389/fnhum.2014.00910
This article was submitted to the journal Frontiers in Human Neuroscience.
Copyright © 2014 Astill, Piantoni, Raymann, Vis, Coppens, Walker, Stickgold, Van
Der Werf and Van Someren. This is an open-access article distributed under the terms
of the Creative Commons Attribution License (CC BY). The use, distribution and
reproduction in other forums is permitted, provided the original author(s) or licensor
are credited and that the original publication in this journal is cited, in accordance with
accepted academic practice. No use, distribution or reproduction is permitted which
does not comply with these terms.

Frontiers in Human Neuroscience www.frontiersin.org November 2014 | Volume 8 | Article 910 | 13


